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17

MmMmmyHHaA cuctema

Hama rMMyHBa# CHCTEMA CTACAET HAC OT HEMUHYEMON CMEPTH B pe3yiabTaTe WH-
dexkuoHHbIX 3ab6oseBannit JIoboi pebeHox, pomMBLUIMICA C CHIILHO HapytDeHHoN
¢byHKiMed HMMyHHOH cucTeMR], 06peder Ha ckopylo rHbeins, ec He GynyT nDpm-
HATH! 9pe3BLMHalHble Mephl N0 ero W3ONAUMH OT MHOXECTBA HAGDEKUMOHHBIX areH-
ToB—DakTepii, BUPYCOB, MaTOreHHsIX rpuboB » napa3utos. He Tospko Yenosek,
HO W Jn060OE MO3BOHOWHOE XHBOTHOE C WMMYHOJIOTHYECKON HEOOCTATOUHOCTHID
HAXOAMTCS NOIX Yrpo3OH CMEPTH.

Bee 1no3BOROYHBIE HMEIOT AMMYHRYIO CUCTEMY. Y 6ecnO3BOHOYHEIX 3AIMATHLIE
CHCTEMBI ©OJIee MPHMHMTUBHBI; OOLITHO HX OCHOBY COCTaBNIMOT (ParouM THpyroume
knetkd. Tak Halb(BaeMble «IpodeccHOHabRbIey (aroUMThl —TIaBHBIM 06pa3om
Makpodard ¥ IOJMMOPOHOAAEPHbIE NEHKOUNTHI — HYPAIOT BAXHYIO POJb B 38LUMTE
OT UH(ERUMN TaKXe ¥ y TO3BOHOYHBIX, HO 5TO JMIUL JacTk ropazao 6onee ciox-
HOH ¥ COBEPHICHHON 32IMMTHOW CHCTEMEL.

Hmmynoaozun, Hayka 06 uMMYHHOH CHCTeMe, BLIPOC/IA M3 NMpOcToro Aabmose-
HHA: JBOMH, flepeHecume HEKOTOpWe mH(eXUuORHble 3aBo/eBaHus, CTAHOBRTCS
K HHM HEBOCIPDMMMYIHBBIME («HMMYHHBIMK®), T.&. PeAKo 3a60JIeBaIOT HMH CHOBA
Tako#t WMMYHHTET BhICOKOCTIEIM(AREH: TOT, KT0 MepeboieNl Kophlo, JalALIER OT
BHPYCAa KODH, HO HE OT APYIRX PacrnpoCTpaHEHHbIX BUPYCOB, TaKUX Kak BO3Oyiw-
TeJM SNHAEMIYECKOr0 NMapoTHTA (CBHHKH) wWini BeTpPAROH ocmbl. Ilomo6moro pona
CNenrPHIHOCTL COCTABJIAET (DYHAAMEHTANLHYIO OCOBGEHHOCTL BCEX WMMYHHBIX
peakTHi,

B pe3ynbTaTe aKTMBHOCTY HMMYHHOH CHCTEMBbl Pa3pylIalorTcs M YOamsioTCs
BHEAPAIOWIMECH HYXKEPOAHbIE OPraHW3MBI ¥ TOKCHYHBIE MOJIEKYJbl, KOTOPbIE 3TH
OpraHu3Mnl BbIpabaThiBatoT. ITOCKONBKY HMMYHHA PeakLMs HanpasfieHa Ha pas-
pylDeHMe BRIIBABLIMX €€ OOBEKTOB, BAXHO, 4TOOBI €¢ 3aMyCKaJIH TOJBKO TyX[ble
OpraRu3My MOJIEKYIIb], HO He ero cobeTbeHHble. COOCOBHOCTL OTIMYATL uyscoe OT
c80e20 - BTOPOe PyHOAMEHTALHOE CBOKCTBO WMMYHHOH cucTeMsl.. HMapenxa cny-
HaeTCg, 9TO OHa fIPAHAMACET (CBOE» 32 «HYXOE» W Ha4YWHAET }IC;(CTBOB&TB OTpoOTHRB
COGCTBEHHBIX KJIETOK OPraHuaMa. Takue aymoummyHMble DEaKUAM MOTYT NPHRBO-
IMTb K CMEPTENBEBOMY Mcxody.

UmmMynnsasa cHcremMa BeIpaboTanack B MPOUBCCE 3BOMOUHY MO3BOHOYHBIX KaK
CPEACTBO 3aUTATH! OT 3aPAXEHUs MUKPOOPrauu3MaMy H Gosiee KPYIHBIMM Tlapa3u-
Tamy. OnHaxo 66nbluas 4acTs cBedeHWii 06 AMMYyHMTETe Oblna MOJyY4eHa B pe-
aysbTaTe M3ydeHMA peaknuu N1abopaTopHBIX KHBOTHBIX Ha BBEOCHME HewHbex-
IDTOHHBIX ATEHTOB, TAKHX KaK TyxepoaRble Gemky ¥ nosmcaxapuasl. [Towtu nobas
MAKDOMOJIEKYJI, YyXAas OPraHH3My PELMOWEHTA, MOXET BbI3BATh WMMYHHbIA OT-
BeT. BemectBo, cnocoOHOEe BbI3BaTH HMMMYRHABIE OTBET, HA3BIBAIOT AHTHIeHOM.
CaMoe yIMBHTEJIbHOE TO, YTO WMMYHRAS CHCTEMAa MOXET Da3/uaTh aHTHTEHH,
BechMa CXOOHble MexAy coboill, HanpuMep nBa Denka, palinIRarOUMeEcs TOJLKO
OJHON aMWBOXUCJIOTOR, UJM JIBa ONTHYECKHX H3oMepa.

CyuecTByrOT 1Ba OCHOBHBIX THNMA HMMYHHBIX OTBeTOB. I'ymopanmbumii oTBer
COCTOHMT B BBIPabOTXE aHTHTEN, KOTOPBIE LGIPKYJHPYIOT B KPOBH M CleluHbUIecKH



Pre. 17-1. Cxema maMdon aasx
TkaRe# genoseka JIpMboumTh pas-
BUBANOTCA B TUMYCE B KOCTHOM
Moare (Ha cxeMeé TEMHOOKPALIEEHbIC
Y493acTXH), KOTOpPble MOITOMY Ha3bl-
BAIOT YEeNMPAABNLIMU AUMPOUDHNLIMU
mxanamu. HoBooGpasosarmwie anm-
GOUMTH! MUTPUPYIOT H3 3THX UEHT-
panseRX TKaHed B nepugdepuueckue
Aum@PoudHsie mxanu (CBETHOOXPA-
MeHHLle Y9aCTK¥), CAE OUM MOTYT
pearuposaTy C aHTHrEHOM.

17. Vmnywnan cuctema 7

CBASEIBAYOTCA € BLI3BABLUMMH MX CHHTE3 YyXEpPOIAHbIMM Monekynamu. CBa3plsanue
AHTHTEN C AHTHreHoM obnerzaeT MOrNOWIeHye aHTHIeHa PAaroUMTaMH U 9ACTO AK-
TABKPYET 0co6yr0 cucTeMy OesTkop KpOBH (Ha3LIBAEMYIO KOMNieMeHMOM), KOTOPAR
cnocobeTBYeT pa3pymeHHo aHTHTeHa. UMMYHHBIR O0TBeT KJIeTC4YHOIO THIA BKIRO-
daeT 06pa3oBaHHEe CMELUASIMIMPOBAHHBLIX KJIETOK, PEardpyrolMX C TYXEPOOHBIM
AHTUIEROM TJaBRBM 00pa3oM Ha MOBEPXHOCTH COOCTBEHHBIX KJIETOK OpraHu3Ma;
NIPH 3TOM TNOCNEAHHE YHHYTOXAIOTCA (€C/TH aHTHIEH — HHOHUKPYIONHI BHPYC) WIH
Xe TPOMCXOANT pa3pyilleHHe aHTHCCH2 C NOMOIBLIO APYrKX KJIETOK, TAKMX XaK
Maxpodaru.

B MMMyHONOTHY MBI CTANKMBAEMCA ¢ TpeMs [JNaPHEIMK npobieMamu. Hyxno
NOHATHL, |) KaK UMMYHHas CHCTEMA CNEMAGATECKE Paclo3HaeT MHIUTHOHBI pai-
JIMYHBIX FYXEPOMHEIX MOJIEKYS M PearHpyeT Ha HHMX; 2) Kak OHA OT/IM4aeT 5TH Ty-
XepONHbE MOJICKYJibi 0T CBOMX W 3) KaX OHA Pa3jMBacT Pa3HbIe MPYNIbl BHEAPAIO-
LLMXCA MMKPOOPraHU3IMOB H «PACCTATHIBAET» CBOH OTBET TakAM 06paioMm, 3ToOkI
2>OHEXTHBHO OMMIUIATE OT HHX OpraHk3M, YToOb! NOJOATH X BBIACHEHHIO TOTO, Kax
peuIzeT UMMYHHAS CHCTEMa 5TH TPH CJIOKHEHLMe 3afayi, Mbl CHA4YaJIA paccMoT-
PMM KJIETOUHBIE OCHOBEI HMMYHMTETA, @ 3aTeM NMOAPOOHO O3HAKOMHMCH C (YHK-
uyeld M CTPYKTYpoH aHTHTEN, CHCTeMOH KOMIUIEMEHTa A cnelmduaeckiMn ocoben-
HOCTAMR KJIETOJHOT'O0 AMMYHHTETA.

17.1. Knerounas oCcHOBA HMMYHHTETA

17.1.1. MiMmynnas CHCTeMa COCTOMT H3 MEULTHApIoB JMmpomaron [1]

3a MMMYHHTET OTBETCTBEHHEbI JUMQOUMTH —OaHA U3 rpymm neixouutos. OBM co-
JepxaTcs b HONbILIMX KOMMYECTBAX B KPOBH M JMpe (BecoBETHAA XAAKOCTD JUM-
baTHYECKHX COCYNOB, COSIMANIONMX MExXTy coboll mMdaTnyeckie y3Jbl) H B clle-
WMATM3MPOBAHABIX SIMMPOKIHLIX TKAHAX, TAKMX KaK THMYC (BMJIOUKOBAf XeNe3a),
nuMdaTHYECKHE y3/bl, ceneleHka ¥ ammewmuke (puc. [7-1).

Mus aa nwises
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Puc. 17-2. Komaccwaeckudi axcnep-
MEHT, YIOKa3biBAIOLIMHA, 3TO 3a y3ma-
BAR¥KE TYNXCPOQHBIX AaRTUICHOB

H DEAKINO HA HUX OTBETCTBEHMHBL
nempounTy. Baxsas ocobernocTs
BCEX TBKHX 3KCOEPUMEHTOP C MEpPE-
AOCOM KJIETOK COCTOUT B TOM, YTO
AOCHOD H PECUMIHCHT OpPUWRAAJIeN)AT

K onROH unbpednol AuMuUu U MOBTO-
My TEHETHYECKH HaeHTHuHul. Ecum
N¥MOOUNTH HOHODPA BBECTH TEMETH-
MECKH OTMHYAOMEMYCA OT HEro wu-
BOTHOMY, KoTopoe 6bisio moasepr-
HYT0 ofmyyennro, 1o ony 6yayT
PCarHpoBaTh TPOTHE «(MYXEPOAHBIXY
L718 MMX ARTHIEHOB DPEIMITHERTA

P MOTYT BBI3BATL ErO MMOEML (CM.
pasg. 17.6.9).

’__ Axvncen
HOPMANEHLIW
> UMMYHHLIA
HopmansHoe OTBET
_.: HHABOTHOR
=
a
'_E AHyvren
b~
ﬁ NMMYHHOIr O
T AH
O6nyyenroe OTBET &
MHABOTHOE
— Arturen
MMMYHHBIR
—————>> OTBET BOC-
) O6nyumoe mupoTHOR, CTAHOBWNCA
o nonyuyvawee aum@onuIsi
e OY HOPMaNLHO! O MUBOTHOM O
w
5
i
=
;‘ Anturen
9 UMMYRHOIO
OTBETA HET
OBnyueHHoe wuBOTNOE,
nonyunewee OpyIue knarky
L OT HOPMANLHOr D KUBOTHOM O

Oburee quco JMMGOIHTOB B OPraEM3IMe OYeHb BEJMKO (Y Yenoseka ~ 2:10'%),
O KJIETOYHOH Macce HMMYHHAS CHCTEM2 CPAaBHMMA C IedeHblo HJM MO3ToM. XoTH
JUMQOUUTHI yXe AaBHO OPU3HAHBI OOHHM K3 KIETOYHBIX KOMIOHEHTOB KPOBH, MX
UeHTpajbHas poSilb B UMMYHBHTETe ObiJla IPOOEMOHCTPHPOBAHA JMINL B KoBUE 50-x
rogow. B pemaionmx JKCnepHMEHTaX KpDHC NOJBEPrayi CWILHOMY O6urydeHuio,
MpHBOXMBLIEMY K THOeiM SOSMBIIMHCTBA NERKOUHMTOB, B TOM YHCIIE JIHMQOUHTOB.
O6J1y4eHHBIM KpbIcaM, HeCOOCOGHBIM K MMMYHHOMY OTBETY, MOXHO 6bUIO BBO-
IMTh KJIETKA PA3SHYHBIX TUMOB, ITOOK! BLIACHHTH, KAKHE M3 HAX BOCCTAHABJHMBAOT
UMMYHRYIO PEaKTHBROCTb. TaKUM CBOHCTBOM o6flafaii TONBXO RUMGOIHTLI
(puc. 17-2). TToCKOJIbKY BOCCTAHABJIMBAJIMCE KaX KJETOYHblE (OPMEI HMMYHBOTO
OTBETda, TaK ¥ BLIpabOTXa aHTUTEN, MONYYEHHBIE PEIYNBTATH AOKA3ILIBAJM, 9TO
MMQpOLKTHI OTBETCTBEHHLI 32 004 KN1acCa HMMYHHBIX OTBETOB.

17.1.2. B-mamM}omMTH pPesfH3YIOT I'YMOPANLHEI HMMYBHBIH OTBET,
2 T-smmboimHTh - BMMYRRBIE 0TBeT KieTounoro ThHna [2)

B 60-x ropax 6ulno ycTaHOBJICHO, 9TO AB2 OCHOBHbIX KJRAacCa WMMYHHbIX peakLuii
ONOCPEAYKTCA ABYMSA PA3JIMYHBIMY KI2CCAMU JHMGOTHTOB: T-KMeTKH, pa3BHBaKO-
upecs B musmyce, OTBETCTBEHHB! 32 KJIETOUHLIE UMMYHMTET; B-kieTks, KoTopble
Pa3IBMBAKOTCA HE3ABHCHMO OT THMYCa, BelpabaTuipatoT anTuTeNa. [ToaToMy ynane-
HHE THMYCa Y HOBOPOXIEHHOTO XABOTHOrO CUJILRO OocnabnseT y Hero kNeTo4Rble
HMMYHHBIE peaKLMH, HO TOPa3f0 MeHblle CKa3blBACTCA HAa NPOAYKUMH aHTHTEIL
Y nTHy MOXRO NPOAEMOHCTPHPOBaTh OOpaTHHIA 3ddekT: nockoapky B-mumdo-
UMTH DA3BHBAKOTCH Y HUX B Pabpuyuesoit cymxe (CBOMCTBEHHBIH TOJLKO NOTHLAM
AHMPORTHIMR Opras, CBA3aHHKW C KHIDEHHHKOM), YdaseHde y ULIAT ¢abpunye-
BOB CyMXH HapyllaeT BeIpaGoTXy aHTHTEN, HO MaJio BJHSCT Ha KJETOYHLIA HMMY-
HHTET. AHaJIOTHYHbIE Pa3/nrdud OOHADYXMBAIOTCA y AETeH, POAHBIIMXCA C Hapy-



Puc. 17-3. Pazswtue T- u B-mimoo-
wroB. ¥ y Miexonararoumyx, 4

y NTHL KPOBETBOPHBIE CTBOJOBLIE
KNCTKH MUIPHPYIOT C KpOBLIO B TH-
Myc M mubhepeHunNpyloTes B ¥M-
donuTl THMYca. Hexortopwie 43
2THX JTUMGOOUTOR B TUMYyCe NOrU-
6aroT, 2 MEKOTOpHE MUIDUPYIOT

P Depudeputueckue JUMBOHIHBIE
TKaRH ¥ CTAHOBATCA T-KaeTkaMA.

Y nTau apyrme xpoBeTBOpHEIE
CTBOJIOBLIC KNCTKA NEPEXOAST

B babpumieny cymxy, rae Rudde-
PEHIMPYROTCA B JIHMBOMATHL CYMXA;
4aCTL TOCREAHUX Jorubaer, a Hexko-
TOpLlE MUFPHPYIOT 8 HepAdepHyec-
Kie TKQHW H CTaHoBsTCH B-xnerka-
MU, Y MNEXONKTAIOMDIX KPOBe~
TBOPHBLIE CTBOJIOBLIE KAETKH, OpeA-
HAIBAYEHHBIE ANA TOTO, 9TOOK
craTh B-xietkamm, audbepenin-
pYIOTCA B JMMPOLHMTHL B caMofl
KPOBETBOPHOM TKaHM, & 3aTeM Mepe-
XOOST B NEepUPEpHIECcKHE AAM-
hoRAskle TKAgY M CTAHOBATCH 30ECh
B-xneTkamu.

17. NumynHoa cuctema 9

CENEIEHKa
NMMATHNECKWE Y3Nb!
NHMPOULHBI TKAHM KWMUIENMHKA

WRAMY HHBIA
OTBET KIME-
TOYHOrO
Nuamdouwnr THNA
Avsousy TUMYLC
' MOCTHOrG MO3(2
KpoeeraocpHuie {v mnexonut »ousx) rYMOPANE-
cTRONOBLIG “ HLith OTBET
ROgyKM [aeipaborra
arteren)

habprumenci
CYMNKH

(ToneKo y nTmu)

WEHHLIM UMMYHUTCTOM: OIHMH ReTH He cnocobHbl K BhIpaboTke aHTHTER, HO
06NafaroT BOPMANBLHBIM KJIETOTHLIM MMMYHHTETOM, Y APYrux xe Habimozaercs
obpaTHoe cooTHoweHHe. VY peredt ¢ WIOKMpaTeNbHHM EapymeHHeM KJIeTOTHBIX
POpM MMMYHHTET2 NOYTH BCErAa BLIABIAIOTCH AHOMANHH DAa3BHTHA THMYCA

Ipy vecnenoeanud XWBOTHEIX C JePHUHTOM T-kneTok (CleACTBUE paHHEro
yRaneHus MM NOBPeXJEeHYS THMyca) 6bUlo OORapyXeHO 3arallodHoe SBJICHME:
Y 3THX XHBOTHBIX HE TOJILKO OTCYTCTBOBAIA KJiETOYHLIE HMMYHHBIE pPeaKOHM, HO
6bina Takxe AECKOJILKO MOMMXeEHA cnocobHocTh kx BhIpaboTke anTuren Kak Mpl
YBHIMM N03xe, 3T0 0OYCNIOBNEHO TeM, 9TO HEXOTOPhIE M3 T-KJIETOK MIPaoT Bax-
HYIO pOJIb B PEryJIfUMH MMMYyHHTeTa H (QYHKIMOHMPYIOT KaK NOMOMIHHKM B-kne-
TOK B MpolUEcce T'yMOPaJibHOIO OTBETA.

17.1.3. Bee sompomuTh paIBEBAIOTCA K3 MOPATIOTSHTHLIX
CTBOJIOBLIX KJETOK KpOBeTBOpHOW Tkauu [3]

JIMMpORATLl  pa3BUBAIOTCA W3 IMOPUNOMEHMHBIX CMBOADBKIX KACMOK, KOTOPEIE
JIal0T Ha%aJIo BCEM KJIETKAM KPOBY, BKJIIOYAS 3PUTPOLMTHI, JIEAKOUMTE! H TpomM6o-
UHTHI (pa3a. 16.5.2). DTu cTBONOBLIE KJIETKH HAXONATCH [NABHLIM 06pa3oM B meve-
HH (y 010[12) H KOCTHOM MO3re (Y Bapocssix). HekoTophie M3 AX DOTOMKOB MHIPH-
PYIOT K3 O3THX KpOGemeopKblx TKdHEH ¢ TOKOM KPOBH B THMYC, [I€ OHHU
pasmMHoxatoTcd M anddepeHuMpyroTes B MMboln ol [Tockonsky TMMYC CITyxAT
MecTOM 00pa3oBaHds JHM(pOUMTOB, €ro Ha3hIPAlOT NeHTPalbHON JMMbORIHOH
TKaHbio. Y oTHI MMGOLMTH 06pasyroTes Takxke b GaOpHIMEBOHE cyMKe, NO3TOMY
OH2A mpeacTaBnseT cobofl OTACNBHYIO LEHTPANLAYIO MMQONIHYHO TKAHb.

XoTs MHorue anmMbousTsl THORYT BCKope Mocse cBoed nuddepeRLrpORKA
B UCHTPaNbAOE AMMPOUAAON TKAHM, 4aCThb M3 HAX MHUTPHPYET C TOKOM KpPOBH
B DepHepurieckHe THMPORAYBIe TKARH — AMPATHYECKUE Y3JIBI, CRJICICHKY H HEKO-
TOPbLIE Y4aCTKK IMHILEBAPHTEILHOTO TpakTa (MefepoBhl GNMAWIKA B TOHKOM KMLIEH-
HHKE, ANMEeHIMKC, MUBIAIHBLl W aeHOWMLI),~Ide OHH CcTanosaATca T-ymMMpoun-
TamMu' u B-namdpountamu?. UMeRHO 8 nepuepryeckux SHMOOMAHBIX TKAHFX
T-xnetkn u B-x/leTKu pearHpYHOT C UYXKEPOAHLIMY MOJIEKYJIAMY.

! T.e. mAMPOUHMTaMH, NPOHCXOASDIMMH ¥A THMYCA.
? T.e. MaMGoOIATaMH, TIPOKCXOAAMMME Y [TTHR %3 Gabpuauesoll cymkn (bursa Fabrictl).
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Prc. 17-4. DnekTpoHHmle MHKpodo-
rorpadHH Matoro ;mmmMpounTa (A)
axTBvposanro# B-knetxm (B) 4 ak-
TuBRpoBaHROf T-xnetxu (B).
Mamifi Moot MoxkeT Omiry T-
unt B-xnetxo#, Tax xak 3TW aBa
pang MMMPOUHTOB A0 MX AKTHBAE-
uny TPYAHO PalMYMTh 0O MOpdo-
norydeckam npmanaxaM. Omaaxo
obpaTuTe BHHMAHWE HA TO, YTO 2X-
TuBMpoBaAHRan B-xreTka (nnasmatu-
yeckas KJIETKA) 3aNOHEHA TPaHy-
NAPHAIM 3REONN2IMATHYECKUM pETH-
xyaymoM (3P), monoctd xoToporo
BabuThl MOJIEKYNAMA AHTHTE), TOT-
fa xak B axTuBHpopanmoft T-knerke
OTHOCHTE/ILHO MAJIO TPaHYJIAPHOTO
PETHKYJIyMa, HO 3aTO O9eHb MROIO
cBoSomHvIX pubocoM. Bee Tpu xaet-
KH [MPELCTABAECBL OPH OLHHAKOBOM
yBesoruenmu. (A m 5-u3 D, Zucker-
Franklin et al. Atlas of Blood
Cells: Function and Pathology,
Philadelphia: Lea a. Febiger, 1981
B-c moGe3anoro pazpewerns
Stefapello de Petrs.)

MurexkomuTarolpie He MMer0T (abpHuneBoil cyMKH, A Yy HHX JHMGODETHI Jac-
TH4HO 06pa3yroTCd U3 CTBOJIOBBIX KJIETOK B CAMMX KPOBETBODHBIX TKaHAX, a2 3aTeM
MHIDHPYIOT B NepHepudeckie MIMPONIHBIE TKaBH, 9T06Bl ¢TaTh B-nuMbolnita-
st (puc. 17-3). TaxnM 06pasoM, y MIEKOIMTAIOMMX KPOBETBOPALIE TKAHH ClyXaT
OHOBPEMEHHO W HEHTPAIBHEBIMA JMM(OANHBIMA TKAHAMH.

Mockomsky Murpaums MMdOLMTOB M3 TuMyca ¥ ¢abprumenolt cyMku (M u3
KPOBETBOPHLIX TRABEH Yy MJIIEXONMHTAIOLMX) MPOHCXOOMT B OCHOBHOM HA PaHAMX
CTAfMAX PA3BUTHSL, yAaNeHHE KAKOTO-M00 U3 3THX OPraHOB y 3pP0CA020 XHBOTHO-
IO CPAaBHHUTENLHO CNIA00 BIMIRET Ha HMMYHHBIE OTBETHI; HMEHHO TIO3TOMY MX POl
B AMMYHMTETE Tak AOJTO OCTaBaslack HEH3IBecTHOM. Tem He MeHee R B 3PEsiOM Op-
TaHM3Me BCE BPEMA OPOMCXOMHT MemleHroe oOHoBiende JMMPOUMTOB, ¥ B Teve-
HHE BCEH XXM3HU HOBbIE MAMQOLMTHI NPOLOMKAIOT Pa3BUBATLCA M3 CTBOJIOBbLIX
KNETOK B LIEHTPABHLIX JAMQPOUALHBEIX TKaHAX.

17.1.4. Mapkepbt KJIeTO9HOH OOBEPXHOCTH HO3BOJIAIOT PAITHYATH
B pazgeasts T- @ B-knetkn [4]

T- u B-mimbonnsi cTaHOBATCS MODPGOJNIOTHMYSCKH PA3MIMMBIMH TOJBKO NOCSE
cTMynuvR aEmMresoM. Hectumymipoparmwte («mokosnmecs») T- . B-xnetkm
BHIJIAAAT OYEHb CXOHO, JaXe B 3JMEKTPOHHOM MHKPOCKONE: 3TO 06bMHO HE60Im,-
UTMe — ML HEMHOTUM KDYITHEEe SpHTPOUMTA —KJIETKH, B KOTOPbIX OOMBLIYI0 HacTs
o6beMa 3aHnmaeT sapo (puc. 174,4). Te n apyrHe akKTMBUPYIOTCA ABTHUTEHOM,
B3bIBAIOIIHM X TpoJpepaunto H mudpdepeHimpoBKy. AKTUBMpPOBAHHBIE B-ymuim-
¢GOUNTH CTAHOBATCA B JafibHEHIleM NpPOOYNEHTAaMHA aHTHTeNn M3 3TAX KieTok
HarboJiee 3pesbIe — a3 MAMuUNecKue XAemKku ¢ HPe3BLIYAHHO DAa3BUTHIM TpamHy-
JNADHLIM 3HAODJIAIMATHYECKUM PECTHKYYMOM, HMEIOLIME XapaxTepHyo Mopdono-




Pue. 17-5. Yopomennas cxema M-
dbaTHyeckoro yana genoseka. B-mm-
donuTH HaxoASTCs ThasHbiM obpa-
30M B JMbaTUYECKHX QOSUTHKYNAX,
a T-mm@omnrTH ~ B OCHOBHOM B na-
PAXOPTHKAIBLEOM Cioe. Te U apyrue
nonajaroT B AaMpaTryeckud yien
HI KPOBH Yeped HeGosmume cneuma-
JH3IHPOBAHHKLIE BEHLl B NMApPaKOPTH-
XanbHOM c10¢; T-xJIeTKH OCTRIOTCR
B 3TOH 30We yana, a B-kneTxuy
mepexoaaT B mimbaTRIecKBe $oJ-
mxymsl. Co ppeMeHem n T-, u B-
KNETKW MATPHPYIOT B MCAYJUIRPHbiC
CHHYCh! H [OKBAANOT yies Sepes
BLINOCHWMA /BrMbaTtuyeckUi cocys.
JInmdamnueckue cocyasl B KOHUE
KORUOB ANHBAYOTCA B KPOBABOS PycC-
JI0, 4TO NA3BONKET AWMPOLMTAM
Ha4aTh Caepysomsd uuxi

17. VmmMynwas cucrema 11

o (puc. 17-4,B). B oTaH4Me OT 3TOF0 aKTRBHPOBauHbIe T-/MMOLMTE COaepX AT
OYERbL Maji0 JJEMEeHTOB PEeTAKYIyMa U He CeKPETHPYIOT aHTHTen (puc. 17-4,B)

[Tockoneky u T-, u B-mamdotsiTel BCTpeyaloTcs BO BCEX NepAdepruecKux M-
HhouARBIX TKaHAX, HyXHO Obls1o HalTH ynobHBlE METOLBI, KOTOPBIE NMO3BOSIM Bb1
pa3MyaTh U pa3gesiaTh 3TH ABA THNA KJIETOK, - TOJLKO MOCJe ITOro MOXHO 6bLio
H3yYaTh ¥X MHAMBHLYyaJIbHble cBOMCTBA. K CHACTBIO, Pa3BTMTERALHBIMH MapKepa-
MH MOTYT CIOYXHTb MHOTOWHCIIeHHble BeTky nia3MaTudeckoli MeMbpaRsi, xapak-
TepHLIE TOJBKO s T- v ToJskO s B-xnetox. Omux 3 waubonee wacto wc-
NOJIL3yeMBIX MAapKepOB — 2aukonpomeun Thy-1, KOTOpBEi y Mbllle# uMeeTca Ba T-
HO He Ha B-mmdolmTax; no3TOMYy aHTHTENa K Thy-1 MOXHO RCNOAB30BATL ANd
YAANEHHA WIH OYMCTKA T-RJASTOXK M3 CMELUAHROH NOIMYJAORA JMMGBOUATOB MBIIIN.
Hcnob30BaHye aHTHIGHABIX MapKepoB XNEeTOYHOH MOBEpPXHOCTH IS Pa3 /HiueHMS
H pasfiesieEHS T- 1 B-xneToX DEPOIOLHMOHMIWPOBAO XJETOYHYHO HMMYHOJIOTHIO
H CRITPAJIO BAXHYIO poJi B ObICTpoM mporpecce 2To#l 06nacTH 3HaEMA B NOCNEN-
HHe Toabl. V 3KCOEPUMEHTANBLHBIX XMBOTHBIX H y YesloBeka HaxodaT Bce Hommiue
n 6osblIe HOBLIX MapKepOB, XapaKTepHsiX WA GYHKUHOHAJBHO Pa3/MTHBIX Cybmno-
onysuud T- u B-numdommros.

17.1.5. Bombpiag 9acTs HMGOLMTOB NOCTOAHHO UMPKY/AHpyeT
MeX1y KpoBbio H Emboil [5]

Hoaasnmowee 6onbiwmuucTeo T- M B-MMEOUUTOB BCe BPeMs NEepPexOSHT H3 KpOBH
B smMpy m 06patHO. OHH NOXHARIOT KPOBOTOK, POTHCKABAACL MEXAY CHELHAIH-
3APOBAHHBIMA JRJOTE/HANLHLIMA KETKAMH, UMEIOUIMMACH B HEKOTOPBIX MAJIBIX
BEHAX, ¥ NONAJAOT B Pa3/MyHble TKAHH, B TOM uucie B smmpatiyeckne y3sml.
Tpoias Hepe3 TKaHb, OHA HaKAMBAIOTCA B MasbIX JHMM(PAaTHIECKUX COCYyAaaX, CBA-
33aRAbIX ¢ NMbaTHIeCKAMA yanamm. Ilepexonsa Bo Bee Gostee m Gosee KPYMibIE co-
Cyasl, SMMOMLHTHI B KOHUE KOHUOB MONajaloT B I2BALIA JIMM(AaTUMECKHHA COCYR
(2pyonoit npomok), O KOTOPOMY BO3BpALLAIOTCA B KPOBb. Takag IOCTOSHHAA LMP-
KyJIALNS, TIO-BHIHMOMY, oDecre¥neaeT KOHTAKT KaX MOXHO GoJmliero amena co-
OTBETCTBYIOIMX JIKMDOUNTOR ¢ aHTHUNEHOM (K NPYT € JPYrOM, CM. HMXe) H CJy-
XHT U1 pacnpefcnends T- W B-kNeTok, AKTHBHPOBAHHEIX B pe3yjmTaTe 3TOrO
KOHTAKT2, N0 TUMQPOMAHLIM TKAHAM BCErO TENa.

B nepudepryecknx JAMPOHAALIX TKaHgx monyisiud T- u B-kneTox B 3Ha4u-
TEJTLbHO! Mepe TNPOCTPaHCTBEHHO pa3ienelbl W HaXOA4TCR B PasHbIX 20HAX
(puc. 17-5). B Te xe campble 30HbI OHH MRIDHPYIOT W NPH BBEEHUH HX IDYIOMY
XUBOTHOMY. Mosiekyiapras ocHoBa Taxoro cneORdHYECKOro pacnpencsieREs Mo
30HaM Hem3secTHA. OJHAKO PEe3KMX I'DAHWI MEXOTY JOHAMM, BEPOATEO, HET, IO~

Mpwsocaiume mimbaruvecs ue COCYAbI

NapaxopTuKanssem
NOK (B OCHGBHOM
T-KneTxw)

Numparngackue
bonmKynel
{a ocHOgHOM
B-xnerxu)

MeaynnRpHLe
CHHYCbI

Boirocrums
AMMBITUNECK P
cocya
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CKONLKY, KaK MBI YBWAHM, HMMYHHLIA OTBET, CBA3ARALIA ¢ BeIpaboTKOR aRTHTER,
B GonbmuHCTBE cayyaep Tpebyer BlaMMoneidcTPHR Mexay T- m B-xieTkamm.

B monmondenye k 3THM oOUMM padHuMsM B MyTAX MHUIpauuyd Mexay 1- 4 B-
KJIETKAMY CYIECTBYIOT B 3TOM OTHOWICHHH CTOJIb XKE BaXXHblE DPAa3JIMHA MEXAY
pa3HLIMRA FpyIMaMA KJIEeTOK BHYTPA kaxaoro kiacca. Hampumep, B-xnetxn ompe-
[ENIEEHOTO THTIA NIOKHIAIOT KPOBSAHOE PYCJIO B CTeHKE TOHKOM KMIIKH; 3TH KJIETKH,
B CYUHOCTH, COCTABJIAIOT Cleundunaeckyto LMa KMIUEHHOTO TPaKTa MOARCHCTEMY
AMMMOOUNTOB, CNEUAAIMINPOBAHHYIO ANA OTBETA HAa ARTHIEHB), TIPOHMKAIOLIME
B Opramy3M 9Yepes KHINETHWK.

17.1.6. Padora MMMYHHON CHCTEMBI OCHOBAHA Ha NpHHUMIE
KJIOHAJILHOH cenlekunn [6]

Camoe nopa3nTesibROE CBOHCTBO MMMYRHOM CHCTEMBI—TO, YTO OHA MOXET BbICO-
xocnetdpuInsIM 06pa3loM pearMpoBaTh Ha MMJUTMOHB! Pa3MHRHEIX TYXKEPOLHLIX
AETHTEROR. B npomuoM 6Linm nNpeanoXersbl ABe FHNOTE3n LA obbACHEHHs TOTO,
KaK WMMYHHad CHCTEMA NpPOLYUHDYeT CTOJb pa3HooOpasHblie cnemududeckne an-
THTeNa. M ncmpyxmusnaa zunomesa, BeChMa nonyasphHas B 40-x rogax, cocrossa
B TOM, 9TO aHTHTEJA CHATE3UPYIOTCA B BUJE PA3BEPHYTHIX NMOJIMIIENTHAHBIX UETEH,
KOHeIRas KORGOpMAalMAs KOTOPHIX ONpelessieTcs aHTAIEHOM, BOKPYI KOTOpPOro
OHH M CBOPa4HBAXOTCA B TO BpeMs 3TO Xxa3anocsk NpocTeiumM obbAcHeHHeM TOTO
daxra, YTO XHBOTHbIE MOIYT BEIpabaTniBaTh chnemmdrIeckde aHTHTENa K Bemle-
CTBaM, CO3JAHHBIM 9E€JIOBEKOM, KOTOPhIe He CYIEeCTRYyOoT B mprpoge. OnEaxo OT
WHCTPYKTHBHOM THIIOTE3b! MPUULIOCH OTKA3aThCH, TaK KAK CMENHAMCTh 10 XHMHM
GemcoB yCT2HOBHIM, YTO TpPeXMepHAA CTPYKTYPa CBEPRYTOH GeiKOBOH MOJIEKYIhI,
TaKO# Kax MOJNeKyJa aHTHTENa, ONpefesiAeTcs TONLXO ee aMUHOKUCNOTHOMA Moche-
NOBATE/ILHOCTHIO. B caMoM Jesie, AeHaTypHpoBaEHas (Pa3BepHyTas) MOMIEKYNa aH-
THTEJIA MOXCET BHOBb CBEPDHYTHCH C 06pﬂ3OBaHHCM HCXOOHOTO ARTHIEHCBS3LIBAIO-
IIero yvMacvka AaXe B OTCYTCTBHE aHTUreHa.

VIRCTpyxTuBHAS runoTe3a B 50-x rogax ycTymHia MECTO TeOPHH KJRORLILHOH
CeJeKIMH, KOTOpas HblHe MOMb3yeTcs BceobupiM npusrarnem. CornacEo 3Tol Teo-
PHM, XaXObiil THMQOUHT B XOAE CBOETO pa3bpiiTHA NpAoBpeTaeT crocobBocTs pea-
FHPOBZTB C ONPCACNICHHLIM AHTHICHOM, XOTH PAHBlIC OH HHKOTAa HE noamvepranca
eT0 B03ZeACTRHIO. DT0 OBYCIOBNERO TEM, YTO HA NOBEPXHOCTH KJIETKH MOABJISIOT-
cs GenKA-penenTopel, KOTOPRIC CNEOAGAYECKA COOTBETCTBYIOT JAHAOMY aRTHIEHY.
Cbs3nIBaHAe ANTRATEHA € 3TMMM DPellelITOpaMM aKTHBHDYET KJEeTKY, BHI3HIBas €
Pa3IMHBOXCHHE ¥ CO3PEBaHME €¢ NMOTOMKOB. TakuM 06pa3oMm, TyXepoHbIi aHTHTeH
CENEKTHBHO CTUMYJIMPYET Te KJIETKH, KOTOphle HECYT KOMTIIeMeHTapHble €My Clie-
uddHYIecKHe peLenTopsl H yXe Mo3TOMy Heu3OexHo GylyT pearHpoBaTh MMERHO
Aa 3TOT @HTHreH—BOT T04¢My HWMMYHHbE OTBETHl AHTHTEHCNETADUTHERI
(puc. 17-6).

Taxy0o Cenerwlo Ha3bIBAIOT «KIOHANBHONS NOTOMY, YTO KMMYHHYIO CHCTEMY,
COrNacro 3TOH TeopHH, 06pa3yIoT MALITHOAB! PAa3JBIHHLIX KJCTOTHBIX «CeMeHCTBY,
HIBI KAONO8, KKALDE U3 KOTOPBIX COCTOMT U3 T- wim B-ymmbounTos, nponcxons-
upx oT obwero npeaxa. ITockonmbKy kaxnas KAeTKA-NpeNeCTBEHAMIA YXKE NCTep-
MHURWApPOBAAA (HNH, KaK FOBOPAT, KOMMumupoeana) X BIPaBGoTKe ONHOIrO ompene-
NENHOro aHTUreHcneunduieckoro Geika-peuenTopa, Bee KACTKA KJIOH2 HMEIOT
OIMBAKOBYHO AHTHTEHHYIO CNEUHPUUHOLTD.

TaxkuM 06pazoM, COTNACHO TEOPUH KIIOHAILHOW CENeKITHH, UMMYHHYIO CHCTEMY
N0 NPHHIKIY e¢ paboThl MOXHO CPaBHHTL cxopee ¢ GabpHkoil roToBOH OmEXIbL,
YEM C aTesNbE, TAE MbIOT 0O Mepke. Boopoc 0 TOM, KaK OPravu3M XuHBOTHOTO MO-
XeT BHPabaTHIBaTb TAKOE MHOXECTBO PAa3HBIX AHTHTE/, CTAHOBHTCA TNO3TOMY
npobeMoit reHeTuxd, a e GenkoBOA XuMuM.

[Mosyensl ybenuTembHbe NOATBEPXIEHHS TEOPHE KIOHANBLHOW cenexuvd. Ha-
NPHMED, ECIM JIMMGOOHTH XMBOTHOTO, KOTOPOE He OBIJIO HMMYHHIMPOBAHO, HHKY-
6upoBaTL B MPOCHPKE C JHOOHIM U3 HECKOSILKHX MeYeHbIX aHTHI'CHOB, HATIPAMED A,
b, Bu I, To Tonsko odenn Manas pons (< 0,01%) smmbomiTos GymeT CpS3bIBaTH
JIaHHbIH aHTATeH. DTO 03HAMAET, YTO /ML HEMHOTHE KAETKM HeCyT cleumdniec-



Pue. 17-6. Cxema TeOPUE KJIOHAJIL-
HOH cenexluu. AHTATER aKTUBHpPYeT
TOMBLXO Te KJIOHB! T- m B-xnerox,
KOTOpBlE YyXe CROCOOHB! Ha HEro
oTBevaTh. [lpeanonaraeTer, YTo #M-
MYHHaA CUCTEeM2 COCTORT ¥3 MHI-
JIMOHOB PA3IUTHLIX KIOROB JMMPO-
UHTOB, %3 KOTOPBIX COTHA MOFYT
OBITh AXTUBMPOBAHLI AAHHBIM AHTH-
TeHOM.

Puc. 17-7. dBa Tuma 3xcmepumeH-
TOB, MOAKPEIUIRIOWMX TEOPHIO KJIO-
HANBHONA cenexmuu. N8 NpoCTOTH
PELENTOPH KiETOYHO# MOBEPXHOCTH
nokKa3aNhl TOJMLKO Ka SAMQOMHATAX,
COOCOGHBIX OTBEYATL HA ARTUTEH A
Ha caMoM aene Bee T- u B-mamdo-
U4THI MMOKOT Ba cBoelt mosepxHoc-
T4 aNTHTeH-CrieundAYecKac penen-
TOphL
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Ocrarox
NiA3UHa

OcroB

nonvnen-
LT ELE
ueny

Puc. 17-8. Ilpocto#t ranten JH®,
KOBRJIEHTRO CHA32HHLIA ¢ 60KOBON
uenblo Adiuea B Geaxe. IanTeHml
MOFYT HBAYLMPOBATE MMMYNWHBIN
OTBeT, TONLKO OYAyYn CBAIANRBIMH
€ NONOGHBIM MAKPOMOJIEKY I PHEIM
HOCHTENEM.

kue peuentopbl w1a A, b, B wm I'. Takyio usTepnpeTainiio MoaTBEepXAaET APYTOH
JKCTIEPUMEHT. AMTHTEH A AeNaloT CTOJb PaJHOAKTUBHRIM, 1TO /mobas cha3biBalo-
I1as ero XJ1eTka MoJydaeT JIeTaMLEYIO 03y OONYyYeRRA; OCTAOAACE NOCe 3TOTO
MIOMY AL TUMPOOATOB He CnocobHa pearipopaTh Ha aHTUTEH A, B TO BpeMA Kak
O0HA OPOJO/DKAET HOPMambHO pearnpobats Ha B, B u I'. ToT xe sddext Moxro
NOMYTH T, €C/IHM NOKPHITh CTEK/ASHHKE LWIAPHKA B KOJIOHKE aHTUTEHOM A, a 3aTeM
[POMYCKATh YePe3 KONOHKY SIRMPOUNTEL. B TaKOM ONEITE KNETKH C peUenTOpamu
N8 A CBA3LIBAIOTCA C WAPHKAMHA, TOIrfa Kak APYrue KICTKH TNPOXOOAT 9epe3 KO-
JIOHKY ; KNeTKH, QPOolleUIHE Yyeped KOJIOHKY, He 83anMoJeicTByoT Oofee ¢ A, RO
AOPMAJLRO B3aHMOLEHCTBYIOT C HPYIEMM amTureHamu (puc. 17-7).

DTK [gBa OJKCNMEPHMERTA IIOKa3bIBalOT, 9T0 1) ;AMPOIMTH KOMMMTHPYIOTCA
K peaxuys Fa ONpefc]IERHLIA aRTHIEH ele A0 TOTO, KAK OHW NOABEPYRYTCA BO3-
JIEHCTBHIO 3TOTO AHTHUIeHd; 2) JMMPOLMTEI 0BJanarOT NOSEPXHOCTHHMHA PEHenTo-
paMH, cnelupHYECKN CBA3LIBAIOMIMMH TOT WM MHOH aRTUreH. Takxum obpazoM,
TIONTBEPXKAAtOTC HBA OCHOBHBIX INPEACKA3AHWS TEOPHH KIIOHATBHOH CEJIEeKUMH.
XoT1s B 6OJBUMHCTBE IKCIIEPHMEHTOB TAKOTO POjia M3yda,mch B-KJIETKM W OTBETHL,
CBA3aHHBIE ¢ BLIPAGOTKOH aHTHTEN, CXOMHbIE IKCTIEPUMEHTHI ¢ T-KJieTkaMKM No3Bo-
JIAtOT NPEANONaraTh, Y¥TO IMNOTe3a KJOBAILHON CeNexwny CUpaBeUBa A B OTHO-
WeBAY OTBETa € yYacTueM T-rmmboumTos.

17.1.7. B GonbwMHCTBE CTyuaeB OJHH AHRTHIEH CTHMYJHpYeT
MHOTO PA3JTHIHLIX KJIOHOB JWMbomToB [7]

BOJBIOHHCTBO MaKpOMOJIEKYJ, BX/TIO%AA NPRKTHYECKHM Bee Oemn n BOimburyio
9aCTh TMOJIACAXAPUIOB, MOTYT CIIYXXHTh ARTHTeHaMM. T¢ y9acTKH NMOBEPXHOCTH aH-
TUTEHa, KOTOpble B3aHMOACHCTBYIOT ¢ aHTHTCHCBA3LIBAIOIUHM YJAaCTKOM MoOJC-
KyJB] aHTHTENA WM e peuentopa MmMdoLMTa, HA3BIBAIOTCH AHTHNCHHLIMH Jie-

- TPMRUAHTAME. MoJlekynby, KOTopble XOTs M  CBS3bIBAIOTCR  coeudduieckn

C AHTHTEJIOM WIH C PeuenTopoM mHMQOLHTZ, HO HE MOTYT YHAYUHPOBATH HM-
MYHHBIR OTBET, Ha3bBAOT ranTenaMu. 'anTeH MOXHO CHAENATH NMOJHOLEHHBLIM 2aH-
TUIEHOM, MPUCOENHUHHB €r0 K NOAXOASOIEH MaxpOMOJIEKyNe ~Hocumesto. B xaye-
CTRE TanTeEa B HMMYHOJIOTHHECKHX 3KCNEPHUMEHTAX 9acTo HCIOMb3YIOT OuMum-
pogenuavnyro 2pynny (JH®), xoTopyro obbrro npunmeawT kK 6esxy, yTo6h!
cICNaTh ee aHTUTreHHOH (pmec. [7-8).

BONLIIMHCTBO AHTHIEHOB HMEIOT Ha CBOEH NOBEPXHOCTH Lembld Habop pas-
JHYHLIX aHTUIEHARIX ACTCPMWHAHT, KOTOPHE CTAMYJMPYIOT BeIpabOTKY aHTHTEn
WA T-kneTouHble OTBETH. HexoTopyie neTepMMHARTHI Gonee ummynozenuor (T.e.
Jyulle WHAYUADPYIOT HMMYHHTET), 9eM JIPYTHe, H PEakuMs HA HHX MOXET JOMMAHH-
poBaTh b oflUEM OTBeTE; Takye GETEPMHHAHTH HAIWBAIOT UMMYHOOOMURAHMHbI-
MU.

Kak u cliemyeT oXuaaTh oT cucTeMsl, paboTarolei? o NpMRUMNY KNOHAJLHOH
CEJICKLH, NIaXKEe OMMBOYHAS aHTHIeHHas AeTepMMHaHTa 6yneT, xak NpaBHO, AKTH-
BHPOBAaTh MHOTO PA3WYHLIX KJIOHOB C NIOBEDXHOCTHBIMHM PeuenTopamMH, oblagaro-
HMMA Da3sHEIM CPOACTBOM K AaFHOH aeTepMuHanre. Hanpmmep, naxke cpasuy-
TepHO npoctas CTpykTypa AHO-rpynnel ofecneamBacT BO3MOXHOCTL MROTHAX
Pa3MMEBIX B3aUMOJCHCTBYH, W, KOTAA 2Ta Tpynna CBA3AHA ¢ Be/KOM-HOCHTEJNEM,
ORa 06B19HO cTHMY MpYeT BLIpaboTky COTeH palsM4RBIX BMAOB amTUTen X JIH®,
KQXALIH M3 KOTODBIX ABJMETCS NPOAYKTOM OTAENBLEOro KnoHa B-kaetok. Taxoi
OTBET HA3LIBAIOT NOAUKAoHAAbHbiM. KOTNa peardpyrotT /MLE HECKOMLKO XJIOHOB,
OTBET HA3LIBAIOT OAUZOKAOHANLHBIM, @ KOTHAa BECh OTBET CBOOMTCH K peakuyy
UL 0AHOro KoHa B- uim T-XNeTox, €ro HA3LIBAIOT MOHOKA0HAAbHBM. OTBETHI
Ha 6O/MLIAHCTBO AHTHTEHOS fOSMKSOHAILHEI. ’

O paBAMX GHOXHMUYECKHX COBLITHSX, IPOHCXOAAMMX TIDK AKTHBAIMH JMMDO-
UM TOB, H3BECTHO OYeHb EEMHOroE. ECTh TPH NPUIMEBI CKYAOCTH HAUMX 3HayH#E 06
3TOM. Bo-nepsbix, X0TS A2AHbA aHTHren OOBIMHO aKTHBADYET COTHM PA3SMYHBIX
KJIOHOB JHEMQPOLMTOB, 3TO YACIO HHYTOXHO MO CPABHEHHIO ¢ MUILTMOHAMH KJIO-
HOB, COCTABSTOUIMX MMMYHHYIO CHCTEMY B LENOM, H HX M03TOMY OHYE€HbL TPYOHO
BHLAEAATE M A3y9aTh. BO-BTOPEIX, HMMYHHBIA OTBET BBLIABISETCH JMINL Yepe3 He-



Pue. 17-9. CxemaTHmeckuit rpadux
MEePBHYHOr0 U BTOPHIHOTO [YMO-
passHoro oteeTa (06paioBaHus au-
TUTEN), HHOYLUHPOBAKNOIO COOTBET-
CTBEHHO TIEPBBIM H BTOPLIM BBElE-
uHueM aHTHrena A. O6paTute Bii-
MaHue, YTO BTOPH4REBIH OTBET GurcT-
pee U cuNhHEE NEPBYYHOTO H 9TO
OH cneuHduTeH B OTHOIUICHUH A.
OTO NOKAILIBAET, YTO HWMMYHMadA
cdcTeMa CEmHPBIECKH «3a00MRAY-
Na» paHee BBEOEHALIA aRTHTER A.
Taxoro poja “MMYHOROTHYECKaR
M2MATL BRIABIRETCA TIPH H3yYeHHR
Ae TOJBKO B-xneToumerx, RO u T-
KJIETOYHBIX HMMYHHLIX OTBETOSB.
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CKOJBbKO AHeH TMocsie TOTO, KaK aHTUTEeH CBA3AJICS ¢ JHMQOIMTOM, ¥ B 3TO BpeMs
MOXBO HabniofaTh JMAUL OTAANEHHBIE MOCREACTBHA TEX paHHUX coOwITHH, Xo-
TOPBIE TIPOHCXOMA/M NIPY AKTABALMM. VI HaKOHel, TPeTbA, CaMas BaXKHAs, [IPHIHHA
COCTOHT B TOM, 9TO NOYTH BCe JMMGbOUMTAPHEIE PEAKUARA Ha AHTHIEHb! BKJIOHAIOT
C/IOXHBIE B3aMMOOEHCTBUA MEXAY KJIETKaMu pa3HsX TunoB. [To3ToMy naydath
pantne GHOXHMUTECKHME H3MEHEHNA B KJIETKAX JIIoBOTo THNa Ype3sb4ailHO TpPYIHO.

17.1.8. AMMmyHosiorgdeckas NaMaTh 00YCIJIOB/IEHA POCTOM KJIOHOB
u muddepemmponkoii mdomaTon [8]

UmMmMynmas cucrema, Tak xe Kak H Heppuad, obnaxaet namatsio. MMerno noaro-
MYy Mbl MOXeM TIPHOOPETATE NMOXHIHEHHbIA HMMYRHTET KO MHOTHM BADYCHBIM 33-
6oneBaHHSM, NOCNE TOrO KAaK OMHAXIL NOABEPTHICH BOIASHCTBMIO BHpYca. AHa-
JIOrH9HOE FBJIEHUE MOXHO JIeTKO DpOJCMOHCTPHPOBATS H HA IKCNEPHMERTAJBLHLIX
MABOTHBIX. ECJIM XWBOTHOMY OIHOKDATHO BBECTH AHTHIEK A, TO TIOCNe Jjar-ne-
pHoJa POJODKHTELHOCTLIO B HECKOJbKO AHEH y HETO NMOABHTCH WMMYHHLIH OT-
BeT (b0 rymopasmbubit, Jmbo kneTowHsil). DToT oTBeT OyneTr 6LICTPO (SKCNOHER-
URANLHO) YCHJMBATBECH, a 3aTeM GoJee TNJABHO CHHXATbCA. TaKOBO XapakTepHOE
NPOTeKAHHE NEePBUTHOrO HMMYHHOTO OTBeTa, Ha6DOKaeMOTO NPH NEPBOM KOHTAKTE
MWBOTHOIO ¢ aHTHUreHoM. Ec/m vepe3 HeCKONbKO REfe/b, MECALEB HAM Jaaxe JeT
¥HMBOTHOMY BHOBb BBeCTH 2HTHIEH A, y HEro NOABHTCS BTOPHIMBIN BMMYHALIH OT-
BET, CyLUECTBEHHO OT/MYAOIMICA OT NEPBAYHOTO: JAT-TIEPHOMA KOpOYE, peakuMs
CHAbRCE H NPONOMKHTENMbHee (PAC. 17-9). DTH pa3/niyes NOKa3blBAKOT, 4TO XHBOT-
HOE «3a0OMHMIIO0» CBOH NEePBbIH KOHTaKT ¢ aHTHreHoM A. Ecims e BMecTo mOB-
TOPHOW AHBEKWMY aHTHleNa A XHBOTBOMY BBOAAT JDYTOH aRTHIEH (HanpHmep,
aETHred b), peakmms B DTOM cilydae HOCHT XapakTep NMEPBHYHOTO, & A€ BTOPHHHO-
IO AMMYHHOTO OTBETA, CJEAOBATC/IERO, BTOPHYHLINA OTBET OTpaxaer cneumduuec-
KYl0 NaMsiTh HMeHHO 00 anturene A.

TeopHs KIOHAJIBLHEOR CEJIEKIIMH COCTABJISET KOHOENTYyaLHYIO OCKOBY A NOHM-
MaHHA KJIETOYHOTO MeXaRAH3IMa MMMYHOJIOTAYeckoH mMamsTH. B nepudepuyecknx
JUMOONIHLIX TKaRSX B3pPOCJOro XABOTHONO nomynsuny T- m B-ymeMmbounTtos
OIHOBPEMCHHO CONEPXAT KJIETKH, HaXOMALIAECH IO MEHbIIEH Mepe Ha TPEX IUC-
KPETHBIX CTAOMAX OMPOEPERIHPOBKA. KAemKu-npeduwsecmses UKy, KiemKu namamy
W Kaemxu-3¢gexmops. Korna wIeTKA-NpeMmecTBeHHAKH BrepBble BCTPEIAKOTCR
¢ AHTUICHOM, HEKOTODbIE H3 HHMX CTHMYMHMDYIOTCA K PA3MHOXEHMIO A CTAHOBATCH
KieTkaMB-2pPpeKTOpAMA, T.€. KNIETKAMM, AKTHBHO YYACTBYIOUMMMY B CO3[IaHAA YM-
MYHRHOTO oTBeTa (T-KJIeTKH-3deKTOPL peaayloT KNeTOYHbIE OTBETH, a B-kjer-
kA-3(peKTopbl cekpeTHpYioT arTHTeNa). Jipyrae T- u B-kneTkH-0peaurecTBERHUKH
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16 Yacrs lll. OT KNETOK X MHOrOKNETONHBIM OPraHMIHAM

Bropan BcTpess
© aHTHIENOM

Puc. 17-10. IMpeauwrecteenunxkun T-
BJH B-KNeTOK, aKTUPHPOBAHRLIC
cnemm@mieckuM aRTATEHOM, 06bIMHO
HAYYHAIOT HeSMThCA M aaddepenns-
pyrotca spifo B xieTku-3GPeKTOphY,
mmbo B knetkn mamsTy. Tlpw no-
cnenyromeit BCTPeYe € aHTUMEHOM
KJIETKH NaMsTd Pa3MHOKAIOTCH,

M HEKOTOPLIE W3 HUX Anddepenu-
Py10TCA B KaeTKku-3¢dexTopsl 6biCcT-
pee, 4eM KICTKH-NPeNecTBeHHHKA.

Puc. 17-11. Habmonenne, bueppune
ykasasloee AA TO, YTO €CTECTBEHMHAA
MMMYHOIOTHYECKaA TOJNEPAHTHOCTh
npaobperaeTes, a He Rac/emyeTCA
B3pociihie HEBUEHTHYHLIE KOPOBH-
6imaHennl, KOTOPLE BO BPeMS BRYT-
puyTpoGHOro pa3puTua obMeHmBa-
JUCL XJIeTKaMu KpoBy Yepes o6-
OIy10 NAAUCHTY, MPA B3aHMHBIX
nepecaxaX KOXH ME PACHOIHAIOT
TPAACIUIRHTHPOBAHHYIO TKaHb KaK
YYWEPOAHYIO H HE OTTOPraloT et
Ecm e y xaxioro W3 Takux
6mu3Rence 6nifa oTOeNLRAs MAaa-
U6HTA, KOXHbIS TPRHCONAHTATBI NOC~
f1e aHANIOTUTHBIX Nepecanok oTTop-
TAKTCA.

BMECTO 3TOTO CTUMYJMPYIOTCR K Pa3MHOXEHHIO U [l PepeHOAPOBKE B KJAeTKA na-
MSTH, T. €. TakMe KJIeTKH, KOTOphie caMA He AT OTBETA, HO JIEIKO NpeBpalllaloTca
8  KNETKH-3QGEKTOPH NpU  NOCNEAYIOWIEH BCTPeYe ¢ TeM XK€ AHTUICHOM
(pte. 17-10). Cyzma no HEKOTOPLIM JaHHHM, JTMMQOLHTH-NPEAMECTBEHHHKHN JaCcTO
ocTarotrca B nepHdepudeckux JMMOOHAHLIX TKAHSX A HE OUPKYJMDYIOT MEXAOY
KpoBbio W ymMboH. BoJsiee Toro, oRM XHMBYT CPaBHHTESLHO HEJOATO H, BEPOSTHO,
rH6HY T Yepe3 HecKOJLKO AHER WU RelesIh, eCIR HE BCTPEdaroTCA CO CBOMM CRElM-
¢bnyecxnm antarenoM. KneTks namaTi, HanpoTuB, Bee BPEMA UHPKYHPYIOT U MO~
TYT XHTh MHOIO MECANEB AMHM Jaxe NeT 633 JCNeBns.

B cooTBeTCTBHH ¢ 3TOH CXeMOH HAMMYHO/IOIHMYECKAS NAMATh CO3NaeTCA NpH
MePPUYHOM OTBETE B pe3yJsbTaTe TOro, Y70 1) npoaudepanas Kaxaoro namdous-
Ta-0peALIECYBEHHAKA, AKTHPUPOBAHHOIO AHTUTEHOM, YMHOXAET IMC/IO KNETOK Oa-
MSATH ~OPOLECC, W3BECTHBIN Kak pacmpocmpavenue KAOHA; 1) KJIETKM DaMATH
UMerT GOBLIYHO MPOAODKHTELHOCTD XAZHU U NOCTOAHHO UADKYHPYIOT MEXIy
xpoBso ¥ NuMOoOH; 3) Kxakaas kiaeTka NaMaTv APOsBNAET 60sblMyIo roTOBHOCTD
oTBeYaTh Ha AHTKIEH, YeM KJeTKa-NpeallecTBeHAUK. TakuM o6pasoM, uiMeHemus,
npoxcxogale BO BPeMs MNEPBUIHOIO OTBETA, [PHBOAAT K TOMy, 9To 66mblnag
9acTh KJETOK B DPEIMPKYJHPYIOMEM 1myjie JMMPOUMTOB TETeps (TI0AOrH2HA»
X aHTUTEHEOMY OKDYXEHHMIO XHBOTHOTO M TOTOBA K HEMEIUIEHHOMY neHcTBUio.

17.1.9. OTcyTcTBHe HMMYHRHOLO OTBETA HA COOCTBEHWLIE AHTHIEHBI
opraHimMa o0yc/IOBReHO NPHOGPETEHHOA HMMYHOJIOIWYECK Ol
TOJIepANTHOCTHIO [9]

Kak MoXer HMMyHHAfl CHCTEMa OTJMHYaTh «IyXoe» OT «csoero»? OpHa H3 BO3-
MOXHOCTEA COCTOHT B TOM, WTO XXABOTHOE HACJNeXyeT eHbl, XOSHPYIOUMe pegen-
TOPH! SIS YYXUX, HO HE AJIA COOCTBEAHEIX aHTUICHOB, H NOSTOMY €ro MMMYHRHAS
CMCTEMA TEHeTHdecKd 3anporpaMMMposaHa TakMM oOpasoM, 4ToOu oTBedaTb
TOJIbKO HA YYXHe aRTHIEHBl. BO3MOXHO Taike, YTO UMMYyHEHas CHCTEMA K3Ba%a)b-
HO crnocobHa OTBEYATH M HAa CBOH, M HA MYXHE aHTHIEHH!, HO «YYATCS» HE OTBEYATh
HA CBOM B paHHEM NEpHOAE PasBHTUA [1OYTH HECOMHEHHO BEpHA BTOPas W3 3THX
runoTe3. [epBhiM CBHIETENLCTBOM B NOJB3Y 3TOTO 661510 Rabmoaenne, caenaHnoe
B 1945 roxy. Kax npaBnrio, NpA nepecagxke TKaRA OT OJHOrO HHIHBHIYYMa RpPYTO-
My TPaHCIUIAHTAT PaCMO3BAETCHs KMMYHHOW CHCTEMOH KaK WyXEPOAHBIH M OTTOpP-
raetca. Onstako Oblio 06BADYXEHO, YTO 3TOTO HE HPOBCXOJMT NpH Tepecankax Ko-
XA MEMTY NM3ATOTHERIMA (T.¢. HEHACHTATHLIMM) KOpPOBaMK-O/m3Kenamu, KOTophle
BO BpeMsi BHYTPHYTPOOGHOro pasBUTMA OOMEHHBAIMCHL KAETKAMH KPOBH B Pe3yib~

Cpoclumecn nnauexyss Paifensibid PRagenTe




Puec. 17-12. TIokazsAHbIHA 30eCh
KOXHDBIA SIOCKYT, TPaHCIAARTHPO-
BAHMBLIR B3pocaoll Genolk Mulum oT
BAPOCSION XOPHMHEBOH MWOIM, BBI-
XBS B TeYERHE MHOTYX Heless
TOJBKO NOTOMY, 4TO BelTyt0 Mbllb
cllenany MMMYHOJOMHYECKY ToJje-
paHTHOM, BBela e¥ cpaly mocie
POXKACHUA KJIETKH KPOBH OT KOpPHY-
uesoil mpimu. (I. Roity, Essential
Immunology, Oxford, Eng.:
Blackwell Scientific, 1980.)

Prc. 17-13. Cxema 3kcnepumMenta
Ha OJIOBACTARAX APSBECHON Naryiu-
K4, XOTOPBIA NOKa3aJ, YTO UMMYH-
HAS CHCTEMA MO3BOHOYHBIX B NPUH-
uune cnocobra pearupoBaTh M

¢ cOBCTBEHHLIMA TKAHAMM ODraHu3-
M, RO B MPOUECCe pa3IBHTHS «oby-
YAETCA» He JEATb 3TOrO.

17. UnnynHaa eucrema 17

TaTe CIIOHTAHHOTO CpamieHHs X nnaterT (prc. 17-11). 3 pesymsTatet mo3guee
OBl BOCTIPOM3BEAEHBl HA Kypax (MyTEM COCAMHEHMA KPOBEHOCHBIX COCYAOB ABYX
pa3Hbix >MOpPUOEOB) M HAa MBiUlax (TyTeM BBEAEHUA HOBOPOXIACHHLIM MblIIATaM
KJIETOK CENle3eHKH OT MEIMeH APYrod JHMHMM —3TH KJCTKH BLDKHBAJIM B TEYCHUE
Gomburell wacTH KW3HHM XUBOTHOTO-pelMIMeHTa). B o6oux cmyvadx, Korga ku-
BOTHBIE CTAHOBHJIHCh B3POCJIBIMHM, MOXHO ObILIO MepecaxmpaTh MM TKaHb OT Bpe-
MEBHO NMPRCOCANHEHHON 0COOH MM OT 0coOB-I0HODA, B TPAHCONAHTAT NPHXUBAJ-
ca (prc. 17-12), Torma KaKk TKaHH, NEPECAKEHHWE OT APYIWX, KOHTPOLREIX
XHBOTHBIX, OTTOPTra/Mch. TakHM 06pa3oM, NOCTOSHAOE NPHCYTCTBRE YYXHX aBTH-
T€HOB HAa49MHasg C TOIO BpeMeHy, KOTaa AMMYHE&f CHCTEMA ELIE HE COo3pena, npu-
BOIAT K MepMaHeETHOH 6sOKajie RMMYHHOR PEakLHA Ha 3TH TyXEpOgHbie aHTu-
rensl. Takoe coCTOsHWE RHIYUAPOBAHAOHN aRTHreAcneumpHIeckoil AecnocobHoCTH
K HMMyHHOMY OTBETY NOJIYYHJSIO Ha3paHve OpRoOpeTeHHOd HMMYHOIOrHYECKOH
TOJIEPANTROCTH.

Maamueii 3xcneprMeHT, NpoBeeANLIA B 1962 1., moxa3an, 9T0 HecnocobrOCTh
WMMYHHOH CHCTeMBbl XHBOTHOTO PearHpoBaTh Ha CBOM cOOCTBeHHble TKaHM (ecme-
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Puc. 17-14. DxcnepumeuTamspas HH-
OYKOHS ¥MMYHOTOruHeckod Tose-
PAHTHOCTY X YYXEpPOXHOMY aANTHre-
Hy. Bpenenste muayumpyrowmet Tone-
PEHTROCTL (TONEpPOreHHOMA) A03bl
¥ (M) GOpMb! AHTATEHE A (CM.
TEKCT) He TOJILKO HE BBI3LIBAET MM-
MYHHOTO OTBETH, HO H NPHBOSMT
K TOMY, YTO XHBOTHOEC CTaHOBUTCH
coeurHIECKA HeTyBCTBHTEMLHBIM
R OAUTbHEAIMM MHBLEKUMAM 2HTHUDE-
Ha A B ToA dopme u Tex molax,
KOTOpble 8 HOpME Bo3pasH Obl OT-
BeT. MoXHO BHfeTH, YTO OTBET HA
Apyro#k antAren, b, ke MeHAeTcR

CMBENHAR UMMYHOAOZUYECKAR MO AePAHMHOCMb) MpRODpeTaeTCa TeM Xe CaMbIM My-
TeM —0Ha Be BpOXieHHas. B 3ToM aKcnepHMenTe 6L ECOMB3OBAY TOT GAKT, YTO
8 BoNbUMMHCTBE TKaHeH HMEIOTCA yHHKANLAbIE TKARECTeMAdHIECKHE aH TUIEHbL, KO-
TOPHIE PA3BMBANOMAACA WMMYyHHAS CBCTEMAa OO0/DKHA «HAYYHTLCH» y3AasaTb Kax
CBOM. V rosloBacTHka APEBECHOM JIACYLOKM YAAJAIHM TUIO)H3, TAK ¥TO B NepHoA
CO3peBARAs HMMYHHOM CHCTEMDBE y HEro He ObUIO CrIelMpUYECKMX aHTUIEHOB 3TOTO
oprana. ['#nodu3 coxpaHsmM XHBLIM, TPARCTUTAHTHPYA €ro NOX KOXKY JPYroMy ro-
JNOBACTHKY, HMMYHHAs CHCTeMa kOTOporo Gwina Heapesolf M no3ToMy Hecnocob-
AOit OTTOPIHYTH 4y%od runodus. [ocie co3pesanBs HMMYRAOH CHCTEMBI y 060wX
XYBOTHBLIX TUNOPHE3 CHOBA NEpPeCaAXUBAIM €r0 HepROHAYAJLHOMY BJIANCIBILY, H,
KAX 3TO HW yAMBUTENbAO, OH OTTOprasicd, Kak ecsH Osl Owln yyxepoassiM. Ecmm
Xe YAaJsUM U COXPAHAJIH NOX KOXeW APYroro TONOBACTHKA TOJLKO NOJIOBAHY H-
no¢u3a, ero Tkaub nocie obpaTHo# nepecamkn Ke oTTopranack (puc. 17-13). Ta-
xHM 06pa3oM, SCHO, MTO HMMyRHAS CHCTEMa IOTEHUHANbHO crocofHa pearmpo-
BAThL Ha aHTHIeHb! cOOCTBEHMHOTO OpraHu3Ma, Ho «obywaeTcs» He nenaTe 37Oro.
Jpyrre sxcrepiMeHTH! MOKA3AIM, 9TO Al MOAACPKaFMs €CTECTBEHROM TOJepaRT-
HOCTH TpelyeTca MOCTOAHHOE NPHCYTCTBHE «CBOMX)» AHTHTEHOB; €C/M TOT WM
MHOW aHTHICH yRaJMTh, OPraHR3M XHBOTHOIO YEPE3 HCACIM HIM MeCqllbl CHOBA
mpuolpeTaer cnocobHOCTL OTBEYaTh HA Hero WMMyHHOW peakumeiL

TonepaHTHOCTL K COOCTBEHBBIM aBTMIeHaM WMHOTAa HapyliaeTcsl, ¥TO IPHBO-
ant k peakowd T- U B-xnetox (jm Tex M -APYIWX) Ha AHTHrEHBl TKAHEH
cobcTBerHOrO OpraHAaMa. Takue ayTORMMYHHLIe PeAKUME OTBETCTBEHHB! 38 LiesTblid
psa Gonesmedf. K EFM oTHOCHTCR, HanpuMep, MudacTenus (myasthenia gravis)— ay-
TOMMMYHHGE 3200/1€BaHNE, TP KOTOPOM BhrpalaThiBakOTCH aHTUTENA K alEeTHAXO-
JMHOBMM pEUENTOPAaM Ha BOJIOKHAX CKeJIETHBIX MBIIL; 3Td AHTHTENA NpPensT-
CTBYIOT HOPMafbHOMY (YHKIMOHEHPOBAHMIO PEUENTOPOB. Taxve GoybHbie CTpa-
HaroT MbIIeHHON ¢1a00CTEI0 M MOTYT yMepeTh M3-3a HENOCTaTORHOH (YHKUMM
ObIXaTENBHOA MYCKYSN4aTypbl.

17.1.10. UMMyHOIOTAIECKYI0 TOJIEPAHTHOCTL K JY)KEPOANBIM AHTHIeHAM
MOXKHO HHIYIHPORATH H Y B3IPOC/TBIX XHBOTHIX [10]

VY B3pocnoro XMBOTHOTO CO34ATh WMMYHOJIOFHHYECKYIO TONEPAHTHOCTH K 9yxe-
PONHBIM ZHTATEHAM, KaK NPaBAAO, ropasfo TPyAHee, YeM Ha padHed CTaJHR pas-
BUTHA. HO B OTHOLUEHWM HEKOTOPLIX aHTUTEHOB 3TO MOXHO CHEMATh SKCMEPHUMEH-
TaLHO, BBOAA AaHTAreH 1) B oveHs Coimlumx n03aX, 2) MHOTOXPAaTHO B O%eHb
MasmiX [03aX, 3) BMeCTe ¢ HMMYHOAENPECCaHTOM Ui 4) BHYTPHBEHHO MOC/e Yib-
TpalEeHTPHPYTHPOBAHMAA AHTHIEBA C UE/BIO YA MTh BCe arperaTol (3TO NO3BOSIAET
060iTH HOPMANLKBIE MeXanu3Mbl npedcmagaeHuf awmuzena, CM. HAXE). B Taxkmx
cydasx NOBTOPHOE BBEAECHME TOTO Xe AaHTUMEHA (B YCJIOBHAX, KOTa B HOPME WH-
NYLUMDYeTCR OTBET) HE TOJLKO HE BLIZLIBAET BTOPHYHOTO UMMYHHOYO OTBET4, HO
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17. Arnyndas cuctema {9

5acTO BOODLUE He MOXeT BHI3BATL KakOH-MOO peaxinm. Takue TONEpaHTHBIE XH-
BOTHBIE, OXHAKO, RODMAJLHEO PEarnpyloT Ha JPYIrMe aHTUTEHH; 3TO MOKAa3bIBAET,
9T0 MMMYROJIOFHYECKas TOJIEPAHTHOCTL, TaK e KaKk W AMMYHOJOIWYeckas INa-
M#ATh, aHTHTeR-cnenAduYHa (puc. 17-14). TosepaATHLIMH BO B3POC/NOM OpraHH3Me
MOTYT cTaT> ¥ B-, n T-kneTky, ofguako B LeoM T-xnetxu 6osee BOCNPHMMUMBbE
K MHEIYKIHM TONEPAHTHOCTH.

Mosekynaprble MexaHA3IMbl BO3HHKHOBEEMS TOJIEPAHTHOCTH B K CBOAM, H
K YyXUWM AHTUTEHAM TOKA Heu3BeCTHH. EcTb AaHABIE O TOM, YTO Ha KRETOYHOM
YPOBHE MEXAHH3MBI 3TOTO (peHOMeHa MOTyT ObITh Pa3yMUHBLIMH: B OQHAX CJIYYasx
KJIOHB! JMM}OLHTOB, KOTOPLIE HODKHBI Oblyt Obl pearmpoBaTh Ha JaHHLIE AHTH-
feH, SMMYHHPYOTCS ; B IPYrAX Cy4asXx OHM BLDIMIBAOT, HO UX peakuUMy Ha AHTH-
ref cneavduiecku cynpeccupyercs ocobmmy T-rmMMOLMTaMH, NOTYYMBIOUMH Ha-
3pakne T-kaemox-cynpeccopos (cM. pasa. 17.6.6).

HTax, ceasbiBande aHTATEHa C KOMILIEMEATAPHBLIMK €My pellenTopamMu Ha T-
oM B-smMdoumTax MOXKET NPHBECTH kK KakoMy-60 M3 no Membuiel mepe Tpex
cnencrerit: 1) symMmbount Oyner npomdeprposaTs M AHPHEPEROUPOBATHCA,
9T00Bl CTaThb B KOHLE KOHLOB XJETKOW-3pexTOpOM UM KJIETKOR NMaMATH; 2) OR
CAENAETCH TOJIEPAATHLIM HJHM 3) AHTHTEH MOXET HAa HEro HMRAK He TNOBIMSTS.
KoukpeTHoe «pemenve» HMQPOLNTA - BKIOYHTHCK €MY, BBIKJIIOYHTBCH WK TPOUT-
HOpPUPOBATL CHIHAN ~3aBUCHT B GOJNLINON CTENEHW OT NPUPOAN H KOHUEHTPayn
BHTHIEHA ¥ OT CJOXHBLIX BIAEMOAEHCTBHN MEXAY MMPOOUTAME Pa3NBIX KJAaccoB
U MeXAy JMMOOLUTAMY H CIEIHaM3NPOBANKLIMA MakpobarornoAo6HLIMA anmu-
28H-NPeOCMABAROUfUMU KACMKAMU, KOTOpBIE OyLyT OMHCAHEI HECKONBKO ITO3IKE.
OHo 3aBHCHT TakXe OT CTeNMeHH 3penocTH /mMbounTa. Hanpamep, HoBooOpaso-
BaHHABIC B-kneTkn BecbMa BOCIIPUHMYHMBLY K MHAYKIOMHM TOJIEPAHTHOCTH, TOTAA Kak
3peJsible CPaBHUTENLHO YCTOHTMBLI; 3TO O3HA4YAaET, YTO Pa3BUBAIOLIMeCs B-KIeTkn
C BBICOKHM CPOACTBOM K «CBOHM» MOJIEKYNaM, OKPYXarOIAM 3TH KSETKM, CTAHO-
BSTCA TOJICPABTHBIMM H HHKOTIA yxe He OymyT axTMBHPOBATHCH.

3axsnovense

Hmmynnan cucmema svipabomaisacs 6 npoyecce 360A0YUU NOIGOHONNEX DA 3a-
tyumb: om uneryuii. OHa cocmoum u3 MUARUAPODE AUMPOYUMOS U 8KAIOHALM MUA-
AUOHBY pasAuuHbLX KAOKHO8. JTUMPOY1aMbl KaHc0020 KAOHA HeCym HA C80etl nogepxrHo-
cmu peyenmop, KOmopblﬁ no3aoanaem Uat C6A3bl8AMy MY UAU UHYIO CaHMU2EHHYIO
demepmunanmy» — onpedesennyio epynnupoeky 8 Mosexyse anmuzena. Cyujecmayom
d6a xaacca aumpoyumos: B-xaemxu, evipabamuisarowue anmumeaa, u T-kaemxu, xo-
MOpbIE OCYWYECMEARIOM UMMYHHBIE Peaxyuu KAemouHOzo muna.

VYxce Ha pannux cmaduax céoezo pazsumud B- u T-xaemxu ¢ peyenmopamu dan
GHMUZERHBIX O0EeMEePMUHANM MOAeKYA COBCIMBEHHOZ0 OP2aHU3Ma 3AUMUHUDYIOMCA
UAU CYNPeccupyiomcA; 8 peayabmame UMMYHHAAR CUCeMa é Hopme cnocobra omse-
yamy MOALKO Ha uyNcepoOHble awmuzenbl. CaA3mEdruUe UYHCEPOOROZO aARMU2ENA
¢ suMboyumom 8slabléden UMMYHHBITL OMméem, HANPasAeHHbtil NPOMUE IMO20 ARMU-
2ena. [Ipu amom nexomopute us sumgpoyumoé nporudepupyrom u dufdiepenyupyrom-
CR § XKAemXU NaMAMY, MAK YMO npu eMOPUNHOM G030elicmeuy mozo Mce awmuzena
UMMYHHBIE omaem passusaemea bvicmpee u 0Ka3vleaemcs 20pazdo 60aee CuUAbLHBIM,

17.2. ®ynximonaibhbie coiictea antuten [11]

EmsactRenHan n3pecTHasa ¢yHxuua B-rmMmdbommror-puipaboTka anmaTen. Yuu-
KASIbHafA OCOOEHHOCTL AHTHTEN, OTIHYAMOIIAA UX OT BCEX APYIAX H3iBECTHBIX en-
KOB, COCTOMT B TOM, 9TO OHM MOIYT CYMIECTBOBATE B MM/UIHOHAX Pa3HOBHI-
BOCTEH —XaXdad CO CBOAM YHHKAJLHBIM YJacTKOM [N CBS3LIBAHUA AHTHTEHA.
B COBOKYNHOCTH Ha3bIBAEMBbIE RMMYHOTJIOOY/IMHAMM (COKpAalleHHo Ig) anTuTenNa
06pa3syroT ofuH U3 OCHOBHLIX KJIACCOB BEKOB KPOBM, COCTABSIAA fl0 BECY NpAMEp-
ro 20%, cymmapHoro Oenka rmjiasml.
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Puc. 17-15. CynbHo ynpomennas
CxeMa MOJEeKYyJhl aHTHTENa ¢ AByMst
WAGHTHYHLIMY aHTRNEH-CBAIbIBALO-
LHMH y4acTKaMH

17.2.1. AsTHren-cuenmpuieckne enTopbl Ba B-Kjerxax -
3TO MOJIeKY/LI aHTHTen |12]

Kax ¥ npeacka3n/bana ranoTe3’a KJIOHAMHLHOHK CENEKIHH, BCE MOJIEKY/IHI aATHTE,
NPOK3BOOHMDBIE XAKOH-TO OOBOM B-KJETKOH, HMEIOT OQMHAKOBLIA AHTHIEH-CBSI3kI-
paronmil ysactor. IlepBbie aHTUTESa, CHNTe3WpOBanHble BHOBL 06pazomaswieiics
B-knetkoH, He CeKpeTUPYIOTCH; BMECTO 3TOrO0 OHM BCTPAMBAIOTCH B TUIa3MaTH-
yeckyro MemOpany, e CITyXaT pelenTopaMu ans aHTdreda. Kaxaas B-knetka
HMeeT Ha CBOeH nnasmaTudeckodl MemGpane npubnanantemsuo 105 Takux Monexym

Korpga aHTHreH OpHCOSAMHSAETCH K MOJIEKYJIaM AHTHTEN HA HOBEPXHOCTA NO-
kosmeica B-kneTky, 370 OOGLIMHO MHHUIMUPYET CIOXHYIO U MAIOM3YYERHYIO Ledb
cO6bLITHI, HPRBONAILYIO X KAETOYHOHR npomidepaury ¥ muddepeELIpOBKE ¢ 06pa-
30BAHMEM KJIETOK, CEKPETHDYHOUMX aHTUTena. Taxue KjeTkd BbipabaTsiBaroT
60JbIME KOJHYECTBA PACTBOPHMAIX (BE CBA3AHHLIX ¢ MeMOpaHOH) aBTHTEN ¢ TeM
Xe AHTHIeH-CBA3LIBAIOIHM YHaCTKOM, 9TO M y aHTHTEN HA TOBEPXHOCTH KJETKH,
M BLASNAXOT DTH aHTHTeNa B XpoBb. AKTHBADOBaHHBIE B-KNETKW MOTIYT HadaTthb
CEXPETUPOBATL AHTUTENA, OyNyTH elue MabIMU TMMOPOUMTAMH ; KOHeTHAA CTAaus
3T0or0 nyTH aBEQdepeHIRpOoBKE —boSblias TIa3MaTEHecKaf  KieTka  (cM
puc. 17-4, B), XoTopas BhUleNAeT AHTHTEN3 €O CKOPOCThIO okono 2000 mosexyn
B cexynay. [1o-BHAMMOMY, IIa3IMaTHUYECKHE KNETKH HCNOML3YIOT A1 DpPOM3BOL-
CTBA aHTUTEN CTOJIb 3HAYMTETBHYIO Y4CTh MOLLHOCTYH CBOETO GeNOKCHHTE3NpPYIO-
Mero anmapaTa, YT0 He ¢NOCOOHK K JafbHeHlmeMy pOCTy H HENeRHI0 H norubarwoT
ToCNe AECKONBLKKX MHEH CCRPEUMM AHTHTEN.

17.2.2. Moxkno cTHMY/IHpoBATL BHIPpAGOTKY aRTHTeN B-kijeTkamH
B KyJbTypausholi wauke [13)

B 60-x romax 6l AOCTHIHYTH BAXHBLIC YCNEXM, OTKPHIBLUPE HOBHIE NyTH A3ywe-
nus B-knevox. IlepBuiM 12 Hux 6buta pa3paboTka MeTOAA JIOKANBHONO reMOJH3A,
KOTODHIH MO3ZBOJMN HACHTUGMUMPOBATH Y [OACHRTHIBATL MHAHBMAYATbHLIE
B-xneTxu, BbIpabaTHIBAOLME AHTHTENA K ONpefiesieHHOMY anTureny. B npocrefi-
LUeM BapHaNTe 370T0 MeToaa GepyT MMMOBONBTH (OOBIYEO M3 CENE3EHKH) ¥ XHBOT-
HOTO, UMMYHU3NPOBAHHOTO GapaHbumm spuTponuTamm (BD). Ux nomewmarwT 3a-
TCM B arap BMecrte ¢ u3bbiTkoM B3, B pesymbTaTe Ha 9allke MOMYYaETCH KTA30H»
U3 UMMOOMIIM30BanHbLIX B ¢ BkpannenueM ymmMbouxToB. B 3THX ycnosugx xnet-
KM He MOCYT NepefBAraThcs, HO /Mobhe BhiaenseMule B-xneTkol antvTena 6ynyT
dPYHIMPOBATL B NMOKPLIBATH MOBEPXHOCTL Beex B, Raxoasumixcs nobsm3oei
Taxkue MOKPEITHIE aHTHTENAMA IPUTPOUKTHE MOXHO JIM3IAPOBATL, JOGABUE KOMILNE-
MeHT (pasn 17.5). Takum oGpazom, NpHCyTCTBHE KaXIOH BBLLACNKIOLUEA aHTUTERA
KJeTkn o6HapyXMBaeTCa MO WPO3IPAYHOMY NATHY («Bngmmke») B TemuoM cioe BO.
AHANIOTHINBIE METO MOXHO HCNOJL30BATh AN HOACYETA KNETOX, BhIpaGaThiBaro-
LIMX AATHTENA K APYTHM aHTHIEHAM, TAKUM Kak Ge/IX¢ mm NMOSMCaxapuibl, eCiu
IPHCOENUHHTE 3TH AHTHIEHB K HOBEPXHOCTH OapanbMX 3PUTPOLMTOB.

BTOpLIM BAXHBIM YCTIEXOM BBUIO yCcTaHOBJIERWE TOro ¢axkTa, 9T0 MOXXHO 3a-
CTaBKTh B-KJICTKM BRWpPAGAThIBATL AHTHTENA, TPHEOAS AX B KOHTAKT C aHTHUIEHOM
B KYJbTYpE, TAE MOXHO MaHMITYMPOBATh B3aUMOIJEHCTBUAMY KJIETOK H H3IMEHATHL
ycnopus cpelst. B pesysbrate yaaNnoch BRACHUTDL, ¥TO AJIA Buipabotku B-immdbo-
OMTaMA ABETHTEN K GOJBOMHCTBY AaHTHTEHOB HeOOXOmMMM emle T-MMPomuTH!
W CTenMaSM3APOBABHLIE AHMUZeH-NpedCcmadiAowue KIEeTKA; TIPONCXOAAUME NpH
3TOM KJIeTOMHbIE B3auMOAeHCTBUS OYIyT OMUCAHEI HECKOJLKO MO3XKE.

17.2.3. ArTHTeN1a HMelOT B3 MIEHTHUYHMLX AHTHTeR-CBAILIPAICHINX
ygsactka [11]

[Mpocrednme MOAEKYTHI aHTHTEN MMEIOT GOPMY Dyken! Y € ABYMS WACH TRYHBIMM
AHTRIEH-CBA3BLIBAIOLMMY Y9aCTKAMM ~ 110 OJHOMY Ha KOHIlE KaXIOH M3 JByX «BeT-
seitn (puc. 17-15). Iockomky Takux y4yacTkos [1Ba, 3TH aHTHTONA HA3BIBAIOT Huaa-
Aermummy. Takue aHTUTENIa MOTYT CLWUHBATB MOJNEKYNbl AHTHreHa B O6IUpHYIO
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Puc. 17-16. Ulapuwpasti y4acTok
MOJNeXy/Ibl aHTRTENA OOBHILIAET 3¢-
(EKTHBHEOCTL CBAILIBANMA MOJIEKYJ
AHTHTEH2 M CUMBAHKR #X NPyl

¢ Ipyrom.

Pue. 17-17. CxeMaTu4ecxoe U306pa-
WeHAe THITAYHOR Monexyjas aHTWTe-
JIa, COCTOAIIEd M3 ABYX HKAEHTHYHbLIX
Taxensx (H) u a8yx maeHTHuUMEIX
nerxux (L) uened. ObpatviTe BHMMA-
HHE, YTO 2BHTHICH-CBA3LIRRFOUILE
y9acTkH GOPMHMPYIOTCH 3a cHeT
komnnekca N-kosmesbx obnacrei
L- u H-ueneft, a obnacts «xBocTa»
o6pasyroT ToabXo H-uemw. Kaxnzas
H-uemb comepMuT OAHY HIM Ne-
CKOJTLKO OJTHTOCAXAPUIMAIX [ETOYeK,
(hYHKUHA XOTODHX HEe HM3BECTHA.
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CeTb, €C/H KaXJias MOJiekyfa aHTHPeHa MMeeT TpY wim BoJibliee TUCNO aHTH-
reBHBIX geTepMMHAHT (cM. puc. 17-30). JocTurHyB onpezesicEALIX pa3MepoB, Ta-
Kafl CeTb BbIfaAaeT U3 pacTBopa. Kak Ml yBUAMM MO3XKe, TEHREHOHS OONLIIMX
HMMYHHLIX KOMIUIEKCOB K OCAXOEHMIO (npeyunumayuy) ynobRa ANS BRIABNEHUS aH-
THTEN A aHTUTCHOB. D(PPEeKTHBHOCTL DeaKUMi CBA3LIBAHUS A CIOWBAHAA AHTHTEHA
AHTHTENAMH 3HAYMTEILHO BO3PACTAET 6yarogaps MOKOMY WADHUDHOMY yuaCmKy
P MeCTe COeRRrHeHHA 00eHX «BeTBeID) C (XBOCTOM»: 3TOT YIaCTOX NO3BONKET M3Me-
HATBH PACCTOSIHHE MEXULy ABYMS aHTHIEH-CBA3bIBAIOLIMMM yvacTkamm (pmac. |7-16).

3anmTHOE REHCTBAE aHTHTEN OBBACHAETCH Be NPOCTO WX CHOCOBHOCTLIO CRA3LI-
BaTh aATUreH. OHA BLIMIOMHAIOT M UeSbifl pRa ApyruX QyHKUmMA, B XOTOPHIX yda-
CTBYET «XBOCT». OTa OORNAcTs MoNekyJbl Onpenenfier, 916 npoH3oRaeT
€ AHTHIEHOM, eCJIH OH OKA3AJICH CBA3AHHBIM. AHTHTENA C OJMHAKOBLHIMM AHTHICH-
CBS3LIRAKOIUMMY y9acTKaMH MOTYT MMeTh BEChMAa pa3Hble «XBOCTOBBIE» O6NACTH,
a NOTOMY M pa3Hbie (PyHXIHOHATLHbIE CBOACTBA.

17.2.4, MoneKky/ia aHTHTeJIa COCTOHT H3 YeTbipeX [OJTHIENTHAHBIX
nenel — AByX NerkHx m ABYX Tskesnix [14]

OCHOBHYIO CTPYKTYPHY!O €NMHMNY MOJIEKYJL! aHTHTENA 00pa3yloT [eThipe HDOJM-
fITTHOHAbIE Oenu —Be RAeHTH4Hble Jerkde (L-liemM, xaxnas npuMepdo u3 220
aMMHOKRUCIIOT) M JBe MICHTHYHble Twkesmle (H-nemi, xaxnad npuMepHo u3 440
aMHHOXMCNOT). Bee weTnipe uemW coeMHEHH MeXAay coGol ¢ IOMOLULIO HEKOBa-
NIEHTHBIX B3aHMOOEHCTBHU M XOBAJICHTHRIX cBA3eH (IMCYNbOHIHLIX MOCTHKOB).
Mosekyna COCTOMT M3 ABYX OOHHAKOBbLIX NOJIOBHROK, B KOTOpeix L- m H-uenn
BHOCAT NOYTH PaBHLI BKJIaR B MOCTPOCHHE ABYX MACHTHYHBLIX AHTHIEH-CBR3LIBAIO-
umX ysactkos (puc. 17-17).

[MpoTeomimuveckue GepMEHTR OaNtaMH ¥ NENCHH PACLUCOASIOT MOJIEKY/b! 4H-
THTES HA PaIMHYHEIC XAPAKTEPHBIE (PArMEHTHI: nanauk HaeT HBa OTAEMbLALIX

AHTUr eHCENINIBAOLYHHA
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Puc. 17-18. Paamianble dbparMenTsL,
obpadylollivecs Opu paciluensienuy
MONEKYJ] AHTHTEN ABYMS PaATHHHbLI-
MH TPOTEOINTHYECKHMHE (BepMEHTa-
MH (MaNaUHOM U NETICHROM),
NOMOI'NH HccllenoOBaTeN®M B BBIAC-
HEHHU YeThIpeXnenode4HoR CTPyks
TYph aHTHTEIL

PACILENNEHWE NARANMHOM . PACILENNEHWE NENCHHOM

Nencin

l l
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1 L ) ] 1 - Q J
Hea Fab -Dpormenta Damu Ogrm Flab'ly ~chparmenr CyBbpar men T
Fe-chparmeny fFe

HOSETHUHLIX Fab-(pparMenta’, kaxipii A3 XOTOpeX O6GNajgeT OQAMM AHTHIeR-
CBA3LIBAIONMMM Y4aCTKOM, M OIMH Fc-pparMeut?; nencud naeT ORMA KpYIHbIH
F (ab"),-dbparmenT, cocTognmii U3 ABYX KOBaNeHTHO CBsilaAHLIX F(ab’}-dparmenTtor
(kX IBIH W3 KOTOPLIX HEMAOTO GoJmbine, 9eM Fab-dpparment), 1 MuEoro 6osee Men-
xux ¢parmentos (pac. 17-18) IMockomxy F(ab'),-pparmentns GuBancuaTHbl, OHM
B OTJMYHE OT MOHOBaNeHTHmIX Fab-dbparmentToB coxpansioT cnocobhocTs cum-
BaTh aHTHUTEHB! ¥ 06pa30BLIBATL APEUNIMTaTL.. HY OOMHE M3 3THX (PPArMEHTOR HE
obnafaer ApyruMH BHONOTHYECKUMHM CBOMCTBAMH HATHBHLIX MOJIEKYJ aHTHTE],
NOCKOJIEKY OHH He colepxaT «xBoctoBoid (Fc) obsactv, onpenensgollte#t 3TH
CBOYCTBA.

17.2.5. CywmecTByeT naTh pasubix kjaaccoB H-nened, xaxmbii
€O CBOHMH 0COOBIMH GHoslormyeckuMu cmoiicTamu [11, 15]

V BHICIUMX NO3BOHOHHBIX CYLIECTBYIOT NATh Pa3HBIX KJIAcCOB aHTHTEN -IgA, IgD,
IgE. 1gG m IgM, xaxabit co csoumM knaccoM H-uemed—oa, 8, £ ¥ B U COOTBET-
cTBeEHO. Monexkymst IgA comepwar o-memu, Monekymw IgG-y-uemu m T I
(rabm 17-1). Kpome Toro, uMeetcs pan noaxnaccos 1gG 4 HEKOTOPLIX APYTHX HM-
MyBorno6ymnos. Pasnmie H-meny npunaror «XpoCTOBbIM» OONACTAM aHTHTEN
Pa3NMAHYKO KOHGOPMALKIO 1 ONPEAEAAOT XapaKTepHuIE CBOWCTBA KaXIOro Kiac-
ca (puc. 17-19).

IgG-auTuTeNa COCTaBAAIOT OCHOBHOR XNacc MMMYHOTNOBYIMHOB, HAXORS UIAX-
c8 B xpoBd. OHM IMPOK3BOAKTCH B GOJMBIUMX KOJHIECTBAX NPH GMOPUYHOM UMMYH-
HoM oTeeTe. Fc-06macte Mosekyn IgG cpaimBaeTes €O cneUMHIECKMME PEUENTO-
paMy GarOUMTHPYIOLDIX KNETOK, TAKAX KaX Makpoharn u noymmopdrosepHbie
JIEAKOUMTHI, W B PEIYJLTATE 3TH XJBTKkR MOTyT 6Gonee 3¢ddexkTHBHO TOrnowWaTs
W paipyllaTh BHEAPABLUMECS MHKPOOPraHMiMel, NokpbrThle IgG-anTurenamy, Boi-

! Fab~coxpamewuve cios fragment antigen binding.
? Fc o3magaeT «XpUCTAJUM3YHOMMHCA (parMent» (0T crystallizabte).
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Pue. 17-19, M3 3708 cHJIBHO ynpo-
WeRAHOHA EXeMbl BHIHO, BTO KaXIbLH
Kiacc aHTHTest nMeeT H-uens omnpe-
NEJCHHOr0 TUNA, KOTOPafs MpPUUAET
«xBOCTY» aWTuTena (Fc-o6mactu)
omnpeesiennyo koHGopMansio.
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Tabama 17-1. CBOHCTBa OCHOBHBIX KIBACCOB 2HTHTEN, OOpa3yrOmMXCA y uesioBexa

Kaacc aurnyen

[gM IgD IgG [gA IgE

Tum Toxensx uened n ) Y a €
Tvmer nerxax uened XU A % WIHA X WIMA X WIHA X WIAA
Uncto 4erbipexnenoyedmbX eAHHYR S l l 1 wm 2 1
Hons o7 obmero xosnuwectsa Ig 5 <1 80 L5 <1

B XpoBH, %,
CnocoGHOCTs AKTHBHPOBATL XOM-  + + + + — ++ — —

NNeMenT
IMpoxoxgenne 4epea ANANERTY — — + — —
Ces3biBanue ¢ «rpodecCAOHANBBEI- — — + — —

MH» aromTamu (MaxpodaraMu
B NOMMOPOHORIEPHBIMH JICHKOLK-
Tamu)
CBa3pBaHHe ¢ TYUHBIMH KJeTKAMH  — — — - +
¥ 6a30¢namu

paboTauHLIMN B OTBET HA WHbexuno (puc. 17-20). OTo muws oann u3 crnocobos
Gopubrr Monexyn IgG ¢ undexuuen. Fc-o6macte I1gG mMoker cpa3elpaThCs He
TOTLKO ¢ (pAarOOBTHPYIOUIMMN KJIETKaMH, HO H C NEPBHIM KOMIOHEHTOM CLUCMEMbl
KoMnaemenma, TeM CAMbIM AKTHBUDYA €I0; KOMIUIEMERT OCYILECTBRAET OMOXMMH-
9ECKYIO aTaKy, OpHBOAAYI0 X THOenu Muxpoopramdama (pazg. 17.5)

Monexyssr IgG - e[MHCTBEHHEIE 2aHTHTENA, KOTOPLIE MOTYT NEPEXOIHTH OT Ma-
Teprt kK naomy. KJietkm niaueHThl, CONPUKACAIONBAECH C MATEPHHCKOH KPOBBIO,
KMEIOT PeuenTophl, casbiparoume Fe-obnactu monekyn IgG n obecneamparoume
TEM CaMbIM KX HEPeXod B TUIOA. AHTUTENd CHAYARA NMOTAOLIAOTCS NYTEM YHAOLM-
TO32 NpH y4acTHH PeOelTOPoOB, a 3aTeM TPAHCOOPTHPYIOTCH YePe3 KNETKYy B BbIBO-
DATCA MyTeM 3K30LMTO32 B KPOBb NMNOHA. AHTHTENAa APYTUX KIACCOB HE CBA3bI-
BAIOTCA C 3THMM DEUENTOPAMM H NMOITOMY HE MOIYT NPOXOAMTbH Yepe3 MNAlCHTY.

Xota IgG - asHo npeobnaxarouniit Knace aETHTEN, 06pa3yeMeix npH GonbUIHA-
CTBE BTOPUYHBIX MMMYHHBIX OTBETOB, H2 DAHHMX CTAIMAX NepuuHO20 AMMYHHOTO
OTBETA B KPOBL [IOCTYNAIOT [NiaBHbIM 06pa3zoM artatena IgM. B cexpeTupyemoit
dopMme IgM npeacraBnger coboii nmeHTaMep, COCTOAWME M3 OATE HETBIPEXLETo-
YETHRIX E[MEMI, TAK 4TO B 06wmed croxroctw IgM mmMeer 10 aBRTHIeH-CBA3LIBAIO-
X yyactkos. Takme MertaMeps Haxe 6onee apdexTmsro, veM IgG, akTuBHpyIOT
CHCTEMY KOMIUIEMEHTH, KOI/1a OHM CBA3LIBAOTCA ¢ anTuTeHoM. Kaxawl neHtamep
COMEPXHUT NOJMIENTHIHYIO LEHb eille OQHOTO THIA, HA3biBaeMyto J-Uembio (joining
chain, ~ 20000 namTou). J-uems cuHTelupyercs IgM-cexpeTUpyroUmMHA KNeTKa-
MH, KOBAJICHTHO BCTPAHBACTCR MEXAY ABYyMs CMexHbiMu Fc-obfacTamu m, no-su-
AHMOMY, WHHOSHPYET Upouece oJmroMepuiaumu (puc. 17-21), IgM -3t10 Taxxe
OepBbIf kjacc aHTHTe), OpPONYLMPYeMBIX pa3BuBAIOUMMMCH B-xnerkamu, XxoTx
MHOTHM¢ B-KJeTKM CO BpeMeHeM NepeKk/IoHAlOTCY HAa BLIPAGOTKY aHTHTEN RpYrux
xnaccos. HemocpencTeeHble NpeMICCTBEHRUKA B-XJETOK, Tax Aa3dbiBagMble Ope-
‘B-KJ1eTKH, BRIpA6ATLIBAIOT P-UETH (HO HE JIerkue HENM) M HAKAMMBAIOT MX. [103a-
Ree, KOTO2a B Ipe-B-kneTkax HAa4uRHAIOT CHHTE3UPOBATLCR H JIETKHE LeMW, OBM CO-
EXHHAIOTCA ¢ p-lensMm, obpa3ys ¢ HUMH deThipexuenodednsre Monerysanl IgM
(kaxnag ¢ AByMA H-UENAMRA A ABYMS JIEIKHMM UETAMR), KOTODblE BCTPAWBAIOTCH
B NIa3MaTHueckyro MeMOpaHy, rae CJlyXaT peuentopamu ang agrurena. C 3Toro
MOMEHTA KJIETKM CTAHOBATCH B-mMAMpoauTaMR M CrIoCOOHB! pearypoBaTh Ha aHTH-
red. XOTA BCTPAHBATBECA B MeMOpAHH! (B Ka4ecTBe aHTHIEH-CTIEUMPHUYECKHX perlen-
TOPOB) M CEKPETUPOBATLCA B BONOPACTBOPUMOH (opMe MOTYT #HTHTENA BCeEX
X18CccOB, HA NOBEPXHOCTH OOJBLUMHCTBA NOKOSUMXCS B-KieTok HaxonsTes
rnasHbIM 06pazoM auTuTena IgM u IgD. Y nBuTeNBHO, YTO JML OYeHb BEMHO-
THe B-KeTkn akTHBMpPYIOTCA JUIA CekpeudH anTvTen IgD, ® y 3TOro Kkinacca He u3-
BECTHO HMKXako# (yHKLMHM, XPOME POJI PEUENTOPOB RJIA ARTUIeHA

IgA —OCHOBHEONH KJIaCC AHTHTEN B CEKPETAX (MOJIOKE, CIUIOHE, CNe3aX, CceKperax
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Puc. 17-20. 3Ta cxema mokasetgaer, Puc. 17-21. TlewtaMepnas Modexyna IgM. ITame cyGremumnm

Kak GaKTepus, MOXPBITRS AHTHTENA-  COBAWHEHH AWCYJIbGHNHBIMM cB#daMY. Kak nomarawrt, cbopky
M IgG, spdekTHBHO aroumTH- NeHTaMepa WHHLUMHDYET CAHHMCTBCHHAA J-luenk, cBA3aHHAS [M-
pyercs MakpodaraMy, HMeEKUBMMA CyNbdHIUBIME MOCTHKAMM € ABYMS TAXENLIMH [L-UETIAMMU,

32 CBOEH (OBEPXHOCTH peneNTOPH, Tamansie

cnocobHkie csa3kBaTL Fe-06macts, nenu «

mosiexy sl IgG. Ceasneaune Gaxte-
PMA C 3THMM PedeOTOPAMM aKTWBH-
pyeT npomecc ¢arounToA

Pue. 17-22. Crpoenme avMepro#t
MoJiekynsl anTuTen IgA, conepxa-
DIMXCH B CEKPETaX (CHILHO ympo-
wennag cxeMa) B nonosmesde

K JBYM MOHOMepaM IgA, xoTopmle
CBS3aHbl OOHUM ANCYSThGHAHBIM
MOCTHXOM MEXAY TANETHMH o-Le-
OSMH, KOMDSEKC COREPXHUT TAKKE
J-meny ¥ nobasousyrw MommMOenTHA-
Hyro Nemb ¢ Mol Maccodf 71 000,

H2IBBAEMYK) CEXPETOPHRIM KOMIIO- AWTHT CH- CBATMBROLING
HEHTOM. YUICTHY



Prc. 17-23. Mexaunam nepenoca
nuMepHO# Monekynbt IgA depes
MM TE/HMANBHYIO KJeTKy Ip#B ydac~
THH CEKPETOPHOTO XOMTIOHEHTA.
Beck koMmaexc TparcnopTHpyeTcs
43 BHEKJETOYHON XHIKOCTH B npo-
CBET 3MUTCIHANLAOrO MPOTOXA %e-
ne3nl. CexpeTOPHLIA KOMNONEHT
CHHTE3IUPYETCH DNHTEIMATLHON KileT-
xoil xax TpawcmemOpamunii rimxo-
OpoTerNl % CIYXHT PeUenTopoM /s
CBX3blBanys auMepa IgA uva Gazams.
HOM MOBEPXHOCTH ITOR KIETKH.
KoMrexe cexpeTOpPHOTO KOMIIOHEH-
Ta ¢ IgA nocTymaeT B KJeTKy B 3N-
ROOMTO3BOM [Ty3bIpbke, KOTOPHIMA
OPOXOMUT KAETKY HAckBolb H MOA-
BEPraeTcH 3K3IOUMTO3Y Ha ee am-
KANBbHOH MOBEPXHOCTA. 3aTeM vacTh
CEXPETOPHONO KOMTIOHEHTA, CBA3AH-
Has ¢ pHMMepoM IgA, oTuwersmeres
OT TpaHcMeMOpanHOro «xBoCTay,
BbicROGONKAaA TakuM 06pa’oM KOM-
NNeKC B NPOTOX.

Puc. 17-24. Ha 3To# cxeme mokasa-
HO, KaK Tyudble kneTkn (M Gaso-
$RILI) MaccEBHO NMPROOPETANOT TO-
BEPXAOCTHBIE PEUENTOPE], CBAIBI-
parolHe amTiren. AaTatena IgE,
BRIjeJieMbie AXTHBHPOBAHLBIMK
B-muMdounTaMH, nonagssoT B TKa-
HH W cBA3bBatoTes Genxamu-penen-
TOPaMH Hd TMOBEPXHOCTH TYYHBIX
KNEeTOX, CenHPMYSCRH Y3RAIOUWMMA
Fe-o6nacts 3Tux awrdrei [Tosromy
UHIMBUMAY2JbHBIE TyYHble KIETKH

H Gazopuil (B oT/MuKe OT B-xse-
TOK) AMEIOT Ha C¢BOel TMOBEPXHOCTH
AHTUTENA C UeNBIM PSAOM pa3-
JIMMHBIX AHTHIEB-CBAIBIBAOTIHX
ygactkop. Mosexy/m anTRrera
CUIMBAKT MEMODAHOCBA3AHHWBIE AH-
TaTena IgE, nMeionpre xoMILeMeH-
TapUble MM aHTHTEH-CBAILIBAIOLIME
y4acTkd. B pe3ynsrare Tydrbie
KJIEeTKH AXTHBUPYIOTCH ¥ 0CBOGOXK-
O30T MMCTAMHH OYTEM 3K3I0UNTO3A

Cexcperophpie
My3e(PeXM,
copepmawHE
CHCTaMNM

I9E- cneundrvecxud

peyenTop anm Fc ANA Fc

GE CBRILIBAETCR
CPELENTOPOM

17. Urmynnan cuctema 25

\

BHEKNETO4HOE
NPOCTPAHCTBO
ANUTENUANBHAR KNETKA /\\
MNPOTOK
Dumep lgA

\ ol HuIA
i _(é_%l B %\) S
)

SHAOUWTO3 U NEPEHOC YEPE3
KNETKY NPY YYACTUH PEHEH‘IO&A

X

IBIXATEJBHLIX MyTeH ¥ Kuedsoro TpakTa). OHy cyliecTByrOT JH60 B PHAE HeThI-
pexueno4eTHoro MoHoMepa (nogobro IgG), mibo B Bune mmepa. Monexyan IgA
B COCTaB& CEKPETOB TMPeRCTABNMOT coGOM nuMepH, conepxamme OAHY J-Lenms,
2 TaxKe NOMNONHHTENALHYIO NOMMUEOTHAHYIO UCNb, HAILIBAEMYIO CeKpemopHbIM
xomnonenmom (puc. 17-22), xotopyro mmepws [gA npHo6peTaroT Ha NOBEPXHOCTH
MUTE/HMANBHLIX KIETOK, BLICTHIIAIOMMX KUIUCTHUX, OPOHXM HAH NPOTOKE MO-
JIONHBIX, CJXORNBIX YA CJIE3HbIX Xened. CeXpeTOpHblil KOMIIOHERT CHHIE3NUpPYeTCs
IMUTE/MANBHBIME KJIETKAMH M 3KCTIOHHPYETCA BHauajde Ha ux 6a3abHoll nmoeepx-
HOCTH, TOE CNYXHMT PenenTopoM Juia ceadeiBaEms IgA m3 kpoen. O6paizyrommecs
KOMITIEKCs! IgA ¢ ceKpeTOpHHIM KOMITOHEHTOM HOT/IOMAKXTCH MyTeM 3HROUNTO3A
Npy yYaéTMR DpeUENTOpPOB, DTPOXOAAT Hepe3 IHMTOILIA3MY SIUTEIHANMBHONA KJIETKH
M BbIBOJATCH B NMPOTOK HA MNPOTHBONONOXHON cTOpoRe kneTku (puc. 17-23). B no-
HOJIHEHNE K TAKOH TPAHCOOPTHOH POJM CEKpETOPHBI KOMIOREHT, BOIMOXHO, 3a-
MAMAET MONEKYNEl IgA OT NEPeBAPHBAHHSA NPOTEONHTUIECKAMH (EPMEHTaMM
CEKPETOB.

Fc-obnacte Monexyn IgE cBsasbmiBaeTcs co cheuMHYecKEMH PEUETTO PHEIMHU
fOekaMM Ha MOBEPXHOCTH TY4HBLIX KJNETOK B TKaHAX M 6a30pHILHLIX NEHKOUXTOB
B KPOBR C 09eHb BLICOKMM CpoACTBOM (> 10'® nmTpos/Mone). B cBowo ouepems
CBS3aHHBIE MOJIeKy bl IgE coyXaT peuenTopaMu Qi awTWIEHA: DPUCOSKMHEHUE
K HUM ZUTHIeHa OpHMBOIMT K CeKPellMM KNeTKaMB OHOJIOrdYecky akTHBHBLIX aMu-
HOB (B YACTHOCTH, IMCTAMMHZ, 2 Y HEKOTOPHLIX BRAOB-CEPOTOHRHA) (puc. 17-24).
DTH aMAHBI BLI3BIBAIOT PACILADEHHUE KPOBEHOCHBIX COCYIOB M YBESTMYMBAKOT NpO-
HHUAEMOCTL HX CTEHOK; OHM B 0OJILLIOA MEPEe OTBETCTBEHHB! 38 K/UHYYECKUE TpPO-
ABJICHHS TakKUX 2A4€p2uyecKux PEeAKITH¥, KaK CeHHAaR JMXOpalXa, acTMa ¥ Kpanus-

Membpanocantsiui
CEXPETOPHLIN KOMMOHENT

FUCTAMUK BbICBO -
BOXDAETCA NYTEM
AKIOUUTO3A

MYNbTUBANEHTHLIA
AHTUTEX CUMBAEY
COCEQHUE MONEKYbI
113
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TrRxenwie
LT Y

Prc. 17-25. B Monekynax aMThTen
IgG ™MoryT 6uTh sierkue uemu

¥ WM A, HO B XaXAoH aanMoB Mo-
snexyse obe serxue veod seerna
YUIEH THIHBIL.

Pue. 17-26. CunsHo ympolenHas
cxema CRA3LIBAHHA AHTHIEHMOH ne-
TEPMHHAHTH MIXPOMOJIEKYJLI € aAH-
TUIEH-CBA3LIBAOUMMA yHaCTKaMy
NBYX PAaMIMIALIX aBTHTEN—C BLICO-
KMM H C HMIKMM CPOACTBOM K JaH-
HOMY AHTHMreHy. AHTHrerHas Je-
TEPMUHANTA YACPXHBACTCR B CBA3LI-
BAIOMEM YYACTKE Pa3SIM4ALIME
cnabeiMa HEKOBAJICHTHLIMU BlIaWMQO-
necrenamMu. O6paTHTe BHMMaHRe
Ha 7O, YTo B 06p230BaHHe 3ITOro
YYacTKa BHOCRT CBOH BKJAX Kak
Jierkad, Tak M TOKENAN LEMH MoJe-
KyJbl aHTHTena

mmd. Mx 3awmuTeHas ¢yRKIMA MeHee ACHR, ONHAKO NPEANOfaraeTcs, 4TO OHU
JenatoT obsacTe Bocnanenus 6onee QOCTYNHOM naf NefiKOUMTOB, AHTHTEN H KOM-
JOHEHTOB KOMIUIEMENTA.

17.2.6. AuTHTEN1a MOTYT HMETHh HJH X-, WM \-llenH,
HO He Te W ApYTHe

B nononmuesme x naTH knaccaM H-uenel y BblCUIMX -NO3BOHOMEBIX B ARTHTENAX
UMEIOTCH 1Ba T™Na L-nenet —x u ), KaXAbii 13 KOTOPHIX MOXET 66ITh aCCOIMHPO-
BaH ¢ mobo#t H-penwio (pme. 17-25). Oanako MBOMBHOYAIsHAS MOJEKYa aHTHATe-
Na BCera COCTOHT H3 IBYX MAOCHTASHBIX L-Lemed W ABYX WaeHTHYHHX H-nenei;
NO3TOMY €€ aHTUMEH-CBA3LIBAIOLIUNE YYACTKH BCETHA COBEPLICHHO OAMHAKOBbI. Ta-
Kasf CUMMETPHS AMEeT Pellarolliee HAYCHUe AT CUMBAIOMIEH DYyHKIHM AATHTENL
[Mo3TOMy MONEXYNA MMMYHOTTIOOYIIMHA MOXeT MMeTh L-uemi % Wmn X, HO Re Ty
¥ Apyry1o OBHOBPeMeBHO. Kakux-JM60 pas3smyumit B 6u0onorHdeckol GpyHKXUNH 3TUX
IByx TunoB L-menmefi moxa He ycTauoBJIEHO. '

17.2.7. Cuna B3aMMOACHCTBHN AHTHIE¢HE C SHTHTEJIOM 3ABMCHT
KaKk OT CPOJACTBA, TAK M OT UMC/IA CBAZLIBAIOMMX YuacTkon [11]

Chs3biBaHME AHTUTEHA C AHTHTENOM, TaK Xe KaK W cybeTpaTta ¢ dpepMeHTOM, 06pa-
THMO. QRO ONpeleNAeTcs CyMMOR MHOTUX OTHOCHTENTBHO CIaObIX HEXOBANEH THHIX
B32WMOACHCTBIH, BKNtO9aa MMAPOoGhOGHLIE 1 BOJOPOAHbIE CBA3M, BAHICPBAALCOBE!
CHJIbI M MOHHBIE B3aMMOACHCTBMR OTH cnabble B3aUMOACHCTBHA 3PPEKTUBHEI
TOJBEKO B TOM Cfrydae, eCNY MOMNEKY/Tbl AHTUIEHA A AHTHTEN2 HAaCTONBKO KOMILTe-
MEHTAPHbI APYT APYIY, YTO HEKOTOPHLIE ATOMBl AHTUIEHA BXOAAT B COOTBETCTBYIO-
wMe yrnyGneHns Ha NOBEPXHOCTH aHTHTena. KoMnneMeHTapHue aHTUreny obnac-
T8 qerupexuenoqe'{ﬂoﬁ MOJICKY/TEI AHTHTENA —3TO €€ ABA MACHTHYHBIX AHTHIECH-
CBA3BIBAIOLIIX YHACTKA, 2 COOTBETCTRYIOMAS O6NACTh aHTATERAa —er0 AHTHUIeHHAf
zeTepMAAaRTa (pHc. 17-26). BOSLUDBACTBO aAHTHTCHHLIX MaXPOMOJERYR RMEIOT
MHOIO PA3THYHLIX AcTEPMMHAHT; €CJd ABE U3 HUX MIM GOLILEE MMLIO (KAK B He-
KOTOpbiX IIOJHMMEPaX) ORAHAKOBM, AHTUIEH HA3LIBAIOT  MYAbIMUBAACHMHbIM
(puc. 17-27).

OO0paTHMyI0 DEAKLMIO MEXJQY AHTHUIEHOM € OMHON AHTUMEHHOW [OETEPMMHAH-
To# (Ar) ¥ OMUUM AHTHICH-CBA3LIBAIOLIMM YSACTKOM (AT) MOXHO NPEACTABUTL
CTERYIONAM 06pa3zoM:

Ar + AT 2 ATAT.

CBA3LIBAKVIE NPW BbICOKOM CPOACTHE CBR3LIBAHUE NPU HN3KOM CPOCTBE

ARTUreHKaR
AATEPMUNBHTI

et

Astareds  — |
CEA3MIBAKOWNT
Y4RETOK
sRTRTENA

Nerxan ueny Tawenar uens



MuomecTEEHHBIR PAZNUYNNIe
ALTERMWHEH Th

A

IR

MuemecTaoHmue HAENTHYHLIE ASTEPMINAN YR!
(MY s THENEH TH IR BT aR)

5

Pue. 17-27, Cxemanueckne mio6pa-
KEHUS MOJIEKYNT C MHOKESCTBEHHBIMM
aHTHIEHHBIMY JeTePMHUHARTAMH.

A. Tnobynapruft Genok, HMeoUBR
PRI Pa3AUMHEIX AHTATEHHBLIX de~
TepmunanT. O6paTHTE BHHMaARHe,
410 pasnnle obnactu no/muenTUa-
HOM memu MOryT B CBEpHYTOH
CTPYXTYype c6aMkaTbCR ApYS C ApY-
roM, o6paiys eaMHY1O AHTHFECHHYIO
NeTEPMHHAHTY HE TIOBEPXHOCTH Gei-
xa 5. [TomumMepuas cTpykTypa

C DOBTOPSIOLMMHCA UQEHMUYHBIMU
QHTUTEHHHMA JeTePMMHAHTAMM; Ta-
KYI0 MOJSIEKYJY HA3BLIBRIOT Myabihu-
BUACHMHNHBIM ARMUZEHOM.

17. UMMynHan cacrema 27

Touka paBHOBECHS 3aBHCMT KaX OT KOHUSHTPAUMH AT W Ar, TAK M OT CHIB! HX
B3amMoeHcTBns. O9eBUAHO, 9TO ¢ YBCIYEHHEM KOHUEHTpamud Ar Bee Gosmluag
nong AT 6ymer acconmypopana ¢ Ar. Cuiry B3anMoRneHcTBMA OObIMHO BLIPAXAKOT
KOHcTanTOl cponcrea (K) (eM. pue. 3-5):

K =[ArAT)/[Ar][AT]).

2Ty XKOHCTAHTY CPOACTBA, HHAYC HA3bIBAEMYKO KOHCTAHTON! accounaumu (K,), Mox-
HO ONpeeIMTL, U3MEPHB KOHUEHTPAWMo cBOGOMHOrO Ar, HEODXOAHMYIO ANs 3a-
MIONHEHUS TONOBHHBl AHTUICH-CBA3LIBAIOMIAX y4acTKOB aHTHTena. Korama noso-
BuHa ywactkoB 3aunosHeHa, [ArAT]|=[At] v K= I[Ar]. Taxum oBpa3om,
KOHCTaHTa CpPOACTBA aHTUTE/Ia X AHTHIeHy paBHa BeJMuMRe, obpaTHO# KOHLEHTpa-
OMM aBTUTEHA, JAKOWIER MONOBHHY MAKCUMANLHEOTO cBR3biBanus. OO6nigHrIe 3AaYeE-
AU K BapbupyloT B Impokux npemenax-oT S5-10* no 10'2 n/Moms. KoucTanTa
CPOICTBa, PR KOTOPOH MOJIEKYNy HMMYyHOTNo6ynyHa NepecTaloT paccMaTpuBaTh
KaK AHTHTENO K JAHHOMY AHTUIEHY, HECKOJLKO TPOA3BOJNBHA, OMHAKO MaloBe-
postHo, 4to antuTeNo ¢ K mmxke 10* Byner 6moNorudeckn 3GGHEKTHBEBIM.

CPpoACTRO 2HTHTENA K AHTHIEHY 3ABUCHT OT TOIO, HACKOMLKO XOPOLUO AHTHIEH-
Has OeTepMHHAHTA COOTBETCTBYET OMOeAuHOMY AHTHIEH-CBS3ILIBAIOIIEMY Y9aCTKY,
KakvM Obl HA GbINO TRCNO TAKNX y4acTkOB. B oT/MuMe OT 3TOoro obimas aBRIHOCTL
aHTUTEJA MO OTHOWCHHIO XK MYSIbTHBAJCHTAOMY aBTUIEHY (TaKoMy, Kak NMOSMMep
C MOBTOPAIOUIMMHCS CyOBEIMHUIAMM) XAPAKTEPH3YET CyMMapHyld CHIIy B3AUMO-
HeficTBAS BCEX CBA3LIBAIOLIUX YJ2CTKOB aHTUTESNd, BMECTE B3ATHIX. THIMTHAA MO-
nexyna IgG npr BOBJIeYeHAH B peaknwio O60MX ARTHIEH-CRA3LIBAIOIMMX YIACTKOB
OyneT CBA3LIBATHCA ¢ MYJBLTHBAJIEHTHBIM AHTUTENOM MO Menbliei Mepe B 10000
pad cwbHee, YeM B TOM ciydae, KOfJa BOBMEYEH JIHUIL| OANH YYaCTOK.

Mo Toit e NMPHINHE, ECTTH CPOJACTBO OTHAE/BHBIX AH H-CBA3LIBAIOMMX YJaCT-
xoB IgG v IgM onunakoBo, Mosekyna IgM (nmeromasn |0 Taxyx y<9acTKOB) mpo-
ABMT HeCPaBHERHO BONBILYIO aBMAHOCTL X MyJNLTHBANCHTHOMY aHTHIEHY, YeM MoO-
nexyna IgG (aMeromasn 2 yyactka). Pa3zmiyne B aBuaHO BECBMA BRXXHO, TAK KaK
anTRTeNa, ofpasylonmiecs Ha PaHAMX CTATMAX WMYHROID OTBera, o6brHo obna-
RAXOT 3HAYUTENBHO MEHBLLIMM CPOACTBOM K aBTHIEHY, [9€M Te€, XOTOPhIE Bblpa-
6aTeiBaroTcs noaxe. ([ToBelLeHME CpeqHEro CpOACTBA BPOLYLEBPYEMBIX AHTHTEN
C TeYeHHEM BpEMEHM NOCNe AMMYHW3IAUMH HA3LIBAETCH CO3PLBaNUeM cpodcmed.)
Brarogaps Buicoko# o6mei aBuaHoCcTU aHTHTEN2 IgM —ocHOBHON Kmace g, BwIpa-
6aThiBaEMbIX B Hauajle MMMYyHHOTO OTBeTa,~MOryT 3(hdexTMBBO (yHKUHOHHPO-
BaTh [J2XKE MPY HA3KOM CPOACTBE OTHCJIBHBIX CBA3LIBAIOLIAX Y4ACTKOB.

17.2.8. B3aumonelictBHe aHTETeN I8 C amom&o BBLISBHTL
H KOJB4ECTBEHHO OHEHHTH MHOTHMM Cit vu 11, 16]

Bblcokass cneiMPAIHOCTD AHTHTEN MO OTHOLICHUIO K aHTUTEHY AENAET UX T'MOKAM
B REHCTBEHHEIM MHCTPYMEHTOM, KOTODLIA MOXHO UCNONL3OBATL OJIS BbIABNEHHA,
KOJIMYECTBEHHOTO ONPEACNeHHA M NOKa/M3aLMH MHOXECTBA pajlHooOpa3nhix Be-
UIeCTB, NPSACTABIAIONMX PHTepec ang 6uosnora. Ho kak MOXHO OGHApyXHuTh MIH
M3MEPUTHb B3AMMOINEUCTBHE AHTUTENA ¢ aHTUIreHoM ? HadanmeHan peakipis cBA3bLrea-
HUA aHTHIEHA C AHTUTEJIOM —TaK Ha3bIBACMAS NepEUYHAA DedKyuUs —MOXeT OulTh
A3MepeHa MHOIHMHM paaNuuHbIMH criocobamu. [Ipu paduoummynsom anatuse, no-
3BOJIAIOLUEM ONPENENATh AaXe WHITOXHEIC KO/MYECTBA MATEPHANA, HIBECTROE KO-
JYECTBO pajHOAKTUBHOIO AHTHIEHA BMECTE CO CTAHOAPTHLIM KOMUYECTBOM aHTH-
Ten Ao0aBMOT K o6pa3llly, CORePXAMEMY HEW3BECTHOE EKOJMYECTBO TOIO Ke
4HTHTeHA B HEpagWOAKTHBHOH (dopMe. HeMedueHLIH aATHIeH KOHKYPHPYET C Me-
H9eHBIM 32 CBAJLIBAIONIME YMACTKU AHTHTEN, M 9eM Oobmie HaHAOTO AHTHIEHA
B obpa3sue, TeM MeHblle PaAHOAKTHBHOrO auTHreHa OYAET CBA3AHO ¢ aHTHTENIOM.
Cpo6oaHbril paaMOAKTHBHEIA aHTRNEH MOXHO OTAE/HMTh OT CBA3AHHOIO, 8 3aTeM
KW3MEPATE KOJMYECTBO TONO H [PYroro ¢ NOMOUILIO PAAE METOHOB, MCHOSIb3YHO-
KX pa3zmuyus B CBOACTBAX CBOGOMHAIX M CBA3AHHLIX MOJIEKYJN;, OMAH M3 OGLBIX
fIO/IXOA0B COCTONT B OCAXACHNM (IPENMITKTALAA) KOMIIEKCOB aATATCH — AHTMTENIO
aHTHTENaMM K UMMYyHOrnoGyymuaMm (puc. 17-28).
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Puc. 17-28. TMpywumn MeTona pa-
AMOMMMYHHOTO anamiad. HeMe-
MeHbIl auTHCEH XOHKYPHPYET ¢ Me-
YeHblIM ANTHIEHOM 32 CBA3bIBAHHUC
¢ aHTUTenaMu. DTO CHHXAET KOJH-
YEeCTBO PAaJMOAKTHBHOCTH B Npeuu-
OHTRTE AHTHTENA C AUTHICHOM,

U M0 BEIMUMHE 3TOr0 CHHUMeHHS (B
CP2BHEHHH € KOBTPOJLHB(M 06pa3-
OoM) MOXRO ONPEAeIHTH KOBUEHT-
palMio AHTRI€H2 B HEW3IBECTHOM
obpasne.

Arapogail GnoN ¢ nyrHwasmi,
CONEDWALMMUY DACTBOPS):

AKODY3INA MONEKYN
AHTUTEN Y AHTUIEMA
8 ATAPE

w3 Np YOTa

np
HOMNRBKCOB SHTUreN — Het
AHTHIONG

Pue. 17-29. CxeMa merona Yxtep-
JIORN, ¢ MOMOWBLIO KOTOPONO BbIA-
BJIAIOT BIZMMOUEHCTBUE aHTAreHa

C AHTHTENOM. AHTHUTENA U ANTH-
fEHbBl TOMEUIAIOT B OTREJILHLIE JTYH-
KH B arapoBOM rejie, ¥ HX MOJe-
xynbl QuGpyRANpYrOT HaBCTPETY
apyr gpyry. Koraa anmaren H XoM-
NIEMEHTaAPHAE eMy AHTHTENA BCTpe-
YarOTCA B ONTHMAJBHBIX CQOTHOIMIE-
MMAX, KPYDHbIC KOMINEKChl aHTH-
TeH —aHTHTEeJI0 TIPEUANHTHPYIOT (BhI-
OaflaroT B 0CAN0K) U MOryT Obib
o6napyxeBbl N0 PaCCEAHHEO CBETA

[KOHTPONKHbLIV OBPASEL]

PURCAPOBANHDS allgs @ & ®
KONU4ecTBO 41’
paguoaxTuBHoro | o B A
auTHrera A

® " ‘2‘6 ®

Jlo6aBnevue aHTMTEN K

HobBaanenve MMMYHOF 106y niHam

DUNCADOBIMHOrD  MpeunnMTUDYeT aNTUTEna Hamenmor
Konwiectsa K A BMECTE CO CBAZaHHBIM PIANGAXTUBHOCTY
aHTmren K A € HMMM aHTHIEHOM A 8 NPEUMNKHTaTaxX

HEM3BECTHbIR OBPAZEL]

OrKcHpoBaHHOe
KONHYECTBO
PAAUDAKTHBHOr O e ®
anTarena A,
CMEWRMHOL C [
HEHIBBCTHLIM G
KONNNBCTBOM e O o]
HEMENEHOrQ
aMtureda A

Ansa poisBnessa cNelAdRYECKAX MOJIEKYR B KJIETKAX WM TKAHAX A [U14 ODpeje-
JISHMA RX JNOKAJM3AIRY MOXHO HCNO/MbL30BATE DAMAOAKTABHLIE A Cl)J'[yOpeCHCHT‘HHe
aHTHTeNa, 2 TAKXe AHTHTENA, cOoelMHeHHble ¢ fepMeHToM. B 3THX cnyyasax css-
33aEHbIE ARTATEN2 MACHTHGHUKPYIOT C NOMOLBIO pamoarrorpadmm, diyopec-
UeRTHOH MMKDOCKOITME HJIM MO OKPAIeHHOMY IpOAyXTy (epMeHTATHBHOH Deak-
wm (cM. . 4)

O}IHQKO MHOI'RE€ METOXB! 2HAJIHMIE OCHOBAHLI HA 8MOPUYHBIX pedKyuax, T.€. Ka-
KMX-TO NOCJECACTBHAX MNEPBUYHOIrO B3AUMOJECHCTBHA AHTHTENIA C AHTHIEHOM.
K 3THM BTODHYHLIM peakuiusiM OTHOCSTCA Npeyunumayun, azzAlomuHayus Kaemox
M csA3bsanue komnaemenma. TlocneaRIO0 peakUH1O MOXHO HCAOJL30BATE NOTO-
My, 94TO KOMIIOHEHTbI CHCTEMbLI KOMIUIEMERTA CBA3LIBAIOTCA TONBLKO C AHTATENOM,
HAXOIAUAMCH B KOM(NEKCE C 2HTUIEHOM; MPU 3TOM HCIE3HOBECHHE KOMIOHEHTOB
KOMTJIEMEETA MOXET CJTYXXHTh MEPOH KOJIIIecTBA 06palylonierocs KOMIJIeKca aH-
THreH —auTuTeNno. OaNako yaine BCETO NMPUMEHSBOT PeakIMIo NPEtHNBTANMY AHTH-
TeHa C AHTHTENIOM B XRARKOCTAX MM rensx. Hanpumep, B Memode Yxmepaonu ak-
TATEH W aHTHTENO NMOMEINAIOT B OTAE/NLAbIC JIYHKH, BblpE3aHHbBIE B ATAPOBOM Trejte.
Peareutn! MpOYHZRPYIOT H3 JIyHOX 0O TeX [Op, NOKA HE BCTPEHAIOTCS ApY(
C OPYyroM B ONTHMATHHLIX COOTHOLICHHAX ANX OOpA3OBAHHS TNpPENATIATATA, KO-
TOpLI CTAHOBHTCA BHAMMBIM XAK HENPO3PAYAAS [IONIOCA, DPACCEMBAROINAS CBET
(puc. 17-29).

17.2.9. Pa3mep 00pasyiotipxcy KOMIJIEKCOB AHTHTEH — AHTHTENIO 3ABHCAT OT
BAJIEHTHOCTH AHTHIEHR H OT OTHOCHTE/ILHBLIX KOUUEHTPALMH AHTHreHa
W aaTwTena [11, 17]

OchoBa peakuyid NPeUMIHTALMH —CIUEBAHHE MYJbTABAJNEHTHBMX ABTUICHOB GiBa-
feHTHLIMY aHTHTeNnaMu. Ecii OpuUcCyTCTBYeT TONLKO OAMM BHA AHTHTEN, MoJje-
KyJTb! C OHOM ANTUTECHROW ICTepMHHAHTONR He MOTYT ObTh clonThl. Ecnu anturen
6UBAJIEHTEH, OH MOXET 06pa3oBaTh C AHTUTENAMY HeGOJBIHE LUMKIAYECKHE KOM-
(IIeXCl WM JMBEHHBIE LECMIOIKH, TOTAA KaK aHTHICH ¢ TpeMa H 0oJlee aHTUreHHb-
MM [eTepMHHAHTAMA oOpalyeT GonbluIMe TPEeXMEPHBIE CCTKH, KOTOphle OulcTpo
npemdnuTHpYtoT (puc. 17-30). daktayecku, onuakxo, 6ONbINAS YACTh DONTY4aeMbIX
AHTHCHIBOPOTOK K XaXOMy-/M60 aHTUIEHY CONEPXHMT MHOXECTBO PAHHHBIX AHTH-
TeN, XOTOPLIE PEATHPYIOT C Pa3HbiMB NETEPMHHAHTAMM AHTUFEHE W MOIYT CO-
BMECTHO Y4acTBOBATh B €ro CUIMBaHMM. B oT/mM4Me OT 3TOro roMoreHHeie (MOHO-
KJJOHANBHBlE) aHTHTESIAa MOLYT OCAaXJATh JIMIGL MOJIEKYSb! ¢ MOBTOPRHOMBMUCS
UACHTHYHLIMY  aHTHTCHHBIMH  OeTePMUMHAHTAMM (MYMBTHBAJEHTHbIA AHTUIEH,
puc. 17-31).
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Puc. 17-30. Tuns xOMINEkCOB aHTHUIeH ~anTHTeno, d6pa3yro-
UMXCA OPM PRIHOM YNCHE AHTHIEUHBIX ACTEPMHHABT y AHTU-
resa. 3peck MORa’aN0 cBA3LIBAMKE AUTATENA ORHOTO BHAA
(MOHOXJIOHAILKOIG AHTUTENA) C AHTHIEHAMH, HMEKLUIHMM OX-
Hy, BE UJIM TP¥ OJXHAKOBKE AHTHIEHHbIEe JETEPMHHAHTHL

Ecm npr RaBBLIX BANMEATHOCTSX aATHUIEAa M aHTHTEN BOIMOXAO oOpa3oBaHue
BoABUIMX ArperaToB, pasMeps! OOpAsyHOIDMXCS KOMIIJIEKCOB AHTHTeH —aHTHTeNO
OyXYT 3aBHCETH OT OTHOCHTEJbHbIX MOJAPHBLIX KOHUEHTPAUMH ABYX YYACTHUKOB
peaknmu. B cityyae H3GRITKA aHTHIeHA M/ aHTHTEN obpa3oBamde GONBIMMX KOM-
11JeKCOB MaJIOBEPOSTHO: TIPH u3bbimke awmuzesa GOMBLUIMHCTRO KOMILIEKCOB OyneT
CONePXATh TOJLKO ONHY MONEKYNY AaHTHTENA C MOJIEKYJTAMH AHTUTCHA, PHCOEaH~
HEHHBIMH K K@XIOMY M3 €€ auTHIeH-CBA3LIBAIOUMX YYACTKOB; NMPH 3HAUNTENHLHOM
u3bsimxe aumumen GONBIIMHCTBO KOMMNEKCOB OyHNET COCTOATL M3 OMHOH MO.e-
KYJTH aATHTEHA W MOJIEKYN! aHTHTENA, MPUCOCOMASHHBIX 1O OMHON K KAXIOH m3 anm-
THIEHHbIX ReTepMuHaHT. CaMule GoMblume KOMILUEXCH OyayT oBPa3oBLIBATHCA
B6JM3H OT TOYKM MONAPHON dKeueasenmmocmu (puc. 17-32).

PasMepi! ¥ cOCTaB KOMITREKCOB AaATHIER —aHTUTESNIO BAXHEL! HE TOMBKO OTOMY,
3TO OHM B/MMIOT HA PEaKUWM NPpEeUMNMTALAY B TPOGKPKAX: OHA MIpPatoOT TAKKE pe-
AIOILYI0 POJb B ONpeAe/ieHMH Cyab0bnl TAKMX KOMIUIEKCOB B opramnime. Kom-
OJeKCHl, O0pa3yrollipecs NPH SKBHBAJIEHTHOCTH MM MPH HIOBITKE aHTHTEN, UMEIOT
MHOrO BeicTynaroumx Fc-obnactelt (puc. 17-32) ¥ NO3TOMY NPOYHO CBR3LIB2IOTCH
¢ Fe-penenropamMp Makpodarog M NOCAOWIAIOTCH STHMM kiaetkamu. Hebonsome
KOMTUIEKCH], 06palyrolmecd Npy M3IOBITKe aHTHIEHa, HMEKOT ML 10 oauoM Fe-
obnactu (puc. 17-32). TloaroMy our cnabo ceaspiBaroTea ¢ Fe-penentopamu Ha
Makpodarax ¥ pazpymarotces Meree d¢dekTnsHo. BMmecTo 3TOro OHHM JacTO OCa-
XNAIOTCA B MERKBX KPOBEHOCHBIX COCYNaX KOXH, MOYEK, CYCTABOB W MO3Fa, TOe ak-
THBHPYIOT CACTEMY KOMIIEMENT4, BbiIEIBaf BOCNAJICAME W AECTPYKUUIO TKAHY.

17.2.10. AuTHTeNa MOOHIMIYIOT KOMILIEMEHMT H Pa3IH4YHbiE KJIETKH
na Gopuly ¢ wndpexmedi (18]

Mbt yke Bumesu, Kakum oOpa3oM aHTHTENa MHHUAMPYIOT NPOLECC YHHYTOXCHUA
BHEAPSIOLAXCS MAKPOOPraHR3IMOB C NOMOLLIO darounToB B KommiaemenTa. Ho
3TO He ERMHCTBEHHBIE COCO6L! Y4acTUS aHTHTEN B 3alWMTE OT Mudeximu. Knetin,
HOKDLIThIC AHTHTENAMM, MOTYT ObITh Takxke ybuTh (6e3 daromiTosa) passmMyHbIMH
KJleTKaMK C pellenTopamy, y3HaroiquMu Fec-o6nacth autuTes. Haubonee axTHBHLIE
W3 TAKMX KJIeTOK Ha3piBatoTcd K-KileTkamm, MM KMLTEpAMH; OAM BLITNARAT Kak
JMPounTsl, HO He ABNATCA T- unn B-kietkamu. MexanuaM ybusarouero nef-
crena K-xietok Bem3dpecten. TakmMm ofpa3loMm, xoTs camu mo cebe awTHTENa He
MOTYT y6mBaTh BTOPTAIOLIHECA OPraHM3MBL, OHM BbI3KIBAIOT HMX rubems, Mobmmm-
3ys xOMIUteMeHT, parotuTe! 1 K-xnetxu (puc. 17-33). KpoMe Toro, anTuTeIa MO-
IyT MOpHCOSOMHATBCA K BHpYcaM HAM OakTepuasibHbIM TOKCHHAM (Hanpumep,
X CTONORAYEOMY MIM 00TYNMMEMIECKOMY TOKCHHY) H ITPEROTBPAMaTbh MX CBA3bIBA-
HYE C pelleNTOpaMy Ha COOTBETCTBYIOWIAX KneTKax-MAmedsx. HeyanBaTe/muo no-
3TOMY, YTO DO3BOHOWHME OLICTPO I'MOHYT OT HHGCEKUWH, ech OHM HE CNOCOOHMI
BhIpabaThiBaTh AHTHTENRA

Puc. 17-31. A. CMech pasTHTMeIX aHTHTEN, CBAIBIBRIOLIAXCH

C pa3sHKMP aHTHreHHBIMH ReTepMWHAHTAMH OOHOW M TOH Xe
MoseKy/bl aHTAMEHA. DTH aHTATENa MOFYT cOBMecTHO o6pa-
308HBaTE ceTh (mpemMmuTaT). Takve cMecH aMTHTen cogepxar-
o 8 O6BIUHLIX AHTACKIBOPOTKAX, NONydaeMiurx npoTne GoJb-
@eil ¥aCTH MaXPOMOJERYNL 5. MOHORTOHaNLNOE aATHTENIO
MeHee 3¢wpexTyBHO, Tak xak OHO o6palyeT NpeuRnNTaT TONb-
KO C aPTHTeHAMH, AMEIOIUAMA HECROMLKO HAeHTHYHRIX Re-
TepMMBANT (Kak Ha puc. 17-30)
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Pue. 17-32, KoHEneBTpanMs aHTHTe-
Jia M aHTMIeHAa BIKAIOT HAa Pa3MepH
o6pa3ytonpIxca KOMIJIERCOB aHTH-
red -aHTHTeN0. Camble Gombluse
KxoMrutekcsl oBOpasyrorcs, Korga Tte
¥ JPYCME MONCKYJs! MPUCYTCTBYIOT
DPUMEPHO B OJMHRKOBBIX MO-
NAPHBIX KOHUCHTPaUMAX ((OKB)Ba-
JIEHTHOCTEY), & CAMblE MAsIble — Py
60bmoM K3BbITke amTuresa. B no-
CICANEM Ciiy4ae KOMIUIEXCH coaep-
AQAT BCETO NBWH NO ORHONA MOJEKY-
Jic aHTHTENR2, NOITOMY BHEKJE-
TOYHLIE WHAKOCTU [UIOXO OMKLIAIOT-
CS OT TAKWX KOMIUIEKCOB Makpoda-
ramu.

Puc, 17-33. Tps MexamusMa, ¢ 0o-
MOLUILIO KOTOPhIX AHTHTEMa MOCyT
cnocobeTBoRaATL YHHITOKEHHIO
paenpaolonxcs Mukpobos. Hapecer-
HO, 9T0 darouMTos, ycusnewsbil an-
TUTENaMK, H YHHUTOXCHKE MH-
KPOOPraHi(3MOB 0P YTACTHH KOM-
NAEMEHTA MIPalOT BAKHYIO POJb

B 3ammTe oT nudexumi. OgHaxo
Bo3pedictene K-gnetoxk Guino a0
CHX OOP NpPOAEMOHCTPHPOBAHO
TJIABHBIM 06pa3oM in vitro ¢ uc-
NMOJb30BAHKEM B KawecTne MhTUeHel
KNECTOX RO3BOHOMHBIX, NOKPHTHIX
AHTUTENZMH.

Bonewaa cems, 06paayIowancl
U36biToK aMruTen fipY 3KBHBANEH THOCTH A36L1TaK aHTHreHa

oo she |l Bl i d
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%
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KonmuecTBO Npeunnuiara

ToMKE IKEUBANSHTHOETI

1

Konuwecraso 3HTYWIeHa, NAcGaIBNAEMOro K NOCTOANHOMY KONWNECTaY aHTuYen

BHBAPYBLUMIACA Opranvim,
NOXPLITEIA aHTHTETAMHK

DarauKTod, youResHLIR YHNGTONEHUE KABTKY C  38BMCHMOS OT aHTUTEN
> etz sl ML iy LA Tty yord (e KinmAde /] Yy m
'_uhmnumu NOMBLIEIG KONNEMEHTA Y’"‘y ‘.W“ *‘M.’d‘.

Jaxkouense

Moaexkysa anmumesa npedcmaéesnem coboid Oesox. umeowjuii bopmy byxew Y,
€ 08YMA UOCHMUMHBIMU GRMU2EH~CEAIBIGAIOWUMY YNACIIKAMY HA KOnyax 6oKogbix
«gemseil» U ¢ yyacmxamu OAA CBA3ILIBAHUA KOMNOHEHMOB KOMNACMeHma ujusu pas-
AUYHBIX peYenmOpO8 KAemouHoi nosepxvocmu na Fc-obaacmu, Awmumera 3awu-
Waom no380HOYHBIX OM URPEKYdl, UHAKMUBUDYA GUPYCH UAU 6aKmMepuarsHble moK-
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CUHbl U MOBUAUIYR KOMNAEMEHM U pasAuMHble KAeMKU, Komopwle ybusatom
U ho2AOWaoM GHEOPUSLUULCR MUKDOODZAHU3MbL.

Kaswconilt xaon B-kaemok ebipabamsiéaem MoAexyAbl aHmumen ¢ YHUKALHbIM
QHMUZeNH-CEABIBAIOW UM YUACMKOM. Brauase moaexyavl ecmpausaomca 8 naaima-
MuYecky0 MeMOpany KAemxu, 20e OHU CAYIKAM nOBEPXHOCMHLIMU peyenmopamu
0an anmuzena. Ko20a & makum peyenmopam npucoedungemcsf ammuzeM, B-xaemxu
aKMUGUPYIOMCR, HAUUHAKOM PAIMHONCAMOCR U cUunmesupyom 60abuioe KOAUNECMEO
pacmeopuMBbIX QHMUIMEA C MeM MCE CaMblM QHMU2EH-C8A3LIBAIOWILM YHacmKkoM. Dmu
aHmuMmeaa nepexo0Am @ Kpogb.

Kaxncoan moaexysa anmumesa cocmaesena u3 O08yX UOSHMUNHBLX MANCEABIX
(H) yeneti u dayx udenmuunbix aezkux (L) yenet. Yacmu xax H-, max u L-yeneti
obpazywm anmueen-césavidaroujue ydacmxw. Cyujecmsyem nams KAaccos armumen
(1gA, IgD, I1gE. 19G u IgM ), umerowux pazsuunvie H-yerm (o, 8, €, y v p coomsem-
cmaenno ). H-yenu obpasyrom Fc-oGaacmy anmumesa, om xomopol 3asucum, xaxue
Opyzue beaxu Gydym c6a3b18aMbCA € QRMUMEAOM, ¥MO 8 80K Ouepeds onpedeAdem
buorozuveckue ceoiicmea dannozo0 kaacca anmumes. C aobsim xiaaccom H-yeneit
Mmozym 6vumy accoyuuposanvl L-yenu 1106020 muna (% uau \).

17.3. Tonkas cTpyKTYypa anTHTE.l

VHWKATbHAL OCOGEHHOCTh AHTHTEN COCTOMT B TOM, YTO OHM CYDIECTBYIOT
B OFPOMHOM YHCSIE pa3fHuHbIX BAPHAHTOB: KaXMAbH KNAacC MMMYHOrNOOYIMHOB
COINEPXHMT MHILIMORBI Pa3HBIX AHTHTEJ], RKaX[I0¢ A3 KOTOPBLIX OTJHMY2ETCA OT [pY-
I'HX CBOHM aHTRIEH-CBS3bIBAIOLMM YYAaCTKOM ¥ 8MHHOKHCIOTHOH MOC/IEAOBATENL-
HocTbto. ITo3ToMy moboii U3 Tak}X BRUOB AHTHTEN COCTABNAET MeHee OHON MH-
JMOHHOM OOH BCEX MOJIEKYST MMMYHOT/I00Y/MHEOB, MMEIIMXCA B KPOBH, DTOT
$akT nocTasun UMMYHOXHMHKOB Mepen Mpe3BLIYafHO choxHol npobremonr 6Gen-
KOBOH XMMHUY: KAXHM OOPAa3IOM MOXHO MOJY4HTb HOCTATOMHOE KOJIMYECTBO KAKO-
ro-/MB0 asTuTeNIa LS ONPERSNICHUS €ro aMHHOKUCIOTHON NOCIEN0BATENbHOCTH

® TpPEXMEPHOH CTPYKTYpbl’?

17.3.1. Muenomnste GeIKH—ITO TOMOreHHble AHTHTEIA, CHHTe3HpyeMble
ONYXO/IeBLIMA NJIA3IMATHYeCKEMA KeTkamna [11]

[Tpobnema nosyyeHua HHIHBUAYAJLHEIX AHTHTE Obli2 pewmena 6aarogaps cnemi-
duueckoMy CBONHCTBY OMYXOREBBIX KNETOK, 0Gpa3yroUmMXCA Npd MHOKECTBEHHOH
MHEJIOMe — 3JI0KAYECTBEHHOM 1260eBaEMM, IPH KOTOPOM B KOCTHOM MOIre pa3B-
BAXOTCA MHONECTBEHHBIE OIYXOJM. DTH ONYXOAH CEKPCTHPYIOT B Kpopb Gombome
KOJIMYECTBA AHTHTEN ORHOTO BHoa. Takue aHTHTEN2 TOMOreHHbl, MM MOHOKJIO-
HAJbHbI, IOCKOJLKY paK 00HLIYHO Ha4HHAETCA C HEKOHTPOJIUDYEMOro pOCTa ONHOM-
eOMHCTBEHHON KMEeTKH, B JAHHOM CTy4ae 3TO TUIA3MATHIECKas KIETK4, CEKPETH-
pyromas aHTHTea. ARTHUTENO0, HAKATUTHBAIOLIEECK B KPOBM, HA3KIBAIOT MMEJOMHBIM
Gentkom.

Ewe ¢ npouuioro cToseTus 6ui10 H3BECTHO, Y4TO MOYa GOTLHBIX, CTPALAOLLX
3THM 3aboJleBaHHeM, YacTO COZEPXUT HeoOwaHble Oenxu, Halsaumble GenkaMm
Benc-Inconeca—-no vMeHH aBrABACKOro Bpava, KOTOPLIA WX BnepBble onucal On-
HakO TONMBKO B SO-X romax Haulero BEKa BBIACHHIIOCH, YTO 3TH 66J11(H npeacTa-
BImOT coboit cpobonnsie L-uemt nMmMyHorno6ymuob. 3HaMTeNbAAR 4acTh CBEMIE-
HPK O JETANLHOM CTPYKTYPE AHTHTEN OlNA MOJIYy9eHA NMPH U3IYIEHHH MHENOMHBIX
6e/IKOB 3 MOYR MJI KPOBH GOJBHBEIX 3 Xe GeJIKOB OT MBItIeHR, y KOTOPBIX OhliK
UESIeHANPABAEHHO UHIYLMPOBAHBI aHaOrH4Hsie GOPMBI paKa.

17.3.2. L- w H-nenn COCTONT H3 KOHCTAaRTHOH H BapHabesbHoi
obaacreii [11, 19]

TIpn cpaBHEHHMH AMHHOKMCHOTHBIX NMOCACAOBATENHLHOCTEH MHOXECTBA Pa3IMYHbIX
MHeMOMHBIX BE/KOB BLIABHNIACH NOPa3uTeNbHAS OCOBEHHOCTH, MMEOUlas BaXEBIH
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Puc. 17-34, Kax nerkue, Tak M T4- NETKARA LIENb

XeNble LenH COCTOSAT H3 KOHCTaNT- BapuabensHan KomCTanTHan

Holt u papnabenbuodt obnacreit o6nacrs obnacm

V BCex nerkux memefi JaHHOrO THMA | ]

(x uan A) Bca C-KOHRCBAS MORO- HN—L L —_—COOH
BUHA HMeeT OANHAKOBYIO ROCHER0-
BAaTEMBHOCTE AMUHOKKCTOT (HHOTAA

TAXRENAR UENbL

C ReGOMIIMMM DaLTHYUAMU), TOTAA HyN—| e :—COOH
Kax Bce N-KOHUEBBIE MONOBHHbI L 1
PadJIKTHEI. N-kounesLle papua- Bapuabenuian KONCTaKTHAR 06RBCTR

obnacts
fesmuble o6MacTH TAXENLIX W ner-

KHMX LENed CXORHMW MO JMHe
(oxos0 110 AMUHOKKCAOTHLIX OCTaT-

KOB), TOTAA Kak KOHCTAHTH " .
), Toraa ° ad W HEOXHITAHHBIT FreHeTUIeCKUM NouTekeT. N-KOHUEBAs YacTh NOCNEROBATE/ILHOCTH
067acTb y TAXETHIX Lemedl B Tpu-

YeThipe Pasa (B IABHCHMOCTH OT kak L- Tak u H-mene# ypeaewinafino namenmynpa, a C-koHuesas -rnoctoadysa. Ha-
¥8CCH aHTHTEN) MNMIB(EE, YeM NIPYMEP, eCJIH CPaBHWHTH AMMBOKHCIOTHBIE MMOCHEN0BATENSHOCTH 6OIBIIOrO wMCha
y nerkux neneit. PA3MYHBIX MUESIOMHBLIX X-LEred (kaxgas JUMHOH 0K0A0 220 aMHHOKHCAOT), TO
oxakercs, 4T0 C-KOHIEBRIE MOMOBYHL! ¥ HUX OXMHAKOBLI MJIH palR4aloTCs ML
HEIRAUYNTEMLHO, TOraa Kak N-KoHUeBble TOMOBHHBI BCE pa3mble. TakuMm obpazom,
L-uenu conepxaT KOHCTAHTHYIO ofuIacTh MPUMEPHO M3 |10 aMHHOXHMCIOT M BApUA-
Geaunyro 0618cTh TaKo#A Xe JUMHBL N-koHueBasa BapuaGembnas obnacts H-uened
ToXe COCTOMT NpubmisnTemmuo 13 110 aMHROKHCIOT, 2 KORCTAHTHAR, B 3aBHCHMO-
CTH OT kJjlacca aHTHTen,—u3 330 nm 440 ammuoxucnoT (puc. 17-34)
UmMenno N-koHuesste stacty L- n H-uene® coBMmectHO o6pasyioT aHTHreH-
CBR3BIBAXOIME Y4aCTOK, 1 BapHalebHOCTD MX AMBHOKHCIOTHBLIX NOCNEN0BATENh-
HOCTel obecneydBaeY CTPYKTYpHYIO OCHOBY LMl pa3HOOOpA3nd TakHX Y9acTEOB.
B cBa3u ¢ cyuecTBOBaHHEM BapHabembEON 1 KOHCTaHTHON OGNacTed B MoJiekynax
dHTHTE] BO3IHAKAIOT BAXALIE TIeHeTRYeckWe NpobseMbl, KOTOphle Mbl 06CYymMM
No3Xe; A0 elIE 10 TOro KakK CTajt0 BO3MOXHbLIM NpPAMOe U3YyIEcHHE 3THX BOMPOCOB,
B pe3yJibTaTe HCCIICAOBABHA MHEJIOMHbIX 6€J'D(OB B ACHHITUCH npyme BaXXHbi€
YepTbl CTPYKTYPhl ARTHTEN.

17.3.3. Kaxnes L- u H-nemb comepHT mo TpH rimepBapHabe/tbHEIX
061aCTH, KOTOpbIe COBMECTHO (HOPMHPYIOT
ARTHren-cpA3LBatOMMii y4acTok [19, 20]

Tomko 9acTh BapuabenbHOH 001ACTH HENOCPEACTBEHHO YYACTBYET B CBSA3BIBAHUH
auTHrena. DTOT BbIBOJ Byauane ObL1 ce/laH B Pe3y/IbTATE ONCHKA MAKCHMaJbHBIX
Pa3MEPOB aHTHUTEH-CBA3BLIBAIONETO yyacTka. Ilepsbie HaMepeHus, B KOTOPBIX «MO-
NEXYJIAPHBIMH TIFHEHKAMMY» CITYXUIM OJMTOMEpPH PasHON BEJMWMHEL, ORI NpPOBe-
JEHBI C MCTIOJIb3OBAHHEM AHTHTES K AeKCTpaHy —nosmmepy D-rimoxoast. Koraa
g MHTMOHPOBAHUA CBA3BIBAHUA AeKCTpAHA C AHTHTENAMM K HEMY NMPUMEHANH M-
CAXapHIbl, TPHCAXAPAOEI H OJMIrocaxapupsl OONBIIEH [UMHB], COCTONLIAEC W3
OCTATKOB T'MIOKO3bl, TO HX ACACTBHE BO3PACTAIO ¢ YBEJMMEHUEM AJIMALl NEMY NpPH-
Puc. 17-35. Ha aTo# cxeme mokasa-
AO. KaKk TpH runecpeapnabenbhbie
06512CTH KaXAOH MErkod W TaxkeoH
meny CoBMECTRO 06pa3yloT aHTH-
IeH-CBA3BIBATOILME YYacToK MoOJe-
KYJIE] aHTHTENA.

BapuaGeranan obnacre
TAMON0A ueny

CwnepaapuabennHbie
oBnacTH TRmeNOM UBNKU

(vnepeap4abensHbie

Asrpren-
CBAILIBAN0 WMV
YUACTOR

8apratenuHan
o6nacts nerxon
uenn
Manepeapua-
GensHuIe
ofinscth
nerxon
uenn



Puc. 17-36. Cxema, nokasirayolllas,
KaK JIerKHe M TRXesble OeOu chep-
HYTH B MOBTOPRIOIMECH ROMEHHI,
CXOHble APYT c ApyroM. B To Bpe-
M Kak BapHabesbEblC JNOMEHBI TeX
u Bpyrux ueneh (Vi W Vi) obpaayior
aATHTER-CBAINBAIOIIME YIaCTKA (CM.
pHc. 17-35), KOHCTRHTHBIE NOMEHL!
TAXEBIX Uereil (rRaBEsiM 06pa3oM
Cy2 7 Cyl) onpenensror apyrue
6uonorudeckne CBORCTB2 MONEKYITLI.
Tsxemsie NenM aHTUTEN KJTaccoB
IgM u [gE WMeroT AONoMHM-
TCBHEMIE KOHCTAHTHRIN gomeu Cyd.

17. Ummynnaa cucremo 33

MEpHO [0 WeCTd MOHOMEpPOB; C oJmrocaxapuaamu Gomsued wmHbl 3hdekT He
yBeJIMYMBANCA. DTO [O3IBONANO NpeaniofaraTts, HTO HaubGosiee KpyNHLiEe AHTHIEH-
CBA3LIBAIOLLME YYACTKH MOTYT KOHTAaKTHpOBATb CaMoe OoJbiuee ¢ MATHIO MM
LIECTLIO CAXADHBIMA OCTATKAMH aHTHIeHa. [103TOMY ka3anock xpa#iHe MaloBe-
POATHBIM, 4TO Bee 220 aMMHOKHCIOT BapHabermubix obnacredt L- u H-ueneit BHo-
CAT HENOCPeACTBEHHBLIH BKJIAX B NOCTPOCHWE AHTUTEH-CBA3BIBAIOILETO YYaCTKa.

WM peiicTBUTe RO, Teneps ACHO, 97O CBA3BLIBAXOIMH YJacTOK aHTHTEN3 ¢opMH-
pyroT Beero mHun okono 20-30 aMUHOKHCIOTHBIX OCTATKOB BapHabembHOM
obnacT xaxao# K3 uened. IlepBoIM CBHAETEILCTBOM B MOJB3Y 3TOTO ABHIINCHL
HaHKbe 06 aMMAOKNCIIOTHBIX NOC/IEXOBATSILHOCTAX, KOTOPhIe NMOKA3aJH, 4TO pas-
JHUHA Mexay BapHabembHbIMB obnacTaMm kak 3 L-, Tak ¥ 8 H-uensax B 0CHOBHOM
OIPaHUYEHB! TPeMA HEGOJBITHMK rHnepBaprabenbHbIME 06JIacTAMH B XaXKIO0W LenH.
OcranbHble 4aCTY, HIBECTHRIE UOA HAa3BaHMEM cmpykmypHulx obsacmeid, OTHOCH-
TETbHO XOHCTAHTHBL. DTH [aHHBIE MOIBOJAIM NPEOCKA3ATh, ¥TO AHTHIEH-CBA3K-
BarOMM# yqacTok o0pa3yroT Beero Jmumb 510 aMMHOKHCIIOT KaXIoH rmnepsapua-
Genpuoit obnactu (puc. 17-35). DTo npenckaszanue 6b110 BIOCNEACTBHH MOATBEP-
XOEHO PCHTFEHOCTPYKTYPHBIM 3HABJM3OM aHTUTEN (CM. HMXe).

17.34. L- u H-uemu o6pa3yioT paa nosTopstommxcs nomesos [11, 21]

Korna x xonmy 60-x romoB Onijia Briepeeie ONpencieHa NONHAS NOCNEAOBATEIh-
HOCTb AMHMHOKWMCIIOT B OgHOMN U3 H-uerie#t, ctana oueBHIHOR RpPyras BaXHad 0CO-
6eHHOCTL CTPYKTYPbl HMMYHOTJ06y MMHOB. OKa3a710Ch, YTO KOHCTAHTHAX 06NACTh,
koTOpag B GonpimancTBe H-uene# mpuMepHo B TpH pa3a [UTMHEee, veM B L-uensx,
COCTOKT M3 TpPeX T'OMOJIOTMYHBIX CEFMEHTOR, TPHYEM KaKIbii W3 HHX, AJMAOH
0x0310 110 aMAHOKUCNOT, CONEPXHUT MO OAHON BHYTPHLENOYEYHOH AUCYTbOHUAHOA
cpa3d. 1o mocnenoBaTeNbHOCTH aMHHOKMCJIOT 3TH TPU CErMEHTZ B HEKOTOPOH
CTEAEHHN TOMOJIOMHMHBI TAKX€ B KOHCTAHTHOH ob6nactu L-ueneii. Eanucrsenusie
BapHabempuble nomeHbl B L- u H-memsax ToXe roMOnOrddHbl ApYr Apyry M—B
MeHbIMER CTEMNEeHH —KOHCTAHTRRIM ROMEHAM.

DTH paHHsIe TO3BORAM DPSACKa3aTh, 470 xak L-, Tax ¥ H-uemt nocTpoeHst u3
TIOBTOPRIOLIMXCA CEIMEHTOB, UIM 0oMeHOS, KKAblH M3 KOTODLIX CBOpPaYWBAETCH
He3aBUCUMO, 00pasys KOMIAKTHYIO DYHXIHOHAILHYIO emuBHiy. M nelicTBHTeMbHO
(puc. 17-36), L-uems coctouT M3 onHoro Bapsabenvroro momena (Vi) H OLHOroO
koHcTanTyoro (Cp), a GonbumucTeo H-uened—u3 papuabempboro momena (Vy)
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Puc. 17-37. Oprammauns siocneno-
patembrocTeil AHK, xomipyronux
KOHCTAaHTHME 006JaCTH TRKENKX Le-
et ummyHoriobymsios. O6patnre
BHHMANNE Ha TO, YTO MOCNCAOBA-
TELHOCTH, XOAHPYIOWME KasKRbilt
#3 JOMEHOB ¥ ILAPHMPHbLIA y4aCTOK,
PalTeNEHbl HEXOAMPYIOMUMH fOCSIE-
AOBATENLHOCTAMK (HHTpoHaMd). HH-
TPOHBLl YyHN2IAIOTCH MyTeM CILNAHCHH-
ra nepeugHeix PHK-Ttpauckpunton
npn obpalosannd MPHK. IHK,
xomipyrounas sapyabensryro
obsacTs TRXKENRON lemd, HEe MOKala-
Ha.

Koaupyrowmme nocneaobarensHocTm

B

Cy! WapmHup Cyl Cyd AHK
_ I ] ] | = -
WinTpos Wurpor WnTpor
TPAHCKPUNLUA
y
_ RO EAARDRETO A1 EDRAAIEI T [PHK

PHK-cnnadenHr

¥ MPHK
= T I |
Cy) Waphup Cy? Cyd
TPAHCNAUWMA
- Cyl  Wapswp W2 Cyd
HyN—_ .1 =i 1 —}-Cook

{oHcTanTHan oBnacTs TAXENOH Ueny

¥ Tpex OTAeMbHLIX KOHCTaHTHbIX A0MeHOB (Cyl, Cp2 m Cy3) (Kaxnas p- n &-
LENL COREPKKT ONHH BapuabesnbHelii M HeThipe KOHCTRHTHRIX AOMEHA.) Bapua-
GenbHble NOMEHbI OTBETCTBEHHBI 33 CBA3KIBAHUE AHTHIEHA, A KOHCTAHTHbIE RO-
menst H-ueneit (32 uckimodermmeM Cpl) obpasyror Fc-06nacts, onpeaensiontyto
buonormueckue CBOWCTBA aHTUTENA.

I"'omMosorust MEXay 3THMA HOMERAMH M03BOJINET NPEMNIONOXUTE, YTO ULMH UM-
MYHOCJI00yJMHOB BO3HHKJM B XOf€ 3BOJIFOLHM B pe3ybTaTe psAda MocieaoBa-
TeJIbHBIX OYMJIMKAUME OJHOFO UCXOZHOTO TeHa, KOTOPLIE KOXHPOBAN ONMH-CTUH-
CTBEHHBIA JOMeH ¢ HeudsecTBOR dyHkumed, coctosBumil 13 110 aMAHOKHCIIOT.
C sTo#k runoTe3o CoOrnacylOTCS HEAABHO HOJYYEHHBIE HAHHBLIE O TOM, YTO
KaXIbifi JOMEH KOHCTAHTROH obnacty H-uend xoaMpyeTcs NOCJIENOBATENbHOCTBIO
OHK, oTneneunoif ot cneayroumed kogspyrowed o61acTd BCcTaBOYHOR NocnegoBa-
TeJLHOCTBIO (T.e. unmponosm—pasn. 8.26). Xots npu obpasosarms MPHK nocne-
JOBATEJILHOCTH, COOTBETCTBYIOIIME KHTPOHAM, U3 nepeuyHbix PHK-TpasckpunTtos
BLIPE3AtOTCA (¢ MOCNEAYIOUMM CNIaicYHroM; puc. 17-37), MpUcyTCTBHE MHTPOHOB
B IHK Morno obserm s cnyqaitHyto nymmkaumo Tex cermeatos JHK, xotopme
B XOJ€E 3BOJOOLMM Haflk Haaylo reHam aHTuTen (cM. pain 8.6.5)

17.3.5. PeHTreHOCTPYKTYpHbIC HCCNEIOBAHHA BLISBHJIH TPEXMepPHOe CTPOEHHE
JAOMEHOB H AHTHT€A-CBA3LIBRAIOIIHX YHACTKOB
HMMyHOr 100y Mnos 19, 22]

Haxe Torna, KOraa M3BECTHA NOJHAA AMHMHOKHCJIOTHAA NOCHAEAOBATEIbLHOCTL He-
Ka, U3 Hee HEBOIMOXMO BLIBECTH €ro TPEXMEpPHYHo CTpykTypy. His 3toro Heobxo-
DMM PEHTTCHOCTDYKTYPHBIH AHAM3 KPHCTANNOB JaHHOro bBermxa. K wacrogwemy
BPEMEHH KPHCTAJUTM30BaHB HECKOBKO (GparMeHTOB MMBENoMubIX 6elxoB ¥ ofHa
AHTAKTHAY MOJeKyna 1gG. laBuuie peHTreHOCTPYKTYPHOTO aHalN3a 3THX DeSKOB
NoATBEpM NPeACKA3aHAR BMMYBOXHMHKOB. Eme Baxkmee TO, 9TO 3TH ucCieno-
BaHMs NO3BOJIUTE NOHATH, KakMM 06pa3oM Ha OCHOBE OXHOM M TOW Xe CTPYKTyp-
HO¥ CXeMBl KOHCTPYHPYIOTCA MMJUIMOHBI Pa3NMYHBIX AHTRIEH-CBA3BIBAIOLIMX
Y4aCTKOB.

Kak nokazano na puc. 17-38, Bce nomemm! Ig MMeroT oueHb cxOmHYH Mpo-
CTPAHCTBEAHYIO CTPYKTYPY, B OCHOBE KOTOPOil NEXUT TAK HA3BIBAEMAR UMMYHO-
2A06yaunoean ykaaoka. Kaxuni nomen npenctabiser coboh, rpybo roBops, um-
JMROP pa3MepoM 4 x 2,5 X 2,5 HM, TNOCTPOEHNRIA KaK «CAHABHY» W3 JBYX
6eIKOBBIX CJI0EB: OMMH CiIoi o6pa3loBaH Tpems, a APYro# —4eTblpbMA OTPe3KaMHA
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Puc. 17-38. [TpocTpancTBeHHaA CTPYRTYpa MOJICKYNBI AHTHTE-
na 1gG. A. Kaxapl¥ aMMHOKHCIOTHBIH OCTATOK MOJIEKY.bi
6enxa n3obpaxer 3Gech B BUAE MajieHbkOro mapHEa. Onxa
V3 TOKCNBIX Lelel NokalaHa Ge/ibiM LBETOM, APYras— TCMHO-
cepmiM. JIOMEHBI MErkux uene# noxalausl UBCTHRIMH. OJyuro-
caxapuanas uene, npurpensicHAas K aomery Cy2, WiaoBpaxera
ceeTno-cepoli. B. IlpocTpanrcTeeynas yknaaxa bcell JierkoH ue-
mi. Kag BaprabeNbHBIN, Tak H KOHCTaHTHMIA AOMEHbl COCTORT
H3 OBYX P-cloep (O[AH W3 HAX COCTAaBJIERm M3 Tpex OTPEe3KoB

KomcTanTini Aomen

3

ueny, a Apyroid—ud qetuipex). Ho/maegTHaHbe UenH B 3THX
LBYX CJIOSX MMOKA3AMLI PA3HbIMK UBETAMH; CROH COCKMHEHbI
Mexay cobolt nucymdumioit csgivio. Ob6paTHTe BHUMaHWE,
910 Bce runeppapuabembuelc o6nacTH obpasyroT nersim Ha
NaNMbHEM KoHUe Bap#abeldbHOro AQoMena, rie oHd cOMHXKalOT-
¢4, GOPMHPYR aHTUTeH-CBA3BIBANOLIMN yIacTOK. (A~-E.-

W. Silverton et al, Proc. Natl. Acad Sci. USA, 74, 5140,
1977; 5-M. Schiffer et al, Biochemistry, 12, 4620, 1973.)

MoMIENTHIHOHA nermn. B kaxaoM cloe npyMuIKaioue Ipyr X Apyry OeaM aHTuna-
pajUlebHEl ¥ 00pasyroT B-cyiof (cM. pasn, 3.3.2). [Jlsa Taxux clOf pacloJIOXeHbl
npubM3UTeLRO NapallelbHO APYr APYTY ¥ COEIMHEHL! OQHOM BHYTpHNENOYed-
HO¥ JIHMCYMhMIHOH CBA3LIO.

BapnabesmHbie XOMEHB! YHHKANMLHB! B TOM OTHONIEHHH, YTO KKALIK W3 HHX
aMeeT CBOA ocobemHbIt HAbOp U3 Tpex TIuneppapHalbesbRbLIX oObnacTed, yno-
XEHHBIX B TPH 2unepeapuabeavhste nemau. Tunepsaprabesmune netim L- w H-pa-
prabesbHBIX AOMEHOB cOOPaREl B rPynnbl, OOpa3yromMeé aHTHIEH-CBA3bIBAIOIUNA
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yHaCTOK, Kax 3TO ¥ ObljIO npeacka’ano (puc. 17-38). Baxaibifi nprHuMT, packpsl-
THit B pe3ybTATe NPOBEAEHHLIX HCCIEA0BAHHIE, COCTOUT B TOM, YT0 BapHabenbuas
o6nacTs MOJIEKYJIL! AHTUTESIA COCTOMT M3 BEChbMAa KOHCCPBAaTHBHONR XeCTKOH CTPYkK-
Typbl, K OMHOMY M3 KOHIIOB KOTOPO#l OPUKpEIUICHB! IMNepBapHabenbarie NETIH.
Ilo3ToMy OrpoMHOE pa3HOOOpailue aHTUIEH-CBAIKIBAIOIIMX YXACTKOB MOXET CO-
3JABATHLCA [yTEM U3MEHEHUA TOSBLKO IMOepBapuabesIbHbIX aMUHOKUCIOT, 6e3 Ha-
pywenns obmeit ana Beex BapuyabesbueiX o6nacTedl NPOCTPAHCTBEHHOHE CTPYK-
Typhl, HEOOXOOHMOH A4 DYHKUMORMPORAHMA AHTHTE/A

Pe3ybTaTsl PeHTreBOCTPYKTYPHOTO AHANM3A KPHCTAJUIOB C AATHTEHHOR Xe-
TEPMHHAHTOH (ranTeHOM), OPUCOENMHEHHOH XK aHTHICH-CBA3BLIBAIOUIMM Y9acTKaMm,
NOJBOJEIIM YCTAHOBHTHL, KAK MMEHHO (B pffle KOHKPETHBIX CNy%aes) FMIEpBapHa-
Gemunie netsim L- n H-BapuabelbHuIix JOMEHOS KOONEPRPYHOTES ¥ 06pasyroT oa-
Hy oblMpHY0 aHTHIEH-CBA3BLIBAIOLIYKO NOBEPXHOCTL. PaaMmeprl u dpopmMa kaxnoro
OTAEJILHOTO YY43acTKa BAaPLHPYIOT B 3aBHCMMOCTH OT KOH(POPMAUMH MOJMIENTHA-
HOW OenM B runeppapyabe/bAbx NeTAX, KOTOpas B CBOIO OYEpEdb 3aBUCHT OT No-
CNeAOBATEMLHOCTH OOKOBBIX menedl aMHHOKMCAOT, CONEPXANMXCA B 3TUX NETIAX.
Takum obpazoM, xOoTA O6IIMe OPWHLMMB CTPYKTYpbl aHTHTER Cedvac yxe Mno-
HATHE] H JaXe ONpeAeneHa AeTalbAas CTPYKTYPd HECKOJBKHX AHTHIEH-CBA3BIBAIO-
UMX Y4acTKOB, Mbl, BEPOATHO, HHKOrNa He 6ynemM 3HATh KOHKPETHRIX neTanei
B MWJUMOBaX APYTHX CJIy4aes.

3arsnoucane

Kascdas L- u H-yeno usmynozaobysuna cocroum u3 sapuabeabnoli obaacmu 0au-
Roit npumepro 8 110 amunoxucaomnbvix ocmamios ha N-xonye u credyoweil 3a Hew
Koncmanmuoi yobaacmu, xomopas umeent maxyw »ce 0auny 8 L-yenu u 8 mpu uau
uemsipe paia daunhee 8 H-yenu. Kamdaa yens cocmasiena u3 nosmopArUUXcA,
¢xX00HbIM 06paszom ceéepsymutx domeros: y L-yenu umeemca oduH domen 8 sapua-
beavnolt obaacmu (Vi) u odun g xorcmanmmoil obracmu (Cyp), a y H-yenu—odun
domen 8 eéapuabersroi obaacmu (Vy) u mpu usu uemsipe—8 KoHCmanwmuoid obaa-
cmu (Cy ). M3menvusocms amunoxucsomuolt nocaedodameabocmy 8 éapuabesbmoix
obracmax L- u H-yeneq ozpanuuena 8 0CHOBHOM HECKOAbKUMYU HEHOALWIUMY 2unep-
sapuabensHvimu 061acMAMU, XOMOPLle NPOCMPAHCMBEMHO COAUMCEHYI OPYZ ¢ OPYZOM
HQ DOHOM U3 KOHYO8 MOAEKYAbl u 06pasywm 30ect aHmMuzeH-c8A3b18QI0WUE YLACMOX.
Kaxcowit maxoia yvacmox umeem pazmeps:, 0ocmamouHste 0AR MO20, UMoObl KOH-
maknmuposamy ¢ akmu2eHRol demepMuHarmoll, coomgememayloujeli No BeAURUHe NA-
mu uAu wecmu ocmamxam caxapa.

17.4. Kak co3zaercs pasHooOpasse anturesn [23]

[lo ymMeroMMCA OLIEHKAM, Y MBIUM MOXeT BsipabaTuiBaThes oT 10° go (0° pas-
HbIX MOJIEKY Nl AHTUTEJ], COBOKYITHOCTh KOTODbIX HA3LIBAIOT penepmyapom aHmumeds.
DTOT penepTyap, BHAAMO, XOCTATOYHO BEJMK /I8 TOTO, HTOOK MOYTH AN Kawaoii
AHTUIEHHOK AETEPMUHAHTBE HAWIEICA MOMXONMIHY 3HTHrEH-CBA3BIBAIOLMMU Yyya-
crok. [ockoimbxy aETATEN2 npeacTaBastoT cobol Gexu, a GeNKH KOMMPYIOTCR re-
HaMH, CrIOCOBHOCTL MBOTHOIO NPOM3IBOMMTL MMIJUBMOHBI PAa3HbLIX AHTUTEA CTABUT
9pE3IBHIVANHO CAOKHYIO TEHETHUYECKYIO NPOBJIEMY: Kak CRHTE3HpOBATH MHJLTMOMELL
pa3ubix 6enxos, He NpuBJEKas Kk HTOMY 4pe3MepHo Gosmsmioro wucaa reHos? He-
YAUBHTENLHO, 9TO B PEIIeHHM 3TOH NpobiieMbl YUACTBYET PAN YHRKAILHBIX NeHETH-
YECKHX MEXaHU3IMOB.

17.4.1, Kaxnaa L- u H-uem wommpyetca Gonee 4em 0aHHEM
TeHHbIM cerMeHTOM [24]

Yuactue HeOObI9HLIX IEHETHIECKUX MEXAHM3IMOB B 06paioBaHym aHmates 6uino
OYEBUOHBIM 33J0Jr0 A0 TOFO, KaK CTAJl0 ACHO, KaKo¥ BKJIAl BHOCAT 3TH MeXa-
HU3MBI B pa3HooOpa3ne aATHIEH-CBA3BIBAIOLEMX Y4acTKOB. Kak yxe rosopuiocs,
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Puc. 17-39. JrcnepuMedT, XOTOPLIE NPAMO MOXa3as, £TO

B xoac passutus B-knetox JHK monsepraetcs nepectpoiixe.
Boura sxetparuposara OHK w3 MblummoR onyXowm mnsasma-
THYECKHX KJIETOX (MHENOMBI), CHATE3WpYylOmeH CneaudHIecKy1o
A-NEerkyro uers, ¥ HI 13-AHeBHOTO MblUBNOMO 3MEpuowHa, Ty
s apyryro JHK pacuennamm pecTPHXUHOHHOR 3HAOHYKjEa-
0/, ¥ NONYICHRBIE (HparMeHTbl NOABEPraJii 3JekTpodopesy

B BrdpOBOM TreJie. 3aTeM BLIABIUTH $ParMEHThL COAEPKABILME
C,-koaupyronpe NocaeJoBaTeILEOCTH H OOpeAefeH e V;-xo-
OBPYICILUMe DOCAEAOBATENLHOCTH (S/1% 3TOCO HCOONBIOBAJH [U-
OpUINALUED ¢ PANHOAXTHBHLIMH MMOCNEAOBATEILHOCTAMY
OHK, cuBTe3upOBAHHBIMY in Vitro AYTCM XOMUPOBAHMA TIO-
cnenopatesbaocTedl V-00macty mmu C-061acTH Monexyn
MPHK, xORMpylonmx A-Oemb B KNETKaX cNEURdUYecKoi mMue-
nomul. B AHK knetox mmenomul V- u C,-nocieaosaTessRo-
cta O6butA 006HapyXeHb! B COCTaBE OINHMX W TeX Xe (bparMmeH-
top OHK, Toraa xak 8 JHK u3 amBpnona omm oxajamics

8 pasmbix ¢parmertax (xak ¥ B JIHK, sxcTparupobanHoH u3
npyro#l MmesoMHo# onyxom, BopabatmieaBlLieil APYTYIO fer-
KY!O Lems),

N3y9eRNe AMHHOKWCIOTHEIX TIOCIEXOBATEBHOCTEH MREIOMHLIX BETKOB NOKa3alo,
YTO KawJas Uemb HMMMYHOINODY/mMHAa cocTOUT U3 Bapuabesmuon (V) @ RoucTauT-
Ho# (C) obOnacTeit, 1 TOrna BO3HYK BOMPOC: KAk TAKME LENH KOTMPYHXOTCH B [EHO-
Me? Yxke B TO BpeMs nMpeanonaram, 4to V- u C-061acTi kaxao# u3i uened MOryr
KOJMPOBAaTECH LBYMA OTAEJBHBIMM FeHaMd, KOTOPEIE KakuM-To obpaioMm coemm-
HAIOTCA fepen 3KCIPpeccHer.

Mepesie npamMsie panable o nepectpoike JHK B npouecce pa’sutia B-kneTok
Oblmu monydenst B 1976 r. B 3kcnepuMenTax, B kotopeix HHK W3 pammux mel-
LUOMHBIX 3MOPHOHOB, HecnocOOHBX K BhipaboTke aHTATeN, cpaBHuMBaIM ¢ JHK u3
KJIETOK MBIUIHHOH MHENOMDBL, BblpabaThiBalouMX awTMTeNa. OTH nBa Buma JHK
NIEPeBAPH B PECTPUKIHOHHOH HYKJICA30# U NoTyveHunie GpparmenTs: ru6pumso-
BAM ¢ PaaUOAKTHBHBIMN mocnenosarensrocTAMn JHK, npuroToBneRHbIMM ny-
TeM KOOWpOBaHua in vitro V- um C-nowiefopaTe/bHOCTH MoJexyn uspopma-
wionHor PHK mns L-nenei, BbIOeNeHHOH M3 KJAETOK MHENOMbI (CM. pada. 4.5.3)
Kak noka3zam pe3yfLTaTel 3THX ONBITOB, crenududeckue V- u C-xomupyronpie no-
CIIeNOBATENLHOCTE HAXOMMIIMCh ¥ SMOPDHOHOB B Pa3lHbiX PeCTPHKLUMOHHBIX ¢par-
menTax JHK, a B kneTkax MHEIOMBI —B OAHOM H TOM X¢ PecTPUKLIMOHHOM ¢par-
MenTe (prc. 17-39). Taxum obpasoM, y 3apomsimia, TAE reHbl KMMYROT00YSTHHOB
He 3KCnpeccHpyoTed, nociaenosatembuocty JHK, komupyroume V- u C-obnacra
TOH WJIM MHOH LENE, JOXAIK3YIOTCA B PA3IMYHBIX YHACTKAX NEHOMA; MEXIY TeM
B KJIETKE MUeNOMBL rge yxe obpa3yroTca uenu BMMYHOTI0SyTHHOB, 3TH ABe NO-
CAENOBATENMBLHOCTH COEOVHEHBI BMECTE.

Celiyac W3BECTHO, YTO AJNA KAXAOr0 TAMA nened WMMyHOTNOOY MHOB -~ erkyx
nened %, JErkux Uened A ¥ TRKEJbIX Uened —CyWecTBYET OTACNIBHBEIA «nym» (00-
UIMpPHAA TPYIMa) reHOB, KOTOPBIE MOTYT OBITH HCMOJIBIOBAHB! NMPH CHHTE3e KAXIOH
OTAC/LHON no/mnerTaHod nenu. Kaxawit Takod nyn comepxuT Habop pas-
AM9BbX V-TeHOB, PacMONIOXEHHbIX HA COTHH TBICAY HYKJEOTHIOB «Bblwes (T.e
bmoxe ¥ 5-komuy xomupyrowedt ueru JAHK) ommoro sm meckosmiix C-remos.
B npouecce pasBuTia B-kaeTox mo6od w3 V-renoB MOXET OWTh TpaHCIOUMPOBAH
TakuM 00pa3oM, 9TO OH OKaXETCA PAROM c onpexeierHbiM C-rerom. Torpa, mo-
cne TOro Kak Npou3oineT Takas nepectpoiika JHK, MoXeT cHHTE3MPOBATHCH
uenp MMMyHOTHO6YJMHA,

Iyt reroB, RoAUpYyoUME x-, A~ A H-uenn, HaxopaTCa B PA3HbLIX XpPOMOCOMaX.
VY Mpiunm nyn reroB x 8 xpoMocoMe 6 conepxut omuH C-red (Cy) M 6omswoi Ha-
6op V-rewos (V, 1, V,2, V,3...). [Tyn reHoB A B xpoMocoMe 16 comepXHUT TOJLKO
aepa V-rexa (Vil u V)2) xaxIBIA U3 KOTOPLIX aCCOLUMMPOBAH ¢ OAHUM WM ABYMS
pasHemvit C-renami (Cy). TTyn Taxesbix ueneld, HaxoARUIMACA B XpoMocome 12, co-
JaepxuT Gonbwoi wa6op V-reron (Vy) u ynopsnowedHyto rpynny passmussix C-
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Puc. 17-40. TPH Pamblx ﬂyﬂﬂ M- THHHRIR AYN REC KUK WEOEH i
MYHOFROOY TMHOBLIX TEHOB y MJICKO- AHK
nutarowmx, Basunit Macnstab wa 5" H O . N = 1 ; -3
PUCYHKE M€ BbLAEPXAH, 2 MHO[HE Vel W2 Vyn Cx
JeTajli ONyIIeHsb).
CERMBIA YA TR KRS WLene A
L o AHK
5 _ e el W] o 1 Ty
V}‘1 V)2 Vyn Cy
s Ny R TRMANLLUE UoNEeR
AHK
S = B B W I H N O )
Vil Va2 Vi Cy ©C3 Cy Cg Cq

FEHOB, KaX(IbLH M3 KOTOPLIX KOAMPYET OTAe bHbIE kiace Taxemsix neneit (Cy, Cs,
G, Cs u C,) (puc. 17-40). B ciryqae Taxesoii nend IepBOHAYAIbHas TPAHCIOKALMA
Vy-reHa scerna nEpeHocHT ero 6imsko k Cy-reHy, nOITOMY NEPBLIM AHTHUTENIOM,
CHHTE3NPYEMBIM Pa3BUBAroLUElcs B-KIIETKOM, Bceraa OKa3bIBAETCH MOJIEKYJIa Kiac-
ca IgM.

Ha camoMm fiesie 3Tu NYJIbI NeHOB CJIOXHee, 9eM NoKa3laHo Ha puc. 17-40. Bme-
CTO TOTO 4TOOW KOOMpOBATHCA OMHUM-EIMHCTBEHHBLIM V-FeHOM, KaK npemnojara-
JIOCh BHa4aJe, kaxaas V-oOnacTh NOJMACMTUOHOR UENY KOAKPYETCA HBYMSA KM
TpeMA OTJC/TLHEBIMM FEeHEWMH CerMeHTEMM, KOTOphle obbemuHsmoTcss B ¢yHKIMIO-
HaJbELI V-reH TOABKO TOIMA, KOrHa npogcxomuT nepectpowka AHK, coemmnrsmo-
wasn sMecte V- u C-xomipyromme obnactu. Kak Mul ypuauMm, Takoe obbeuHEHHE
Pa3JBIMHBIX V-CETMEHTOB, NPHBOAALLEE K 00pasoBaHdlo reHa V-obnactu, cymie-
CTBEHHO YBE/MYMBacT pa3HooOpa3ue aHTUIEH-CBA3BIBANOIIMX YYACTKOB.

17.4.2. V-0baacts wamnod L-nemu xommpyeTcs ABYMS TeBHbIMEH
cermenTamu [25]

To, aro V-o6nactH komipyroTcs GoJlee YeM OJHUM TEBHLIM CErMEHTOM, BbLfo
ycranosyieHo B 1978 r., korma 6su1 3akOHYEH Mepsblii AaAAMM3 HYKIEOTHUHOR 1TO-
CllefloBaTeLAOCTA OJROFO W3 TeHOB MMMYHOTA06Y/BMHOB ~reHa V), BbLAEIEHROTO
u3 ambpuosa Mbuuuu. BmecTo TOro 4toOst xomupomaTs Bee 110 amMUHOKMCHOT
Vj~o6nacty, rex V) xoaupoban Toisko 97 N-kormeBsx aMuHOKHCIOT. Oka3anocs,
9TO ocTaBmmecd |3 aMHHOKHCIOT 3TOR 067acTH KORMPYIOTCH OTAEMLHBIM KOPOT-
kM cermeHToM JHK, pacfiofioeHHBIM Ha COTHM TbICAY HYKACOTHIOB «HUXKEN
Y TIONTYMHBUIMM Ha3BaHHE COCIMHUTENMBHOTO MM Jj-cermeHTa (He myTath ¢ 6emko-
BOH J-yenvw, KOTOpan KOOMPYETCA B JPYrod 4“acTH rexoma,—cM. paza 17.2.5)
Jy-cerMeHT Beeraa npuMsikaeT kK Cy-rery, OT KOTOPOro OH OTAENIEH UHTPOHOM.
B xonme paseutus B-gueTkn Vi-ren (koTopslli Mbl OymeM Jasee Ha3sbiBaTh
Vy-ceeaenmon, IOCKONLKY OH KOIMpPYeT MRWDL HacT, V)-obmacTy nmonunenTuanon
LIeNM) TPaHCJIOUHPYETCS TAKMM O0pa3oM, YTO OKA3bIBAETCH PAAOM C Jy-CEFMEHTOM,
Tak 910 B IHK nonywaercs nocnenosatesmaocts Vy-J)-wutpou-Cy. Dra nmocneno-
BaTENIbROCTb TPAHCKpnOupyeTcs B Monexym! PHK, K3 KOTOPLIX MHTPOHbI MO3gHEE
yOaismoTCH, TaK YTO MOCJe ciafcHura obpasyrotes Monexym MPHK ¢ mpumsi-



Puc. 17-41. Mpouecc coemsuenns
V-J, ¢ xoTOpBiM cBa3aHO 06padoBa-
HHE M-JIETKOH LeOoH y MBUIM.

B JHK nepBusHBIX DOM0OBHX KJe-
TOK (r&e TeH MMMYHOTNOBYTHHOB
HE 3KCTIPCCCHPYIOTCA H TI03TOMY HE
(epECTPAKBAIOTCA) HCTHIPE J-CermeH-
Ta OTACHEHM APYT OT ApYyra M OT
C-reia KOPOTKHMH HHTPOHAMM,

a oT V-CErMeNTOB-COTHAMM THICAY
nap ocHoBauud. B xoae pasBHTHA
B-xnetok onpenesierEbid V-cerMeHT
(B NPCAOCTABICHHOM 3leCh Cllydae
V2) nepebpaceiBacTCa B (10N0XEHHE
PAIOM C OOHMM n3 J-cermedToB (B
naHHOM Cryvae J3) B pe3yneTare
Aenenuu, paszjensromred wx AHK.
«JTupsu» J-rew (J4) u nocnenosa-
TCALHOCTH BBTPOHOB TPAHCKPKOK-
pYIOTCR, & 3aTEM BLIPE3IAIOTCA K3
MPHK.
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RArOUMMH APYT K Apyry nocnegosatessyocTaMu V, J 1 C. IMeHHO 3TH MoOJneKy sl
MPHK TpaHcimpyroTcs B HOSMNMENTHIOB NETKAX UENEH.

Briocsiencterm 6b1710 YCTAHOBNERO, 9TO Y MBIIIEH HMEETCH HECKOMBKO PA3HBIX
J-CerMeHTOB B XaXIOM (TyJle MCHOB AN UMMYHOI106YJIMHOR: NO OJHOMY acCOUNH-
PpoBaHO C kaxabiM C-reHoM B FeHHOM ITyJi¢ A-LieNied U MO WeThIPe — B TeHHbIX Nynax
x- u H-nened (kaxnasti C-red oTRENEH OT COCCOHETO C HUM J-CETMEHTa MRTPOHOM).
B mepion passutua B-xnetox B reHEmIx mynax x- u H-uenedi ymoboi V-cermeHt
MOXET OOBEMMHUTECA C MOOBIM J-CEerMEHTOM, YTO YBEJIMYHMBAET B YeThlpe pald
yucno V-obmacTel, koTopsie 3TH OyJbl MOrYT TIPOM3IBOMMTL. Kpome Toro, cymme-
CTBYIOT HEKOTODbIE Pa3)MYKA B TOTHOM MECTE coeamAenAns V-J, ¥ 3TO NMpuBOHT
K edle GObOeMy pa3Ro06pa3dio AMAROKUCIOTHBIX NocnenoBaTembHocTeH. Cyme-
CTBEHHO TO, YTO CAWT coeQMHeHHs V-] KOMMPpYeT 4acTh TpeTbeli runeppapnabers-
HOM ofnacTu serkod werm.

Mocsie coequnrervs V u J Bee «JMMHAEY J-CETMEHTHI «RYXE» NPUCOEAHHEHROTO
J-cerMeHTd TPAHCKPUOUPYIOTCSH, 2 3aTeM WX [OOCHEHOBATENLHOCTH, TaK XE Kak
A TNOCNENOBATENLHOCTH  UHTPOHOB, BeIpesatoTca  H3  PHK-Tpanckpunta
(puc. 17-41).

TlosBagerca Bce Gosbllle AaHHBIX B NOJIB3Y TOTO, YTO COEAWHEHHE TeX WU/M
nbex V- u J-cermentos [1HK B npouecce paisutus B-JiMmMpowwToB conposo-
XIRETCA IMBMHAanMel Beedt Nexawed mexay rkumu JHK (oM. pre. 17-41). Kor-
KPETHbIH MeXaHH3M COCAHHEHUSA CErMEHTOB, KOTOPbIE MOTYT OBITH YHRJNEHB! APYr
OT ApYra Ha cOTHH TbicsY HYKJIEOTHAOB, ocTaetces 3arafkon. Omiako o6HapyxeHs!
cnewndueckye, BecsMa KoHCepRaTHBHLIE TIocnenoBaTtemuocT [JHK, npumsixaro-
DHMe «CHUIY» K V-CermMeHTam U «cBepXy» ¥ J-cermentam. [lpeanonaraertcs, 910
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Puc. 17-42, Cxema, RiuUmOCTPHpYIO-
ag BO3MOXHYK pONb cremrudec-
kux nocnenopatesmuocTed JHK
(moka3laxh UBETHBIMH), PacnoJo-
HEHBHIX «Huxe» V-CErMEHTA W «Bbl-
e» J-cerMedTa, B COeAMHEeHMH V-]
BaanMomeAcTBHE MEXAY 3TUMH T0-
CIef0PATENLROCTAMY, BEPOSITHO,
NPOUCXONMT NpPS Y9acTWH cafiT-cre-
mpuueckoll pexoMOHHaUMOHBOR
CHCTEMBL, KAaTANU3MPYrONeh pa3pus
H BOCCOC/IMEEHMC IBOHHBIX CNMpa-
neit [IHK » ofnactd 3TRX Docneno-
BaTeslbHOCTeH (M. pasd. 5.5.6).

OHM MOIYT CJYXHTh CARTAMM y3HaBaHHs ANA GepMeHTOB calfT-cnelmdnrgecko pe-
xombumanuu JHK (puc. 17-42), wo Taxoro pona gepMeHTHl NOXA He UACHTHHIM-
POBaHLL!.

17.4.3. V-obnactb xaxnoii H-uenw xommpyloT TpB renmbiX cermenta [26]

CBopka reHa, KOAMpyHOWEro BapHaleibryro 06AacTh  Taxesof  memu
(Vy),—npouecc ewe 6osee cnoxnmifi, yem cBopka rera BapuabesbHOH o6yacTv
Jerkodi nemu (V). 3zeck Toxe ydacTByeT J-cerMeHT, OOAaKO B JONOJHERKE K 3TO-
MY HEKOTOpble AMHHOKHCJOTHI TPEThEro ruueppaprabesmbHoro ygacrka Vy-o6-
JIaCTH KOAMPYIOTCA €Ie OJHAM NeNABIM CerMeHTOM, MOJYYHBIIAM Ha3BaHHe D-cer-
Mexta (diversity gene segment). Hucno paznudrnix D-cerMeHTOR HEH3BECTHO, OAHAKO
y MBI WX HE MeHee NEcATRa. B pelymbrare cepum caliT-CrielMpUYECKHUX pEXOM-
Sumanuil D-cerMeHT coeauHAeTcst ¢ KakuM-nuGo u3 Vy- M ¢ kakeM-yubo m3
J{-CerMENTOB, 9TO IPHBOMT K CO3AAHKIO QYHKOMOHaNbHOro Vy-reAa CymecTso-
Banye oTae bHbIx D-cerMenToB eme no Membloeik Mepe B 10 pad ysenuMBaeT yuc-
J0 padmaHEbIX Vi-oOnacrted, KOTOphie MOryT O0pa3oBaThcA y MBI

17.4.4. Painoo0paine aHTHTeN YyBeTHuHBaeTcA OJaroJaps CoMaTH4YecKOH
PEKOMOMHAITHE, COEIHEHHIO JeTKHX H TKeMLX nemned
B PALIHIHLIX COYETAHHSX M BOIHHKHOBEHMI) COMATHYECKWX
MyTami [23, 27]

B npouecce 380MmoLME HMMYHHOR CHCTEMBI BbIpaboTascsi LUETBbIA PAl pa3jiHuHbIX
MEXaHHIMOB, NPUBORAOMX X 6GOJBIUOMY pa3HoOOpa3Hi0 AHTHIEH-CBA3bIBAOINX
y9acTKOB AKTHUTEN TOAbLKO HACTE: H3 3THX MEXAHHIMOB CBA3JHA C OMMCARHBIMHA
Bbie coMaTuHdeckums mepectpoiixam JHK B xone passutus B-miMboumTos.
JKCOEPUMEHTD! 10 MOACHETY 4MCJa NEHOB C HCOOJB3OBAHMEM METONA IMOpPUEH3A-
udy JHK (cM. pasa. 4.5.5) mokaswiBaroT, 970 B reHOME MBILIK, BHIMMO, COOEp-
XRTCA HECKOJIbRO COTCH V,-CErMEHTOB, CXOJHOE MHCIAO VH-CErMEHTOB H TONLKO
AaBa Vy-cermenTa. M3 37010 MOXRO BLITUCIHH T, 970 MyTeM KOMOHBMPOBaHHA pa3-
JHEIHBDX YHACREAOBAHHBIX V-, D- A J-CEMMERTOB y MBIIM MOXET O0Opa3oBaTLCH MO
Meupme#t Mepe 10000 padmwix Vy-obnmacteit w1000 paswbix Vi -o6sacreit.

O MH NPOCTOR, HO BECbMA BAXXHBIH MEXaRH3M, CHIILHO YREIMTHBAIOOBIA pai-
ROO6pa3ne aHTHTE]L, COCTORT B KOMOWHMPOBRaHUH pa3ymurbiXx L- u H-uene#, npo-
ucxoaauweM opd cbopke MoJexyah HWMMyHoTNoOymmHa. I1oCKOMbKY B aHTHIEM-
CBA3bIBAIOMIMI YYACTOXK aNTHTENA BHOCAT BKJIal kKak L-, Tak W H-uemm,
y xuBoTHOrO ¢ {000 renos, kxoaupyroomx V| -o6sacri, ¢ (0000 renos, xoxupyro-
nmx Vy-o0/acTr, IPOXYKTHL 2TAX TEHOB MO 661 06pa3osaTts 1000 x 10000 pas-
MUYHEIX KOMOHHAOME, T.€. 107 pa3HRIX AHTHrEH-CBA3LIBAOLMX YSACTKOB (EC/H
DpPEAfIOJIONHTL, YTO NMpH 3TOM smobas L-neme MoxeT coderatscd ¢ JOOOM
H-uenso).

HeaapHo 6B110 noxasano, 9o B remax V-o6nacTH ¥ no6m3ocTd OT HUX Tpo-
ACXOJAT COMATHYECKHE MYTALHH ; BEPOATHO, 3TO YBE/IWIUBAET THCJIO PA3HBIX aHTH-
Ten no kpaivedt Mepe B 10-100 pa3. Mexamnimpl, Bnarogaps KOTOPHIM MYTAUMK
BO3HUKALOT MMEHHO 3AeCh, ReEU3BeCTHB. Omraxo 6b1n0 oOHapPYXeHO, 9 TO MYTallHH
BCTPEYAIOTCA ropa3fo Jame B anTaTenax I1gG u IgA, 9eM B KOIHPYEMBIX TEM Xe
Vu-resom astutenax [gM. 370, moxanyil, HeyMBHTENLAO, TAK KaK MOJEXYSIB]
IgM BRIpa6aTBIBAYOTCA HAa PaHHMX CTARHAX MMYHHOTO oTsera, a IgG u IgA no-
SRIAIOTCH OTHOCHTENLHO NMO3RHO. [lo3toMy B-xnerxn, mepexmonusumecs ¢ IgM
Ha [gG unu IgA (oM pasn 17.4.7), xax npaBuJtio, IpeTepnienn 0oNbluee 494CaIoO de-
neHui, vem B-xnetku, nmpoaosokaromme BupabaTniBaTh IgM, WM no3Tomy, CKOpee
BCEro, HakomuM 6osbiue MyTaimi. C apyrodi CTOPOHEB!, MOXET CYLIECTBOBATL Me-
XaHM3M, NMOBLIINAIMA 9aCTOTY MYTHPOBaHWs V-TEHOB NOCJE TOro, KaK IMpoR30i%-
net nepexntoyenue ¢ IgM ma uMmMyHornobysmuuel apyrux knaccos. Kak 6s1 10 Hu
6b110, M3IMEHEHHE AHTUTEH-CBAZMIBAIOOIMX Y4aCTKOB B Pe3ySbTaTe COMATHYECKUX
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Prc. 1743, [Nocnenosatesbabifi oT-
60p AKTHBHPYEMBIX TEHOD KMMYHO-
06y ;MHOB, XOTOPH JOMXEH npo-
MCXOIUTh B PA3BUBAKONAXCA
B-xnetxax, nns roro 4To6u OBM
BbIPAbATHBAME aHTHTENA TOJIBLKO

C OMHAM THIOM AHTUIEH-CBA3BIBAIO-
wero yascrka. Kaxgas xnetka
NOJoRHA O0TOBpaTh ONME H3 YETHpEX
rexuuix mynos L-uenet u omy w3
apyx regnbiX oynros H-uencd. B xo-
O€ pa3BUTHA B KJIETKE-NpPedmeCTBen-
HWUE CHAYAa aKTHBAPYETCA OANH
renHsdl myJt TRXCIMX eneH, u oHa
CTRHOBUTCA hpe-B-kaemkoti, BbIpa-
6aTeiBatome# cBOGONHEIE THXKEIBIE
werm knacca w [locne meproAa RE-
TedcupEOR nposudepawsis B npe-B-
KNETKC aAKTRBHPYETCA OJMH MyJT ner-
KHX Lenedl X Wi A, ¥ OHA CTAHO-
BHTCR B-kfleTkoM, BhipabaTblBarolueH
YHHK3JTBHYIO MOnekysry IgM.
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MyTaurii MOXET BECTH K TOMy, YTO aHTUTeH byneT ocoberHO 3)PEKTHBHO BbI3bi-
BATL TMpOJTMEpaLHIO TeX B-KJIETOK, Y KOTOPbIX ¥3MEHEeHHble aHTHTENA NproBpesm
BLICOKOE CPOJCTBO K AHTHI'EHY ; BO3IMOXHO, 970 HMERHO 3THM (0O KpaiiHe# Mepe oTaa-
cTv) 06BbICHSETCS NOBBILIEHHE CPOICTBA aHTUTEN, HablroJaeMoe nocine HMMyRK 3a-
MY (co3peBanMe cpoacTsa). TakuM 06pa3oM, COMaTUMECKME MYTAUMH MOTYT He
TOJLKO YBEJMYMBATH PA3HO00pa3lge aHTHTEN, HO W CAYXWTb I TOHEOR MOJ-
CTPOWHRM aRTHTEN NMPH HMMYHHOM OTBETE.

17.4.5. MexaHH3MBI JKCNPECCHHM FeHOB AHTHTER 00ecHevHBAIOT
MoHocneunduiHocTs B-kinerox [28]

Teopus XNOBaTBHOM CEJEKUMH MpeAckalzasia, a Pa’lHOOOpaszHbhie 3KCHEPHMEHTHI
NOATBEPULUTY, 9TO OTAEMbHble B-xnetkw MoHOCHeuHbHIHLI, T.€. BbipabaThiBarOT
AHTUTENA C AHTUIEH-CBA3BIBAIOLMM YJaCTKOM TOABKO ONHOrO TUNRE. 3HATMT, JON-
XEH CYILIECTBOBATL KaKOM-TO MEXaHW3M, OFPRHMYBBAIOIMHA BOIMOXHOCTH AKTHMBA-
IM¥ HMMYHOIJIOBYTHROBLIX MEHOB B HAIMBMAYa bHBIX B-xnerkax, tax 910 3TH
KJIETKM MOTYT BhipabaTsiBaTh TONBKO OAMH THIT L-uemn w omuvn tun H-nerms. Ha-
npumep, B-xseTka He MOXET OQHOBPEMEHHO MPOM3BOGMTL JeTKHE OEMM % M A
H HOIUJCP)KHBaTb npd 3TOM MOBOCEBHHCbH‘IHOCﬂ, TAK KaK 3TK ABE LEMH TNOYTH
Beerna gmemu 6wl paszusle papHabemphble obnacty ¥ noToMy 06pa3’oBbIBAIM Obl
MONEKYJIb] AHTHTEN C ARTATEH-CBAIBIBAIOLIMMH Y4acTKaMH 6oslee 9eM OAHOrO BH-
na. JeficTautemuo, B xaxuod B-knetxe axtupupyeTcs Jubo oM, 6o apyroi
H3 3TUX TeRHBIX MYJNOB, RO HAKOTJAa He aKTWBHAPYIOTcA 00a MyJa OZHOBPEMEHHO.

Bonee Toro, nockoibKy B-knetku (kak Bce COMATHYECKME KJETKH) JUIUIOWINL
KaXaass M3 HHX UMEET LIECTh MCHHbIX MYJIOB, KOOHPYIOIIEX ARTHTENA: 11O OKHOMY
mysy aas H-ueod, 0as A-lend ¥ QNS x-Lem oT KaXAoro u3 pomurtened. Monocne-
l],Hd)H‘[HOCTb B-xneTtox O3HA4aEeT, 4YTO B Ka)KHOﬁ KJICTKE HOJDKHb! AKTHBHDOBATHCH
IeHBl TOJILKO ABYX U3 3THUX LIECTH ITYJIOB—ORMH U3 9€TBIPEX [EHHbIX IYIOB NETKUX
Oened W OMMH M3 ABYX INeRHbIX HYNOB TOKemblx uneneit (puc. 17-43). Taxum obpa-
30M, B-ksteTka Romia aenaTh BLIGOP He TOMBKO MEXIY ¥ M A, HO TAKXE U MEXIY
MATEPDHHCKHMH ¥ OTUOBCKUMHW TI'€HHBIMH NyJAMRB. DKCITPECCHA TOJLKO MAaTepHH-
CKOro MJB TOJIbKO OTOOBCKOTO ajnesd reHa Ig B ypobofl naHro#t B-kyerke Hazb-
BAETCH AJUIC/IbHBIM HCK/IN0YeHHeM. MaTepUHACKHE M OTUOBCKHE aYTOCOMHBIE I'€HBI
JUIA ADYIWX GemKOB SKCTIPECCHPYIOTCA B KJETKE MPHOJM3ATESBHO ORHHAKOBO.
Y NO3BOHOTHBIX U3 3TOY 3IAKOHOMEPHOCTH BLITIAAAET (KpOME TEHOB HMMYHOFIOOY-
JIIHOB) TONBKO WHAKTHBAOHSA OAROH M3 IBYX X-XpPOMOCOM ¥y CaMOK.

[Mouemy Baxawo, 9106m B-kmeTku Obiym MoHocmeumModuwnbi? MoHocneuuduy-
HOCTb TapaHTHPYET, 9TO KaXAas MOJeKyfda aHTHUTena OymeT COCTAaRNEHA U3 ABYX
NAEHTHYHBLIX TOJIOBHHOK ¥ NO3TOMY OyHReT cOAepXaTh [1Ba MEEHTHYHbIX AHTUIeH-
CBA3LIBAIOMIX ydacTka. J1o-BHOMMOMY, 3TO CBOHCTBO BhmlpaboTanock B mpolecce
IBOJIOUMH NOTOMY, 9TO OHO HANENIAET adTHTeNa cnocobHocrslo 0Opa3oBbiEaTh
OOUmMpHbIE CETH M3 CUIMTHLIX AHTHreHoB (cM. pdc. 17-30 u 17-31).

MexanauiMel, y9acTByIOOHME B aJLIENbHOM KCKTIO9eRWY U B BpBope 0QROTO TH-
na L-uene# B xone passuTus B-xJjeTok, HenssecTst. OMna H3 OMEBUEHBIX BO3MOX-
HOCTEN COCTOMT B TOM, YTO B HE3KCIPECCHPYEMBIX T'EHHBLIX IMyJIAX CETMEHTHI I'¢HOB
AHTHUTEN MPOCTO HE MONABEPratoTCA Neperpynmrposke. OMRAKO Y¥e MONyIeHsl yoe-
JUTENbHbIE JAHHLIE O TOM, YTO 37O He Tak. HacTo B HE3KCIIpECCHPYEMBIX XPOMO-
COMaX NEPECTPOAKM IPOMCXOMLAT, HO HENMPAPHLHLIM OOpPA30M M [103TOMY He MoO-
ryT obecnevuTs cHHTe3 Hene# Ig, TMPUTOARBIX IS TOCTPOCHHUN AHTHTEN ITO
RABOJMUT HA MbIC/Ib, 9TO, MOXET OBLITh, COSMMHEHHE CEIMEHTOB regoB V-06nactu
B X0o4e Pa3BHTHA B-kNeTOK —B H3BECTHOHR CTENEHH CJIyYafiHbiii npouecc, atle npH-
BOASIIMA K HENPOAYKTHBHLIM NEpecTPORKaM, YeM K MPOAYKTHBEBIM. B 3ToM cury-
ae aeIbHOE HCKIDOYEHUE MOTNO Obt ObITH [IPOCTO PpPe3yAbTATOM TOro, H¥TO
0YeHsr HU3KA BEPOSTHOCTL YCHGUIHOW OepecTpOikd B 6Gosee weM OOHOM FEHHOM
nyfe WIg Kaxao# neiu. Ho 370 03Hayano Oul, 970 BO MHOIUX KNeTKax Boobule He
ByZeT ychewHON nepecTpOdKH M, CleloBaTeNbLHO, CHHTe3a aHTHTeR [lockoibky
TaKue KJIETKH tie 6yayT CTHMYNKPOBATBCA HAKAKUM aHTHTEHOM, OHM JOJDKHA! Obt-
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Pac, 17-44. TIpn axTuRANMM anTHre-
HOM B-kfeTka nepexsmouacTes

€ CHHTE3a aHTUTeJ, CBS3IAHHBLIX

¢ nua3MaTAYeckoil MeMOpamoi, Ha
BHPaGoTKy cexpeTRpyeMo# (o pME!
TeX e aHTHTEN NYTEM N3MEHEHES
obpasyromixcn B knetke PHK-
TpasckpartTos ansg H-uemn. OByc-
TIOBJIEHO JM 3TO WIMEHCHHWEM CaMof
TPAHCKDUIIIAH WJIH H3MEHEHHEM
cnocoba mpacoearAerns poly(A)

K 3-KOHIy HEPBYIHOrG TPaHCKPHI-
T4, HenasecTHo. [ee $popmm H-ue-
Y padimuiaioTes Toibko C-xouue-
Boil obnacthio: MeMEparoCBRIABHAA
bopma umeeT rrapodobabit
«XBOCT», YAePXUBAIOUMME €2 B MBM-
Gpane, TOTRa KaK y CEXPETHpPyeMOH
GopMEL «XBOCT» rMAPO(GUIBHLIH,
4TO DO3IBOSSET el BBITH ¥ KJeT-
xn. Anmeesd PHK-rpanckpunr,
onpenesnomyil Membpanocealan-
nyro topmy H-uewn, umeet jo-
HOPHLIA ¥ akuenTopaELl CaliTh, 9TO
JaeT BOIMOKHOCTb YAaSMTh NYTCM
CIUTtAMCHHEra NOCNEAOBATEHLROCTD
PHK, xomipylouryro MHApodysHeikH
«XBOCT» CEKPETMPYEMOH (POpMEI.

B oTasyge oT 3ITOTO XOpOoTKUHA
PHK-TpanckpunT, onpeacasoamit
CEXPETHPYEMYIO DOPMY, MMEET
TONbKO JOHOPHBLIA CAWT; MOITOMY
CONAHCHAT B 3TOM CHy4Yae HEBO3MO-
KEH,

AHK, xoampyowan

¢rpo norubats. IloRo6GHbIH MEXaBU3M NPENCTABISETCA BeCbMa PacTOYMTENIbHbIM,
OQHAKO 3TO MOXeT OHITh paciiaTodl 32 MOHOCNEUMPAYHOCTS.

17.4.6. Tlepex.siouedse cEHTe3a ¢ MeMOpaHoCBAIaHHOM
HA CeKpeTHpYemyw (opMy ONHOIO M TOro ke aHTHTe d
MPOHCXOAMUT uimenenns PHK-rpanckpunros
ana H-nems [29]

PaccMOTpeBs reHeTHHECKME MEXAHH3MBI, OT KOTODBIX 3aBHCHT CTPYKTYpa aHTHIeH-
CBSI3LIBAIOIIETO YYACTKA, MBI NepeiieM Temeps K MEXaBUH3MaM, OMpefesssonM
SHONOrHEYecKHe CBORMCTBA AHTHTENA, T.€. TUTI KOHCTAHTHOW 00/1aCTH THXENOH HEMH.
Ecm ogmaxmer crenanHbil Betbop onpeaenernblx cermentoB JHK nna xomipo-
BAHWS AHTHIEH-CBA3BIBAIOLUEIO YHaCTKA ABNAETCA OKOHYATESBHBM M AJISl CAMOM
B-kneTkH, ¥ A7 e TOTOMKOB, TO THI CHHTE3Upyemod Cy-00JaCTH MOXeT H3me-
HATHCA B MpPONLECCE PA3BUTHUSA KIETKU.

Mkl ye ynoMmHaNHM O TOM, YTO AHTHTENa BCEX KJACCOB MOIYT CHHTE3UpO-
BATHCA Kak B MeMOPaHOCBA3aHHOH, Tak M B PaCTBOPHMOMH, CERpeTHpyeMoOii dopme.
MeMOpaROCBSA3aHHbIE aHTUTENA CIYXAT PEueliTOpaMM [jj8 aRTHreHa Ha NOBEDX-
HocTH B-xnerok. Ilocisie CTHMYNALMM KJIETKH 4HTUIEHOM TE X€ CaMble aHTUTENA
BbipalaThiBalOTCH B CEKpeTHPYeMolt dopme. B cyuae IgM atH ase dopMbr pa3smm-
qai0Tes ToNbKO CC-KORMEBbIM YHaCTKOM P-TEMH: Y MeMODAaHOCBA3aHHBIX AHTHTESN
H-TeNMb OKaHTIMBAETCA TMAPODOOHBLIM yJACTKOM, 32XPEILIAIOLIMM €€ B JIMOWAHOM
Bucioe rua3MaTAYeckod MeMOpanbl B-kieTKH, TOrAa KK y CeKpeTUPYEMBIX AHTH-
Test IgM uMeeTca BMECTO 3TOTO MMAPOQHILABIA «XBOCTY, MO3BOJISIOLMA MOJEKY-
JAM BLIXOMHTE M3 KNETKH. CnocobuocTs B-kJIETOK IPOU3BOTHTH H-UETH C KOH-
CTAHTHLIMY 06JaCTAMH ABYX pa3/mYBbIX THMOB CHadaJld Kalaiach MapajoKcaiib-
HOM, TaKk Xax B-KieTxy cojepxaT MW OxHy KOmMio reHa C, Aa TamIOHIOHLG
PeHOM.

IMapanoxc 6vin pa3lpemieH, KOrga BHIACHUIOCH, 9TO AKTABAOMA B-RNETOK aRTH-
reHOM NPHBOJHUT K H3MERERNIO AJepHbIXx PHK-TpaRckprnTOB s P-HOEIB1: HOBLIE
TPaHCKPHNITH! HECKOJILKO KOPOde TEX, KOTOPHIE XKOAMPOBANH MeMOPaHOCBAZAHAYK)
p-uens. B rioase 8 (pasm. 8.2.9.) yxe roBopHsiock 0 TOM, Kak OOCTEN0OBATENLHOCTh
PHK, xomipyromas ruapoduibHblii «XBOCT» CexpeTHpyeMoid Monekysu IgM, or-

OHK, xoanpyrowan OHK, Hogupyowas AHK, xoaupylowan
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Puc. 17-45, Kax nonarator,

B B-ryreTxax, BuipabaTteiBaronmx
OROBPEMEHHO MeMOPAHOCBAIAHHLIS
aputena 1gM g IgD ¢ oxurakoBoH
CneuuPUHHOCTBIO, CHRTEIBPYIOTCH
ammaabie PHK-rpauckpunrret, conep-
waume kak C .- tax u Cy-nocneno-
BATCILHOCTH. El'axne TPAHCKPHITTH
NOABEPrarOTCR CNSTAHCHEArY nEYMSs
pa3ymMuBeIMy cnocobamA, NPREOAA-
IM¥MU K O0OGP3a30BaHHIO MOJeKyA
MPHK, vy xoTopmx omHa ¥ Ta e
Vy-D0CNe I0BATENBLHOCTL COEMMHER
m6o ¢ C,-, mabo ¢ Cs-mocaenosa-
TeMbEOCTLIO. Boamoxno, yto PHK-
TPAHCKPUITTDBI, CURTEINPYEMSBIE B Ta-
XBX KAETXAX, €W MUIHHAEE ¥ coaep-
XAT BCE PAISIMTHBIE
Cy-00CNenoBaATEIBHOCTI.

17. UumynHan cucrema 43

pe3aeTcs oT Oosee LUBMHHOIC TPAHCKPUOTA LA CHHTE3a MeMOpaHOCBA3AHHON MO-
NexyJBl. DTOT Mpolece noxasay Ha puc. 17-44, B nepeximodenun ¢ memSpaRoces-

32aHHON Ra CEKpeTHpYeMYr GOpMY ARTHTEN APYTHX KJIACCOB, BEPOATRO, Y4aCTBYET
CXOQHBIA MEXaHH3IM.

17.4.7. B-kneTk® MOryT NEepekIr4YaThCA ¢ BLIPAGOTKH OQHOro
waacca awvATeNn Ra Buipaborky apyroro [30, 31]

Ilepexjuogenue cHATE3a ¢ MeMOpaHOCBA3ARAON GOPMBI aHTHUTEN Ha CEKpeTHpye-
Myt0 GOpMy—He EOUHCTBEHHbI BHA H3MEHEHMH, KOTOPbie MOTYT MPOHCXOOMThL
B C-obnacT THDKENO# Uenu B XORE paiBuTHA B-xieTok. Bee B-knetxu Haumuarot
CBOIO RESATEALHOCTD O CHHTE3Y aHTHTEN ¢ BerpaboTtku IgM, HO MHOIME H3 HHX 33-
TEM NEPEKNIOYAKOTCH Ha BoIpadoTKy aHTUTEN NPYIruX KJiaccom, Hanpumep IgG nm
IgA. DToT npoLecc HA3BIBAIOT nepexaoueruem kaacca. CoocobrocTs B-xneTok B3-
MEHATL BuIpabaThiBaeMBI KM KJIACC aHTHTeN 6€3 N3IMeHeHHs aHTHTeH-CBA3LIBAIO-
IET0 YYaCTKA O3HAYAET, 9TO OJMH K TOT Xe cobpamubii Vy-ren MOXeT nocneno-
BAaTeJILHO ACCOLUMHPOBATHCA € pasubiMu Cy-FeHaMu.

IMo-prUMOMY, npomece NEPEXMOUYEHHS KIACCA COCTOMT W3 ABYX ROCIEHOBa-
TenbHBiX dTanos. CHayana kJeTka, Npou3BoAsIas MeMbpasocssiansuié IgM, Mo-
XEeT NEPEeKMOTUThCA Ha OJHOBPEMEHHYIO BuipaboTxy MeMbGparocsa3anroro IgM
4 meMOpanocBslanHoit GopmMel aHTHTENT APYTOTO kJacca, HanpHMep IgD. Kaxk mo-
nararotT, Takas B-gneTRa mpoaymupyeT mmAHBIE neperaAsle PHK-TparckpumThi,
COAICPXAlINE Hapsay C COOpaNHOH TNOCNEROBATENLROCTHIO Vy-oOmacty xak C,
TaK ¥ Cg-nocnenoBarebHOCTH. Taxue TPaHCKPUNTH NOABEPratoOTCH 3aTeM crnaif-
CHHIY RBYMA Pa3TMI4bLIMU CIIOCOGaMH, IPUBOASUIMMH K ABYM pa3HbIM BUIAM MO-
nexyn MPHK. Oba puia kOAMpPYIOT OAHY H Ty e Vy-061acTbh, HO OAMH BHA CO-
nepxuT C-, a apyro#t—Cy-nocnenopaTemHOCTs (puc. 17-45). BeposTHo, TOT Xe
MeXaHu3M OEACTBYET MPU NePEKMOYEHHH B-XJIETXR HAa ONHOBPEMEHHYKO BLIpaboT-
Ky Membpanocsasannsix ¢opm IgM K opBoro u3 ApyrHx knaccos auTuTen - IgG,
IgE nm JgA.

BTopo# Tanm npoHcxOmUT TOrAa, KOraa B-xjerka, OMHOBPEMEHHO BhIpabaTthl-
BaoILAs MeMOpaHOCRA3aHHbIC aHTHTENA kNacca IgM M Kakoro-To BTOPOTO Kjacca,
CTHMYJUIPYETCH AHTUTEHOM H HAHNRAET YXE Cexpemuposambs aRTHTENA 3TOTO BTO-
poro ksacca. DTOT 3Tan BxmouaeT netewwro [JHK. Hanpumep, xneTka, cuntesu-
poBaBias MeMOpanoceszanneie IgM 1 IgA B pesymbTaTe crnaficuAra UTHHHOTO
PHK-Tpasckprnta, comepxaninero Bce nociegosatensHocty Cy-reHoB B cobpas-
HY10 TIOCHIEA0BATENBLHOCTL VH-TEHOB €O CTPYKTYPoH Viy2-DI1-Jy3, MoxeT Havatsh
cekpeTipoBaTh IgA 8 peayimbTate Aeneund Gossiseld vactu JHK Mexay Jy3 n Gy,
pxmogapmed reyrl C,, Cs, Cy v C; (puc. 17-46). JokasaTesmcTso TOro, ¥T0 3T0T
3TaN NepexnoYe s Kiacca BrmovaeT aeneunto JHK, 6bno nonydeHo B ombTax
€ KJIeTKaMH MHESIOMDI: 0Ka3aJloCk, YTO KIETKH, cekpeTupyromme 1gG, re conepxal
IHK, xompyrowen C, 1 Cs, a kneTky, suigensroume 1gA, ve conepxat AHK, xo-
MUPYIOLIEH KOHCTAHTHBIC OBJNACTH TDKEALIX LeENneH BCEX OCTAJIbHBIX KIIACCOB.

Cnocobrocts moboro cobpadiHoro Vy-resa accOMHpOBATBES ¢ MOBLIM U3
Cy-reHo» UMeeT BaxXHbIH GyBKUMOHALHBIA CMBICH: Garomapa 370l cnocobroctn
onpenesetsi aHTUTEH-CRA3LIBAIOWMY YIACTOK, OTOOpaHBbIA aHTHIEAAMH OKPY-
KAKOIMEH Cpeabl, MOXET y N2HHOM 0cO6H ObITh pacrpefenen o BCeM KIACCaM UM-
MYHOTNOOYJIMHOB ¥ MOXET, TAKMM 00paioM, mpuofpecTw Bce OHoNOrHYECKUE
CBOMCTBA, XapakKTEpPHbIE AJA KAXAOIO U3 KJACCOR.

17.4.8. U anoTuims1 MoJieKyJl AHTHTE1 CTYKAT OCHOBOH HMMYHOJIOrHYeCKON
cern [32]

ANTHTeNA He TOJBKO 3aUMILAIOT OPraHuIM OT MHOEMIMHA, HO TaKKe HIpaoT Bax-
HY!O POJIb B PEFYJIAUHH CAMHX HMMYHRBIX OTBeTOB. OXKOHYaHHE TYMOPAJLHOIO OT-
BETA HA AHTHreH OniBaeT OTYACTH OOYCIIOBJIEHO CBAIBIBAHUEM CCKPETHPYEMBIX aH-
TATEJ] € 3JHTHYEHROM, KOTOphLIi B pe3yinLTaTe HE MOXET MPUCOEAMHATLCA
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Puc. 17-46. Nepecrpofixa AHK,
NpOYCXONSILAN HA BTOPOM 3Tarne
nepexnodcBKA xnacca. Kax nona-
raloT, B B-xneTxax, cHRTE3UpYrommx
MeMOpaHOCBAIAHABIE AHTHTENA ABYX
knaccoB—IgM u IgA-ua ocuoee
Vy-rera co crpykrypoit Vy2-Dl-
J43, o6pasytores mnuumwe PHK-
TPAHCKPHITTEI, cOAepXaulye BCE QO-
crnejoBaremuocTH redos Cyy.

DTA TPaHCKPUOTH JIOABEPratOTCR
CTUTAHCHHTY ZBYMA Pa3fAbiMU ¢DOCO-
6aMu c oBpaszoBanmeM Morexyn
MPHK, uMerommux oany o Ty xe
Vy-noceRoBaTeNbHOCTD, COERRHEH-
Ayto ymbo ¢ Cy-, ;mbo ¢ Cp-nocne-
[BOBATELHEOCTBIO, KAX NOKAIAHO Ra
puc. 17-45. Tlpu ctumysiuup TaxoH,
KNETKH AHTHICHOM Ofia HauMHaeT
CeKPeTHPOBATL AHTUTENO [gA B pe-
ayabTaTe ygateHds ysactka JHK
mexay Jp® u C,.

Kax ¥ B coywae IgM (em

puc. 17-44), KORCTaHTRBE O6NACTH
Txeabx uenelt (C,) cekpeTRpyeMbrx
¥ MeMOpaHOCBA3aHHEIX aHTHTen [gA
HECKOMTBKO Pa3jIMHakOTCA {H3 Cxeme
3TO HE OOKA3AHO).

Pue. 1747, UmyoTten npencrasaser
€o60if aHTHIeHAYI0 HCTEPMUNARTY,
SCCOLMUPOBAREYI0 € ARTUNCH-CBHIN-
BAIOUTHM Y4acTkOM anTnTena. O
MOXET OplTh 0Opaizosad obmacTsio
Vy, obnacteio V| wm obermu
obnacramn, Kaxaoii #3 pasmaunx
AHTHTEH-CBA3MBAYOUHX YHACTKOB
HMeeT cBoit coBcTBenHHIl yHU-
ranbAbit Habop uanoTHOB.

Vo2 43 c
" e N -Llems membpa-
| i [ ] Jﬂucaﬂaaunoro
C.: Ca D1 IgM
o 2 c
| Vu Jud 2 te-llens membpa-
| L l l HOCBAIIHHOr O
Buipezarne JHK wa IgA
TR FTS e~ TPAHCKPUMLVIR. D1
KMONCHUA KNACC2 NPOWEGCCUHI PHK
W TPAHCNAWUA
Vi2 Ju3 Ca
— -, a-llens cexpatm-
I —> | [ [] pyemara IgA

D1

K penentopaM B-xsetok; nostoMy crumynsuma B-xnetox nmpekpansaerca. Hapsny
¢ TaXuM TNPOCTLIM MHIMOHPOBAHMEM MO THUITY OOPATHOA CBA3M ARATHTEN3a MOTYT
y4acTBOBaTh H B DoJjiee TOHKOM MEXaHH3ME PEryIAlMH KMMMYHHTETa, BBICTYHASA
KaK 44CThb CJIOXKHOU MMMYROJIOIMHeCKOd CeTa.

N MMyROTIOGYIMHB! cAMU MIPEACTABIAIOT co60H aHTHTEHB!,  MOXHO NONYIATHL
AHTHTENA, KOTOphle OyayT y3RapaTb AHTHTCHHABIE JETEPMUHAHTH KaK KOH-
CTAHTRBIX, TaK U BapHabenbHbIx y4yactkoB uened lg. AHTUIEHHble ACTEPMUHAHTEH!
BapHalensHbix obyacredi L- n H-ueme#t, pacnoyioxeHHsle HA ARTATEH-CBA3bLIBAIO~
IUEM y4acTKe aHTHTENA, BA3LIBANOTCA HAMoTHnAME (puc. 17-47). Kaxmr# cnetmdu-
9eCKU AHTHTEH-CBA3BIBAIOTUMIL YYaCTOK UMEET CBOM XapakTepHuUi Habop HABOTH-
nos. I1037o0My Yy XHBOTHOIO, O6Jajajollero MMJUMOHAMH Pa3/HIHBIX AHTUTEH-
CBA3BIBRIOOIMX  Y4aCTKOB, OyayT Takke MWIUMOHBI pPAa3JIMIHBLIX UIMOTHIIOB.
[Mocxonbky B OpraHE3Me KaXIbi OTACILHBIA RAMOTHI MPUCYTCTBYET B OYEHb
MaJIOM KOJHNECTBe, JHBOTHOE He TOJNEPAATHO K CBOHM COOCTBEHHBIM WIHOTHIIAM.
ByayTw HagnexanpiM o6pa3oM MMMYyHH3IUPOBAH KAKHM-TMOO U3 CBOMX AWTUTES,
€ro opraHyxaM 6yner aasaTe M T-, ¥ B-kneTodHbIE UMMYHHBIA OTBET.

MOXHO OXMJaTh, 9TO0 XHBOTHOE, HMMYHU3IHDOBARHOE AHTUIEHOM A, Oymer
cuavana BhIpabaThiBaTh 0O/bLIME XOJMWECTBA ARTHTEN K A, 3aTeM aATRTENA
K WIMOTHIIAM 2HTHTEN X A, 2 3aTeM B CBOK0 OMEPe/lb—~aHTATENA X aHTUHIHOTHITU-
9ECKHM aHTHTENMAM U T. & JeHAcTPUTeNbHO, TAKOH TUM peakmmi, AAIOLUMX «CETb»
aHTHTEN, BBUT IPOAEMOHCTPUPOBAH B YCITOBHAX, KOTAa 60/bIIad 9acTh aHTHTES,
BbIpa0OTANRLIX B XOAC TEPBOHAYAILHOTO OTBETA HA AHTHICH, MMENA OAYHAKOBBLH
ganotyn. I1pu TakOro popa ozpanuueHHbIX OTBETAX AaKTRBUPYIOTCH KAK NPOUECCH!
BbIpaboTKY anTRTEI, ceunPHIecKr YIHAIOMMX AOMUHAHTHBIA UIXOTHN, TaK U CO-
oTBeTCTRYroDMe T-KNEeTKH; H Te B ApyrHe MOTYT JM60 WRTHOHpOBaTh, MHOO ycH-
JTHBATH OTBET NMMGODMTOB, HMEIOMMX PEUENTOPb! C AAHHMIM HIMOTHNOM. MoXxyo
IOK23aTh, YTO TAKAE AHTHHIHOTHIMYECKHE BIAMMOACHCTBHA HTPAIOT BAXHYIO
pOJtb B PErYSOKM OTPAHAYEHHMIX OTBETOB, OAHAKO HE SCHO, PeryJHpYIOT JB{ OHH
6oJiee 06byuHbIE OTBETH, IPH KOTOPbIX BLIpabaThlBAKITCS AHTUTENA C MHOXECTBOM
Pa3JM4YHBIX HIAHOTRIIOB.

Mavorun

Vawvotun

Wauortun

“’L
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Puc. 17-48. OtnensHbi meMpousT Moxer OmiTh HYHKUMO-
HAJIbHO CBS3aB C JPYMMMH JMMOOUMTAME 9epe3 B3auMOXCH-
CTBHS MAMOTUN —AHTUUIMOTHIL PalMepel Takoi MaMOTHOHYe-
CKO# CeTH B NpMHUMIE MOTYT OBITL OrpOMHBLIMHE, TAaK KaK
KQOXDbIA MUMPOINT, BIAMMONCHCTBYIOMMA, KaK NOKa3awo ma
PHCyHKE, C aHTH-A-TUMPOUKTOM, MOXET CXOINBIM 06paiom
pearvposaTh W ¢ Apyrumd JmMdbounTtamu, Tlossaserca sce
6oJblle DaHHBIX B MOMBLIY TOrO, YTO s3awMozelicTBua Tvma
WIHOTUSI — 2aRTHHOHOTHO HTPAIOT BAXHYIO POJh B PeryAUuMH
no Kpagsed Mepe HEXKOTOPbIX WMMYHHBIX OTBETOB.

KaxoBb MOryT 6biTh CEACTBUA TOrO, 9TO XHWBOTHOE CNOCOORO BhipabaTbiBaTe
ARTUTENA NPOTHR JNOJOro U3 €To cobCTBeHHbIX HIMOTHIOB? T1o-BUIMMOMY, cylie-
CTBYET MO MeHbINEH Mepe CTOJNBLKO XK€ PAVIMTHBIX UAUOTHOOB, CKOJNLKO pad-
JD{4HBIX AHTHUTEH-CBA3BIBAIOUIXX Y9aCTKOB; UO3TOMY B CPEXHEM AHTHIEH-CBA3bI-
BAIOUKIA y9acTOK ROJDKEH Y3HABaTh NO KpaKHEHR Mepe OAMH UIHMOTHD CBOEH
cOBCTBEARON HWMMYRHONM cHcTeMul. CHefoBaTeNBLHO, BCE AHTHIER-CBA3LIBAIOIME
y9acTKH UMMyHHO! CHCTEMBI MOTEHUMATBLHO CBR3aHbI MEXAY coBOW B CloxHyo
CeTh B3aUMOMESHCTBUA HAOMOTHN —aHTMHAMOTHN (pHc. 17-48). ITockombky mas T-
# B-KneTox no xpaiHCH MEpe HEKOTOPblE WIMOTHIbI ABJANOTCA OOHMMEM (CM.
pa3a. 17.6), B 3TOH ceTH, BepOSTHO, YJacTBYIOT 0D0a Xf1acca yumbpountos. Iosto-
MY IMMYHRHBI# OTBeT CNERYeT PaccMaTpHBaTb HE KaK OTBET HE3aBHCHUMBIX Pearu-
PYIOUIEX C aRTHIEHOM TMMOOUMTOB, a Kak peBepbepupyroliee BO3IMYLUEHHE HMMY-
HOJIOTHYECKOH CETH.

Jaxkmogente

Anmumesa cunmesupylomeca npy yuacmuu mpex. He3A8UCUMBIX 2EHHBIX hYA08, KOOu-
PyIowux coomeemcmeenio %-, A- u H-yenu. B xaxcdom nyise omodenbHole 2eHHbIE
cezmenmbl, KOOupylowue pasnste yacmu eapuabesvnuix obsacment L- u H-yeneli, mo-
2ym coeQunAmbCcA nymem calim-cneyuduneckou pexombunayuu ¢ npoyecce dufde-
penyuposku B-xaemox. Iennsle nyavt L-yeneil codepicam 00UN UAU HECKOALKO KOH-
cmaumubix (C) zenoe u Haboper sapuabesviorx (V) u coedunumeavnbix (J) zenuoix
ceamenmos. Tennwili nys H-yeneit codepswum nabop C-zenos u wabopw V-,
D-(diversity } u J-ce2ameHmos. [J4a mozo umobu CURMe3NP08AAACy MOAEKYAQ GHMU-
meaa. Rys#cHo, umobn V-cezmenm pexombunuposan ¢ J-cezmenmom ¢ obpaszosanuem
V-2ena nezkoii yenu, a Vy-ceamenm 2ena pexombunuposas ¢ D- u Jy-cezmenmamu
¢ obpazogaruem V-zena maxcesoli yemi Kancovili us cobpannbix zeMHbix Cezmen-
mog KompaHckpubupyemca 3amem ¢ coomsemcmayroujeit nocaedosamesbhocmory C-
obaacmu, umo daem Mosexyay MPHK, xodupyloufyro 8cio nosunermudnyw yens.
Komburupya pasauunelm o6pazom yHacnedo8arHbie 2eHRble Ce2MeHmbl, KOOUPYio-
wue V- u Vy-06aacmu, no38orounble mo2ym @vlpabamsleamy mbicAuu pa3suunbvlx L
yeneid u mpicAuu passuunmx H-yeneil, komopule sozym accoyuupogéams ¢ 06pa3osa-
HUEM MUAAUOHOE PAIHBIX MOAEKYA ahmumeA. Mo HUCAO, BOIMONCHO, yaeAuyuaaem-
cA ewe no kpatinellt mepe 8 OeCAMb—CMO pa3 @ pesysbmame COMAMUYECKUX
Mymayuli, npOUCX0JAWUY & 2eHHBIX ce2meRmax, xodupyoupux V-obiacmu.

Bce B-xaemxu nepsorawasvno evipabamwearom anmumena IgM. Hexomopuie
KAEMKU 3amem Nnepexaioyaiomen Ha obpasosanue anmumen Opy2ux KAACCo8, umero-
YUX Mom %ce ARmu2eH-céAILIBaANoW Ul yHacmox, umo u ucxoduvie anmumera IgM.
Taxkoe nepexAoHeRue XKAGCCa NO3BOAREM OQHUM U MEM e AHMUZEH-CEA3LIBAIGU UM
YNACMKAM PaCnpedesfambCA MexHcOy GHMUMEAaMU € 62CbMa PA3AUNHOIMYU 6UOAD2U-
YeCcKuMu coucmeamu.

17.5. Cuctrema xommieventa [33]

KoMInemenT ROMOMAAET («KOMIIIEMEHTUPYET») ACHCTBAE AHTHTEN, HANPABJIEHBOS
Ha YHUYTOXEHHE HyXepoMAubiX KneTok. OH npencrasnseT cofoi rnasHoe opyaue,
¢ TIOMOUTLKO KOTOPOTO AUTHTENA 3AUIMUIAKOT OPradAW3M JIO3BOHOYHOIO OT 60ﬂb~
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KAACCHYECKHMA ANBTEPHATHUBHLIN

NYTh nyTs

JWABKMC KNETKY

Puc. 17-49. Vnponiewnaa cxema
ofpaloBanus C3-xouseprasml w C5-
KORBEPTA3bl OPH KJ1ACCHTECKOM

H ATbTEPHATUBHOM NYTHX AKTHBA~
UMH XOMIIICMERTA.

OMRCTB2 GaKTEPHATbEBLIX HHDEXUMYN, U HHIMBUIAYYMB! C HEAOCTATOYHOCTBIO OMIHO-
ro Y3 UEHTPAILNbIX KOMMOHEHTOB kommneMeHTa (C3) BOABEPXEHbl YacThIM HH-
dexionsbIM 33060J1eBaRHAM. KOMIUTEMEHT HE TONMBKO BHIILIBAET JH3IUC KIETOK
NpH YYaCTHM AHTHTEL, HO TAKKE OPUBJIEKAET X MeCTaM HBdekumu GarousTs M 1o-
BBLIIIAET MX CMOCOOHOCTH DOINOLNATH M Pa3pyliaTh MMKPOOPrasH3MbL

17.5.1. AKTHBAOKS KOMIUIEMEHTa NMpeACTABJAET cobon
MPOTEOIHTHIECKRH KACKAd

KoMmneMenT -3T0 He OMMA 6eJloK, 2 CIIOXHAHA CHCTeMa OeNkOB, BKINOYAKMIAA
oxoo 20 s3aumonelicTeyrownx komnonentos: Cl (koMmiexkc v3 Tpex Genkos), C2,
C3, .., C9, daxtop B, paxTop D n paa perymsropesrx 6exxos. Bee 3™ xommo-
HEH Tl — pacTBOPHMblE BenxM ¢ Mo Maccoli oT 24 000 go 400 000, ukpry/wpyro-
(e B KPOBH K TKAHEBOW XIAKOCTH. BOJILIIMHCTBO U3 HUX HEAXTHBHO O TeX MOp,
Doxa He OylneT NMpHBENEHO B AEHCTBME WM MMMYHHRbIM OTBETOM, HJIM HEMOCPEX-
CTBEHHO BHEJPUBLUMMCA MVKDOODIAHHIMOM, HJIHM KakdM-THB0 WHBLIM criocobom.
Ogii ¥3 BO3MOXHBIX Pe3y/TbTATOB aKTHBAUAM KOMIUIEMEHTA — IOCJIEI0BATESLHOE
oObeJHHEeHHe TaK HAa3LBAEMBIX Noiammx kommowenrros (CS5, C6, C7, C8 u C9)
B 6oJbioof OeKOBBIA KOMIIIEKC, BbI3BIBANOMMIA JII3MC KJIETOK (sumuuweckutl
KOMRAEKC).

Arperanys no3HHX KOMIIOHEHTOB TIPOUCXOJUT B Pe3y/ibTATe psja MOC/e10Ba-
TEMLABIX PeakiMif NpOTEOMTHYECKON aKTHBAUMK € YYACTHEM DAHHHX KOMITOHEH-
ToB (Cl, C2, C3, C4, dpaxropa B 1 daxropa D). BomsumHcTBO 3THX paHHMX KOM-
TIOHEHTOB — TPOGEPMENTHI, NOCIEAOBATENBLHO AKTHBADYEMbIE NYTeM [MpOTeo m3a.
Korna xaxoii-yrm60 u3 31Hx npotdepmeRTos cnewmdudeckum obpa3oM pacthennseT-
Cf, OH CTAHOBUTCA AKTHBHBIM NPOTEOMTHYECKUM GEPMECATOM H paclueniseT cie-
xyroupil mpopepMeHT, A T. & [Tockomky MHOTME H3 aKTHBHUPOBAHRBIX KOMIOHEH-
TOB (OPOTHO CBA3MKBAKOTCA ¢ MeMOpanaMu, OOJBIUMHCTBO STHX COOBLITUH
JIPOKCXOMHT Ra MOBEPXROCTAX KJIETOK.

LleHTpansHplli KOMOOHEHT 3TOr0 NpOTeOosBHiTHIeCKOro kackama—C3, ¥ ero ax-
THBAUUA TIYTEM pacIIeTSIenUs NPeacTaBaAeT coboi INaBHYIO peakliio Beel meru
akTHBaUMH xoMMIeMeHTa. C3 MoXeT OLITh AKTHBHDOBAH IBYMSA DA3HBIMH IyTH-
MU — KAdCCUNeckUM U asbmepramusnbiM. B 06oux cayyasax C3 pactuerserca ¢ep-
MEHTHBLIM KOMIJIEKCOM, Ha3biBacMbiM C3-kowseprazoi JBa pasHblX NyTd NpRBO-
aaT x obpalopamiio paszmEnix C3-xoHBepTa3s, oamaxo obe oOHM obpasyroTcs
B pe:ym:ra'nc CMNOHTAHHOI'O OGLEJIMHeHﬂﬂ ABYX KOMIIOHEHTOB KOMIINEMEHTA, aKTH-
BHPOBAHKLIX paHee B LIEMH NPOTCOJMTHYEcKOTo kackanad. C3-xoHpeprasza pactue-
mwisteT C3 Ha gsa ¢pparMenTa, 60smumil u3 koTopsix (C3b) cBg3wtBacTcs ¢ Membpa-
AOW wieTxu-MAmeRH psaoM ¢ C3-xoHBepra3lol; B pe3yjbtaTe obpa3syercs
DEPMEHTHBIH KOMILIEKC eme 6OMBIMX pa3MepoB C RIMEHEHHOH CHEmMIDHYBOCTEIO —
C5-konBepra’a. 3atem CS-xonpeprasa pacwensier C5 ¥ TeM CaMbIM - MHHIOUA-
pYeT CHOHTAHHYIO COOpPKY NMUTUIECKOTO KOMILIEKCA H3 MO3MHHUX KOMIIONEHTOB~OT
C5 po C9 (puc. 17-49).

IMocxonmbxy KaXmbl aKTABBRpOBAHHbIH HEPMEAT paCILEenIseT MHOrO MONEKY
cnefyrowero npodepMeHTa, Kackall aKTRBAUMM PaHHUX KOMITOHEHTOB aefcTByeT
KaX YCHIMTENb. KAXMAAA MONEKY/A, aKTHBUPOBAHNAS B HAYAJIE BCOCH LEMH, IIPHBO-
IMT XK 0OBpa3oBaHMI0O MHOXECTBA JMTHYECKKX KOMILIEKCOB.

17.5.2. KaaccuveckHil MyTs AKTHBHDYETCR KOMILTEKCAMH
AHTHTeH — AHTHTE10

Kaacewsecknit nyrs srimodaeT xoMnoseHTs! Cl, C2 u C4. OH 06b1w0 axTHBHPYeT-
cq, xorga autyTena IgG unan [gM cBA3LIBAIOTCA ¢ aMTHIeHAMM HA OOBEPXHOCTH
MHKPOOpraHu3MoB. Tlepsuiii xommoHenT knaccuueckoro mytH, CI, cOCTOHT M3
Tpex cybxommonrentoB-~Clq, Clr u Cls. Clq npencrasnser coboi BecbMa CBOEO-
SpasHmi kpynHBIH Bestok, cBoel GOpMON HaMOMHHAKOIMH Dy90K M3 ILECTH THOSb-
DAHOB, KaXObl# M3 KOTOPHIX COCTOMT M3 TNOOYJISPRON BeMKOBO «TONOBKW»
H kommarenonogo6roro «xeoctan (puc. 17-50). Kaxnas rnoGynspHas «rosioBkas
MOXeT CBA3AThCA C ONHOR KOHCTauTHON obnacteio awtuTena IgG wm IgM (c y-
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Puc. 17-51. CpapraTemsuas cxema
o6paszopanun C3-koneepradsl u CS-
KORBEPTa3lkl KIACCHYSCKMM M aflb-
TEPHATHBHLIM OyTAMY. B oTmmane
OT KJIACCAYECKOTO UYTH, lanyckae-
MO0 KOMIUIEKCAMUW AHTHIEH - aHTH-
TENo, AJLTEPHATUBBLIA NyTH WPHBO-
JMTCS B DelCTBHe CYOXOMIOHCHTOM
C3b, no/mcaxapuaaMy XJIeTOYHBIX
060J104ex W OpYIMME AKTHBATODA-
MM, AKTHUBHDOBAHHbLIE KOMIIOHEHTEI
KOMIUICMEHTA 43CcTO 0603HaqaoT

C ToMoukto Bepxred HepTel (Hanpa-
Mep, axtusgpoparabit Cl-kax Cl);
4TO6b! YOPOCTHTR TEKCT, MhI He
O/B30BATACL 3THM 0603HaTerHeM
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Puc. 17-50. CxemaTuueckoe nW3obpaxense Reobumuofi CTpyk-
Typut Clq. O10 Gommoit Genox (MoL Macca okoso 400 000),
COCTOATIMHN $3 MECTH UAEHTHIHBIX CYOBLCAHHWU, KAXAZH M3
KOTOPEIX B CBOXO OYEpeflb COCTOMT M3 TPeX Pa3mbix OOMNEn-
THIEBIX menell. C-KOHUEhbIC MONOBRAEH BCeX Tpex Ueneil kax-
nof cybsermrHum o6pasyroT rnobynapuyio cTpyxTypy, Toraa
kax N-KOMUCBBIE MONOBAHE HMEIOT AMHHOKMCJIOTHYIO HOCHC-
NIOBaTebBOCTL, THITMFHYIO IUIS KOJUIArCHA, H CKPYZEHBI

p TPOBRYIO COMPAJL KOJUIATEHOBOIO THOa (CM. pa3f. 12.3.2).
Bee miecTh cy6reaMHBU KOBATEHTBO CIOATH! APYT ¢ APYTOM
JHCYTTEOAIEDIMY CBSIAMH MEXAY TPEXCIMPaNbHBIMH «XBOCTA-
MH» M 00pasyloT CTPYKTYPY, HANOMAHAIMYD TYI0K TIOMbLNa-
HoB, K FiobynapHeiM «rosiopxamM» 3Tof CTPYKTYPHl MOTYT
npycocaMuaTbes aATuTeNa I1gG wm IgM. Takum o6pasom,
xaxgad monekyna Clq pMeeT mECTs Y9acTKO® CBAZLIBAHMA
aHTBTEL

WM L-EMbE0 COOTBETCTREHHO) TONMLKO B TOM CJIydae, €C/IH APYTOH KOBEW MoJje-
KYJb! aHTUTENA YXe CBA32aH ¢ aRTUrenoM. Taxoe CBA3LIBAHWE C 3aHTRTE/IOM AKTHBY-
pyeT Clq, 4 B pe3y/bTaTe 3aMyCKAaeTCA PAHHKHA TPOTEOJHTHYECKRH Xackaja Kjacch-
geckoro DyTH. OIHAKO Npexxe 4YeM NPOW3OHAeT aKTUBALHs, TakWM crocobom
IO/DKHA OwiTh cBA3aHa boslee 4eM OAHA «TOJIOBK2»; MOITOMY IS TPHBESACHKA
B OeHCTBUE KNACCHYECKOrO IYTH TPeCyeTCH (Konenue WYXEPOIHbIX AHTUIEHHBIX
JeTepMUHaHT. Takye CKOTUIEHHA 9aCTO BCTPEYarOTCA BA MOBEPXHOCTH MHUKPOOpIa-
HU3IMOB,

AxtuBauus cybkomnonerTa Clq kommnekca Cl axtusupyer Cir, KOTOpbii
NpHOOPETaeT NMPOTEONHTHYECKYIO AKTHBHOCTL M B CBOKO OdYepelb paclleriier
B 1eM cameiM akTuBupyeT Cls. 3atem axtusnposanubif Cls nMOCnegoBaTELHO
pacutennser C4 u C2; axtusupopamRsldi C4 cpaisy csa3biBaeTcd ¢ O/miwadmeit
MeMOpaRoH, nocne 9ero nprcoeanaseT kK cebe axtweBeposarAsi C2. B pesymTate
nomydaetca xomrnekc C42, koTopulii npeacrasnget coboi C3-koHBepTazy KjaccH-
yeckoro nyTd. C42 pacmennser C3 ¢ ofpa3opanHem aesyx ¢parMentos, Cla
s C3b. ®dparment C3b BricTpo crg3biBaeTca ¢ MeMOpaHO#-MHUmeHbIO B6HM3u C42
¢ o6palopanueM xomtiekca C42,3b, 1. e. C5-XOBBepTA3BI KIIACCHYECKOTO NYTH. DTa
xoMBepTasa pacuiennder C5 Ha C5a w CSb. ®dparment C5b coemtusercs ¢ C6,
B PE3YJIbTATE 9€ro MAKUMHpYeTcA c6opka MO3AHMX KOMTNOHEHTOB ¢ 06pa3opaHHeM
JIATHYECKOTO KoMmiekea (puc. 17-51).

Komnnercs
ANTUCAH-AHTHTEND

y

C——> Axrunnponatiui G

KIIACCHYECKWI MY Th
\

C3-xongepraza C5-xoHBopTHas
c4
c+2 s c«\l[ ( = C42,3h
o [— Y o1 C5=———>Cth +C6+C7 +CB 408 ————D> (55789

MnTHNeCKKit KOMNNBKE



48

Yacre 1. OT kneTok K MHOrOKIETOYHLIN OPraMMIHOM

17.5.3. AMbTepHATHBHLIH NMyTh MOXeT NPAMO AKTHBHPOBATHCH
MAKPOOPraHHIMAMH

OZHOBPEMEHHO C aKTHBALMEH XJACCHIeCKOTO ITyTR NDUBOAMUTCSE B OeHCTBHE Takxe
M aJIbTepHATHBHLIA OyTh —IETb PEAKUMHA C TIONOXHTELHON 0OpATHON CBA3LIO, YCH-
JABAKOINAN NepBONavaibHyto BuipaboTky C3b. OaHAKO 3TOT MyTh MOXET ObITh ax-
THBHDOBAR U B OTCYTCTBUE ARTUTEJN MOSHCAXAPHAAMM, COAEPMALUMMHCH B Kile-
Tounwx 000J0uxax Oaxrepud, ApPOXXed M TpOCTeHImX; NONAralT, 9TO OH
obecnewwBaeT «nepByro SIMHEAIO OOOPOHBIY OT HHPEKUKH, NOKa Re chOpMH POBAJICHA
WMMYHHBIR OTBET.

OcHoBHblE KOMNOHEHTH! aJbTepHaTUBAEOIO nyTH - C3b, daktop B u daxtop D.
INeppbii 3Tanm akTHBAIMM JTOTO OYTH COCTOHT B TIPUCOGHMHEHKH ¢akTopa B
k MeMOpanocsasarEOMY C3b. LInpkynupyronnpili 8 KpoBY B aKTUBHOH dopMe dax-
Top D pacienngeT cpa3aHAuni daxtop B ¢ 06pa3zopaHueM aKTUBHOTO dparMenta
Bb, u B pesysmTate nosyyaerca C3-xoHBEpTA3a a/bTepHaTHBEOrO ByTM—C3b,Bb,
C3-xoHBepTa3a B CBOKO OUYEpefb AONONHMTENEHO o6pasyeT C3b. Heckosbko Taxux
MoJiexyst C3b cBasnBacTes ¢ MemOpaHo#-mymeRbro 863w C3b,Bb ¢ o6pazosa-
nueM (C3b)n Bb, T.e. C5-kOHBEpTa3bl ANLTEPHATUBHOTO MYTH, KOTOpas pacile-
nnseT CS5 a TeM caMbIM MHRIOMHPYeT cOOpKY JIHTHIECKOTO XoMiliekca (puc. 17-51).
IMockosbky A8 AaHHOTO MyTa TpebyroTcs MoEnt Mg? * | Ho He Ca?™*, B axcnepn-
MEHTE er0 MOXHO JIErKO OT/IHYUTL OT KNACCHIECKOTO MyTH, AL KOTOporo Heobxo-
AMMB 002 3TUX HOHA.

O6pasys C3b, xnaccuveckudi MyTs aBTOMATEYECKH AKTUBKDYET aljlbTepRA-
TUBHBIA NyTh. HO Kak 3TOT NMOCNEAHHNIN aKTHBHPYETCS NMOJMCaXapUIaMA KIIETOTHOM
o6onowxkn? Taxad akTHBanMs o6ycnosneHa TeM, 910 u3 C3 ¢ HM3KOA CKOPOCTBLIO
cnoHTanso obpasyiorca C3b-nonoburie MONEKYNB Oaxe B TOM ciydae, KOTda Xa-
CKaa KOMIUTEMENTa He aKTHBHpORAH. B oTymame ot Sombmmnx ckommerui C3b, co-
IJAXOLHAXCS TPH KJIACCUNECKOM NyTH, GOMmmwas 4acTh CMOHTABHO OBpa3yrolmxcs
C3b-nonofrBIX MOMEKYN CBA3bIBACTCA TIOOMHMHOMKE 0O CJYYadiHO OKalaBITHMMUCA
no6smiaocTy MeMOpanaMy W BricTpo pa3pywmaerca crenAadHIeckAMH GeRaMU-UH-
rubutopamu (pasn. 17.5.5). Oaxaxo Mo/Mcaxapybl KIETOIHONH 000M09KH onpene-
REHALIX TUTIOB MUKPOOPraHM3MOB 3aLIMINANOT TakHe MeMBpaHnocBgiandbie C3b-
noao6HbIE MOJNEKYSTbI OT ACTPAJAIMH; B Pe3yIbTaTe HEKOTOPbIE U3 3THX MOJEKYI
COXDaHAIOTCR U aKTHBUDYIOT aNbTEPHATHBHLIN NMYTb.

®parmenT C3b, obpasyrommiica Kax Mp KJACCHYECKOM, TaK M NpH ajbTepRa-
THBHOM NYTH, 06NafaeT pAaOM BaXHbIX CBOHCTB. Kak MBI yXe BHIENH, OH aKTH-
BHPYET aIbTePHATUBEBOI NyTh ¢ 06pa3oBanueM 106aBoyHbIx xosmyects C3b u, co-
eqgussics ¢ C3-xkompepradoil, obpasyer CS5-kouseprasy. Kpome Toro, C3b
CBA3BIBACTCA CO CEmUMHIECKUMH penenTOPHbIME BeflKaMH Ha Maxpodarax u mno-
JAMOPOROSANEPHBIX JIEHKOIMTAX M TEM CAMBIM NMOBLNMALT COOCOGHOCTL 3THX Kile-
TOK (ParouMTUpORaTh Ty KIETKY, K KOTOpoH npucoemnnics C36. Takmm o6pazoM,
C3b mrpaeT BaXHYIO poJTb B 3atIMTe OT MAKPOOPraHH3MOB U B TOM CJiy4ae, KOrza
OTCYTCTBYET JIATHIECKHH KOMILIEKC.

B xone kackagHO# axTMBALUM KOMILIEMEHTa B pe3yibTaTe MpOTEOE3a pas-
JIMYHBIX KOMIIOHEHTOB OOpasyercs HeckonsKo HeBONLUmMX OHONOTHYECKH ak-
THBRHBIX GekoBuIX ¢(parmeHToB. B ux uucno sxomar C3a, Cd4a u CSa, xoTophie
CTHMYJHPYROT CEKPELHIO THCTAMHHA TYYHbIMH KJeTkaMH H 0a300MIbHBIMY JieHiKo-
unTaMi. C5a CAYXHUT TAKXKE XEMOTAKCHYECKHM aTTPAKTAHTOM [UIA MOJMMOPOHO-
ANepHLIX JieAKoIMTOB. UMEHHO 3T 6eNKOBbie QpPATMEHTHI OTBETCTBEHHL! 32 MeECT-
HYIO BOCNAHTE/NBHYIO PEAKIMIO, XOTOpoH OOBLIIAO COMPOBOXTAETCH AKTHUBAIIMA
KOMILIEMEH TR.

17.5.4. B peay1bTaTe cOOPKH MO3AHHX KOMIIOHEHTOB KoMILIeMeHTa
obpazyercs TpascMeMmOpauHLIN JHTHYecKHEH komniexc [33, 34]

C6opka nO3gHMX KOMNOHEHTOB HAYHHAeTcAd € pacwemilerus CS5 (wa cybxommo-
HeuTol C5a u CSb) C5-xousepTazol, obpasyroweiics mbo xmaccHyeckum™, Jmbo
ambTepHATHBHLEIM TYTeM. C5b ocraeTes cpgazanibiM ¢ C5-KORBEPTA30A ¥ BPEMEHBO



Pre. 17-52. Cxema cBopkH Mo3axsmx
KOMIIOHEHTOB KOMIIEMeHTa ¢ obpa-
30BaHBEM TPAHCMeMODPAaHHOIrO Ramra-
na. Camurii xanan obpasyroT 2
monexyn C9 B cocTase ;maTHYECKOTO
KOMILIEXCa, COCTOAINETO M3 ABYX
koMiurekcon C56789.

Puc. 17-53. OreepcTus B WIAIMaTH-
qeckoll MeM6paue spHTpommMTa - pe-
3YNLTAT BO3ACHCTRUS XKOMIIEMEHTA.
OnexTpoEABIe MUKpOdoTOrpadun
(MeraTHBHBI KOHTpacT). Ha ¢oTo

A OTBEPCTNE BHAHO CBepxy. Ha do-
T0 B-cboky. KorTpacmpywuee
BELJSCTBO 1AMOJIRAET OTAENbABE Ka-
HATH, 4 DO3TOMY OHM BBITNAAAT
TemuhiM4. (R. Dourmashkin,
Immunology, 35, 205-212, 1978.)
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HMeeT CnocoOHOCTy mpucoeauHATs C6 ¢ obpazoBaruem CS56, a 3atem C7 c obpa-
aosanmeM C567. Kommaexe C567 npoguo cBA3bBaeTCH ¢ MeMbparoi »6misy oT
y4acTka, rxe Oblla HAMIMKPOBAHA aKTHBANMA KOMIUIeMeHTa. K 3TOMY KoMmjekcy
nobapnsercs omHa Moexyna CB n wmects Mojekya C9, ¥ NosyYyaeTcst KOMIJIEKC
C56789. [1pa Tarkux xomruiekca oObeAHHMOTCA ¥ 06pasyloT GombuIoN JHTHIECKNHH
KOMILIEKRC Maccoi oxonio 2 MIH. JanbToH (puc. 17-52). DTOT ROMILIERC mOCHe He-
raTVBHOTO KOHTPACTAPOBAHHSA HMEET HA 3JIEKTPOHHLIX MuKpodoTOrpadusx xapax-
TEpHBIE BHA, OTpaXarWM¥ KOMbLEeo6pasHoe pacroioKeHHe KOMIIOHEHTOB
(puc. 17-53). Jlutuaeckue KOMILIEKChl AEIAKOT MeMOpady NMpOHHLUAEMOR - OHM Je-
CTaOMIM3UPYIOT JMIMEIABA OHCIOA MW, KpomMe TOro, MOryr o0pa3oBLIBAThL
CXBO3HbIC BOAKbIE KaHaNel. [Tockonbky Masbie MOJIEKYNL! MOTYT MPOXOOMTH depel
MeMOpaRy OKOJIO JDATHYECKHX KOMIJIEKCOB W 9epe3 HRX, & MAKPOMOJEKYJIb
OCTAtOTCH B KJIETKE, BEYTPh KJIETKH OCMOTHIECKH HAXaHBAETCA BONE, H B Pe3y/b-
TaTe Knerka HabyxaeT W Jlonaercd. DTOT NPOUECC HACTONMLXO 3OdEKTHBEH, 4TO
ouenb Hebonwmoe gucno xomniexcos CS6789 (BOIMOXHO, Aaxe OLMH) MOXET
yOuTL K1ETKY. JIuTH4ecKHE KOMIUIeKC yOuBaeT Jake Takue KIeTKH, JUId KOTOPBIX
He XapakTepHbl HOJbIIE Pa3HOCTH OCMOTHIECKOTO A3BJAEARA M0 0be CTOPOHBI Mo-
BEPXROCTHOW MeMOpaHbl H KOTOpLIE MO3TOMY HE NOABEPXKEHBI OCMOTHHECKOMY JIH-
3UCY; BEPOATHO, 3TO NPOUCXOJHT U3-32 [Ae30pTaHN3amHd TUIA3MATHYECKHX MEM-
6pan.

17.55. Kackan koMmiieMeiTa TOYMHO pery/HpyeTCs H npeAHa3HaYeH
Jnd aTakd Gmmanexameit MemOpanu

ITockombKy Xackaa KOMIIeMeATa EMCTBYET XaX yCHIMTENs (cM. pasn. 17.5.1), Mmo-
XeT BhI3bIBATH BOCDANEHHE W NMPUBOANTH K DA3PYRIEHMIO KIETOK, HEOOXOIMMO,
4100l XIIOYEBbIE AXTHBHLIE KOMIIOHEH TH HHAKTHBH POBAJIMCH BCKOpPE MOC/e UX M0-
ABneRus. MHakTHRALMA JOCTHraeTcs Mo MeHbIlell Mepe nsyms criocobamu. Bo-
nepeblx, creMbudeckue GeKu-UHTHOUTOPBL, CONEPXAallHEC B KPOBH, OCT2HABIM-
BalOT KaCKAaA [YTEM CBA3LIBAHUS W/ PACIUENIeHHs OIMPeAeNeHHblX KOMITOAEHTOB,
CTOMT UM TOJBXO aKTHBUPOBATLCA B PE3yMBLTATE NPOTeOo M3a. Hanpumep, Heko-
TOpbIE OENIKH-HHIHOHTOPHI TPUCOEAUHAIOTCH K AKTHBUPOBAHHBLIM KOIOGHEHTAM
xomniekca Cl W GorpylOT HX OeiCTBHe, B TO BPEMS Kak APYTHE pACLOEONSOT
H TeM caMbiM WHakTRBApPYIOT C3b. Bes stux uHrtubutopos pech C3, umMeronmincs
B CLIBOPOTKE KPOBM, MOT Obl ObiTh M3PaCXOMOBAE H3-32 HAJGMIHA HOJIOXHTETLHOMN
ObOpaTHON CBA3K B LENH PeakuUMit aTbTepHATUBHOTO NMyTH.

BTopofi BaXHBI¥ MeXaHU3M pPeryiaftME OCHOBAH Ha HECTAOWILROCTH HEKO-
TOPbIX aKTHBHPOBAHHBIX KOMMOHEHTOB KACKaNa, 6CJH OHM HE CBA3LIBANOTCS TOTHAC
K& C OApEfeNIeHHbIM KOMIOHEHTOM LIemM WiH ¢ Oymanexamedl MeMOpano#i, ony
ObicTpo BHakTUBHPYIOTCA. OCOOEHHO APKUM IPHMEPOM CJIYXaT AKTUBHPOBAHHBIE
C4 n C3b. Koraa mo6oi B3 3THX KOMNOHEHTOB 00pa3yeTcs MyTeM pacluelleHus
TIPeUVECTBEHHHKA, OH IPETEpepaeT psA OBICTPhbIX KOR(POPMALMORHBIX H3MEHE-
HUY, TPHBOLKTIMX K KOPOTKOXHByILeH akTiBHOW (opme. Taxag akTupHas Gopma
uMeeT ruapodobBELIH y3acTok, 4 Takke OGOKOBYHO UENb IJyTAMMHOBOM KHCIIOTH
C BbICOKO#H DEAKUMOHHOR CIIOCOOHOCTEIO, 06pa3yroINyIOCH NpPY MEXAHRYECKOM pas-
pbiBe HeoObMEOR THO3hEPHON CBdn B Genke (puc. 17-54). B pesymstaTte 312 rhy-
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Pue. 17-54. TIporeosMTR9ecKas ax-
veauns C3 wm C4 Beper K u3Me-
Henulo koHpopmMauuu Genxa. [Tpu
3TOM pa3phiBACTCA DOXa3aHHAA Ha
PHCYHKe HEOOBITHAA BHYTPEMOJIEKY-
NAPAAA XOBAaNEeATHAS CBA3b. B pe-
3y/JTATE pa3phiBa 3TOR TUO3IDUP-
HOA cBA3W Mexay DOXOBLIMR mems-
ME Beska ofpailyerca BechMa peak-
nHOHHOCMOCOBHAS KapBoNKILHAA
FPyma, KOTOPas KOBAJNEHTHO MPH~
COoeRAETCE K JPYroi MakpomoJe-
xyne, o6pasya ¢ He#i 3dupHyIO UM
aMHIAYIO ¢Ba3p. Onuaxo cnocob-
HOCTh Genka pearuposaTh TAKEM
obpa3lom nanaeT co BpEeMEHEM MO-
TywAdmE 0kono 60 MKc; nosTomy
OH CBA3LBACTCY TONMBKO c MeMbpa-
HaMHM, PacroIOXEHHLIMH OYeHb
61RO K TOMY MeCTy, Ta¢ Ipo-
W30WIA NPOTEOUTHIESCKAS AKTHBA-
L

KoganenHo! canimiBanne
€ DAnMINexaun Genxom
MO NONNCEXIDHAOM

Peak UMOHHOCNOCO6H AR
X ApBOHWNbHIR
rpynna

B MINEMALULER MONERY NS,
HanpUMep MerbpaHHbii Genor

TaMHHOBaf KHMCIOT2 o6pasyeT KOBaNeHTHYIO CBA3b ¢ OeNKOM HIIH HOSMCRXaPHAOM
Ha Omaanexaweir Membpane. [Tockombky BpemMa nomyxm3uy akTuBHBIX dopm CA
u C3b oyens mano (Meree 0,1 Mc), ORA OOBIYHO YCTIEBAKOT CBA32THCA TOJILKO C TeM
y42cTKOM MeMOpaHBl, KOTOPbIH HaXOMUTCA coBceM GUIR3KO K aKTHBHPOBABIUM MX
KOMITOHEHTAM XOMIUIEMEHTA. HOBTOMY aTaxka KOMIUIEMEHTA OIPARHYHABACTCH
WL NOBEPXHOCTHOH MEeMOPaHON MMKPOOPTaHH3IMA H HE PAaCTIPOCTPaHAETCA Ha
OKPYX210l{e HOPMaJbHbie KJIETKH XO3sHMA.

Kax B mpomecce 3BOMOUAM MOFJNa BHpabOTaThLCA CTONL CNOXHAS CHCTeMa’
HecoMuenHo, 370 OOJDKHO ObII0 MPOMCXOAWTE NMYTEM MOCACROBATE/LHBIX LUATOB.
ITpy 3TOM, BRAMMO, MHOTHE W3 CAMBIX CJIOXHBIX KOMIOHEHTOB, TAKRX, Kak 6oJmb-
o# /MTHIeCKH# KoMIexc (xoMaoReHTH C5—C9), IORBUIHCh CPABHUTENHHO NO-
3muo. Kaxercs BeposTHBIM, 9TO CHCTEMA HEPBOHAYAILHO GOPMUPOBANACE BOKPYT
romrionenta C3 m obecneunsana oOpa3oBaRHE KOBANEHTHOIO KOMIUIEKCA MEXITY
C3b n MemOpaHaMu HyXEpOARKIX KJIETOK. DTOT KOMIURKC caM 10 cebe 3Hawm-
TEABLHO YCHIMBAET COOCOGHOCTL «npodeccuoHanbrbIX) (GAroudToB TNOIJIOWATHL
¥ pa’pyllaTh MWKPOOPraHA3Mbl. JefcTBATELHO, JUOMM, Y KOTOPbIX OTCYTCTRYET
OOWH H3 HO3NHMX KOMUOHEHTOB H NO3TOMY He MOXeT OniTh cobpad smTRYeckwit
KOMIUIEKC, JALOMILEHBI TeM HE MeHee OT GOJbLMHCTBA THOOB BakTepuit.

Jakmouene

Cucmema xomMnaemenma deucmayem cama no cebe U 8 KOONEPAYUL ¢ GHRMUMEAGMUY,
IAWUWAR OP2aHUIM NO3BOHOUHD20 Oom undexyuu. OHa cocmoum 2aa8HuM 06paIOM
U3 HeaKmuaHblx 68/"('08 Kposu, komopwe nocaedosame AbHo akmusupylomca @ ycutu-
meabHOM Kackade peaxyuti. Imom npoyecc moxcem npomexams Aubo no xKaaccuve-
CKOMY nymu, Komopbelll 3anyckaemca csns3sisatiuem anmumes IgG uu IgM ¢ anmu-
2eMOM. AUBO N0 AABMEPHAMUGHOMY Nymu, KOMOPWIL MOMCem  3anycKambCA
HENOCPEOCMEEHHO KACMOUYHbIMY CMEHKAMU GHeOPUSUXCA Muxpoop2anuiMos. Ha-
ubosee easkhvlll KoMnoHewm xomnaemenma-besor C3, xomopeifi axmueupyemcs
§ pe3yabmarne NpomeoAUMUNEcK0z0 PACUjenAeHUA U 3ames KOBAAeHMHO C8A3bI6aem-
CA € bAuzteHCAU UMY MeMOPanamMU; MUKPOOP2aHUI MY, HECYUfUE HO C80El NOGepXHO-
cmu axmusupoearrvii C3 (C3b), seexo nozaowawmca u paspywaroomca «npodec-
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cupHareHuMw) dazoyumamu, Kpome mozo, C3b unuyuupyem c6opky no3dnux
KOMNOHEHMO8 KOoMniemenma, Komopsie 06pazyiom & membpare 60abwolr Aumuue-
cxull komnaexc, yousarouwuii kremxy. I1pu axmusayuu xomnseMenma 0ce060xcoaen-
cA makxce pRd HebO AbUX PACMBOPUMBIX NenmuoHuXx Hpazmenmos, npueaekaouux
noAUMOPPHOAOEPHbIE 1eDKOYUMBL U CIUMYAUDYIOUJUX CEXPEYUIO 2UCTMAMUHA MY HbI-
MU KAEMXAMU; 3mM0 npusodum K 6ocnasumefbHOU peaxyuu 8 Mecmax axmueayuu
xomnseMenma. [lpomeosumuueckult xackad xomniemewma obecneuusaem 10KaAb-
HYl amaxy Ha MeMODaHB KaemoK-muwieneld, 04a200apR Mmomy Ymo Hexomopsie u3
xomnonermoe, éxmouan C3b, ocmawomea axmuguposannsiMu MeHee 00O decamou
MUAAUCEKYHOBL.

17.6. T-smmdounTsl H KJICTOUYHLIH HMMYHHTET

Pa3znoo6pa3nnie peakunn T-KNETOK B COBOKYMHOCTH Ha3ILIBAYOT UMMYHHBIM Omée-
mom Kaemounozo muna. Kak 1 00pa3oBanye aHTRTEN, 3TH PE3XURH WTParOT Yy To-
3BOHOYHLIX BaXHYIO POJIb B 3aLMTe OT HHPeKun#, OCOOEHHO NPH 3apaKeHHn
onpeneneHHbLIMU BUpycaMy M rpubamu. Tak Xe xak ¥ OTBEeTH], CBA3AHHLIE C Bbipa-
60TKOR aHTHTes, OUM BLICOKOCTELMPHYIHLI B OTHOWEAMH aHTHIena. O T-knetkax
# MX PEAKLAAX NIBECTHO 3HAYMTESILHO MeHblle, YeM O B-knerkax,~riaBRLIM 0Opa-
30M IOTOMY, YTO PEUENTOPL! H OPOAYKTH! T-KNETOK MOKa eLue IJIOXO OXapaKTepu-
30BaHbl 0 CPaBHEHAIO ¢ AHTHTENAMH.

17.6.1. 3aragka penemropo T-kietok [35]

MapecTno, 4ro T-kfeTKM MMEIOT HA CBOSH FOBEPXHOCTH AaHTHIEH-CReurbuvyeckye
peuentopsl. OpHako OAOXHMHYECKas NPHPOAa 3THX peHenTopoB (0cobBeHro BO-
npoc 00 MX pOOCTBE ¢ aRTHTenamH) OblNa MpeaMeTOM UMTENBbHLIX JHCKyCCHH,
C oaHoit cTOpoHbI, €CTh KOCBEHHBlE JAAHHBIE B MOJB3Y TOTD, YTO OO KpadHe# Mepe
HeroTOopbie T-KRETKH WCOOJNB3YIOT [UIA Y3HABAHMA RHTHIEHA aHTHTelonoAoOHuie
peaerrropei. C  Apyrod CTopoRm, Oonee npsAiMble MOJIEKYJIAPHO-TEHETRYECKHE
OaHHBIE YKA3LIBAIOT HA TO, YTO NMOAOOHBIN MEXaHA3M YyIHABARHRAR, NO-BHIMMOMY, He
HCMOJTL3YETCH.

HenpsiMble paHRbIE OB/ BOMYUEHB! NPH UIYYEHHH aHTHUAMO THIMYECKAX aHTH-
ten, Kax yxe roBopasocs, MOXHO NONYYHTh aHTATENR, KOTOpLIE Y3HArOT aRTA-
FEHHBLIE QETCPMMHAHTB] AHTHICH-CBA3LIBAIOLIMX Y4AaCTKOB APYIUX @HTHTESN; TakAe
RETEPMHHAHTHl HA3bIBAFOTCA uuOMunamu. AHTHUIAMOTHIHYECKHE AHTHTena, Cro-
COOEBIC pearnpoBaTh ¢ QHTHATEH-CBA3LIBAIOWMM YIRCTROM PacTBODHMOIO aHTHTe-
JIa K HeKoTOopoMy anTureRy X, OYOyT CBA3LIBATLCH HE TOIBKO € aHTH-X-aHTHTEA-
MM B pacTBOPE, HO Takxke W ¢ B-kJeTkaMH, UMEOIMMH Ha CBOSH NIOBEPXHOCTH Te
Ke caMble apTHTeNA (KaK pelentops! Mt anTreda X). Heyausurensro, 410 npu-
COCIMHEHAE AHTUMAMOTHIKYECKWX AHTHTEN K 3TAM DPEOENTOPaM HA NOBEPXHOCTH
B-knetok Moxer WRrEGNpOBaTL CIOCOGHOCTL B-KNeTOK y3HapaTh aHTHreH X B OT-
BE4aTh HAa Hero. BeUTO MOKa3aHO, YTO B HEKOTOPBIX CIyYasX ZHTHHUIYOTHIIHHYECKHE
BHTUTENA CBAILIBANOTCA ¢ T-XJleTKaMM ¥ TOXe HHTHUOHPYIOT UX CIOCOOHOCTL OTBe-
9aTk Ra aHTHIEH X (pHc. 17-55). TeBeTiueckue UCCIEAOBaHAS NIO3BOJIIOT NPEATIO-
JaraTs, 4TO MAHOTUMM, obumie ass penenTopoR B- w T-xietok, MoryT Kondpo-
BATHCA MEHHBIMM CErMEHTAMM, OnpeleNflomMMH BapHabembHbie obnacn H-uenen
HMMYHOTNOOYMHHOB. AHTUMAMOTUNIMYECKHE aHTHTena OBIIM HCMOJB3OBAHBI A4
BHLACJICHUA MAJbIX KOJIM9eCTB DENENTOPOB M3 IIA3MaTHYECKHX MeMOpan T-xue-
TOK. XOTH 3TH PENENTOphl COCTOST H3 UOJMICNTHAOB, CXOOMLIX IO pa3MepaM
¢ obbryEbIMI H-ntenaMm, OBW HE PEArRPYIOT ¢ 2HTATENAMH K XOHCTaHTHbIM 00ia-
cTAM KakeEx-;M6o y3pecTHrix H- My L-uemedt uMMyBOrno6y/mrop. DM OaHHble
FABOJSAT HA MRICTL, 9T0 PeUenTopet T-KIETOK MOTYT NPERCTaBANTL Coboit xakoi-
TO HOBbIA knacc H-uene#, koaupyeMblil cretmaibibM HabOpOM IeHOB KOHCTaRT-
HOM ofinactu ¥, BO3IMOXHO, HEKOTOPHIMH TeHHBIMM CCIMEHTAZMM, KOJIMDYFOMMM
Vy-o6nacTa o6b14bsIX aHTHTEL JTO# IMDoTe3e DPOTHBOPEHHT TO, HTO B IKCOEPH-
MEHTaX ¢ WCOOMB3OBaHHeM TexHukH pexomOudastHot JHK we ynmasocs
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Pue. 17-55. CxeMa 3ECIEPUMEHTS,
KOTOPLIil 103BOJIAET OPEIUOJEATATD,
410 B-xsieTky u T-xAeTrM, pearu-
PYIOIHE C OANUM ¥ TEM X¢ aHTH-
FEHOM, HHOFZA IJKCIIPECCHPYIOT

B COCTABE PENENTOPOB KJIETOYHOH
NOBEPXHOCTR CXOAALIE HAAOTHITL
(aHTHTeHHBIE NETCPMHHAHTD ANTH-
FeH-CBA3LIBAIOLIErO YYacTka AHTATe-
na),
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OaHO ¥ TO We BHTH- L. A CaANTH-X- ... MCanteX-
HAHOTHIHKECKOE AHTHTENO peuenTopamu Ha peusnTopamu Ha
pearvupyer ¥l C anTHren. NOAEPXHOCTH NOBEPXHOCTH HOKOTOPbIX
CAATLIBAIOWMM YNACTKOM B-xnevox, . .. T-xnetT0K

aHTWTEna K X B pacreape, . . .

NIPOAEMOHCTPADOBATL OXHAABIUAXCA NEpecTpoek cAcTemu! V-, D- mim J-cermen-
top B JHK dynxunosupyroumx T-xaeTok, no-puauMomy, T-KneTkd HMeroT cBO
cobcTBeHHbI HA60P reHOB (MM reHHbIX CerMeHTOB), KOANPYIOUIHX aHTUIEH-CBSA3bI-
BarOIMe YIacTKH. B BacTosmies BpeMs npobieMa peuentopoB T-KJIeTOK ocTaeTcs
HEPEILIEHHO.

17.6.2. Pazmmuunie 0TBeTHI T-THMGOLUMTOR ONOCPEaYIOTCA
PasHMMH CyOnONy/INAIME ITHX KJjeTok [36]

Npu cTAMynsuun apmredHoM T-kneTku genatca B aupdepeHUMpPYIOTCS B ak-
THBHbBIE KJIETKU-3¢beKTOPhI, OTBETCTBEHHBE 32 Pa3nyiAbic WMMYHHLIE DEaKUMH
KNETOYHOTO THMA. T-KNeTKH OCYLIECTBISIOT MO MeHbidedft Mepe TpW palHble peak-
mHu: |) oHM cretPuyecku yOUBAOT YYXEPOAHBIE KIIETKH MIIM COOCTBEHHBIE KT
XU OpraHu3Ma, MHOHIUPOBAHHbIE BYPYCAMK; 2) OHE TOMOratoT cleunaduveckum T-
um B-rmMdponATaM oTBeYaTh Ha AaHTHUIEH 1 MOTYT aKTHBHPOBAaTL HEKOTOPLIC ApY-
THE KIeTKH (He NHMPOURTHL), HanpAMep Makpodary; 3) 0BM CYMpPEeCCHPYIOT OTBETHI
cnewmguuecknx T- wim B--mMpoarToB. DT pazmiyasie PYHKIAH OCYMECTBASIOT-
ca pajpeiMu cybmonynauusmi  T-kneTok - yumomoxcuneckumu T-kaemxamu, T
Kpremxamu-xeanepamu (WM undykmopamu) u T-xiemkamu-cynpeccopamu COOTBET-
CTREHHO. DTR CyONMOMYNAIMM MOXHO OT/M4YaTs APYT OT OpPYra NO 3IKCIPECCH-
pyeMsIM MM AHTUTEHaM KJIETOYHOM moBepxHocTH. Bojee TOro, MMEIOTCH AaHRbIE
0 TOM, uTO nomysnauuu T-xemnepop ¥ T-cynpeccopoB camy Ho cebe Toxe retepo-
reunsl. Hanpumep, T-xennepw,, axmreupyromme B-knetxw, [o-BHIMMOMY, OTIIHA-
HalOTCA OT TeX, koTopule akTHBHPYIOT T-cynpeccopnt. [Tockomsky W T-xermepsy,
A T-cynpeccopsl nEACTBYIOT KaK peryjisiTopsl AMMYHHOIO OTBETA, 3TH ABA THOA -
JUMGOUMTOB HA3LIBAIOT T-KaeTKAMY-peryssropamy.

17.6.3. LluTorokcudeckue T-THMPONHTLI YOHRAIOT KjeTKH,
BERQEUMpOBaHHbIe BHpYcamu [37]

Korna autoToxcHueckde T-mMMPOUMTLl BCTPEYAIOTCH € SYXEPOAHLIMY KIIETKAMEA
WIH C KjieTKaM), HHOALHMPOBAHHLIMA BAPYCOM, OHH Yepe3 HECKOJIbXO AHMel akTH-
BUDYIOTCA H CTZHORATCA 3(PGEKTOPHRIMH KJIETKaMM, KOTOpble cretndudaecky
CBMIBIBAIOTCA ¢ AKTHEHPOBABLIMMA UX KJIETKAMM-MHALIEHKAMHA ¥ YOHBAKOT ux. Y6n-
BAIOLIYIO COOCOBGHOCTh RKTHBHPOBAHHBIX UMTOTOKCHYecKuX T-kieTok yaobHee sce-
ro OLEIBATL, HHKYBHPYS MX HECKO/ILXO 4aCOB C KJIETEAMMU-MHIUEHSMM, CONepKa-
umme *!Cr, 1 U3Mepss KOJMECTBA PaNMOAKTHBHOM METKH, OCBOBOXNEHHOR W3
ybuTex xneTox-MumeHed. *!'Cr NOr10MIaeTCR KUBBIMH KIETKAMH B 0CBOGOMI2€T-
cfl TOJILKO mocae ux rrubesn.

LMTOTOKCHAECKHME T-KJIETKH 3ALMILAKOT HAac OT ONPedeSieHHbIX BUPYCHbLIX 3a-
60IeBAHME : PeafHpyR C YY>XXSPOAHBIMH BHPYCHbBIMW aHTHIEHaMM, 3KCIPECCUPYEMBI-
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SUPYCHIR HYKNEUHOBAA KUCADTA "Paynesarme’” Pennuxaumna u ¢bopra
NPOHAKAET 8 KNBTKY, a Genku BUPYCHOM BHPYCa NPBpLIBRIGTCR
OBONOYKNK OCTAOTCA Ma NOBEPX ~ HYKNEUHOBOR w133 rubeny
HOCTH KWCSIOThI KARYRKA-XDIAMHA

Puc. 17-56. Cxema MexaHH3Ma, D03-
BOJIAIOILEIO UHTOTOKCHIeCKOR T-
KJIETKE YIHABATH BUPYCHBIE aHTH-
TEHH HE NOBEPXHOCTM MHOPALUKPO-
panHON wiIeTkM B yObupats 31y
KNeTKY 0O HAYajla PefUTHKAINA

B Heil BHpyca.

Pue. 17-57. DxenepumenT, BrepBbIE
floKka3aBmi, 4TO0 A obpalosarms
AHTHTES XHBOTHOMY, BEPOSTHO, He-
obxonumnl M T-xneTkm, H B-xknetTxu

MH H2 NOBEPXHOCTY 32PaXeBFLIX KNETOK JO Had9ana PENHKaUMA BApPyca, oHAa y6u-
BAIOT 3TH KJETKM H TEeM CaMbiM NPEOOTBPAWAIOT Pa3MHOXKEHHE BHpYCa
(puc. 17-56). XoTsn MonexyjispHble MexaHuaMnl, oOycnopimparoume ruferms Kser-
KA-MRLIERH, HEUABECTHRI, ACHO, YTO UTA 3TOF0 ReoOXOIHM KOHTAKT MexIy UATO-
TOKCHYecKMM T-MMAPOLMTOM ¥ XNETKOA-MUIOEHLIO M 4TO TaKOW KOHTAKT yXe de-
pe3 HECKOBKO MHHYT DPHUBORMUT K HEOOPATHMOMY NMOBPESHKICHHIO KAETKH-MHLEHH.
Buino oTtMedeHo, YTO OAMHOUHBIE UHTOTOKCHIeCKHe T-KJIeTkH YOMBAKOT NMOMHOTY
KJIETOK-MMUIEHEH ¥ caMi NPY 3TOM Be NOBPaXOAFOTCA.

17.6.4. T-xJieTKR-Xemepbl HeoOXOAUMBI GOJIBIIMHCTBY
B- u T-umdouMTOR Anst OCYwIeCTBAEHHS OTBeTa Ha awTuren [38]

Xore T-ruMdounTel caMn No cebe He CeKPEeTHPYROT aHTHTENZ, OHM HYXHM A4
BulpaGoTkM B-kneTkaMm aHTHTEN K BOJBIIMHCTBY aHTHMIEHOB. DTO 6uUIo Brepsule
YCTAHOBMEHO B cepemuue 60-X rONOB B 3KCMEPHMEHTAX, B KOTOPBIX OBJIyYeHHBIM
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MEIIUAM BMECTE C AHTHIEHOM BBOJMIM KNETKM THMYC2 WM KOCTHOTO Moara, Mel-
1OM, NOJIYYHBIIME TOJLKO KJIETKH KOCTHOTO MO3MA WJIM TOJBKO KJIETKR TAMYyca, Obi-
I Hecnocobubl BhipabaTeiBaTh awTHTena. OmEako, €caM BBOAMAACL CMeCh TeX
A NPYTHX KJETOK, 06pa30BbiBaNEch GosbIIME KOMYecTra anTHTeN. ITo3anee B6olso
MOKa3aHO, 970 B 3JKCMIEPAMERTAX TAKOTO THOAa TUMyc noctasusier T-xkieTky,
a2 KOCTHBIE Mo3r-B-kzetkn (puc. 17-57). Hcnosmays cneunduieckui Xpomo-
comubll Mapxep, YToGH palmvaTts BBeAeHEble T- M B-xnetku, ynanocs nokasars,
YTO BCe JIMMGPOUMTE, CEKDETHPYIOUIRE aHTHTeNd,~3T0 B-kneTxn. Buur caenan Bos-
BOR, 4TO T-KJETKK, BEPOSTHO, NOMOTAlOT B-KJETKAaM OTBedaTb WA AHTHIEH.

T-MMMPOLHMTE, OKa3bIBAIOLME TAKYIO TIOMOLIb, BLAEJAIOT cedivac B 0cobwlil
noaxnace T-knetor-xermepoe (T-xemmepos). Kpome Toro, crano scuo, 4ro T-xen-
neps! HeoBXOmAMBI A LIS TOTO, ITo6Hl mHTOTOKCHYeckve T-xnetku u T-cynpec-
Copbt MOTJB! PearnpoBaTh Ha AHTHIEH

XOoTH A58 TyMOpPafbHOSO OTBET2 HA GOMBLINMHCTBO AaETHIEHOSB (T.€. IS Bbipa-
B6OTKH COOTBETCTBYIOLMX aHTHTE ) HeoOXoamMut T-xeimeps!, HEKOTOPble AHTH-
reHel MOCYT aKkTHBAPOBaTs B-ymMmbounTsel 6e3 momoun T-kjueTok. Takue He3asu-
cUMBIE OT T-KJETOK aHTHTeHB! OOBIYHO NPeACTaBATIOT coboit Gosmiue noAmMMeEph!
¢ MOBTOPFIOWMMACH HACHTHYHBIMH AHTHIEHBBIMH AETEPMHHAHTAMA.

17.6.5. T-xesmepsl aKTHBHPYIOT MAKPODArA MyTeM CeKpPeUHH
mmmdoxrnor [39]

HekoTopeie T-xenmeps! OTBLH2IOT HA dHTHUIEH, BBLACASS PAA PadjINIHLIX BEIUECTB,
KOTOpPble aKTUBHDYIOT Pa3jiMuRble JEHKOUMTBI, B TOM YMC/IEe ¥ IHMOOUNTHL HHBIX
TUMOB. Bce 3TH HaxTOPhI HAZLIBAIOT NEMPOKHAAMH MM, B HEKOTOPbIX CSTYHasX, Hu-
TepileHKHHAME (YTO 3HAMMT OCPEHAHHMKH MeXAy JeHkolmTamu») B oTimume ot
AHTHTEN 3TH BELUECTBA HE YIRANOT cretmdmyeckM 06pa3oM aHTHTCH, BbiIBaBILMI
ux 06pa3zopaHue, ® He PEarHPYOT C HAM.

OguH M3 caMbIX BAXEBIX U Hanbonee H3yweHHbIX JUMGOKHHOB —haKTOp, HHIH-
Gapytoumii Myrpanmo Makpogaros (MIF —macrophage migration inhibiting factor),
aKTUBAPYET Haxoraumecs MoGm3ocTH Makpodar, KOTOPbie HaTHHAIOT GoJee ax-
TUBHO (aTOUMTHPOBATL U NMepeBapUBaTh BHEAPHBLIHECH OpravuiMel. KpomMe Toro,
KaK YK23bIBAEeT €r0 Ha3paHue, OH UWHIMOHpyeT MUrpauuio Makpodaros, H OITOMY
OHM HAKATMBAIOTCA B Tex obyacTax, rae 6elm akTuBHpoBaHb! T-kneTky. Cnocob~
HOCTL T-KJIETOK aKTHBHPOBATE Maxpodary ocoOeHHO BaXHa UK JAUBITHl OT Ta-
KUX MHXPOOPraHR3IMOB, KOTOpble MOTYT YUeJeTh MPH MOTIOMERAN WX HEAXTHBH-
poBaHHbIMH MakpodaramMu. OAMH M3 TaKeX OPrarUu3MoB - BO3OymuTeNb TY6GepKy-
yeaa.

Hanmynpyemas agTUreHoM cekpemus MMMAOKHHOB T-xenmepaMmn JIEXHT B OC-
HOBE OOBIHOR KO¥HOH TyGeprymrogoi npobul. Ecim Ty6epkysmHu (3xcTpakT Gak-
TepHil - Bo30yaMTeNell TyGepkyne3a) BBECTH B KOXY HENOBeka, KOTOPud Osln wM-
MYH43ApOBaH MpoTHR TyOepkysesa i Gonten TyGepKyne3oM, B KOXE Pa3BABAETCA
XapaxkTepALd UMMYHHBIE oTBeT. Ero 3amyckaet B MeCTe MHBEKLUHNA CEKPELUA JTHM-
¢doxunoB T-xennepaMH nNaMATH, pearHpyroummu Ha TybGepxymH. JIuMboxuHs!
OPMBJIEKRIOT K 3TOMY YHaCTKy KOXHM MAKpodaros, YTO BbI3blBacT XaPAaKTEPHOE
IPUITYXAHAE — TIONOKHUTENbHY PEaKIWIO Ha TyGepKyJHH.

Npyroit BaxubIi SHMGBOKHH, BblaeneMbl OnpedcaeHHbIMM T-xe/uTe paMy,—3TO
daxTop pocTa T-kieTok (mATepieiikud 2). OH CPA3LIBAETCS pelSITOPAMH Ha MO-
BEPXHOCTH axmuguposaihbix T-KNETOX M CTHMY/MpyeT ux nponudepaumo. Ecm
T-kNETKK aKTMBAPYIOTCA AHTATEHOM B KY/JLTYype W IPU ITOM MOCTOAHHO NPHCYT-
CTBYET UHTEpJIEdKUE 2, TO OHH NENATCA HEOrPAHHYCHHO. TaKUM IyTeM MOXHO NO-
JYIATL aHTHTeR-CNeOupUYecKHe AuMuy T-Kaemok, NPOU3IBOTHLIE OT WATOTOKCAYE-
cxux T-xnetor, T-xesmepos wmm T-cynpeccopos. HekoTOprie 43 3THX KIETOYHLIX
JEHMH MOIYT OLITH KJIOHHPOBAHEI, B B pe3yJbTaTe TOJNY4aroTcd FOMOfEKHbIE MNO-
oyasaey HYHKOIROHHPYKOLOIWX AATATEH-CeuAdRrIeckAx T-SMMGOIMTOB; 3TO Bech-
Ma MHoOroofeuiaronmi Noaxoa B oBNACTH H3IYYEHUA KIETOYAOrOo HMMYHHTETa
H EMMYyHOPETYSIALAY.



Puc. 17-38, Cxema 3xCnepuMeNTa,
KOTOPLI# BHepeble mOKa3ad, 910 T-
KJIETKH, PEArHpyrOLMe ¢ KaKOH-TO
ARTHTEHHOR NETEPMRHAATON Mak-
POMOJNEKY I, HeoGXoMME! Ans To-
ro, 9To6u NoMorats B-wneTkaM
BHIpabaTHIBATE awTHTENa K JpPyro#
AHTHIEHHON NETEPMHHAHTE TOH Xe
MaKpoMoekymt. B aTom 3kcneps-
MeHTe cMech T- u B-rmmdbonutos
XHKBOTHOTO, BMMYHH3HPOBARHOIO
xomnuekcoM H® c Benxom X
(AH®-X), He BulpabaTuiBafa auTH-
Ten k JH® mocre mepeHoca B op-
FaHHW3M OO.Ty9eHHOro XABOTHOIO,
koTopoMy Beoaw JH® p kom-
nekce ¢ npyrum Beskom Y
(AH®D-Y). Oauako Te Xe camuie
B-kfIcTKH HARWHAM BLIPaGaTHEBATH
auTATena ¥ JH®, ecou obmydenHo-
MYy XHBOTHOMY BBOAMMH Takxke T-
KAETKH OT XWBOTHOrO, NpEaBaph-
TESLHO HMMYHUIHDOBAHHOMO OJHUM
Tomko GemkoM Y. B oTmmme or
3KCNEPHMEHTA, MMOKA3AHHOFo Ha
pyc. 17-57, ycnosua 3gecs Gbimy Ta-
K¥MY, HTO HEMMMYHAIWPOBAHHLIE
(wucTwie) TMMPOLRATDLI, BBEACHBRBIE

B opraAmam obsydentolt mMumm

¥ BNEPBLIE BCTPETHBIUUECH € aHTH-
TeHOM, He BBIpA6aTLIPAajM 3aMETHBIX
KOJMHECTB aHTHTEN

17. Umnyrnaa cuctema 55

17.6.6. Tcynpeccopsi HHrUOMpYIOT OTBETHI JpYrhX JmmdounTos [40)

Uepes HeckoJbXo JIeT focse Toro, Kak Ov1a oTkpelTa cnocobrocts T-mMouu-
TOB nosmozamy B-KkneTkaM B BbIpaboTKe aHTHTEN, BHISCHHIIOCH, YTO T-KJIETKM MO-
I'YT Takxke nodaesamb (CynpeccnpoBaTh) oTBeT B-xnetox mim apyrux T-kneTox Ha
AHTUNeHBl. Takas cympeccds Obina BOEPBble NPOJAECMOHCTPUPOBAHZ Y MBREH: MX
MOXHO 6ulNI0 cenaTe HEMYBCTBHTELABIMY (TONEPAHTHBIMH) K aHTHTEHaM GapaKs-
ux 3puTpourToR. Korpa T-kneTk# OT TOREPaHTHLIX Mbrulel BBOAMIK HOP-
MabHBIM MbAM, T€ TOXE CTAHOBHJMCH CcneuHpuyecKd HedyBCTBHTENbHBIMU
K 3THM AHTHIEHAM. JTO O3IBAYaeT, YTO TOJEPAHTHOE COCTONHWE O0BYCROBNEHO Cy-
npeccreit AMMyHROro oTeeta T-rnetkamm. [locremyroume 3xCnEpUMEHTH! ¢ Hc-
NOJIb30BAHMEM AHTHIEHHLIX MOBEPXHOCTHBIX MAPKEPOB MOKa3a B, YTO KJETKH, OT-
BETCTBEHHBIE 34 3TOT 3pdeKT,—Tax HalwiBaemble T-Cympeccophl —NPEACTABISIOT
cobolt momynsuwro, oTMYAOUIyCs OT T-xemmepos.

T-cynpeccops, kak ¥ GonsumHcrdo T- ¥ B-yuMdounTos, (PYHXHHOHAPYIOT
TOJLKO B TOM CITyYae, €CH WX HeflpephiBHO nobyxaaroT k 3roMy T-xesmepst. Ox-
Haxo T-xesmmep, akTUBHpYtOWMH T-kn1eTKy-cynmpeccop, caM MHIHOHpyeTCs KAeTKON-
cynpeccopoM. DTa obpaTHas cBA3b NOJIE3Ha, Tak Kak obecnevynBaeT caMoperyns-
LUHIO aKTWBHOCTH KJETOK OOOWX THOOB; CYWECTBYET M psd APYyrux obpaTHpLx
cBa3el B COXHOM ceTw BiauMoaeHcTeHit JmMpOLMTOS.

Kax nonarasot, cpemy MaUmMapaoe T-AMQPOLMTOB HMMYHHOH cHCTEMBI 60IL-
WY YacThb COCTRBJSIOT T-Xemepw HiM T-cynpeccophl, [NaBHAfs (PYHRUHSA KO-
TOPLIX COCTOMT B pery/smyu akTusHOCTH T- 1 B-miMbountos. Kakum xe obpa-
30M 3TH PeryjaTopHbie T-KJICTKM Y3IHAIOT HMenHo Te T- # B-mumbpoumTsi, Ha
KOTOPbi€ OHU OO/DKHBLI OKAa3bLlBATh BYMSHEE ?

17.6.7. T-xeamepb! w T-cynpeccopnl MOryT YIHABATL YYXepoiMble
AHTHIeHbl HA NOBEPXMOCTH TMMOOATOB-MMmDeHei [41]

OauH #3 MeXaHMIMOB, ONPEIE/IOUNX BIANMOAEHCTBHE PETYJIMTOPHBIX T-KNeToK
¢ B-kaeTxamu wian apyrumu T-KJAeTKaMHA, MOXET COCTOATh B Y3HaBaEHA TyXepol-
HOTO AHTWIEHAa, NPHKPEILTEHHOTO K JIOBEPXHOCTH XJeTkd-Mmern. Hampamep,
HMEHHO TAKOH MEXaHH3M, BAXAMO, OOYCOBIMBAET COTPYAHNYECTBO Mexay T-xes-
nepamu 1 B-smMmdonuTamm, vabmonaemoe y Mullue®, HMMYHH3HPOBAHHBIX ranTe-
HOM (HampuMep, THHMTPodeHo oM — JHD), KOBANEHTHO CBA3AHHEIM C GesKOM-HO-
cutesieM (X). TIpy TakoM cOTpymaHMuecTBe B-XxneTKm y3HAIOT ranTeH B KOMILIeKoe
ranTeH-ROCHTE)h, TOINA KaK T-KNeTKH Y3HAIOT HOCHTENL. 3TO ObiN0 BrepBpie NPo-
AEMOHCTPHPOBZHO B OILITE € o6nyqemmw MbLOIIAMH, KOTOPRE HE MOIHM OTBE-
YaTh HA &HTHUTEH OO TeX NOp, IOKa MM He BBOIM/M JMMOOLMTH
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(anven \
Benox-
MOCHTEnS

B.-xneTxa

T-xennep

ANTUT OHHAIR MOCTHIK

Puc. 17-59. 3pecy moxasaso, kak T-
KJeTKE-XeJuTepsl, pearupyrome ¢ Y,
MOTJIR Onl B3auMORERCTBOBATL

¢ B-rsieTkaMH, pearupyronniMu

¢ JH®, n akTHBHPORATE TeM
caMbIM 37H B-gnetxu ans obpalo-
panns adturer x JAH® 8 skcnepu-
MEHTE, MOKa3aHHOM Ha pHc. 17-58
Ha cxeMe #a00paxeHnl [[Be KAETKH,
CBAJAHHLIE AMMUZERHBIM MOCMUKOM
MEXJy peuerTOPAMHA Ba X O0BepX-
HOCTH.

T-xennep,
pearupyoui ¢
BHTW @HOM

B-xnerwa

T-xennep,
DRIrPYIOLMR
€ BAMOTHNOM

Puc. 17-60. HexoTopuie peryns-
TOpHEE T-XJNETKR BIaNMORSHCTBYIOT
¢ MMMPOURTAMH-MHINEHAMRA Ty TeM
y3HAaBAHKA ANTUTEHA HAa NOBEPXHO-
CTH JHMPOONTA, TOTSa Rak Apyrve
perynsTopHme T-kjeTku y3HakOT
WIHOTHITH PemenTOpPOR.

0611440 06JIy9eHRa MbIlb, MOJYYHBIIAA cMech T- @ B-kIETOK OT MBIIH, HM-
MmyHuaupopannoil JJH® B xommnexce ¢ X (JH®-X), puipabatmpaeT osmume xo-
nuvectra auTuTen k raoteny JH® B oTeer Ha mubekwno JH®-X. Ho ecm Toif
we camoii meim pBecTd JIH®-Y —xoMnnexc TOro xe rantera ¢ ApYyrum Ges-
kOBBIM HOcHTeNeM (Y),—oHa He 6ymeT BuipabGatwiBate anturen ¥ JH®. Taxor
«3pPEKT HOCHTENN» TMOKA3BIBAET, YTO CReUMDHIECKMH HOCUTENL KakHM-To obpa-
30M y3HaeTcs [IpM  peakuuu o6Gpa3loBaHMs ARTHTEN Ha raoTed. [pyrod
OCTPOYMHBIH IKCMEPUMEBT TOKa3aJ1, 4TO HOCHTENL y3HaeTcs T-xemrepamu. Oby-
YeHHBIM MBIUAM BBOJMMA T- ¥ B-xneTku OT MblUeH, HMMYHH3WPOBAHHBIX, KaK
u parbiue, koMrutekcoMm J1H®-X, Ao ¢ nobapnexueM T-kneTox MuitueH, UMMYHH3U-
POBAHHBIX TOJBLKO HOCHTeNeM Y; B 3TOM CJlydae y MBIWM-PEUNIAEHTa BElpabaTbl-
pamach avtuTena ¥ JAH® 8 orset He Tomwko Ha JAH®-X, wo m wa JH®-Y
(puc. 17-58). DTOT BaXHLIM OMBIT MOKA3LIBAET, ¥TO T-KJIETKH, pearypyrOLIHe Ha Ka-
Xyl0-TO OOHY OeTeDMHUHAHTY aHTUreHa (B AaHHOM ciydae Ha Oenox Y), MoryT
ObiTb HYXHbl LI TOTO, 4Tobni NMOMoraTs B-kieTkaM BhIpabaThiBaTe aHTATENA
X ApYro¥ neTepMMHAHTE TOro Xe aHTWreHa (B AanHom ciydae k JH®D). [Tona-
raroT, MTO NpH 3ToM T-xenmepn! kakuM-To 06pa3oM BOBSEKAIOTCS BO B3auMoueli-
CTBMe ¢ B-xJleTkaMH B pedysibTaTe Y3HABAWWA aHTHIEHR2 HA NOBEPXHOCTA NOCHel-
max. Tlpocrefimas Moneb, MOKA3bIBAIOLIAN, KAK 3TO MOXET [POHCXOAHTS,
mpeacTaBnera Ha puc. 17-59. CxomAble pe3ysbTaTh!, NOMy4CHHBIE [UIS T-Cyfpecco-
POB, TO3BOIMAIOT MPEATIONaraTh, 9T0 M CYTPECCOPH Y3HAIOT CBOM KJICTKH-MRITEHH
TEM xe crnocobom

Jpyroil cnoco6 y3HaBaHMA ONPENEJICHABIX KJIETOK-MUUIEHEeH peryisaTOPHBIMH
T-nmuMbpounTaMi COCTOMT B RACHONBIOBAHMM BIAUMOJCHCTRHN WIOMOTHI—2HTH-
UIHOTHL. B ciy9ae HMMYHHBIX OTBETOB, NPH KOTOPbLIX GONBINAA 9acTh BLIPAGATHI-
PAEMBIX AMTHTEN HMEST OOMH W TOT e WIMOTHI, 6vum 06HapyxeHsl Apa Tema T-
XeMNEepOB: OJMH H3 HWX PpACOO3HAET YYXCPONHBIH ARTHIEH Ha [OBEPXHOCTH
B-xnetok, a BTOPOR YIHAET AOAOTHN MeMODPAHOCBA3AHHBIX AaHTHUTEN, BYHXUMOUE-
PYOLIMX KaK DOBEDXHOCTHBIE PELENTOPEF Ha TeX Xe B-knertkax (prc. 17-60). Hesc-
HO, YYaCTBYIOT JIM TaKHeé PEarHpYIOLUMe Ha HMAAOTHN T-Xesrepsl B TeX WMYHHbIX
OTBETAX, MPH KOTOPbIX BHIPaGATHIBAIOTCA AHTHUTENR, MMEIONDIE MHOTO Pa3RbIX
U0 THITOB.

17.6.8. Peryanropusie T-xkiaerks MOryT BoinelcrBoBaThb
Ha JIMMQOUHTHI-MHLIEHA NIyTeM CeKpPeUMH PacTBOPHMBIX XeJMmepHbix
WIH cynpeccopHbix thakTopos [42]

O MOJICKYMPHBIX MEXaBM3MaX BIAUMOAECHCTBHA MEXAY MAMPOUHTAMH HIBECTHO
odexb Hemuoroe. OaEa M3 BO3MOXHOCTEH COCTOMT B TOM, 4TO OHU CBA3BIBAIOTCH
Mexxy coboli MOCTMKAMM M3 AHTHTEHA WUIM € HEMOCPEACTBEHHO (34 CYET BIAKNMO-
ngeHcTBUS MAROTAN - aHTUHAHOTHN), KaK NokxazaHo Ha pHc. 17-60; B 3TOM Ciydae
Mory Obl UCTIOJBIOBATHCS CHIHANILHLIE MOREXYJ! OIBKHEro aeifcTBrs — MeMbpa-
HOCBA3AHRHBIE WM cekpeTHpyembie. Onrako miMdpounT, Cnocobubie B3aHMOMEH-
CTBOBATHL ITPH OTBETE AA OTPEAENERHLII aHTHIeH, COCTARRAIOT JHIIL OYEHb MAJTYIO
OO BeeH NOMyAsLUM NUMPOLMTOR, H KAXKETCA COMHUTEJILHBIM, 4TOOLE ABE KJIeT-
KM HaaJexallero poaa MormM OGBEIMHMTLCS B pe3ysibTate yidasauus. [1o 3Toil
[pWYHHE MHOTHE MMMYHOJNOMM TPHIIJIM K MBICJI O TOM, 9TO JHMGOLMTEI, BO3-
MOXHO, fepefaroT APYr Ipyry CATHAJLI ITyTeM CEKPeLAH coeurPHIecKHX MONEKYJI,
Je#CTBYIOWIAX HAa OTHOCHTENbHO GOJNBIUUX PAaCCTONHHMSAX.

HedicTeuTe)HO, W3 T-yuMpOURTOB OB BLLAENEH PN PACTBOPUMEIX PEryns-
TOPHBIX Bes1k0B — XesmepHble GakTOpl H3 T-XemmepoB H cynpeccopHbie GakTops u3
T-cynpeccopos. DT (akTopel Boybmeid yacTolo 0071a210T TOH Xe aHTHIEHHOM
CreunGpAYHOCTLIO B TOM Xe aKTHBHOCTBLIO, 9TO W Burpabartnipatommme ax T-KieTkH.
(3TUM OHM OT/MHAIOTCH OT JMMODOKHHOB HIH WHTEPJIeHKWHOB, KOTODblE HecneLH-
¢buaHBl B OTHOWEHHY ayTHIeHa.) OaHaKo MOKa HEACHO, PYHKOMORHPYIOT JI1 B HOD-
Me 3T aETHIeH-cnenudmyeckie GaxToprl B pacTeopuMoit dopMe. BoamMoxHo, Ha-
DPHMEp, 4YTO OHH NOpeAcTaBuoT coGoM  memMOpaHOCBA3aHHBIE  penernTopsl,
OTOPBABITHECH OT KJIETOK. B caMoM pene, OBISI0 MOKa3aHO, YTO HEKOTOPBIE H3 Bbl-
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AesieHHbIX HAKTOPOB, TAK XE€ KAK M HEKOTOPHIE PEUEDTOPHI T1-KJIETOK, Pearupyror
C AaHTHHAHOTHAITHYECKHMH GHTUTENAMH , 3TO OO3BOJIFET NPEANOIIONUTL, 9TO HX 4H-
TUTeH-CBA3LIBAIOLIME YYACTKR KOIMPYROTcH (N0 KpaWHel Mepe vacTudHo) V-cer-
MEHTAMH W3 reHHoro nyna H-ueseif.

JApyrasa oyeHyr UHTepecHas OCOGEHHOCTL MHOTHEX H3 3THX (PAaKTOPOB-TO, 4TO
OHH PearvupyroT He TOJILKO C aHTHHAYO THITHIECKHMM AHTHTENAMM, HO H C AHTHTE-
JaMH X HEKOTOpPHIM BeikaM, KOAUPYEMBIM FCHAMM 2446H020 KOMNAEKCA 2UCMOCO8-
mecmumocmu —6onbIIOro XPOMOCOMHEOIO PaloRa, TECHO CBA3AHHOIO C (YyHXUMEH
T-xneTox. Kak Mu! YBAOXM, 3TOT XOMILIEKC TEAETHHECKAX JIOKYCOB IEPBOAAYANBHO
Obtn 0OHapyxeHn, korna OHONOMM HAYANA HAYYaThb, [IOMEMY TKaHH OTTOPraroTCH
prH nepec:mke dX OT OOHOIO HHIHMBUIYYM2a NOpPYyroMy.

17.6.9. B peaxamax Ha TPARCMNAHTAT YHACTBYIOT NIABHLIM 05paloMm
T-mmdomater [43]

Tlepecanka TkaHm AOHOpa APYro# ocofu TOro e BAAR (atdompaHcniaHmayus)
WM MHOTO BHMOA (KCeHompaxcnagumayus) TIPABOJHT OOBLIIRO K €¢ OTTOPXEHHIO.
SOKcnepuMeHThl O Nepecafke KOXHA MEXAY Pa3HbIMU JIMHHUAMM MbIlUeH, Npose-
nenHsie B S0-x rojax, moxa3aJm, 4TO OTTOPkEHHEe TPAHCIJIAHTATA OOYCIOBACHO UM-
‘MYHHOHA peaKiHell HA Ty XEPOAHBLIC AHTHI'CHEI, HAXOARIMECA HA IIOBEPXBOCTH €ro
KJNeTOK. B RacTofALuee BpeMsa W3BECTHO, YTO B 3TOM PEAKLMM YJaCTBYHOT TNABHLIM
o6pa3oM T-muMQoOHTH,~BEPOATAO, Kak LMTOTOKCATECKHE, TaK @ XeANepkl, XOTA
BOIIPOC €Ie OCTaercs cnopHuIM. OTTOpXeHue —OCHOBHOS MPEeRsTCTBAE [ Tepe-
C2/IK# OPTaHOB y 4ENOBEKA: TPAHCIIAHTHPOBARAAA MMOYKA /M cepaue OBGBIYHO Re
BbDKHBAET, C/IM [OHOP H PELHNHEHT PalMyaroTCA 0O IEeROTHUNY (Ec)M OHM He
UOCHTHYEbIE ONHHEUD!); B TAKUX CTy4adx (QyHKIHIO UMMYHHOH CHCTEMb! PRUAMMEA-
Ta MOAABIIAIOT JEKAPCTBEHHBIMM MTPENapaTaMr ¥ NOAGHPaIOT AOHOP2 ¥ PeUANHEH-
Ta COOTBETCTBYIOMMM 06paiom, YTOGK YMEHBLUM T AHTHICHHBIE PAIHETHA MEXAY
HUMMN.

OTTopkeHue nepecaxeHHod TKAHM OPraEM3MOM PELHTIIEHTA — BeChbMa OObIyHAas
peaxnds. Pexe Bcrpevaercas oOpaTHas peaxups —arpeccHa O CTOPOHH! TPaHCIIIAH-
TaTa N0 OTHOWIEHHIO K TKAHAM penmnueHTa. Takoro poja sBJEHME JacTO Habmo-
AaeTcA Y GOMBHEIX, KOTOPbIM JUIS JIEYEHUA HEROCTATOUHOCTH HMMMYHHOW CHCTEMEI
TPAHCIUIAHTHPYROT KOCTHbLIH MO3T. V HOPM2JIbHOTO MHAHBAAYYM2 B CJyMae T2KOH
TPaHCTUIaHTAUMA BO3HUKAA ObI MMMYWHAN pPEaKIAA NPOTHB MEPECaXEHHbIX KJIETOK
(pxsrodas JMMGOTATH), U ITH KNETKN NOABEPrmich Obl paspymenuto. Y 60mROTO
€ HeNOCT2TOYHOCTBHO HMMYHROH CHCTEMBI 3TOTO HE NMPOHCXOIMT, ¥ YACTO TPaHC-
TTARTAPOBARHbIE TMMGOOOHTLI PEaTdPYIOT Ha cOOCTBEHHBIE AHTHICHL! PELMOMUEH-
Ta—-Pa3BHBACTCA PEAKLMA «TPAHCILTAHTAT NPOTHB XO3AHHAY, KOTOPAX MOXET MNpH-
BeCTH K CMepPTEMLHOMY HCXoxy. Kak monaratoT, Takod OTBeT OCYILECTRISETCH
rJapRbIM 06pa3oM T-xernmepamMy; OH COCTABAAET OCHOBHOE [IPENATCTBUHE [UIA NEpe-
Cajixd KOCTHOrO MO3r2 Y YeJOoBeKa.

Kax oTropxerde TPaHCILUIARTAaTa, TAK H PeaKIHEO (TPAHCIUIAHTAT ITPOTHB XO-
3AMHA» MOXHO MOAEJSIMPOBATH aHAJIOTHYHBIME PEaKUMAMM, NPOHCXOASUBIMH MPH
CMEIIMBAYHH JNHMOPOUMTOB OJHOTO HMHAMBHIAYYMa ¢ JHMOOLKTAMH APYroro
B KyJLTYpe In vitro. B Takmx cMecaX TPOACXOIHT B3aWMHa¥ CTHMYJSLUHA U Ha-
YUHHAETCH Aeliedme T-XeAMepoB—3TO Ra3blBarOT peakyueli 6iacm-mpaxcopmayuu
8 CMeWAaHKOU Kyssmype aum@boyumos. B xode Takod peakmmd aKTUBHPYKOTCA TaK-
X€ LMTOTOKCUYCCKME T-KNETKH, Y OHW Ha9MHAIOT YOWBaTh JMMAOLMTH APYTOro
REIMBHIAYYMA.

JlBa onucaEHBIX OTBETA in Vivo M IBa OTBETA iN VItr0 B COBOKYUHOCTH Ha3bl-
BAlOT TPAHCILIAHTAUBOHUBIMH PeRKIHNMH. BCe 3TH peaKkIM HampaBlieHs! MPOTHB Ty-
KEPOAHBIX BAPAAHTOB AHTHUTEHOB KJIETOYHOW NOBEPXHOCTH, HAIKIBACMBIX MpPdHC-
NAQRMAYUOHRHMU aRMUzZeRamu HIIH armuzerRamMu 2ucmocoemMecmumocmu. M3 uux
HanboJbIIee 3HaYeHUE UMEIOT T/IABHBIE RHTHIEHbl THCTOCOBMECTHMOCTH —CeMel-
CTBO aHTHTEHOB, KOAHPYEMOE KOMITIEKCOM I'€HOB, NTOYMHBIIMM HA3BaHMe T/ABHO-
ro KOMIUIEKCA rHCTOCOBMecTEMOCTH (major histocompalibility complex, MHC).
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Puc. 17-61. Tpu pas3MYAEX TpaHc-
ONEHTAUHOURMX PEIKUMAX UHTOTOK-
cHacckHe T-KIETKH pearupyior
TIABHBLIM 00pa3oM ¢ 4yXeposHBIMH
rmkonpoTennaMu MHC knacca |
a T-xneTkM-xennepsi ~B OCHOBHOM
€ 9YXEPONHbLIMH TJIHKONPOTERAAMM
knacca 1l

Pue, 17-62. CxeMa riaasHOro XoM-
leKca rucTocoBMectuMocty (MHC)
y MBI W Yy "enoseka. [oxasaHo
PacnofoxeHHe JIOKYCOB, KOXRDYIO-
UHX rmMkonpoTedHn MHC

xnacca I

17.6.10. T-awmdomHTsI, NO-BHIAMOMY, 0c000 TyBCTBHTENbHbI
x dqyxeponn MHC-anTarenam [44]

ARTHress! rJIaBHOrO KoMruekca rucrocoemectumocty (MHC) npuMedaTemsRel No
MeHsInell Mepe B IBYX OTHOINEHHUAX. Bo-nepBrIX, OHE 32HMMAIOT COBEPLIEHHO OCO-
foe MecTo CpeRn aHTHIEeHOB-MHUINEREH NO CBOEMY 3HaveHAIO INMpH T-KJNETOYHBIX
TPAHCIUTAHTAUMOHHBIX pPEAKLMAX, XOTA T-SMMPOUMTH! Y3BAKT Takke MHOXECTBO
[PYTHX aHTUIeHOB Ha NOBEPXHOCTH KIETOK. BO-BTOPBIX, Y3HaBATh HyXKEepPOIHbLIE
MHC-arrmrenst MoxeT HeoOpHO Gombman nond T-mmbouwrToB: ecimi Ha xaxoii-
mi6o obbyHbId aHTUreH MHoro Tyuma oTBevaeT MeHee 0,19, T-xieTok opranuima,
To Ha MHC-antnresn ymoBoro Apyroro HHAMBAIYYMA PE€arupyloT yxke OKOJ0
5-10%, T-kaerok! DTOT nocieanul $akT O9eHb TPYAHO OGBACHUTL ¢ NOMOLILIO
TEOPHH KJIOHASbRON cesekuum, KOTOpas HPEeAcKassbiBaeT, 4TO Ha mobold aHTHreR
MJIM Oaxe Ha mobYyro Ipynny aHTHreROB AOJDKHA PearupoBaTh JHMUL OYeHh Manas
oS8 Beex sMMQouuTOB.

[103BOHOYHME HE HYXA2KOTCA B 3ALMTE OT BTOPXEHWUA KAETOK APYrHUX Npea-
craBuTeneif Toro xe pAna Ilo3Tomy ReofbiaHas peakTHBHOCT: T-rMMOOUHTOB NO
oTHoeHnIo K YyepoausiM MHC-anTHrenaM HaBOAHT HA MBICHb, YTO MOJIEKYJIHI
MHC wumeroT kakoe-t0 0coboe 3HaveHMe AN HOPMAIBHOIO T-XNETOYHOIO

HMMYHHTETA.

17.6.11. Cymecrayror aBa kJacca Modekya MHC [45]

MHC-ayTareHs HMEHOTCS Ha DOBEPXHOCTH KJETOK BCEX BLICOMX NO3BOHOUHKIX,
Briepeote om ObiM  HadaeH! Yy Mbloled W HasBawbl  adTHrenamu H-2
(histocompatibility-2). V uenoBexa ouu HocaT Hazparwe HLA (human-leucocyte-
associated), Tak xaK OHM BLIM NepBOHAYALHO 0OHapyxeHM Ha jgeilkounTax. [eust
komrtekca H-2 Haxoastcs 8 xpoMocoMe |7 Mblum; rewss koMiutekca HLA -8B xo-
POTKOM DJiede XPOMOCOMRI 6 4ejoBeka.

Kaxnedn @3 ayx ocuoBHniXx knaccos MHC-autareros-—xaace I W xaacc
11 -upenctasiger coboif HaboOp FIMKONPOTEHHOB KJIETOIHOM NOBEpXHOCTH. Ilpu
TP2HCTIAHTALMOHHBIX DPEAKUMAX DHTOTOKCHYECKHE T-KNETKA B OCHOBHOM OTBe-
92l0T H2 YYKEPOIHbIE TIMKONPOTeHHB! Kacea I, a T-xennepsl ~B OCHOBHOM Ha 4y-
xepoauuie rimxonporerusl knacca II (puc. 17-61) Tot daxt, 9410 3™8 ABAa KiMacca
MHC-anTureHor CcTHMYSHIPYIOT ABe pa3ubie cy6monymsumu T-kneTok, [Raer
BaxHELOl KJBOY X pa3rafke UX QyHEUUM.

17.6.12. I'muxonpotenunt MHC knacca |1 HMeIOTCS DPaKTH¥eCKH
HA BCEX COMEPKAINHX AAPO KJIETKAX H UCKIIHYHTEILHO
nosmmopdunt [45, 46]

I’ maxonporewist MHC kaacca I koanpyroTcs M0 MeHbIMER Mepe TPEMSA OTIE.bHbi-
MM TeHeTHYeCKAMM NOKYycaMiu, obosnavaembiMu H-2K, H-2D n H-2L y Mblum
R HLA-A, HLA-B w HLA-C y uenosexa (puc. 17-62). Kaxasi#t u3 3THx SI0KycoB
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Pue. 17-63. CrpykTypa
rmaxonpotensa MHC gnacca

I (cxema) Takue MOJEKy/Mt IKC-
TIPECCHPYIOTCS HA MOBEPXHOCTH
NPAKTHYECKH BCEX COMATHYECKKX
KJIETOK, HMeroumx anpo. Mostekya
HEKOBAJIEHTHO CBA3aHa ¢ MONANen-
TUOAOH UENBIO MEHLUIEH BCSWM-
9uHel — f,-MBKPOT NO6Y TBHOM, KO-
TOpLIi TOMOJNIOTHYEH OTAEMBLHOMY
HOMCHY MMMyROrNO6ymMHOR ¥ Be
gxogapyetcs 8 MHC. [domen, obo-
3navenHblil Byksolt A, Toke romo-
SIOTEYeH JHOMEHY AMMYHOTROGY M-
HOB.
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KOJIMPYET OTHY NOJMIENTHIEYIO UeNb ¢ MOJL Maccol okoyio 45000 ( ~ 345 aMmHo-
KHCJIOTHLIX OCTATKOB) Kaxael# Taxol nmomMnenTHa BCTPOEH B NAA3ZMATHYECKYHO
MeMb6paRy. OH COCTOMT M3 KOPOTKOTO runpopuimbHoro C-KOHOEBOIro y¥acTka, pac-
NOJ0XEHHOTO BEYTPH KJIETKH, 34 KOTOPBEIM CICXYIOT KOPOTkul riapodobusiit yda-
CTOX, MPOHU3LIBAOUMI WMAMHLIA ORCNOH, a 3aTeM JymuHbsit N-koHueBolt oTpe-
30K, BuicTynaronmit Hapyxy. [Mocaeamuit coctaenger okono 80% obmwed Macchl
MOJIEXYJIbl X CBEPHYT B TPH OTAEALHBLIX AOMEHA, 1Ba K3 KOTOPLIX COREPXKAT ORH-
HOYHKEIE BHYTPHLOENOHeqlble UCY TbOUIRBIE MOCTHKH (pHC. 17-63). AHayma aMuHO-
KACJIOTHOH MOC/eN0BATEILHOCTY MO3BOJIAST NPEANONAraTs, YTO TPY Pa3HbiX JIOKY-
ca MHC-anturenoB xnacca | BOINHMKAM NMyTeM AYMUTAKALMH FeHOB.
mkonpotentiaM MHC wnacca I cBORCTBEHHL! TPH HEOOBLIMHbLIE OCODEHHOCTH

{. DTH aHTHreHb! UMEFOTCA HAa DOBEPXHOCTH NOYTH BCEX COMATHTECKMX KJIETOX,
obrafaloMINX KOpOM, TAE OHX MOTYT COCTaBiATbL Ao 1% Genxa mmasmardyeckoi
MeMOpaBel (0x010 5-10° MoNekyn Ha KJeTKy).

2. OHH MHEKOBANEHTHO AaCCOLUMAPOBAHK C HeGonbmmm BestkoM - f;-mukpo-
2400yAuHOM, KOTOPbDE KOMMPYETCA TIeHOM, HAXOMUMMCH B RPYrok Xpomo-
coMe. AHamM3 aMRHOKHCAOTHOR NOCNEROBATENLHOCTH 3TOro Oeyka (Mol mac-
ca 11500) nokazan, YTO OH [OMONOTHMEH OTAENLHOMY QOMEHY WMMYHO-
rno6yMEOR. DTO yKa3biBaeT Ha 3BOITOLMOHHYIO CBA3b MEXAY FIMKORPOTEHHAMM
MHC xnacca 1 u umMyHornobymuamMu. B noms3y Tako# CBRIA CBHMAETEJLCTBYET,
XpOMe TOro, HalleHHas HeHaBHO FOMOJIOTHSA AMAHOKUCIOTHBIX NOCJIENORA TEBLHO-
CTel MeXUIy ORHON M3 meTeNb (C MUCYNbOHAHON CBA3LIO) MMKONPOTEHHOB Kiacca
I # ooHolt u3 meTesb WMMYHOTJOOYAUHOB.

3. Jloxychl, KOMMPYIOLIHE 3TH [JIHMKONDPOTCHHbLI,—Hanbonee noAuMopPdHbie R3
BCEX HIBECTHBLIX Y BBICHIMX [O3BOROYHLIX: B MMPENESiaX BUIA B KAXIOM JIOKyCe Cy-
UIecTByeT HeoObrgaRtHo GOJBbLIOE WHCO Pa3HLIX aieciel (abTepHATHBHLIX (GOpM
OfIHOTO M TOTO Xé lEHa), MPHYEM Ka¥Abld asulesib BCTPEIACTCH C OTHOCHTEMBLHO
Bbicoko# qactotToir. Hanpumep, B noxycax H-2K u H-2D nasectHo Gonee aem mno
SO annenedl, H OAMH AINENb MHOTAZ MOXET OTNUHATBCA OT ApYroro no 25% amm-
HOKMCJIOTHRIX OCTATKOB KOAMpyeMoro Gelka.

Pairoobpasue rmuxonporeusos MHC xnacca ] umeeT copepnieHHO MHYHO NpH-
DoAY, HEXEMM pa3HooOpaiue anTATeNn. XOTA Yy BHAZ B LEJIOM MOTYT BCTPEYAThCS
COTHRA PAJTHIHBIX FIMKOHPOTCHHOB 3TOro Kn1acca, NapHasf ocobb HACJIEAYET JMLIL
00 OZHOMY aJUIEIO KAXAOTO JIOKYCA OT KaXJIOTO A3 POAMTESIEH, ¥ MOITOMY Y Hee
MOTYT ObITh MaxcHMMyM ABe Pa3Huie GOpPMBI KaXAOro I'IMKONPOTEHHA. B oTmiyme
OT 3TOTO AHTATENMA TNpPEeJCTABJIEHbE Y OTAGABHON OCOOM MAJLTHOHAMM PA3JIMYHBIX
BAPAARTOB. 3Ha4eHHe PAIHOOOpA3UA @HTHTEN O4eBWIHO, OMHAKO OMPOMHKMA [OJM-
Mopbuam rivxonporenyos MHC B nomysisumsix MO3IBOHOUMHBIX OCTAETCA OOHON M3
MBOTUX 3araiok, ¢BssamEsix ¢ MHC,

17.6.13. Tensl, koaupyroume rmukonpotenis MHC xnacca I1, 6uiam
NEPBOHAYANBHO OTKPHITH KAK reHbl WMMynHoro oveera (Ir) [47]

K otrpbiTuro rivkonpotersoB MHC xnacca 11 npuBesno ycraHoBnerue Toro ¢ak-
Ta, ITO HEKOTOPHIE 3aBUCAMBIE OT T-XJIETOK MMMYHHLIE OTBETH! KOHTPOJHMPYIOTCH
cnenupHYeCKAMHU TeHAMH, HE KOQUPYIOUIMMH aHTHTen. Korma paiHbix MopCKux
CBMHOX MMMYHM3IHPOB2AW ONHMM K TeM ¢ OPOCThIM AHTHIEHOM (HAMPUMED, CHH-
TETHYECKUM NOMNENTHAOM, COCTOALIMM TOJBKO H3 OCTATKOB JIW3WHA,- IO ST/ 3U-
HOM), OIHH FHBOTHBIE JABAJM OYEHb CHITbHLIA HMMYHHBIA OTBET, APYIHe Xe Boob-
tme He pearupoeasy. [Ipu CKpemmiBaHMKM ABYX «HeoTBeyaroumx» ocodeit Bee
NOTOMKHM OXA3bLIBANUCE TOXE (HEOTBCHAIOMHIMHAY, YTO YKAJbIBANO HAa TCHETHYECKHH
KOHTPOJL CNOCOOHOCTH PEearHpoBaTh Ra HaHRALIM nmpocTod apTHred. Koraa «me-
OTBEYAIOUDIX» (r7) CKPELUMBAJIH C «OTBCHAFOIBIMM» TIeTepo3uroTaMy (Rr), okono
HONOBAHELL MOTOMKOB ObUTM «HEOTBEHAIOIIAMEA» (rr); 3TO YKa3ulBaNlO HA TO, HTO
cnocobHOCTL pearMpoBaTh Ha TIOMIHIKH ONPERESAETCH OOHUM AOMHHARTHLIM re-
HOM, KOTOPblil ObiT HAa3BaH TeHOM MMMyHuoOro oreeta (Ir). OTBeTul Ha pa3NUYHble
AHTUTEHB] YAaCTO KOHTPOJMPYKOTCS Pa’lHBIMHA TeHaMu [r.
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Prc. 17-64. CxeMa TEHHEIX KOM-
nnexcor H-2 u HLA: noxasamo
PACHONOXEHHE JIOKYCOB, KOJMPYIO-
mEx rauxonpoTennst MHC knacea
I (xpacHble yyacTkn) i xxacca II
(vepHnie yyacTrd). [loaarasor, 910
y MuinE obnacts [ comepxaT TpH
cybobnactre, XOTA TOJbKO QMR [BYX
K3 Hix (A 8 E) 6my oxapaxTepu-
30BaHb! BesKoBRIE DPOAYKTH (CM.
puc. 17-54). V «enosexa obnacts
HLA-D TOX¢ cOOepXHT RecXOJbXO

NIOKYCOB.

BHEKNETOYHOE
MPOCTPAHCTBO,

|
Onsamamnyecxa
MemGpana

Pue. 17-65. CxeMa CTPYKTYpHl Iim-
xonpotewna MHC xiacea II. Cy6-
obmacts [-A y Mmtu A obaacms
HLA-D y 4enoBexa xoQHPYIOT xax
a-mema (Mo Macca 33 000), Tax

B f-uenn (Mo macca 28 000), Tor-
aa kak cybobnecrs E y mMpmu xo-
IHMPYET TOJNBLXO X-LIETIH, KOTOPBIC
obbeanHAOTCH ¢ f-uenaMu, XOaM-
pyeMuMy cybobracteio A.
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J1n2 BLIABJICHMSA I'eHOB Ir HYXHO MCNOMBL3IOBAThL MPOCTHIE AHTHIEHbI, HATIPUMED
CHHTETHYESCKHE TIOJMMEDH, AMEIOMME NWIN: HeOOBbINOE YACAO PAISMIHBIX AHTH-
PeHNBEIX JeTepMHHART. [lockossky MpUpoAHble Genku—3TO CIOXHBE AHTHUTEHR
C BeCbMa pPa3HOOODA3HBIMA aYTUIEHHBIMH ACTEPMHMHANTAMM, OMEHH MAaJa BEPORT-
HOCTB TOI'O, YTO 0CO6h HBe CMOXeT OTBETHTL M Ha oAy M3 HUX (v Oyzmer mostomy
3aSMUCIICHA B «HEOTBEHAKOIEEY).

Cxongble IXCNEPUMEHTBI C PAMTHIHBIMU UHOPeOHbIMU AUHUAMU MBlLEH (T.e.
JMHASMM, B KOTOPLIX BCE MBIUHW TEeHETHHECKA OJHOTHMIHREI) AAIM Pel3ysLTaThsl,
OM3¥He X DOMyHeHHBIM pAHEE Ha MOPCKUX CBUHKAX: NPU UMMYHU3AUHU NPOCTEIM
CHHTETUYECKAM [TOJTHMEPOM REKOTOPBIE JBEMM A2aBaJH CALELIE UMMYHHABIA OTBET
T-xIeTOTHOrO TANA, TOrR4 KAK HpYyrUe JIHHWM COBCEM He pearuposam. Ha cne-
IMAJILHO BLIBESJIEHHHIX JIWAANX MBIMUEH, pa3M4aBLONXCH TOJbXO OTPAaEMYSHHBIMH
y9aCTKaMH T€HOMA (T2K HA3LIBAEMbBIX KOH2ERHWIX AuNUuAX), OLUTA TIPOBEJEAN! HC-
CNIeIOBARAS HO KAPTAPOBAHUIO TEHOB Ir, W OKA3aN0OCh, 4TO 3TU TEHBI PACoNO-
XeHb) B Npegenax reHHoro xoMiuiekca H-2 B obaacty mexny H-2K u H-2D, Bnoc-
neactBym HaspauHod l-o6nactbro. Cefivac y Mblmedl ommcan yxe pafl PasSM4HBIX
TeHOB Jr, KOBTPO/BIPYIOUHX 32BUCHMBIE OT T-XJIETOK OTBETHI HA DPa3jHBIE AHTU-
FeHHBIE OETEPMMAHAHTBI, K OUpeSeNeHa MX JIOKaM3aUMAd B HECKONBKMX c¢ybobaa-
cmax l-o6nactu (puc. 17-64). B GoNbUMHCTREE TAKUX JIOKYCOB CNOCOBHOCTL OTBE-
7aTh Ha AHTHIEHHYIO HETEPMUHAHTY ONPEHENRETCH HOMMHAHTHBIM aJLIC/ICM,
OHAKO B OTACMBHLIX CSTydasX AOMAHHPYET RecNOCOOHOCT: X oTBETY. B sTHX ciry-
qafX MOXHO NOK&3aTh, ITO HACNEACTBEHHAN HECMOCOOHOCTE K HMMYHHOMY OTBETY
obycnoBeHa aKTUBHOCTBIO T-KIETOK-CYMpecCOPOB, U MeHbl, KORTPOSIMPYIOLE OT-
BET 3THX KJIETOK HA CHELMOUIECKYIO JSTEPMUHAHTY, Ha3MBaoT Ae Ir-reHamu, a ze-
HAMU ummyHHOU cynpeccuu (ISs).

Yeped HECKOJILKO JIET MOCHE OTKPLITUA FeHOB Ir U KapTHPOBaHUA UX B obnactu
MHC B 1o#i %e obnactd ObLNa OTKPHITA M KAPTHPOBAKA TI'pyMMa eHOB, onpene-
JISFONMX AHTUIERB! KNETOTHOR HOBEPXHOCTH. JTY TAK HAa3hLIBAEMBIC AHTUIEHM, AC-
commpoBanunie ¢ I-o6aacteio (1a), nonyymeume Terneps Aa3zpauue anTuTeHoB MHC
xnacea I, npepcraBinsiioT coboit BecbMa MONMMOPDRbie TdkonpoTenHn:. OmAAKO
onu oT/muaroTed oT aHuresoB MHC xnacca | tem, 4yTo maneko He Tak LMPOKO
PacrnpoOCTPaHeHs B TKAHAX: OHUW CBOWCTBEHRBI TOJLKD KJIETKAM OTPEAeNEHHBIX TH-
DOB, TakHM k2K OonbumHcTBO B-mMiMdomnToB, HekoTophle T-HMMPOUHTHI, Heko-
Topsie Maxpodard U MaxpodaromoRobHule KIETKM, NPEACTABIAIOUNE aHTHIeH T-
KNEeTKAM (Tak HA3LIBAEMDBIE AHMU2eH-NPedCmasAnloujue KAemxu).

[mugonpotensst MHC xnacca 1T cOcTOST M3 RBYX HEKOBAaNEATHO CBA32RHBIX
NOJETIEN THARKX Uelel — &-memd ¢ MOJI. Maccoit okoo 33000 u f-uerm ¢ Mon. Mac-
colt okono 28000. O6e nemy xomRpYyloTCA reBaMH 1-0651acTH, UpoxoAsT HAcKBO3b
Yepes IUIa3MaTHIeckyto MeMOpaKy ¥ ramkosnsmpyrotes (puc. 17-65). [damunie 06
AMPHOKHCIIOTHOH NOCIIENOBATENBHOCTH MO3BOJIAIOT NPEANONAraTh, ¥TO 3TH FIHKO-
NpPOTeHHb! TOXEe COAepXaT aHTHTeJIONOAOOHLIe JOMEAR!. I'MKONPOTENHEL! KJlacca
Il xogupyloTca y 4enoBeka obnactbio HLA-D (cM. puc. 17-64).

Bragane B3aHMOOTHOWEHNA Mexay rimkonpoterHamu kmacca 11 n reHamu Ir
6L e ACHM, RO ceifyac AakanmBaerca Bee 6OMbINE NaBHBIX B OONML3Y TOTO, ¥TO



Prc. 17-66. Pewmlowmit sxcmeph-
MERT, KOTOphIH NOKA3LL, YTO UMTO-
ToKCHIecKkne T-MHMPOURTH DOMHMO
{yXEPORROTO (BUPYCHOTO) AATHIEHA
Y3HZLOT ¥ KaKOM-TO XOMIIOHEHT 0O~
BEPXHOCTN WMHDUOIMPOBAHHOW BRDY-
com wieTku. lyTeM nosTopenus
3TOrO OIMLITA € KJIETRAMM-MHILEHA-
MH, OTJUYAIOLUMMHUCH OT KJCTOX
HHPAUHPOBABHON MBI TOMBKO OO
OrpaHHUeAHRM YYacTkaM TeHOMA,
OBII0 NMOXA32R0, 9TO KOMMOHEHT
XNeTO3HOA TOREPXHOCTH, Y3Ha-
pacMLI M TOTOXCHYeCkuMA T-wM-
douuTaMH, OPEACTABAAET COGOH
riskonporeud MHC knacca 1
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o xpajiiHeil Mepe REKOTOPYIE U3 ITHX FEHOB KOJMPYIOT FAMKODpPOTEHHH Knacca I1.
KakuM xe 06pa3oM 3TH IJHKOMNDOTEMHD! BIMAIOT HA PEAKTWBHOCTL 1-KJETOK MO
OTHOIMERHIO K CHEUH(PHMECKHM AHTUIEHHMM ACTePMHHAHTAM?

17.6.14. T-muM¢OIATLI Y3HAIOT WyKepoAHble ANTHIeHbI,
ACCONHHPOBaNHLIe ¢ cobermentbvu mMosekyaamy MHC [48]

B Teuenme Mmwuormx ner xommekc MHC craBun mepel AMMYHOJIOMraMH  psx
TPYIHBIX BOfIpocoB. [TodeMy NpH TPAHCITAHTAUMOHHbLIX PEAKLMAX T-KJIeTIH Mpo-
ABJSUOT CTOJIb BLICOKYIO YYBCTBHTRNBHOCTL K 9yXEPOOHbIM auTrenam MHC?
Iouemy rymxonporeunst MHC croms nosmmopdrm ? TloveMy Monexkysm: MHC
xiacca | mMeloTCH 1oHTM Ha BCEX COMATHIECKMX KJETKAX, CONEPXAMMX AAPO,
a monexysst MHC knacca 11-B OCHOBHOM HA KfeTKAX, WMEIOMMX OTHOILEHUe
K AMMYRBELIM otBeTaM? KakuMm obpa3oM rymkonporennst MHC xiacca [T xoB-
TPOJTUPYIOT CTIOCOGHOCTE UBOTHOIMO K 3aBUCHMBIM OT T-KIETOK OTBETAM Ha
ONpefeNicRHble aRTUreHHble  JETePMMHAATH? BamMMo, 3TW  MIMXOMPOTEMHRY
HIPAKT BAXHYH POk B (QYHKLWIOHMPOBZHMK T-KNETOX, HO B %€M 3Ta pOb
cocrouT?

[Moxarmyi, caMblii BaXHBLIA JXCNEPHMEHT, KOTOPBIA MOMOT NDOSACHATL 3araixy
MHC, 6110 nposener B 1974 roxy. Muime# mamum X yHGHOMPOBaA BUPYCOM A.
Yepes CEMb AREH B CENEIEHKE Yy ITUX MBIIEH CONEPXAINCh aKTYBHPOBAHHBIC M-
TOTOKCHYECKAE T-KJ‘I&TIG{, KOTOPHC B KYILTYypEe TKAHRM MOIJM 32 HECXOJILKO YACOB
yORTL 3apaxcHHble BApycoM (ubpobnactet ymam X. [Ipu 3Tom oM ybEBaIHM
hnbpobnactsl, HHPUIMPOBAHHBIG TOJLKO BAPYCOM A, HO He BapycoM bB; caenosa-
TE/bHO, UBTOTOKCHYECKHE T-KICTKH ORI BHpYC-cienuHHbl. OIHAKO HEOXH JaK-
HO OKa3aMloCh, 4TO Te e camuie T-kNetkn He ybusaiotr Ppubpobnactos, uHPHUKPO-
BaHHBIX TeM Xe BHPYCOM A, eci 3TH (PUOpo6HIACTHI ObIMM BASTEI OT MuILEH
muure Y (puc. 17-66). SIcHO, 9TO LMTOTOKCHEECKME T-KIETKM, aTakys ¢ubpo-
6acTel, y3HaBaJM He OMMH TOMbLXO BHDYC: OHM Y3HABAJM elye Kaxkod-To Kie-
TOYHHIE KOMIIOHEHT, KOTOPHIA MpUcyTcTBoBan Ha pubpobnacrax mmuu X, HO He
Ha ¢nbpobnacrax /mAmm Y. JambHelinme 3KCNEPAMERTH HOKA3AE, YTO TAKHM
KJIETOYHBIM KOMIOHEHTOM ObIM rimkonpoTenrn! MHC xyacca [ Ecmi ¢ubpo-
6nacThi-MHLIEHU TOJHOCTHIO OT/IHNA/MCh B TeBeTM4ECKOM OTHOLIERHA OT UHGUIE-
POBAHHBIX MBILIEH, 33 UCKMOYEHHEM Xakoro-ymbo noxyca MHC knacca 1, To oxm
nerko yruaToxamich. Ho ecimt xIeTKK-MHILENH OTJIMYATHCE JIO 3TUM JIOKYCaM, HO
6bUTM HACHTHYHEL! TIO BCEMY OCTANLHOMY FEROMY C MHOMLHPOBAHHBIMH MBILLAMM,
TO OHM He MOrJM B6piTh yOuThl. ChepoBaremsHo, rimxonpoteunst MHC xnacca
I xakHM-TO 00pa3oM ydacTEYIOT B NpPEACTABJICHAM BHPYCHBIX AHTHTCHOB, CBf-
3aHHBIX C KJETOUHO! MOBEPXHOCTBIO, UATOTOXCHYECKUM T-KieTkaM.

BaxHbie JaHHBE OTHOCUTEbHO GyHkuAr Monexkyn MHC xnacca I1 6winu no-
NydeHbi PH U3yd9eHuH Npo/mpepaTHBHOrO OTBETA T-Xe/IDePOB DAMATH B KyNbTY-
pe. DTOT OTBET 3aBHCUT OT TPHCYTCTBHA B KYNhTYPE RHTHIEH-NPEACTABNAIOUIX
knerTok: T-xesnnepsl peardpyroT Ha aHTUTEH TOJILKO B TOM CHy4ae, eCM OR Opeld-
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Puc. 17-67. T-xesmepel y3HatoT 9y-
MEPOIHBIE AATAFEHH Ha TNOBEPXHO-
CTH aATUIeH-TIPEACTABNAICIEN KNET-
KH B SCCOLMANMM C TSMKONPOTEMHA-
M MHC xnacca 11, 2 untotokcu-
gecke T-wNeTRH Y3HRIOT Yyke-
pOIFLe (OGBITHO BHpYCHBIE) aHTH-
Te¥h RAa OOBEpXHOCTH Jmo6ok xieT-
KH-XO3fHHA B ACCONRAUHH C YJIAXO-
opotesHamMue MHC wiacea | Ioxa
HEH3IBECTHO, KAXHM OOpa3OM AHTH-
FEH acCONMHPOBAH C [JMKOODPOTE-
waamMn MHC u menomiayror 5w T-
XJIETKH ORMH H TOT XE Peuearop
{xax OONA33HO Ha PHCYHXE) WM ABa
pa3RbIX PERENTOpa JUIN Y3BaBaHMA
anTireea u rmxonporerna MHC.

CTaBleH Ha NOBEPXHOCTM AHTUreH-NpeacTrasisiowed xnetkn. Cambld  cymie-
CTREHHKIA (PakT COCTOUT B TOM, HTO CBH3BIBAHWE CNEOMMPIIECKUX aRTATEN C TITHKO-
npoterraMHd MHC xnacca Il Ra DOBEPXHOCTH aHTHREH-NIPEOCTABNAOLUIMX KIIETOK
NPeIOTBPALIANG TPeACTaBJIcHHE ITAMY KJIETKAMH aHTUIeHa T-xeqmepam. ARTHTe-
na ¥ QPYTHM MOJIEKYN1aM NOBEPXHOCTH aHTHTEH-OPeCTABIIAIONHX KJIETOK, BKJIO-
qan Mosexym! MHC knacca I, re naBamu Takoro ¢dexTa

M3 3mux ¥ ¥3 Apyrux MogoOHbIX 3KCIEPUMEHTOB MOXHO CHENATh HECKOJHKO
BAXHBIX BBIBOJOR:

1. Bonbwmas 4acts T-TMMQOMMTOB HEe OTBEHAET Ha AHTHIECH B pacrBOpe,
HO OTBedaeT TORALKO HA AHTHUIeH, CBA3AHHBIH C INOBEPXHOCTBIO KJIeTok. Ha-
npumep, T-Xedmepe! PeardpyloT Ha AATHIEH, HaXOAAUIHMACR HAa IOBEPXHOCTH
AHTUreH-DpeICTABNAIOWMX KIETOK, 2 UMTOTOKCHueckue T-KJIETKM-Ha aHTHICH,
CBA3AHALI C NOBEPXHOCTLIO COOTBETCTBYIOOMAX KJIETOK-MHILEHEH.

2. BomumuuctBo T-MMGbOOMTOP Y3HAET aRTHTEHB! HA [10BEPXHOCTH KJIETOK
TOMBLKO TOFAA, KOTOA 3TH EHTWICHbl ACCOLMMPOBaHM 31ech C cobcTBeHHBIMK
MHC-rsmronpoTeHHaMH 3TUX KNETOK; Takoe cBOHCTBO T-JMMOOUUTOB HA3BIBAICT
ACCOMMATHBHLIM y3HaBanwem MHC.

3. Pasuute cybnonynsmm T-SmMPOLUMTOB Y3HAIOT AHTHIER B ACCORMALMK
¢ pa3maHsiMy kiaccamu rmxonporennoe MHC. Hexotopsie T-xennepnl oTbe-
qAI0T A2 AHTUTEH, aCCOLMMPOBaHNLIA ¢ FimMKonpoTeRRaMn xnacca 11, a wnToTOKCH-
gqeckue T-KNETKH-HA &HTHIEH B 2aCCOUMAUMH C T[JMKOOPOTEWHAMM  KJacca
I (puc. 17-67). Kpome Toro, ecTh JaHHbIE O TOM, 9TO MO KPa#HER MEpEe HEKOTOPbIE
T-cynpeccops! peaTHMpyroT HA aHTHTEH B pacTBOPE TaK Xe, Kak B B-knerww, bes ac-
counaTtuproro yirasaand MHC; B 10 xe BpeMsa apyrue T-cynpeccopsl MOTYT OT-
Be4aTh Ha AHTHATCH, ACCOMMWPOBARABIA ¢ MoJsierystaMm MHC n3 ocoboit non-
rpynmel knacca I, xuMHYeckag CTPyKTypa KOTOPbIX HEH3BECTHA.

17.6.15, UmaxonpoTerabi MHC MOryT Iy HTh OpHEHTHPAMH
Ul AKTHBAIAA HAAJIeXANNX CcyOnonyJismmit
T-ram¢pommTon [49]

V4uTHIBag, YTO MMMYyHHad CHCTEMa 3BOIOUMOHHPOBANA KAK MEXAaRH3IM, IIpEAoT-
BPALIAIOLLIA MHKPOOHYIO MHGEKUMIO, MOXHO OTMETHTL OBA OYEBHIHBIX TIPEHMY-
wectBa accounaTMeHoro ysxapamus MHC. Bo-nepesix, OHO $oKycUpyeT «BHUMA-
rney T-AUMPOLBTOR HAa KJIETOMHBIX UOBepXHOCTSX. Haflpamep, ces3wiBanHE
UHATOTOKCHYeCKMMH T-xNleTkaMH cBo6oROro BUpyca (WM pacTBOPUMBIX BHPYCHBIX
aRTATeHOB) 6bU10 65i HeadhhEXTHBRO, Tak KaK PELENTOPHI OKa3amch 6B 3aHATHIMH
W He MOTJM OBl paszpymlaTe AHOHOMPOBANHBIE BHPYCOM KieTKH. BO-BTOpBIX, OHO
MOXeT 00ecriequBaTh TO, 9TOGBI KaXnas KATETOPUS AHTUIEHOB BRI3LIBANA UM-
MYHBbI# OTBET HAIEXALLETO THNA; HAITPHUMED, IMTOTOKCUIECKkHE T-KJIETKH He MO-
ryT 06e3BpexuBaTE HYXKEPOAHHIE PACTBOPHMBIE MAXPOMOJNEKYIbI (6aKTepHa TLHBIE
TOKCHHBL! ¥ T.T.) U yOuBaTh OakTepus WM ApyrHMe MAKPOOPraHH3MBI, $OITOMY
criocoBHOCTL Y3HABATH COOTBETCTBYIOLIME AHTHIER! Oblfa Obl 411 HUX COBEpLLEH-
HO HEeHYXHOJL

Bo3moxwo, pyrxuus rimxonporeutor MHC no kpaiised mepe oT4acTH coc-
TOHT B TOM, YTOOB! «H2ROOMTH» OMpeleNieHHsle cybnonysasmuna T-kJeTox Ha noj-
XO[MUIME NS HYX aHTUredbl. I 3TOr0 MoXeT OnTh nofeana u uibuparesbHas
accoupanns rmkonpoTenHos MHC ToJbKO ¢ aHTHrEHAMH ONpPeJeieHEBIX KIac-
cos. [TonarawoT, AANpUMED, ¥TO BHPYCHblE AHTUTEHEI BCTYTIAIOT B ACCOMMALMIO
¢ rimkonpoTentamMy MHC knacca I u 6aarogaps 3T1oMy cooco6HEI aXTMBHPOBaTh
aHTOTOKCHAeCKHE T-MuMbonnTrL. (3T0 NO3BOMIIO O 06BACHATSL, TOYEMy effBa J
Ke BOE COMaTHYECKHE KJIETKH, 0Onanaromme fIpOM, MMEIOT Ha CBOER ITOBEPXHOCTH
MOJIEKYTTBI kJlacca I: Beflb BCe TakHe KJICTKH MOryT HHOHUMPOBATHLCH BUPYCaMMY.)
BepodTHO, ApyTHE aHTUrEHbI, HaNPUMEP DaXTepHANLHEIE, CBAIRIBAIOTCA € TITMKO-
npotename ksacca I1 Ha NOBEPXHOCTH AHTUMER-NIPEACTABIAIOLIMX XJIETOK H TEM
CaMbIM CTUMYJMPYIOT T-xejinephl, 2 Te B CBON OYepelb AKTHMBHPYIOT B-KileTkH
¥ Maxpodaru, 9TO NPUBOLAT K GarouMTo3y U K YAMuTOXeHHIo GakTepuit npu yua-
CTHUM KOMILIEMEHTA.



Pue. 17-68. INanoTeTngeckan cxema
BO3IMOXKHOM «o06paboTku» awTHIeua
AHTUNCH-0PEACTABUOLTHMYE  KIETXA-
MU,
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Tadmma 17-2. Ocobernnocty rimkonporesinos MHC knacca 1 u wnacca 1

Knaoe 1 Knacc II
TFenemuyeckne Moxycnl H-2K, H-2D, H-2L y mut- OBnacte ! y Mumm
14
HLA-A, HLA-B, HLA-C y HLA-D y 4enopexa
yest0BEKA
Cybbemununas cTpyxTy- [uxonporena (45 000 a-Llenw (33 000 panntom) + B-Llens
pa AaLTOR) + f3;-MHKpO- (28 000 nasybTOH)
rno6ynun (11 5000
JNATLTOH)
Pacmpeneneare no xner- Ha nosepxmoctd mout  Ha mosepxmocty Gosmmmmctea B-
xaM BOEX COMATHYECKHX KJIETOX, HEXOTOPWX T-KNeToR U
KJIETOK, COAEPXKamEx Maxpodaros, aHTRIeH-OpeacTas-
fAIpO JIAOMHX XJIETOK, 3TMTCIHAIbHBIX
KJIETOK THMYca
VyaacteyeT B npeacrasiné- Lluroroxcraccram T- T-xennepam
HWH aNTHPCRA RIIeTKaM
MomiMopdnam ++++ ++

HexoTopsie ocobennocty renos 1 rimkonporenros MHC xnaccon I u 11 cono-
cTapjieHst B Tabn. 17-2

17.6.16. T-xennmeps! MOryT y3HaBATL (parMeRTbl HYKepOAHBIX AHTHIEHOB
HA DOBEPXHOCTH AHTHIeH-TPe]CTaBASTOUMAX KiaeTox [S0]

MonexynsapHble MexaRM3MBI accolpaTiBHoro yspasanHg MHC reussectrnl. XoTs
HMEIOTCS KOCBEHHRIE [AHHRBLIE O TOM, YTO YYXECPOAHBIE 2HTHTEHBI aCCOOMAPYIOTCK
¢ riuxonporeunamy MHC, oOpasys ¢ HUMM KOMILIEXCH HAa [OBEPXHOCTH KJIETOK,
NPYPOAE 3THX KOMILIEKCOB OCTaeTCH HEACHOH.

INockobxy GONBIMHCTBO WMMYRHRIX OTBETOB WMHMOMAPYETCR T-xesmepamm,
OCcOOEHAO BAXKER BOTIPOC O TOM, KAK AHTHIEHbl aKTUBMPYIOT 3TN kaevku. Mul yxe
BRIEJH, 9T0 T-xeJneps! OTBEYAIOT B NEPBYIO O¥epelb H& aHTUIEH, CBA3aRHLIA cnie-
LHMAM3NPOBAKHBLIME AHTHIEH-NPSACTABSIOIOEMA KNeTKaMH. Ho B xaro# Mouneky-
JsipHOY GOpPMe aHTHIEH MOXET paclo3HaBaThes T-xesmmepamu? CylnecTsyroT Koc-
BeHHbIe JaHHble O TOM, 9T0 N0 KpaHBeH Mepe HEKOTOPBIE U3 ITHX KAETOK Y3HAKOT
$hparMeHTE NepeBapeHyblX HYKEPOOHLIX MaKPOMOJEKYN, CBA3AHHLIE C TJBAKONPO-
teynamMe MHC xiacca 11 Ha moBepXHOCTHM aHTHTEH-NPEACTABMSIOMIAX KJETOK;
B pe3ymbTate T-Xeamepwl axTHBMpYROTCH. [MIIOTeTHYecKkas cxeMa 3TOTo NMpolecca
npuBedeHa Ha puc. 17-68, AxTMBapoBaHHAs T-KJE€TKA MOXET 3aTeM Y3RATH
CXOJIHHIA KOMIIJIEKC aHTUTEBHOR ACTepMMHaKTLl ¢ rimkonpotenHom MHC xnacca
11 na moBepxHocTM B-kJIeTKH @ aKTHUBHPOBATL 3Ty KACTKY.

Kaxum 06pasoM T-kfIeTky OJHOBPEMERHO Y3HAOT M TYy>KEPOAFbIt aHTHIEH,
u rmronporeus MHC, noka ne u3pectHo. 'MABHOE B 3TOM BOMNPOCE COCTOMT
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I nMxoNpOTeWH
MHC xnacca 1l
T-xennep

AsTHrEH-
| npeacTasnmouwan
RASTXE

Pue. 17-69. e amsTepRaTUBHLIE
TUOOTESLE O MEXAHH3IME Y3RABaMHA
T-KneTkaMn aHTHIEHA, ACCOUMM PO-
BABROTO ¢ raukonpoTesHamn MHC.
CornacRo runoteae '¢6oiHoz0 yIna-
ganun, T-KJIETKM Y3RAIOT HyXe~
POIHLIN aNTHTEN N cobCTBERHbIE
rmixonpoTennnt MHC ¢ nomonmto
ABYX pa3Hmx peuentopos. B co-
OTBETCTBMM C IMNOTEION yINASAHUA
U3IMEHEHHO20 «C80e20» T-KNeTKH
BMeIOT OGHOTHOHBIC PEREHTOPH, Y3-
HaromMmMe KOMILIEKC TYXepOTHOMo
AHTUreAa ¢ COBCTBEHHLIM TMKOOPO-
tenrom MHC.

B TOM, UMEIOT J T-KJIETKH ABA Pa3HBiX TIOBEPXHOCTHLIX PeUENTOpa — O4MH ONA Y3
HABARKS TYXEpPOABOrO aHTWIeHA W BTOPOH /1A Y3HaBaHus rprkonpoTeuna MHC
(Os0iinoe y3nasanue)- W OIME PEUENTOP, Y3IKAIOWMA KOMILUIEKC ARTUIEHA ¢ MOJIe-
xyno MHC (y3naeanue uzmenennozo «cgoezo») (puc. 17-69). B mobom cryuae
0cob6as 9yBCTBHTENBHOCT T-KNETOX K 4yxeponusiM Monekynam MHC npu Tpanc-
(JIAHTALMMOHHBIX PeakKMAX, BEPOATHO, OTPAXAET TOT (aKT, 9TO ITR KJIETKH MOTYT
y3HapaTh OOBLIYHBIE RYXKEPOJHBIC ARTHTEHBI TOJBKO B ACCOLMALHMM €O «CBOMMH»
rmxonpoTeddaMu MHC. BoamoxHo, MHoTHe T-kJ1eTKH pearupyloT € YyXEPOAHbI-
M rivkonpotenHaMu MHC notoMy, 910 3T Mojexynsi (camu no cebe mm
B KOMOHMHALUMH C APYTHMHM MOJIEKYAMH HA [OBEPXHOCTH MYXEePOTHON XIETkH) Ha-
NOMMHAIOT Pa3MMHble KOMIJEKChl coberBennsix Monexyll MHC ¢ ¢parMenTamu
OBBIYHBIX 9yXEPOTHBIX AHTHUIEHOB,

17.6.17. INovemy ramxonporentni MHC crosis noymmopdum? [51]

Teneps, xoraa Mel yaHamy, 9to rmkonpoTenssl MHC ywacrayror 8 npencrasie-
HHH aBTUreHa T-KJ1eTXaM, FeHpd /r B SHATUTELHOM MEpe NOTEPAT CBOKO 3araaod-
HOCTb. [lo kpaiueit Mepe MBI BHAMM, KakuM O6Gpa3oM ONpencaerHas aiebHas
$opma rmmronporeuHa MHC xnacca 11 (P) Morna 6w Obites HesdipexTumHA
B npeacTapneHyi T-xesmepaMm KakoR-TO AHTUTEHHOR ACTEPMMHAHTH A, HO Morna
6Ll TeM He MeHee TpeACTABNIATH APyrUe aHTHreHHbie ReTepMuHanTei-B, C, D
H T. 2. Hanpumep, hopma P Moxet 6bITh He criocobra cpA3aTh MOJIEKYYy aHTHIe-
Aa TakuM 06pa3oM, 4To6bl adhPekTHBHO NPERCTABATE AETEPMHUHABTY A. B npyrom
ciysae cpeant T-kneTokx ocobell, uMeroummx asuienb P, MoxeT He 681 T-xesmepoB,
CTIoCOOHBLIX y3HATL kKoMOuHauuro P + A,—ecym, Hanpumep, xombunauus P+ A
OKaXETCS CXOJHOR C KakuM-TO «CBOMM» rimxonpoTensoM MHC (camuM no cebe
WM aCOOUMMPOBAHHWM C Kako#-To Apyroft «ceoei» monekynoll). B 3toMm cnywae
T-xenmeps:, pearupyronme ¢ P+ A, nomkxus) 66U 3JMMMRHUPOBATHCA TIPH PA3BU-
THFA TONEPAHTHOCTH KO BCEMY (CBOEMy» B NpOLIECCE OBTOTeHe3a JIAMDOUMTOB (Ta-
KyI0 TOJIEPAHTHOCTL Mbl XpaTKO PacCMOTPHM HHXE).

AHQAJIOIHYHBIM 06pa3oM, JNOIDKHB! TaXKE CYLIECTBOBATH ANENbHEIE (HOPMLI
[JIMKONPOTEUMHOB kjlaccd |, BIMAIOUME HAa OTBETH! LMTOTOKCHYeCkHX T-KaeTox fo
OTHOWECHHIO K ONpeJesieHHBIM aNTHIEHALIM AeTEPMUHAHTAM TaK Xe, KaK OOblqHbIE
reHsl Ir BIRAIOT B OTBeTH! T-xemepos. [oypxAm cymectBopaTh u annemn MHC,
0c06eHHO 3DPEKTURELE B MpPeACTABNCHAN CNeMH(PHEICECKUX AHTHTERHLIX JETepMA-
HAHT ONpeleNieHRHM T-cynpeccopam; 3Tu ayneu byayT nposasnats cebd kak reAn
UMMYHHOH cyTipeccuu (I5) W mefCTBHTENbHO, ynaeTcd BLIABHTL BCe OOJblue
A 6osBlNE asuleNel KAk OZHOYO, TaK M APYroro THIA.

TvnoTesa o ToM, yro rmxonpoTensl MHC, accoumupysch ¢ ykepoaHsrMn
aHTUIeHaMH, NPEOCTABIAIOT 3TH AHTHTEHHW T-KNeTKaM, N03BOJISET NpaBrononobHo
OGBACHUTS ACKIBOTMTEMBHBIA o mMMopduaM Monexyl MHC. B xoge 3Bomounon-
HOTO «CPaXXeHHs» Mexay MUkpobaMy ¥ UMMYHHOW CHCTEMOH TO3IBOHOYEBLIX MH-
KpoOBl JODKHEI UMETD CKITOHROCTH K M3MEHEHWIO CBOWX aHTUIEHOB, 9T06KI M3be-
XaTb accoumalmy ¢ MostexynaMm MHC. Eciin xakoe-EROyIb A3MEHEAHE OKAKETCH
B 3TOM CM&Icne 3¢dexTuBHLIM, HOBas OPMa CMOXET WIHPOKO PacTIpOCTPaHNTBCA
M BLI3BAThL 3MMJEMMIO (MJM 3MMA00THIO). [IpH Taxmx 06CTOATENMLCTBAX REMHAOTHE
0co6M BHAA-X03AHHA, ODPOAyuspyloume HoByro Monekysry MHC, xotopas Moxer
CBA3LIBATHCH C MIMEHEHHBIM aMTHIEHOM MHKPOOPraHHama, moJiydart Gosmluoe ce-
JEKTHBHOE TpeuMmyinecTeo. TakAM o6pa3oM, oTbop Oyner cnocobersoeaTts moa-
Hepxanuto Gojsmioro paspooGpasus monrexkyn MHC B nonynamm.

17.6.18. Vmmymnan cucrema ned(ppeKTHBHA NPOTHB GOJILITHHCTBA
omyxoneii [52]

JIO HENABHEIO BPEMEHH CTUTAJIOCh, 9TO ONYXOJM 94CTO BO3HHKAIOT Yy KAXIOrO M3
HAC, O[HAKO HA PaHHWX CTAJMAX CBOEr0 PA3BHTAS OHM Y3HAIOTCH M 3IMMHHWDYIOT-
€ UMMYHHOHB cucTeMo#, ocobero T-kneroaHbiMu oTBeTaMU. Takoe MpeacTamie-
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HHE HA3BLIBAIOT 2uNOME30U UMMYHH020 Had3opa. OTHelbHbIE CIy4aH CIOHTAHHOH
PErPECCHU 3JIOKa9eCTBEHHBIX ONYyX0Jeldl PACCMATPRBAMNCL KAK CBHIAETENLCTEO B €8
NoNL3y. DT MHNOTE3a DPEICKa3biBaeT, Y4TO JACTOTA 3a60NEBARMS PAKOM NPH He-
JOCTATOYHOH (PYHKUEY UMMYHHOR CUCTEMDB! (Y 9€JJOBEKA MM 3KCIEPHMEHTaTbHbIX
JMHBOTHBIX) JIOJDKHA OriTh HEOOBIIHO BHICOKOH. B HacTOfImee BpEMS 4eTKO MOkala-
HO, YTO B OOJBLIIRHCTBE CNYJaes 3To He Tax, HanGoyee ybemurensuslie Habmone-
HMA OLINK CAeJAHB HAa MBbIMAX nude («rONBIE»), KOTOPLIE JMOIEHB! BOJOCAHOIO MO-
KPOB& H OT/IMYAIOTCA BHIPDKEHHBIM JetMIMTOM T-KIETOK (M3-32 CyWeCTBEHHO
aHomamu pa3BuTHs THMyca). Ilpm cogepXaHuy B YCAOBHUAX, UCK/IOYAIONMX HH-
bexnuMio, y 3THX Muiuleil He HabrogaeTcs NOBLILIEAHOA JACTOTH! CIIOHTAHHBIX OITy-
XOJiei 1O CpaBHEHMIO C HOPMaJIbHBIMM MBINIAMM, TaX XE K4K H IOBBINEHHOH
CKJIOHHOCTY K PAa3BUTHIO ofNyXoJsied nopy oOpaboTke XMMHYECKHMH KaHOEPOTEeHAMIL
IMo3rOMy MOXHO DYyMaTh, HTO B HOpPME T-KNETOUHBIA MMMYHUTET He MIpaer 3a-
METHOW POJIM B NOAABAEHWH OGOJNLIUMHCTBA BUOOB COMTAHHOIO H XMMHYECKOrO
kaHueporeHesa. C Opyrom CTOpPOHBl, HMMMYHHAfl CHCTEMa HCHCTBUTENBLHO MIPaeT
BLKHYKO POJIb B 3aMIATE 3KCNEPHMEHTAJbHbIX NO3BOHOYHBIX XWBOTHBIX OT 0OO-
paapasomero 6oMIUMHCTEA oTlyXx0oJNeH, BbI3biBaeMbIX BHPYCAMW; BEPOATHO, OHA 3a-
LMAET ¥ YeA0BeKa OT HEeKOTOPbIX ONYyXOJeH BUPYCHOroO npoucxoxaeuus. Ummy-
HUTET B OTHOLIGHHWH ONYXONEH, HHAYRUPYEMBIX BHPYyCAaMH, HHYeM He OTJB{HAeTCs
OT AMMYHHTECTA KO MHOTAM ApPYMMM BAPYCHHIM UHDEKUMAM.

B Hacrosmuee ppeMs BOSBIUOR HHTSPEC Bbi3bIBAIOT BEPOSATHBIC HEMMMYHONOTH-
YECKME MEXAHMIMBL, BAXHBLIE I8 3aUBTH 0T paka. JIpe rnmaBHble BOIMOXKHOCTH CO-
CTOAT B TOM, MTO ONYXOJIEBblE KBETKA MOTYT YEHYTOXaTbCH Maxpotbaram HJ4
ecTecTBeBHbIMM KaeTkaMa-kLnepaMu (NK, natural killer cells). NK npencrasnsioT
coboit HebospumIE NMMMPOUMTONOAOOHRIE KNETKH, KOTOPbIE CIIOHTAYHO M OTHOCH-
TEJILHO HECTIEUMPHIECKH YOUBAIOT MHOMME OMYXONEBLIE W MHOULMPOBAHHLIE BHDY-
CaMH KJIETKH B Ky/bType. B otmyme ot K-kietok (cm. pasn 17.210) NK ne Hyx-
RAroTcE B TOM, 9TOOLI uX Mumewn Oslau MOKPsITH aHTHTE amMa. Kakwm o6paszom
NK oT/m4aloT aHOMAJBHBIE KJIETKH OT HOPMANBHBIX, HEH3BECTMO.

17.6.19. IMmyBRas crereMa NokHA OWJIa pewiaTh TPH riaBHLIE
npoGiieMbl Y3HABAHHS ANTHIEHOB

Kax yXe rosopmnock B Hadajie 370# CflaBbl, 337442 DPACNO3IHABAHUSA ARHTUTEHOB
WMMYHHOH CHCTeMOH CBS3aHA C TpeMA IMaBHWMY npobiaemamu. Bo-nepseix, kak
MOXHO Pa’IMIATh OTACIBHBIC TYXXEPOLHbIC AHTHUIEHH CPeIH MX NpakTHdeckn Gec-
KOHEMBOTO MHOXecTBa U obecnednTs cneumbudecknit 0TBeT Ha GONLUMHRCTBO 3THX
AHTUTEHOB, QaXeE CJH{ OHM NMPUCYTCTBYIOT B HHM3KHX KOHUEHTpamMax? Bo-BTOpHIX,
Kax obecneduTh COOTBETCTBME MMMYHHON DPEakUMH ONPEENICHHOMY KJaccy BHe-
LpUBIIErocs AHTHreBa, 9ToOBl MOXHO OBUIO yOA/MMTB €ro 3aTeM M3 opramu3ma’?
W rakoHel, B-TpeTbuX, Xak H30exaTh peakUMi Ra MHOTOUYMCIEHHBIE COBCTREHMEIE
BHTUIEHbl Opranu3ma?

IlepByro npobneMy UMMyHHAS CHCTEMA pellraeT, BHIpalaTuiBas MUJLIMOHLI pas-
HEIX MOJEKYS HMMYHOTJOOY/IHHOB, MMEIOIX Pa3IATHLIE aHTUIEH-CBA3LIBAIO LLME
YHACTKR, H pacnpelieSimsi WX CHHTE3 MEXIY MUNIHOHAMH PaxIHYALIX KJOHOB JIUM-
¢$onaATOB TRK, 9T00b!I XaXJIbiH XJIOH NPOA3BOLHIT MOJEKYJIHI ¢ KAKUM-TO ONHHM Ba-
PHAHTOM TaKMX YNACTROB. XOT# YyXepOJHbIX aRTHIEHOB BCS paBHO Gosmblue, 9eM
PalTUYHBLIX aHTUTEH-CBA3KIBAIOLIAX YJ4CTKOB, KaXIbIH YYacTOK MOXET pearupo-
BaThb C LeNMBiM CeMEiCTBOM CXOAHBIX, HO HE WACHTHYHBLIX AHTATEHHLIX AETEPMMH-
HAHT, TAKHE PEakUMH HOCAT HA3BAHME nepekpeCmumx peaxyui. Kpome Toro, ¢ mo-
MONbK pARA MEXAHWIMOB AHTHUIEH KOHUEHTPHPYETCH BOMM3M  pearnpyromx
MO TOB, 9TO o6NeryaeT EX aKTMBANMIO aHTUTeHOM. [No-BrmiMoMy, Baxnyro
podb B 3TOM MPONECCE HIPAlOT aHTHIEH-TPEACTABNIAOMME KRETRK.

PeweHue BTOpoH NpobieMnl —npobiemsl coomaememsua peaxyuu muny awmu-
2eHa—MOXET 3aXNOYaThCs, N0 kpaireid Mepe oTHacTH, B QYHKUMHM TTKKOMpPOTEH-
o8 MHC. B uMMyHHOH cuCTeMe AMEETCA PRA PA3JIMYHLIX KNACCOB Y DOAKIIACCOB
JUMQOLHTOB; 3TO DpeXkae Beero B-kNeTkn, BuipabaTuiBAIONIME AHTHTENA DA3HBIX
Kraccos, 1 T-rneTkH, obecnequparolne pa3vbie BUAM KJIETOYHLIX HMMYMHBIX OT-
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BeTOB. BeposTuo, rimxonpotendst MHC noMoratoT HanpaBiaTe MMMYHHYIO peax-
UMI0 Ha MYTh, COOTBETCTBYIOUWMH HaHHOMY aHTUreHy. Ecm 3To mpeanonoxexme
BEPHO, TO TNAHKONPOTeHHE MHC UrparoT pofb NPUMHTHBBRIX PACOO3HAIOLIMX MO-
JIEKYJ, OTIHMHAOUHMX OPYT OT apyra pa:u-me KJIACChl AHTHATEHOB, OAHAKO HYXHO
enJe BBLISCHHTB, NEHCTBUTENILHO JB OHM BRIOOJHAIOT Takyro QYRKUHIO, ¥ eClin Ja,
TO KakuM obpasom.

Eme Menee 90eH TpeTui BONpoC —KaK AMMYHH2A CHCTEMa OTJMY4eT «CBOM» aH-
THICHEB! OT (C(HYXHAX. Hexoropue H3 «CBOHX» MOJEKYJN H30JIHpOBAHBI B KJIETKAaX
M TKaHAX ¥ HUKOrAa He BCTYTAIOT B XOHTAKT ¢ HMGOODMTAMH; APYrHe HE MOIyT
CTUMYIMPOBATh SIMMGOUNTH NOTOMY, 9T0 /M0 MPUCYTCTBYIOT B CIAIIKOM HM3-
KHX KOHUEHTpauusX, JM60 He accomMupyrloTcs ¢ rmixonporerHamu MHC. Dtu
cOBCTBEHHBIE MOSIEKY/TH! OPraHM3Ma He GecnokosT WMMYBHYIO cucreMy. Oauako
MHOTHE MOJIEKYJIHI COOCTBEHAOTO OpraHA3Ma AOCTYIHBI ARA SIAMPOUHTOB, MOTYT
BCTYNATh B accommammio ¢ rimxonporensamMu MHC U akTuBHpoBaTs SMMQPODMTH.
JIMMGOUMTEE, Y3KAIOLME 3TY COOCTBERABIE MOJIEXYIIHI, AOJDKHBI ObITh UHAKTY BHPO-
BAHBl KJIM YCTPAHEHL! B XOJE CO3PEBAHUA MMMYHHON CHCTEMBI. DTO NOCTUIaeTCH
YRHYTOXEHWEM WJH CynpeccHedl (¢ noMoumio T-cynpeccopoB) mibo cooTseT-
cTByrOLUMX B-knetox ¥ umroTOoKcHaeckHx T-knetok, nubo T-xennepos, Heobxo-
DMMBIX JUIS UX aKTHBalMY, JHG0 Tex # APYrHx. XOTA 3TOT NPOUECC MANO HCCAeRO-
BAH, BO3MOXHO, 9TO BRIGOP MEXIy YHHYTOXEHAEM M CyMpeccuell onpegenserc
PUPOAOH, MECTOHAXOXAEHYEM M KOHLUCHTPAUMER TeX WMJM KHHX COOCTBEHHBIX
MOJIEKYJL

INopasaTensRas cniocoBHOCTE K Y3HABAHWIO JAEaeT HMMYHHYIO CHCTEMY YHM-
KaSTbHOW CpellM XJIETOYHLIX CUCTEM, 33 HCKITIOMEHWEM, MOXET ObiThb, TONBKO HEPB-
HoM cHcTeMbl. B camoM fee, MMMYHRAA A HEPBHaf CHCTEMB! HMEKOT pAa o0mmX
cBOiCTR. CaMOE BaXHOE U3 HUX TO, YTO 00e CHCTEMBI COCTOAT H3 049¢Hb 6oMBLIOro
micna GEHOTUNRICCKH Pas/IHIAOUMXCS KIETOK, OPraHH30BAHHLIX B CJIONHBIE CETH
B npenenax Taxo¥ ceTM MEXOy OTASNLHBLIMM KJETKAMM BO3MOXHBLI KaK MO3IU-
THBHBbIE, TAK W HETATHUBHLIE B3aHMOOCHCTBUSA, NMPHYIEM OTBET OMHON KNETXM pac-
NpPOCTPAHSETER B CHCTEME Y CKA3bIBAETCA Ha MHOIMHX RPYTMX KjieTxax. B oTmuaue
OT CETH HeHPOMOB, OTHROCATENLHO XECTKO QUKCHPOBAHHON B MPOCTPAHCTBE, KIET-
XH, COCTaBASIOMME HMMYHOJIOIHYECKYIO CETh, HENPEphIBHO TEpPeMEINatoTCH
R JMIOb XPATKOBPEMERNRO B3aMMOIEHCTBYIOT APYT ¢ ApyroM. B ciemyromedt rnape
Mbl PACCMOTPUM KJIETK# HEPBROA CHCTEMEI NTO3BOHOYHBIX, KOTOPas 0COGEHHO BhI-
neNifeTcs cpeaM LpYrMX KIETOYHBIX CHUCTEM CBOCH CIOXROM M XUTPOYMHAO¥H
opramruzanven.

Jakmodenme

Cywecmaytlom no meHbweid Mepe mpu PyHKYuoHaAsHO passudHuix nodksacca T
Aumboyumos: 1) yumomoxcudeckue T-xaemxu, cnocobuve Menocpedcmsenno ybu-
8amy HyHCCPOOHbIE KACMKU UAU KACMKY, UHPUYUposannsie supycamu, 2) T-xe.mepw,
KOMopble mo2ym nomozams B-xaemxam 8 CO30AHUU 2yMOPAALHOZO UMMYHHOZO Om-
gema (obpazosanuu armumes), noMozamb Opyzum T-kiemxkam 8 ocyujecmeieHuu
UMMYNHBIX OMBEMOE KACMONHO20 muna u akmusuposams maxpodazu; 3) T-cynpec-
copyl, komopble mozym uHzubuposame peaxyuio B-xaemox u dpyzux T-raemox.
T-xeanepot u T-cynpeccopws—2aa6hbie pezyAAmMoOpsl ummyHHslx omsemos. Onu é3au-
MOOECMayIom ¢ AUMPBOYUMAMU- MULIEHAMY, YIHABRA AUDBO WyXHCepOOHLIL anmuzen,
AUGO uQuomunbl peyenmopo8 HA NOGEPXHOCMU IMUX KAEMOK-Mutereil.

Boavwan wacms T-aum@boyumos y3naem uymncepoorbie QHMUZEHLL MOALKO & MOM
CAyNGe, eCAU IMU QHMUZEHB! ACCOYUUPOBAHD HA KAEMONHBIX NOBEPXHOCMAX C MEM-
6panHbIMU 2AUKONPOMEUHAMU, KOMODbIE KOOUPYIOMCA ZeHAMU 2408HO20 XOMNAEKCA
2ucmocosmecmumocmu ( MHC ). Cyiyecmeylom d6a 0CHOGHBIX KAQCCa 2AURONPOMEU-
nog MHC: 1) zauxonpomeurint xaacca I, uMeujueca Ha nos8epxHOCMU NONMU gcex
COMAMUYECKUX KAETMOK C A0pamu,—OHU NPeOCMAGARION UPYCHbIE ARMUZEHb YUMo-
moxcuyeckum T-xkremxam: 2) eauxonpomeunst kaacca 11, komopuie, 6ydyvu accoyuu-
pO8aNbl € UyncepoOusimMu anmuzeramu, ysnawmea T-xeanepamu; onu umeiomcs wa
nosepxnocmu 6o abwiuricmaa B-xaemox, wexomopwx T-kaemok u maxpodazo6 u che-
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YUAAUIUPOBARMBIX axmuzen-npedcmaganiowyux xaemox. Kax nosazaoom, na scex
IMUX KAEMOYHWX nogepxHOCMAX 2auxonpomeuntt MHC cayscam npumumugHeimu
QHMU2ER-CEAIBISAIOW UMY PEYEINOPAMU U MAKUM 06Pa30M nomozarwom KaAHOOMYy
KAGCCY YYmepoOHbIX AMMUzeHO8 6evi3bieamb T-kaemouKsit omsem RadAexcaujezo
muna. Tom ¢axm, umo onpedesenHuie arsesptsrte Popmel 2auxonpomeutos MHC
xaaccos I u Il neaipexmugns & npedcmassenuy T-Kaemkam onpedeaeHHuIX aHMu-
2eHHBIX 0EmepMUNGHM, ROIEOAAEM OOBACHUMD, NOHEMY IMU 2AUKONDOMEUNS! NpO-
ABARIOM HAUBOALWIUG NOAUMOPPHUIM CPedU 8CeX UIGECMHBIX BeAK08 NO3BONOUHBIX.

JlutepaTypa
Ofwusan

Benacerraf B., Unanue E.R. Textbook of lmmunology, Baltimore, Williams and Wilkins,
1979.

Cunningham A.J. Understanding lmmunology, New York, Academic Press, 1978,

Eisen H. N. Immunology, 3rd ed. New York, Harper and Row, 1981.

Golub E. The Cellular Basis of the Immune Response, Ap Approach to Immunobiology, 2nd
ed. Sunderiand Ma., Sinaver, 1981.

Hood L.E., Welssman 1. L., Wood W.B. Immunology, 2nd ed. Menlo Park Ca, Benjamin-
Cummings, 1982

McConnell 1., Mumro A., Waldmann H. The Immune System: A Course on the Motecular and
Cellular Basis of Immunity, 2nd ed. Oxford, Eng, Blackwell, 1981,

Roitr 1. Essential Immunology, 4th ed. Oxford, Eng.. Blackwell Scientific, 1980,

Lluruposaungs
1. Gowans J. L, McGregor D.D. The immunological activities of lymphocytes, Prog. Allergy
9, 1-78, 1965.

2 Greaves M.F., Owen J.J.T, Raff M.C. T and B Lymphocytes: Origins, Properties and
Roles in Immune Responses, Amsterdam, Excerpta Medica, 1973.

3. Cooper M., Lawton A. The development of the immune system, Sci Am., 231(5), 59-72,
1974,

Owen J.J. T. Ontogenesis of lymphocytes. In: B and T Cells in Immune Recognition (F.
Loor, G.E. Roelants, eds.), pp. 21-34, New York, Wiley, 1977.

4. Raff M.C. Cell-surface immunology, Sei. Am., 234(5), 30-39, 1976.

Reinherz E. L., Schlossman $.F. The differentiation and function of human
T lymphocytes, Cell, 19, 821827, 1980.

5. Gowans J. L., Knight E.J. The route of re—circulation of lymphocytes in the rat, Proc. R.
Soc. Lond. (Biol), 159, 257-282, 1964.

Sprent J. Migration and lifespan of lymphocytes. In: B and T Cells in Immune

Recognition (F. Loor, G.E. Roclants, eds) pp. 59-82, New York, Wiley, 1977.
6. Burnet F.M. The Clonal Selection Theory of Acquired Immunity, Nashville Tn,
Vanderbilt University Press. 1959,

Ada G. Antigen binding cells in tolerance and immupity, Transplant. Rev., 5, 105-129,
1970.

Wigzell H. Spexific fractionation of immunocompetent cells, Transplant. Rev., 5, 76-104,
1970.

7. Pink J.R. L, Askonas B. A. Diversity of antibodies to cross-reacting nitrophenyl haptens
in inbred mice, Eur. J. Immunol, 4, 426-429, {974, )

8. Greaves M.F., Owen J.J.T, Raff M.C. T and Lymphocytes: Origins, Properties and
Roles in Immune Respomnses, pp. 117-186, Amsterdam, Excerpta Medica, 1973.

9. Owen R.D. Immunogenetic consequence of vascular anastomoses between bovine twins,
Science, 102, 400401, 1945.

Billingham R. E., Brent L., Medawar P. B. Quantitative studies on tissue transplantation
immunjty. III. Actively acquired tolerance, Philos. Trans. R Soc. Lond. (Biol), 239,
357-414, 1956.

Triplett E.L. On the mechanism of immunotogic self-recognition, J. Immunol., 89,
505-510, 1962

Lindstrom J. Autoimmune response to acetylcholine receptors in myasthenia gravis and
its animal model, Adv. Immunol, 27, 1-50, 1979.

10. Howard J. G., Mitchison N. A. Immunologjcal 1olerance, Prog Allergy, 18, 43-96, 1975
11. Kabar E. A. Structural Concepts in Immupology and Immunochemistry, 2nd ed. New
York, Holt, Rinehart and Winston, 1976. ’



68 Yacrs Ill. OT KNeTOK K MHOTOKMETOYNGIM OPraHMIMaM

(2

16.
17.

18.

21.

22

23.

24,

25,

26.

27.

28.

29.
30.

31

32

Nisonoff A., Hopper J.E., Spring S.B. The Antibody Molecule, New York, Academic
Press, 1975,

Warner N.L. Membrane immunoglobulins and antigen receptors on B and
T lymphocytes, Adv. Immunol, 19, 67-216, 1974.

. Jerne N. K. et al. Plaque forming cells: methodology and theory, Transplant Rev., 8,

130-191, 1974

Dutton R. W,, Mishell R.1. Cellular events in the immune response. The fn oftro response
of normal spleen cells to erythrocyte antigens, Cold Spring Harbor Symp. Quant
Biol, 32, 407-414, 1967.

. Edelman G. M. The structure and function of antibodies. Sei. Am., 223(2), 3442, 1970.

Porter R.R. Structural studies ol immunoglobulins, Science, 180, 713-716, 1973,

. Spiegelberg H. L. Biological activities of immunoglobulins of different classes and

subclasses, Adv. lmmunol, 19, 259-294, 1974,

Fisher M. M., Nagy B., Bazin H., Underdown, B.J. Biliary transport of IgA: vole of
secretory component, Proc. Natl Acad. Sci, USA, 76, 2008-2012, 1979.

Ishizaka T, Ishizaka K. Biology of lmmunoglobulin E, Prog Allergy, 19. 60-121,

1975.

Yalow R.S. Radioimmunoassay, Anow Rev. Biophys. Bioeng., 9. 327-345, 1980.

Theofilopoulos A.N., Dixon F.J. The biology and detection of immune complexes, Adv.
Immunol., 28, 89-221, 1979.

Roire 1. Essentia) Immunology, 4th ed., pp. 173-196, Oxford, Eng, Blackwell, 1980.

. Capra J.D., Edmundson A. B. The anlibody combining site, Sci. Am., 236(1), 50-59, 1977.
. W4 T.T, Kabal E. A. An analysis of the sequences of variable regions of Bence Jones

proteins and myeloma light chains and their implications for antibody com-
plemeatarity, J. Exp. Med, 132, 211-250, 1970.

Edelman G. M. The structure and function of antibodies, Sci. Am., 2232), 34-42, 1970,

Sakano H. et al. Domains and the hinge region of an immunoglobulin heavy chain are
encoded in separate DNA segments, Nature, 277, 627-633, 1979.

Silverton E. W, Navia M. A, Davies D. R. Three-dimensional structure of an intact human
immunoglobuiin, Proc. Natl, Acad. Sci. USA, 74, 5140-5144, 1977,

Amzel L. M.. Poljak R.J. Three-dimensional structure of immunoglobulins, Annu. Rev.
Biochem., 48, 961-967, 1979.

Adams J.M. The organization and expression of immunoglobulin genes, Immunol
Today, 1, 10-17, 1980.

Tonegawa S. el al. Somatic reorganization ol immunoglobulin genes during lymphocyte
differentiation, Cold Spring Harbor Symp. Quant Biol, 45, 839-858, 1981,

Leder P. The genetics of antibody diversity, Sci. Am, 246(5), 72-83, 1982

Dreyer W.J., Bennett J.C. The molecular basis of antibody formation: a paradox, Proc.
Natl Acad. Sci. USA, 54, 864-869, 1965.

Hozumi N., Tonegawa S. Evidence for somatic rearrangement of immunoglobulin genes
coding for variable and constant regions, Proc. Natl. Acad. Sci. USA, 73, 36283632,
1976.

Tonegawa S., Maxam A. M., Tizard R., Bernard 0., Gilbert W. Sequence of a mouse
germ-line gine for a variable region of an immunoglobulin light chain, Proc. Natl.
Acad. Sci USA, 75, 1485-1489, 1978.

Davis M. M. et al. An immunoglobulin heavy-chain gene is formed by at least two
recombinational events, Nature, 283, 733-739, 1980.

Leder P, The genetics of antibody diversity, Sci. Am, 246(5), 72-83, 1982

Gearhart P.J, Johnson N.D. Douglas R., Hood L. 1gG antibodies to phosphorylcholine
exhibit more diversity than their IgM counterparts, Nature, 291, 29-34, [98l.

Perry R. P., Coleclough C., Weigert M. Reorganization and expression of immunoglobulin
genes: status of alletic elements, Cold Spring Harbor Symp. Quant. Biol, 45, 925-933,
1981.

Early P, Hood L. Allelic exclusion and nponproduclive immunoglobulin gene
rearrangements, Cell, 24, 1-3, 1981,

Early P. et al. Two mRNAs can be produced from a single immunogiobulin g gene by
alternative RNA processing pathways, Cell, 20, 313-319, 1980.

Lawton A.R., Kincade P. W, Cooper M.D. Sequential expressiop of germ line genes in
development of immunoglobulin class diversity, Fed. Proc, 34, 33-39, 1975

Yaoita Y, Kumagai Y., Okumura K., Honjo T. Expressiop of lymphocyte susface IgE does
not require swifch recombination, Nature, 297, 697-699, 1982

Honjo T, et al. Rearrangements of immunoglobulin genes during differentiation and
evolution, Immunol. Rev,, 59, 33-67, 1981.

Jerne N.K. The immune system, Sci. Am., 229(1), 52-60, 1973.



33.

36.

37

38.

39.

40.

41,

42.

43.

45.

17. WmmMynHan cucrena 69

Jerne N. K. Toward a network theory of the immune system, Ann. Immunol Iast.
Pasteur (Paris), 125C, 378-389, 1974.

Raff M. Immunological networks, Nature, 265, 205-207, 1977.

Lachmann P.J. Complement, In: Clinical Aspects of Immunology, 4th ed, (P.J. La-
chmann, K Peters, eds.), pp. 18-49, Ox(ord, Eng, Blackwell, 1982

Maller-Eberhard H.J., Schreiter R. D. Molecular biology and chemistry of the alternative
pathway of complement, Adv. Immunol., 29, 1-53, 1980.

Reid K. B. M., Porter R.R. The proteolytic activation systems of complement, Annu. Rev.
Biochem., 50, 433—464, 1981.

. Mayer M. M. The complement system, Sci Am., 22%(5), 54-66, 1973.
. Binz H., Wigzell H. Antigen-binding, idiotypic receptors from T lymphocytes: an analysis

of their biochemistry, genetics, and use as immunogens o produce specific immune
tolerance, Cold Spring Harbor Symp. Quant Biol, 41, 275-284, 1977.

Rajewsky I, Eichmann K, Antigen receptors of T helper cells, Contemp. Top.
Immunobijol, 7, 69-112, 1977.

Williamson A.R. Genes ¢oding for T-lymphocyte receptors, Immunol. Today, 3, 68-72,
1982

Cantor H., Boyse E. A. Regulation of cellular and humoral immune responses by T-cell
subclasses, Cold Spring Harbor Symp. Quant. Biol, 41, 23-32, 1977.

Cantor H., Gershon R. K. Immunological circuits: cellular composition, Fed. Proc.. 38,
2058-2064, 1979.

Blanden R. V. T cell response to viral and bacterial infection, Transplant. Rev., 19, 56-88,
1974.

Zinkernage! R. M. Major transplantation antigens in host responses to infection, Hosp.
Pract, 13(7), 83-92, 1978.

Cgaman H.N., Chaperon E. A. Immunologic complementation between thymus and
marrow cells-a model for the two-cell theory of immunocompetence, Transplant
Rev, 1, 92-113, 1969.

Davies A.J.S. The thymus and the celiutar basis of immuonity, Transplant. Rev, 1, 43-91,
1969.

Waksman B. H. Overview: biology of the lymphokines, ln: Biology of the Lymphokines
(S. Cohen, E Pick, J. Oppenheim, eds.), pp. 585-616, New York, Academic Press,
1979.

Watson J., Mochizuki D., Gillis S. T-cell growth factors: interleukin 2, Immunol. Today,
1, 113-116, 1980.

Schreier M. H., Iscove N.N., Tees R., Aarden L., von Boehmer H. Clones of killer and
helper T celis: growth requirements, specificity and retention of function in long-term
culture, Ioumunol Rev. 51, 315-336, 1980.

Paul W.E., Sredni B., Schwartz R. H. Long-term growth and cloning of non-transformed
lymphocytes, Nature, 294, 697-699, 1981.

Gershon R. K. T-cell control of antibody production, Contemp. Top. Immunobiol, 3,
1-40, 1974.

Mitchison N, A, Rajewsky K. Taylor R. B. Co-operation of antigenic determinants and of
cells in the induction of antibodies, in: Developmental Aspects of Antibody Formation
and Strueture, Vol. 2 (J. Stertzl, L Riha, eds.)), pp. 547-561, New York, Academic
Press, 1970.

Woodland R., Cantor H. Idiotype-specific T helper cells are required to induce
idiotype-positive B memory cells to secrete antibody, Eur. J. Immunol, 8, 600-606,
(978.

Tada T, Okumura K. The role of antigen-specific T cell factors in the immune response,
Adv. Immunol, 28 1-87, 1979.

Germain R. N., Benacerraf B. Helper and suppressor T-cell factors, Springer Sem.
Immunopathol.,, 3, 93-127, 1980.

Billingham R., Silvers W. The Immunobiology of Transplantation, Foundations of
Immunology Series, Englewood Cliffs, N.J,, Prentice-Hall, 1971,

. Simonsen M. On the nature and measurement of antigenic strength, Transplant. Rev., 3,

22-35, 1970.

Wilson D. B., Howard J.C., Nowell P.C. Some biological aspects of lymphocyltes reactive
to strong histocompatibility alloantigens, Transplant Rev., 12. 3-29, 1972

Klein J. Biology of the Mouse Histocompatibility-2 Complex: Principles of Immuno-
genetics Applied 10 a Single System, New York, Springer-Verlag, 1975.

Shreffler D. C., David C.S. The H-2 major histocompatibility complex and the I immune
response region: genelic variation, (unction and organization, Adv. Immunol, 20,
125-195, 1975,



70

Yaers 1ll. OT xnetox K MHOrOKNETOYHLIM OPraHHIMAM

46.

47.

48.

49.

SL.

van Rood J.J., de Vries R.R.P., Bradley B. A. Genetics and biology of the HLA system,
In: The Role of the Major Histocompatibility Complex in Immupobiology
(M.E. Dorf, ed.), pp. 59~113, New York, Garland STPM, [981.

Klein J., Juretic A., Constantin N.B., Nagy Z. A. The traditional and a new version of
the mouse H-2 complex, Nature, 291, 455-460, 1981.

Nathenson S.G., Uehara H., Ewenstein B. M., Kindt T.J., Coligan J. E. Primary structural
analysis of the transplaptation antigens of the murine H-2 major histocompatibility
complex, Annu. Rev. Biochem., 50, 1025-1052, {981.

Ploegh H.L., Orr H. T, Strominger J. L. Major histocompatibility antigens: the human
(HLA-A, -B, -C) and murine (H-2K, H-2D) class 1 molecules, Cell, 24, 287-299, 1981.

McDevitt H.0., Benacerraf B. Genetic control of speeific immune responses, Adv.
Immunol, 11, 3(-74, 1969.

McDevitt H.0O., Delovitch T. L., Press J. L., Murphy D.B. Genetic and functional analysis
of the Ta antigens: their passible role in regulating the immune response, Transplant
Rev., 30, 197-235, (976.

Strominger J. L., et al. Biochemical analysis of products of the MHC. In: The Role of the
Major Histocompatibility Complex in Immunobiology (M. E. Dorf, ed.), pp. 115-172,
New York, Garland STPM, 1981.

Zinkernagel R. M., Doherty P.C. Restriction of in vitro T cell-mediated cytotoxicity in
lymphocytic choriomeningitis within a syngeneic or semiallogeneic system, Nature,
248, 701-702, 1974. ’

Zinkernagel R. M., Doherty P.C. MHC-restricted cytotoxic T cells; studies on the
biological role of polymorphic major transplantation aotigens determining T-cell
restriction-specificity, function and responsiveness, Adv. Immunol, 27, 51-177, 1979.

Shevach E. M., Paul W.E., Green I. Rijstocompatibility-linked immupe response gene
function in guinea pigs. Specific inhibition of antigen-induced lymphocyte proliferation
by alloantisera, J. Exp. Med., 136, 1207-1221, 1972

Schwartz R.H., David C.S., Sachs D.H., Paul W.E. T lymphocyle-enriched murioe
peritoneal exudate cells. 111 Inhibition ol antigen-induced T lymphocyte proliferation
with anti-la antsera, J. Immunol, 117, 531-540, 1976,

Zinkernagel R. M. Major transplantation antigens in host responses to infection, Hosp.
Pract.,, 13(7), 83-92, 1978.

. Benacerraf B. A hypothesis to relate the specificity of T lymphocytes and the activity of

1 region-specific Ir genes in macrophages and B lymphocytes, J. Immunol, 120,
1809-1812, 1978.

Sprent J. Role of H-2 gene products in the function of T helper cells from normal and
chimeric mice measured in vivo, Immunol. Rev., 42, 108—137, 1978.

Jerne N. K. The generation of sell tolerance and of antibody diversity, Eur. J. Immunol.,
1, 1-9, 1971

von Boehmer H, Haas W, Jerne N.XK. Major histocompatibility complex-linked
immune-responsiveness is acquired by lymphocytes of Jow-responder mice
differentiating in thymus of high-responder mice, Proc. Natl. Acad. Sci. USA, 75,
2439-2442, 1978.

Schwartz R.H. A clonal deletion modet for Ir gene control of the immune response, Scand. J.

Immunol, 7, 3-10, 1978.

52 Moaller G, Maoller E. The concept of immunological surveillance against peoplasia,

Transplant. Rev, 28, 3-16, 1976.

Rygaard J, Povlsen C.0O. Is immunological surveillance not a cell-mediated immune
function? Transplantation, 17, 135-136, 1974.

Lachmann P.J., Mitchison N. A. Immune response to tumors. In: Clinical Aspects of
Immunology, 4th ed. (P. Lachmann, K. Peters, eds.), pp. 1263-1278, Oxford, Eng.,
Blackwell, 1982.

Kiessling R, Wigzell H. An analysis of murine NK cell as to structure, function and
biological relevance, lmmunol. Rev., 44, 165-208, 1979.



18

HepsHana cuctema

MoxeM ¥ Mbl HAJEATHCA, MTO NOHMEM KOTpa-4udyam pabGoTy Hawero mo3sra?
CyMeeM N Mbl MOTHOCTEIO pacimm@poBaTh OPraHH3aLMIO CTOML OBIMPHBIX U 3a-
MyTaHHBIX HEPBHbIX CETeH, COCTOAWMX u3 6onee wem 10'° HelipoHOB, YKCRO CBA3CH
MeXAY KOTOpPSIMH elue B Thicdy pa3 Gonbie? [axe kpynueiunme w3 cospe-
MEHHbIX KOMIBIOTEPOB MeHee CJOXHBE M BO MHOTMX OTHOWEHHAX OONafarwT
MEHbLIMMH BO3MOXHOCTSMR —TaK, BO BCAKOM Clly¥ae, Ham kaxercs. Hame noHn-
MaNUE MO3ra HACTOJILKO MPYMHTHBHO, YTO Mb| €0l€ KAK CJEAYeT HE 3HaeM, eCTb
/M soobwe cMmuich B noNo6HOM cpaBHeHHH, MRl Jaxe He B COCTOAHHH CXalaTb,
CKOABKO MMEETCA (YHKUMOHAILHO PA3JIMYHLIX KATEropud HEpBHLIX KJETOK.

TeM He MeHee B 3TOH 06JacT AOCTHIHYTHI BaXHbIe YCrexu, ocobeHHO B pe-
3yJLTATe U3YYEeHWA OTACNBHOH HEpPBHOH KJIIETKH M COCTaBJIAIOUMX €€ MOMEKYJL
3nece No kpaiiHei Mepe MOXET ObITh BRIAZEHO HECKObLKO NMPOCTbIX ODLIMX MPHH-
IMNOB, HA OCHOBE KOTOPhLIX AOJDKHO CTPOMThCA Joboe obwacneHue paboTer Beedt
MHOTOKIETOYHOMN CHCTEMBI. B caMoM zene, Kak 3TO HM NapafjoKCAMBLHO, MO3IT B Le-
JIOM OCTAETCA CaMBIM TaHHCTBEHHBIM OPraHOM HalUero Tena, XOTHA CBOWCTBA OT-
feNbHRIX HERPOHOB H3yYeHhbl JIYYIlE, YeM CBOHCTBA /HOOLIX OPYrWx Kietok. Mcxo-
AS U3 3TUX CBOHCTB, Myl yXe HaduHaeM OOBACHATE AEHCTBHE MaNbiX 4acCTeH
Or'pOMHOI CACTEMBI B IeJIOM opranwime. [1o3TOMy B WacToSLIeH TNaBe peys Moii-
ZleT B OCHOBROM O HEPBHOH KJIeTKe, MPUYEM Mbl 6yaeM ABKIraTbCR OT MOJEKYJIApP-
HOTO ypoBHS BBepX. MBI paccMOTPHM, KakHM 00pa3oM OTHOCHTENBHO HeOONblIas
rpymma meMOpanHLix Ge/TKOB (B OCHOBHOM 3TO GeJIKM HOHHBIX KQHAJIOB) NMO3BOJAET
XfIeTKE NPYANMATE CUTHASHI HABHE, NMEepeAaBaTh 3TH CHIHANSI M OTBEYATHL Ha HHX.
B 3akinoveHue MBI MTO3HAKOMBMCA € TeM, KaK HefipOHBI B TIPOLECCS CBOETO PalBy-
Tus 06palyrOT yNOPAROYEHHYH CeTh CBA3edl, KOTOPaA U COCTABIAET OCHOBY (PYHK-
UMOHMPYIOLLEH HEpBHOH CHMCTEMDL.

18.1. K/ieTkH HepBHOI CHCTEMbI: BBOIHOE OHCAHHE

Ipexme YeM NpPHCTYMHTL K AETATLHOMY DPacCMOTPEHMIO KJETOK HEPBHOW CHC-
TEMBI, NTONE3HO BKPATUE MOIHAKOMMTECA C HEKOTOPBIMH M3 WX [1ABHBIX 0COBEHHO-
creft.

18.1.1. HepBuble xJleTkH mepeAaloT JJeKTPHYECKBE CHIHAJMLI

HepBHble XJETKH, MR HeHPOHB, MPDHHMMAIOT, MPOBOART ¥ NEPENAIOT 3JIEKTpUve-
CKHE CUTHaJIBI. 3HA9EeHHEe 3THX CUTHAJIOB PA3JHYHO M 3ABUCHT OT TOTO, K2Kyi0 poJb
WIpaeT AaKHAas KJIETKA B (YHKUMOHMPOBAHWH HEPBHOM CUCTEMB B LEJOM
(puc. 18-1). B momoneiiponax (RBATATENbHLIX HEMPOHAX) CMFHANB! CYXAT XOMaH-
OaMM LI COKDAlUEHHA OIpefic/ICHHbIX MBI B ceMcopHbiX (1yBCTBUTENBLHbIX)
Hellpoxax CUTHAIBI SIEPEAAIOT UHPOPMALNIO O DA3APAKHTENAX ONPEAEIIEHHOTO TH-
Ma, TAKBX KaX CBET, MEXaMHUECKas CHJIa MM XMMHUUYECKOC BELJECTBO, BOINEHCTBYHO-
mMX Aa TOT WM HHOW ydacTok Tena. CUTHAML! wukmepheiiporoe (BCTaBOYHbBIX Hel-
POHOB) NPEACTAaBIAOT CO00H pe3ysmLTaTe!l COBMECTROM NepepaboTkM CeHCOpHON
AHGHOPMADMA U3 HECKONbKNX Pa3IMYMLIX MCTOMHHMKOB, NpuBondled k o pmuposa-
HHWIO AJEKBATHBIX JBHMATENBHBIX KOMaHA. Ho, HECMOTPA HA pa3jIMyHBIE 3HAadeHUs
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Puc. 18-1, O6wan OpranHlanmMa HCPBHOE CUCTEME! TOIBO-
HOYEBIX. A. Moar uesnoBexa, By cAmzy. B. Ileprpepuyecxue
HeppsL B. Biox-cxema REpBHOM cHCTEMBI B KEJOM.

Kax it nepuepngeckit HepB COCTORT W3 MEOXCECTBA
TPEIBLIMAHEO AHHELIX OTPOCTKOB HEPBHbLIX XJIETOK —AXCOHOB,
M3 KOTOPBIX OXAH MPAHARALIKAT CEHCOPHBIM HeHAPOHaM

H nepeparoT WEGOPMAUMK MO3Ty, a APYIHe MNPHHAJUICKAT MO-
TOHEHPORAM W DepelaloT KOMAHIBI OT MO3ra K Mblinnam. Te-
72 HEPBHbIX KAETOK PACIIOJIOKCHBI /6O BHYTPH MEHTPAMLHOH
HEPBHON CHCTeMBbI (B Clydae MOTOREHPOHOB, Y(PABJISIOUIBX

CKeNeTRBIMK Mblmamm), MO0 3a ee MpefesaMn, rie on4
TPYNIUPYIOTCA B 2an2auk (B Cayiae CeRCOPHBIX HEPOHOB

H BETETATHBHBIX JBMIAaTS/ILHEIX HefpoROB). B neHTpamuof
HEpPBBOM CNCTEME OTPOMHOE DONBIIHHCTBO HEPBHBIX KJETOK
COCTRBJIAIOT BCTABOYHBIC HECAPOHM (MHTEPHEHPOHH) KOTOpPbIC
MPUEHMAIOT CUTAAILI OT OJHUX HEPBHEX JUIETOK W REpedaloT
ux ApyruM. MuTepuefipoHbl o6pa3yioT CNOXHYO CeTh, CITyXa-
Uy Anx nepepaborkit ceHCOPROE MHpOpMALMK W BLPaBGoTKM
ABAraTesbHBIX KoManm (A m B—-u3 A. Vesalius, De Humani
Corporis Fabrica. Basel, Switz_: Oporinus, 1543.)



Puc. 18-2. CxeMaTtryeckoe n306pa-
XCHHE THITHYHOrO HEAPOHA MO3BO-
Bourbix. CTpeSIKaMM ykalaho Ra-
OpaBfieHHe OEPSayYH CHIHANOB.
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—_—
Teno sexpora NeHapHTu AxcoH (pnuwa oY aoned Kotuaguie
MUAAMMETD2 A0 METPA i Boned) BRTOUKM ANCOND

3THX CH[HANIOB, NPUPOAA WX BO BCEX CIIyYadAX OAMHAKOBA W COCTOHT B M3MEHEHWH
3JIEXTPHYECKOrO MOTEHUHaNa HA nialMaTH4ecko# Membpane ueidpoHa. Ilepenaya
CHIHAJIOB OCHOB8aHa HA TOM, YTO 3JIEKTPUUICCKOC BOIMYILIECHNE, BOZHHKIIECE B OJTHOM
yiacTke KNETKH, PACTIPOCTPAHAETCS HA APYTHE yHacTkW. Ecim HeT AOMOTHUTELHO-
[0 YCUJIEHHR, 2T BOIMYLUCHHS 3aTyXaroT N0 Mepe YRajleHUs OT HX UCTOMHWUKOB.
Ha kopOTKMX pacCTORHMAX 3aTyXaHME HE3HAUMTEILHO, B MHOTHME HEHPOHBI POBO-
AAT CUTHAILS MaccrBRO, 03 ycunerns. OOHAXO AR JaibHeH CBA3N TAKOTO NACCHB-
HOTO PacNpOCTPaHEHUs CATHANa HEAOCTaTO4YHO. [103TOMY y HEAPOHOB C JUTHHHBI-
MM OTpOCTKaAMH B XOfe 3Bomolwd BbIpaboTancs axTHBHbBIE CHIHANBHBI
MEXAHH3M, TIPeACTABNAIOLMIA cOBOW OOHO M3 CAMBIX YAMBATENBHBLIX M Xapak-
TepHLIX CBONCTE HEAPOHA. DJEKTPHIECKUA CTUMYA, CUfla KOTOPOTO FIPEeBsllIaeT
OlTpeleIEHHYI0 MOPOTOBYHO BEJIMYHHY, BhI3bIBAET B3PbIB 3/EKTPHRECKOH AKTHBHO-
CTH, PacCNpOCTPAHAIOUMIACA ¢ OONLIION CKOPOCTLIO BROJbL NIa3MaTHUYECKOR MeM-
6panb! HeiffpoHa. DTy Geryuryto BoJHY BO3OYKIAEHNS Ha3HIBAIOT homeHyuanom Oeii-
CMEUA WIH HepsHbIM umnyabcom. TloTeHuMan AekcTBUg DependeT HHQOPMAUNMIO
C ORHOTO KOHUa HelpoHa Ha mpyroi 6e3 3aTyxaHwns co ckopocThko ao 100 M/c, a
B HEXOTODMBIX HeifpoHaX eme BnicTpee,

®yHxTHs HeltpOHa 3ABMCHT OT ero hopMul -3Ta (HOpMa ONPERENAECT, B KaKKX
MeCTaX BO3MOXEH [IPHEM CUTHAJIOB M K KAKMM MeCTaM 3TH CHTHaJibi AODKHD!
ObITh DORBENCHH. Y 9¢N0BEKA JUIMHA MOTOHEADOHA, MOCHIIAKOUWIENO OTPOCTOK OT
CIIMHHOTO MO3ra K MbIULE CTYMHW, MOXET NOCTHTaTh Leroro metpa. O6bruno
MOXHO BbIAEJHTh TPM [JABHbBIE 4YacTH HelipoHa: Teno, AEHAPHTHI U AKCOH
(pnc. 18-2). Teno xneTkr —~BHOCHHTETHYECKNH LEHTD, FAe HAXOXATCA SIPO W NOYTH
Bce pUBOCOMBI, SHAONTA3MAaTUYECKME peTUKYIyM W annapaT I onbuxy. [JeHapuTs
NPEACTABARIOT COOOM CHCTEMY BETBAMIMXCR OTPOCTKOB, KOTOPBIE OTXOAAT OT Tena
HeMpOHa H YBEJIHYMBAIOT [OBEPXHOCTh, COOCOBHYIO MPHHHMATL CHIHaJB! OT ApY-
IMX KJIETOX. AKCOH TOXE OTPOCTOK XNETKH, HO 0OBLITHO OR TONLKO OAMH Y rOpasno
JUIMEHES OEHAPHTOB. AKCOH MPOBOAMT MOTERUMANBE ACHCTBUS OT Tefa KIETKH
K YAaneHHoM Muiuexs. JamHuni XoHel akcoHa OBLIMHO BETBMTCHA, UTO [03BOJSET
nepeaBaTh CHTHASl OAHOBPEMEHHO BO MHOTO NMYHKTOB.

18.1.2. Cpsa3h MexaQy HeHpoHaMy OCYUIECTBJINETCH B CHHANCAX ¢ TOMOLUBIO
XMMHHECKHX CHIHAJI0B

Curvasms!, NPoOBOMMMbIE HEHPOHAMY, TEPENAlOTCH OT OAHOH KJETKH X APYTOit
B 00ODBIX MECTAX KOHTAKTa, Ha3blBAEMbLIX cHHamcaMH (puc. 18-3). O6bvHO 3Ta
nepefiaya OCYWECTBAAETCR, KaK 3TO HH CTPAAHO Ha NEPBHI BIrNAf, HENPAMBIM 0y-
Tem. KneTkH 3K TpHIECKH M30JMPOBAHBI APYT OT JApYra: npecunanmuyeckan XJjet-
KA OTHCJEHA OT nocmcunHanmuueckoid NMPOMEXYTKOM —cuHanmuveckotll ujenvro. 3~
MEHEHHUE JJIEKTPHIECKONO MOTEHUHMANIA B HPCCHHBHTHWCC‘KOFI KJIETKE MNPHUBOOMT
K BhICBOBOX/JSHMIO BELOECTRA, HAIBIBAEMOrO HeHpOMeaHaTOpoM (MM HelpoTpaHc-
MHTTEPOM), KOTOPOe TUDOYRIANDYET Yepes CHHANTHYECKYEO LU ¥ BHI3BIBACT H3-
MEHEHNE SJIEXTPOPHINOIOTHHECKOTO COCTOAHHA MOCTCHHAMTHYECKOM XieTku. Ta-
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Puc. 18-3. Cxema TBITHYHORO cuRaf-
ca. JNCKTPUICCKHA CATHASN, NPHXO-
ASIHIA B OKOHYAHHE AKCOHA KACTKH
A, apuBOAYT k BIcBOGOXACHHIO

B CHHAOTHYECKYIO e XMMUIECKO-
ro OOCpedHMXa (HeHpoMemaTopa)
KOTOPHH BbIIbIBAET INEXTPUHECKOE
W3MEHeHMe B Membpane neRmpuTa
kneTky B. [IInpoxas cTpeyka yKa3m-
BaeT HAMpaB/IeHHE NepelavH CHIHa-
JTa. AXCOH ORBOTO HeHpOHA, TAKOro
xax n3obpakeHHnA Ha puc. (8-2,
o6pa3yeT RHOrAA TBHICAYH BBIXOARBIX
CHHAMTHYECKHX COECAMHACHHE C ApY-
rumu xseTkamr. M paobGopoT, BHeid-
POH MOXET MPAHUMATL CETHANE!
yepe3 TRICAUW BXOJHLIX CHHANTUYEC-
KHX COCIIAAEHAMH, HAXOAANAXCA Ha
€ro NEeRApPATax W Tehe.

Puc. 18-4. HexoTopble W3 MHOrO-
YHCJIEHHBIX THOOB HEPBHBIX KJIETOK
NO3BOBOYHEIX, KAX OHU BLITIKAYT
nocse oxpacku mo lomsioxu. Ax-
COHB N0Ka3aBbl KPACHBIM IXBETOM,
TeNO KMETKU W AEHAPUTHI —HEPHLIM.
Y xnerok A R B KOpPOTKHe aKCOHW,
XOTOpHIE H306paxXennl djecs non-
HoCTBI0. Y KMeTok B-E nnupHbie
ARCOHBL, Ha PUCYHKe MOKaaHHl
TOJILKO HX Ha%aJIbHbIE Y4YACTKH.
A-Ounonapras xnera H3 CETYATKH
f[epnusl; B ~-xOp3AAYaTas KAETKA
K3 MO3¥eYyka Mbilm; B-nupamua-
Bad KJEeTKA U3 XOPbI (OJIOBHOTO
Mo3ra Kposmxa: I’ —Hedpon w3
CTBOJI2 MO3ra desiosexa; [ -oxama
U3 XJIETOX-3EPEH MOIXKE4Ka KOMIKH,
E-xnetxa [MypxHbe 43 MOIKeMKa.
PucyRXR cAejgHBl B Pa3nBIX Macli-
Tabax: mAa SENOJIAPHOH KneTxw
(A) oxono 100 MKkM, TOTAS Kak M30-
GpaxcAHag Ba PACYRKE YacTh KjeT-
kn [lypxurne (E) umeeT umpuny
oxono 400 MxM (IyMHA e¢ axCOHA
JAOCTUrAET RECKOMLKUX CAHTUMe-
Tpoe). (S. Ramén y Cajal, Histologie
du Systéme Nerveux de 'Homme et
des vertébrés. Paris: Maloine,
1909-1511; reprinted, Madrid: C.S&
1.C, 1972)

BeicaoBowaasmerd
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OxoHRARKE gROOHA RER-
pora A {npecwHanrviecKoR
KNerKul

My3sipbxnu, coRepxawme
HBHPOMEAMATOD

MpacrnanTuyeckan
membpana

CwnanyuwacKan Wenb

locTCMMBNTHRETHAR
Membpana

OeHapHT Henpona &
(noctcuManTriecx ast
reneTxw)




Puc. 18-5, A, TymafbHbBe XNeTky HA
cpe3e MOIKeaKa, OKpaLueHROro Jo
Combrxn: pazsm4Hbe BUOLI aCTpo-
WHTOB — OPEACTABUTENY OZHOTG HI
ReTHPEX [AABHBLIX KIIACCOB
TIHASIbHLIX KJETOX OEHTPaLAOM
AEPBAOW CHUCTEMB! NO3IBOBOYHEIX. b5.
CxemaTAveckui pa3pes yqacTxa ro-
JIOBROTO MO3ra: BYAHO, 9TO OT-
POCTKH acTPOIBITOB (MOKA3aHLl LBe-
TOM) 3a00SHAIOT NPOCTPANCTBA
MEXAY HEPBABIMHE KACTXAMM K MX
oTpocTkaMy. O6paTuTe BEMMAaHMe,
9TO OTPOCTXH AcCTPOUWATOB OKpY-
KAIOT CTEHKY KPOBEHOCHOIO XanMJ-
fpa; 3TO MOXeT yKadblBaTh HA HX
pOJIb B KOHTPOJE XAMUIECKOrO
OXpYyXeHHA HEepOHOB., ACTPOLMTHI
coaepxaT O0CO0EHHO MBOTO cclma-
JB3NPOBAHHBIX TIPOMEXYTOUNBIX (H-
naMenT0B (xucapil QubpuingpHLLl
6enok Tymu —cM. pasx 10.6.3) u, e
POSTHO, UIrpaloT PONb MexaHmdec-
KO¥ OMOpL!, KOTOpOH# B OCTAIILHBIX
TKAHAX CITYKHT BHCKNETOIHBIH Ma-
TpHke. (A-u3 S. Ramoén y Cajal,
Histologie du Systéme Nerveux de
I'Homme et des veriébrés. Paris,
Maloine, 1909-1911, reprinted,
Madrd: C.S.1.C, 1972)
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kMM o6paioM, MeXHEHpOHHOE B3aWMOJEHCTBHE CBA3AAO C MNpPEBpALUCHMEM
3JEKTPHYECKOTO CHTHANA B XYMHYECKHH, 2 XHMUYECKOTO —CHOBA B 3SIEKTPHYECKMIL,

HelipoHst paannyaloTcs xak Mo THNY BRIAEASEMOTO UMK HelpoMeamaTopa, Tax
W 1o cBoeii popMe ¥ paszmMepaM (puc. 18-4). PazpooOpasnbie HellpoRbl 061emu-
Hetbl B YPEe3IBLIYANHO 3aNYTAHHYIO CETh, HO Y TAKO# CETH 4aCTO UMEKTCA ocoben-
HOCTH, MOMOraroume palobpaTbCa B ee opraHu3aupu. Bo MHOMUX ciyvyasx Hem-
POHBI 06pa3yroT YNOPANOYEHHBIE CHCTEMBI C MOBTOPSIOUTHMHCS CYyBCTPYKTYpaMu.
Hanpumep, nokazano, YTO 3PUTEIILHAA 30HA KOpPHI COJIOBHOTO MO3ra NMOCTPOEHA
10 MOJYJbHOMY NPHHLMIY, T.€. COCTOMT K3 MHOXECTBA OJAHOTHITHLIX I'PYMN Hel-
POHOB, TONY4AIOILYX HEPOPMALIYIO OT Pa3HbIX Y4aCTKOB NOJLA IPEHHA, NPHYEM HeH-
POHBl KaXAOH CPYHNbI CBA3ARBI Mexay cobod oaMA2KOBBIM OOpa3oM, Tak 4To
BCE [PYNNbl OMMHaKOBEIM 0OpasoM 06paGaThipaloT CBOKO A0MO 3PUTC/BHON
nHpopMawy.

18.1.3. Hepbras TKkawb COCTOHT H3 HEHDOMOB H [JHAMbLHBLIX KJIETOK

HepBHas TkaHL COCTOMT He TOJILKO W3 HEHPOHOB, HO BCErAa BKJHOYAET W NMOANEP-
XHBAIOWME, WK INIHAbHBIE, XKJIETKY (pHC. 18-5). B rONIOBHOM MO3ry mMJAekomuTaro-
LIEr0 COOTHOLUEHHME KNETOK TJHH K HeHApOHaM cocTaBiaser npuMepro 10:1;
CJHAILHBIE KJIETKU 3ATIOJHAOT NMPAKTHUECKH BCE MPOCTPAHCTBO, HE 3AHATOE Heil-
POHAMH H KPOBCROCHLIMK COCYA8MH. [JManbHble 3NIEMEHTHI UEHTP2JLHOR Heps-
HOM CHCTEMEl NEJISTCA HA 4eTHIPE OCHOBHBIX KAAcca: acmpoyumsl, 0Au200¢ROpo-
Yumbl, INeHOUMHDIE KAEMKU 1 MUKPO2AuaIbHble Kiemku. ACTpOuUMTH! obecneyuraror
KaK MEXauHYeckylo, Tak B MeTabo/miueckyio NORNEPXKY TOHKOW M CIIOXHOM CHCTe-
ME HEWPOHOB, B HMX MPOMCXOAMT CHHTE3 W PaCnaf BAXHLIX AN HERPOHOB Be-
wects. KpoMe TOro, acTpoUMTEl NOMOTAIOT KOHTPOJNMPOBATL MOHHAIH COCTaB
WUAKOCTH, OKPYXatowed HepBRbIE KAETKH, OMMroaeHIPOUMTE 06pa3yioT M30/m-
PYIOLLYIO MHUESIMHOBYIO O0BO0I0YKY BOKPYT OTPOCTKOB LEHTPANBHBIX HENPOHOB (CM.
prc. 18-22). DneHMMHBIE KJETKH BbICTU/IAIOT BHYTPEHHHE TNOJIOCTH LEHTDPAILHOR
HEPBHOM’ CHCTEMB], a MHKPOTJIMaNbHbIE KJIETKH NPeACTaBISIOT coOOH crienHanuiun-
pOBaHHLIY THN Makpodaros. B npouecce padBuTHA 3aPORLIIIA [URANALHLIE KIIETKH,
NO-BHIMMOMY, HAMPABJIAIOT MHIPaUuIo HelipOHOB M POCT aKCOHOB M ACHAPHTOB.
BepoATHO, Yy HMX €CTh M XaK4e-TO jpyrie (YHKLHH, N0Ka He YCTaHOBICHHBIE.

Ha 3ToM MBl 3aKOHuYMM Hall BBOAHBIA 0630D; B MOCAEAYIOUWX PA3JENaX Mbl
nepedaeM K OCROBHOW TeMe TJIABBI M BHAYAJIE PACCMOTPHM MONEKYIIPHYIO OCHOBY
3JIEKTPMHIECKOTO CHIHAJNa B HEHPOHE.

I pvaneHaR Knetxa
{acTpoumr)

Basanehan

mamMOpara Cwnanc

KpoBEHDHBIR
RANUNNAD

Orpoctru
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HEADOH 2

5



76

Yacre ). OT xneTor K MHOrOKNETOYHbIM OpFraHWIMAM

Jakmogenne

Hetiponst npedcmagaaom coboi xkaemxu ¢ OAUNHBIMU OMPOCMKAMU, CNOCOBNRY e npo-
800ump 9 sexmpuueckue cuzhabl. O6UHO CUZRAAB BOCNPUHUMAIOMCR OeHO pumasu
U MeAOM KAemKu, 4 3ameMm Nepeddaiomca no akcoMy 8 eude nomeHyuaAos OeldCmsus.
C8A3b ¢ Opy2umMu Held POHAMU OCYWYECMmBIAEMCA 8 CUHANCAX, 20e CuzRanyl nepedawm-
CA € NOMOWbIO XUMUNECKO20 6ewecmea—neupomeduamopa. Iomumo Hetiporos
HEPEHAA MxaRb 8ce20a CO0epMcUm pa3audHble 2AUAAbHbIE KAEMKU, KOMOPble 8binoa-
HAOM No0OepIcusaiowyyr0 Hynxyuo.

18.2. TToTeHHAI-3aBHCHMBIE HOHHbIE KAHAJIbI
W norexuma. jeiicrsus [1]

Pa3HocTL MOTEHUMANOB MeXQy BHYTDEHHER M HAPYXHOW CTOpOHaMM Mia3MaTHye-
Ckoil MeMOpaHbl - TaX Ha3bIBACMblA MeMOpanHbii NOTERIMAN - 3ABHCHT OT pacOpe-
NeNeRNs 3MeKTpHIecKoro 3apsaa (puc. 18-6). 3apsan mepeROCAT uepel MeMOpaHy
HEPBHOM KIETKH HeOOMbIUME HEOPIAHHYECKHE NOKEL, TNaBHsIM 06pazom Na* K ¥,
Cl~ u Ca?*, npuyeM NPOXOAAT OMM 4Yepel NUMMARLIA BUCNOA TONLKO MO cne-
LHMATEHLIM KaHaaM (CM. I, 6). TIpH OTKDbIBAHHH WJIH 3aKpbIBAHMH KOHHbIX KaHa-
NIOB pacnpencseHte 3apsAaoB AIMEHAETCR H NPOMCXOMMT CABUT MeMOpaHHOrO MO-
TeHiMana. Taxum o6pa3oM, nepenaya CHTHANA HEPBHEIMA KNETKAMM 3aBHCHT OT
KaHANOB C PeryjupyeMofi NPOHUUAEMOCTHIO — TaK HA3bIBAEMBIX KAHAJIOB C (BOpO-
TamKr». Hanbonee BaXXHBI ABA TUNa KAHAJOB:

1) HOHHBIE KaHAJIB C [IOTEHI[EAT-32BHCUMBIMA BOPOTaMH, B ocobeHHOCTH Na * -
KaHaJIbl, KOTOPhIE UIPAOT KJIOHEBYIO POk B BOSHHKHOBEHHH BIPbIBA 3/EKTPHYE-
CKO# aKTHBHOCTH, NPHBOAALIEH X PACIPOCTPAHEHMIO [OTEHLMANOB NEHCTBHA 0O
OTPOCTKY HEHPOHa, M

2) VIORHBIE KaHATB! C MraHg-2aBHCHMBIMM BOPOTaMH, KOTOPbie NPEBpallaloT
BHEKJIETOYHLIC XHUMHUYECKHE CHUIHAJLI B JIACKTPHUECKHE M HIpatOT UEHTPABHYRO
poJib B GYHKUMOHMPOBAHHY CHRANCOB. DTH fIBA THMA KAHAJOB CBOWCTBERRB He
TOJILKO HejfipoHaM, OMH HaHOEHBl TaKXKe M B APYIMX KJICTKaxX, HaNPHMMEP B Mbl-
IDEUHLIX BOJIOKHAX, FAE BLMOJHAIOT CXOAHbIE dyHKLMN,

18.2.1. Harpueso-kanmesblii Hacoc 3apaxaer «GaTaperoy,
AOCTARIIAIOLUIYI) HEPTHIO IS NOTEHIHANO08 AeHcTus [2]

Na* n K* -naubosee paxuple MOHBI, YIaCTBYIOUIME B MPOBEACHHA HUMIYNLCOB
B 6oybumiHcTRe HelpoHoB. [TofoBHO BCEM IPYrUM KieTkaM, HEHPOHBI pacXOnyroT
MHOTO MeTaboMMMeCKON SHEPIMK Ha OTKAUMBAHHE U3 KJIeTKH MOHOB Na™* B 06MeH
Ha K * ¢ nomomsio Na * K ¥ -ATPasy), naxonswe#ica B nnaaMaTHieckoit Membpa-
He (pa3f 6.4.6). B peayapTate paboThl 3TOTO Hacoca KoHReHTpaums Na * BHyTpy
KJETKM NPHMEPHO B OECAThL Pa3 AWXE, 4EM CHapyxm, Toraa kak uoHos Kt ma-
060OpOT, 3HAUNTELEO MEHbUIE CHAPYXH, YEM BHYTPM. 3Ta Pa3HOCTb KOHLEHTPa-
LM CIYXAT UCTOYHHKOM 3HEPIHY, HEOOXOMMMON s CO3AaHUs TOKa HOHOB Yepel
NAa3IMaTHYeCKyt0 MeMOpany. 3anacel 3TO# 3HepTrHM BeCbMa BEJHIKM (10 CPAaBHEHMEO
C OYCHBb MAJLIMH IHCPreTUYCCKUMH 3ATPATAMH HA PacflpOCTPAHEHUE OJHOTO TO-
TeHLMANa ACHCTBHR M HA CRA3AHHBIK C 3TUM KPATKOBPEMEHHbIA WOHHBIA TOK. [Ha-
we ecmw Na* K ¥ -ATPa3y nHaxTuBHpOBaTE KAKHM-HUOYAL HRIHGHTOPOM, Hanpy-
Mep yaBanHOM, THNHYHAA HEPBHAA KJ€TKa, NCHCTBYR KaK XOPOINO 3aPSXKEHHBIN
aKKyMYJISTOP, CMOXET NPOBECTU MHOTO ThICAY NOTERUHAN08 NeHCTBUA, npexae
qeM 34rac IHEPrHU BCCAKHET. DTO CBSIAHO C TEM, YTO Baxe O4eHb HeGONBLIOON TO-
TOX HOHOB, HANPaBJIEHHBIN BHYTPL KJETKH, MEPEHOCHT NOCTATOYHLIA 3apaf, 4ToOL!
BbI3BAaThL 3HAYHTENILHOE HIMeHerue MeMOparHoro nmoteHuMana (puc. 18-7). MosTto-
My MOXHO CYWMTaTh KoHUeHTpaii MOHOB Na * » K ¥ BHYTPH M cHapyXM KieTku
NPaXTHYECKU MOCTOSHALIMH RaXe B TO BPEMS, KOLAA KNETKa HaXOAMTCA B COCTOS-
HHH INEKTPHYSCKOH AKTHBHOCTH: MOHHEIE TOKH, CBS3ZHHBIE C NMOTEHUHANOM Hel-
CTBH$, HACTOJILKO MaJslbl, YTO [IPHBOAAT JIMILL K HUYTONXHBIM H3MEHCHHSM WOHHBIX
KOHLEH TPalyi.
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Puc. 18-6. Ha 3710l cxeMe MOKA3aHO, KaK B PEIyMLTate pac-
TIPpECACRERUR IJICKTPUYECKOTO 3apAlla YCTaRaBIMB2ETCH INEXTPH-
yeckHif MOTeHUMAN, WyH HanpsxeHne, B MeTasunraeckom npo-
BOLHUKC 33PAN NEPEHOCAT IJIEKTPOHbL, & B BOJAHOM pacTeope
3Ty DOJIb BWNOSNAIOT KOHBL, Hanpumep Na', K* u CI~,

B BOTHOM PACTBOPE MOJIOXHTE/IbHEIE U OTPHUATENLHLIC 33-
paapl obu4HO TOUHO ¢GanaHCUpOBaHE Tak, YTO CyMMADHLIA
3apail B eauANde o6beMa paBeH HY/TO, Aaxe ecM ofmee auc-
IO 3BPAXEHHBIX 4YACTHU OYEH:L BemHxo. A. M36niTox nonoxs-
TeJILALX 3apAIOB CO3/ACT OGNACTL BLICOKOrO 3REKTPKYECKOIO
OOTEHIHBANa, OTTAJIKABAIOILYHO APYIME MOMOKATENbHEE 3a-
psUll M NPUTAMUBAIOIIYIO OTPUUATENBLEbLIE 3apsihl. Maburrox
OTPEUATENHHLIX 3aPANOB OKalbiBaeT (POTABONONOXKAOE Hel-
creuc. 5. EcMR MONOXRATENBHMI 3apsll, aKKYMY/TH pOBARAbIA

MemBpaHHeIA fOTEHUM-
an = paanoaTe NOTEMYM.

AN0B MEMAY ARYMA
CTOPOHAMY MerAGpaHbL
)

4

M0 OAHY CTOpOHY MEMOp&HbLL, YPAaBHOBEIUCH DABHBIM OTpPUUA-
TESLHSIM 3aPAIIOM TIO APYTYH CTOPORY, TO MeXIY obeumu
CTOPOA2MH MeMOpaHLl YCTAHaBJIHBACTCA Pa3gocTh JMEKTpHYEC-
KHX MOTEHUAAJNOB.

Puc. 18-7. 3apana, neperocrMoro
HeGOMBBIMM HOHHBIM TOKOM, KOCTa-
TOYHO ANA TOrO, 4TOOKI INAYATESNL-
HO A3MEHUTE MeMOpaHALIA noveH-
mias. MoHul, oTBeTCTBEHHBIE 32
MeMOpaRKBA NoTeAUMan, pacnona-
raloTCR* B NOBEPXHOCTHOM Cnae
B6IM3M MeMOpaHb! H YXEPKHBAIOTCR
apech Gmaromaps 3NEXTPHYECKOMY
NPHTSXEAAIO kK UOHAM DPOTHBOMO-
TOMHOrO 3RAKA, PACHONOXEHHBIM
Ha ApYroR cTopoHe MemOpams!.
Hns Tem#aRoro Hefpona mepemerne-
rve | MrKn 3apsna (6-10'% nowmos)
Ha 1 cM? MOBEPXROCTH MeMBpaHb!

C OOHOW CTOPOHH! Ra APYryro WiMe-
HHJIO 6b] MeMOPpaHRLIT MoTeRrmyan
nmpumepho Fa | B, T.e. Mem6pana
UMELT 6MKOCTE 0KOJNO | Mxd/cm?,
OTo 03RaY2ET, 4TO, HANPUMED,

B 2KCOHE AWAMETPOM | MKM XOJ™-
q9ecTBO ROHOB K ', xoTopoe nosok-
BO BBIATU M3 KNeTky, 9TO6n! H3Me-
RUT: MeMOpasubid moTeRuUMan Ra
100 MB, cocTaBsigeT Bcero MMum
1/10000 obmiero xonM9ecTBA HOHOB
K* B untonnasme,

18.2.2. MeMGpansbiii noTenuHa 3aBUCHT OT H3OUpaTeMbLHOH
nporsnaemocTd memOpanst [3]

3aBucuMocTs MeMBpaHHOro NOTEHUMAaNa OT NMPOEHOAEMOCTH MeMOpaRbl coCTae-
NSeT OCHOBY M0G0t 3nekTpuyeckoR akTHBHOCTH HelporoB. O6 3TOH 3aBHCHMOCTH
yXe TOBOPUIIOCE B IJIaBe 6, M TeNeps Mkl pacCMOTPHMM ee noapobHee. Ipeactasum
cefe HEPBHYIO KNIETKY B COCTOSIHYM NOKOS, KOT A8 BHYTPHK/ICTOYHLIE KORLEHTPALH
Na* u K* onpenensiorcs paBHOBecHEM MeXAY MOHHLIMM TOKaMM, CO3aBaeMkl-
mu pabotoit Na* K *-ATPa3ul, v obpatheiM mepexomoM Na* u K* «Byua» no
TPafMEHTAM HX KOHUEHTpaUu# vepes «kaHambl yTeuku» (cM. padg 6.4.5). Cocros-
HHWE TIOKOS B (HHM3MHECKNX TEPMMHAX OMPEAeNSeTCR CicAytommuM obpaloM: cTanmo-
HaPHOE COCTOSHKE, M/ NOTeHURA. NOKOR,—3TO MEMOpPanHBIR NOTEHUMAN, fApH KO-
TOPOM CYMMapHblll TOX MOHOB 4epe3 MeMDpaHy paBed Hyaro. MHBIMH crnoBaMH,
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He6onblOE KONWIBCTBO NONOMWTENBHBIX HONCS
(onlaefieHbl UBETOM) NPOXOAUT weped mamBpany
CPAA3 HBMEBO,M CNPAAA COJAAETCA HI6KITOK OTPWNA-
TentHLIX #OHOB (BbiAeneHs! UBRTOM) ; T3K YCTIHAD-
PMBaETcA MemBpaHHLIR NOTEHUMES, OTAUNHB(M OT HyNnRA

3apaasi no obe CTopoHbl MeMEBpaHy To4HO
cBananenposanel; MeMBpatbii notexyman = Q
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Puc. 18-8. Dma cxema noxaawipaer,
KaX TPaACMeMOPaHHREI rpajyienT
KOHHEATPAIAR HOROB MOXET Bbmb
cbasraHcupoBal rpafiReHTOM Ranps-
xerus. Mmockt o3uasarot K7,
NMOCH B xpyxoske - Na ¥ . BuyTpu

KJIeTKN XOHUeHTpaumsa K™ BbicoKas,

a CHAPYXH HHJIKafd, TOI'Aa K&K KOH-
neHTpamHg Na ¥ cHapyxw Boilue,
9eM BHYTPH. A. 34eck MeMOpaHHble
KaHans! cBo0OOAO MPONYCKAOT
norst K* m me mpouycxaror Na™,
Qo>ToMy pacopelenende woHoe K *
MCKAY ABYMSA CTOPOHAMH MeM-
6parst paBHOBecHOe, 2 HOHOB Na ¥
-HepaBHoBecHoe. HeBomumoe kosm-
4ecTBO MOHOB K ¥ BLIXONWT M3
KNETKH, ¥ B PEIYMBLTATE ¥ 0benx
nosepxHocTedl MemOpaHbt obpasyer-
CA 3apaXeHnRuIB cholf (Dokazad mee-
TOM). Beixoa HOHOB Xanus aponos-
WAETCA 0 TeX NMOp, MOKa BOIRWK-
111af PAa3IHOCTh TOTEHIMEJNIOB HE
YP3BHOBECHT JeHcTBUe rpammeHTa
xoHueatrpauud K*. [Ipu parHOBe-
CBY INEKTPOXMMHYECKUE T'PaaNeHT
K* pabeH Hymo. cyMMapHLit Do-
Tox BoroB K* ToXe papen Hymo.
B. 3necs, HaoGopoT, MeMGpaHHBIe
KaHaNbl CBOGOAHO HPONYCKAlOT
Tomko Na ‘. B peayanTate
YCTaHaB/BAETCS (TPOTHBOTIONOXHO
HAMPABJIEHHAN (1O CPABHEHHIO CO
csydaeM A) Pa3HOCTE MOTEHIIMANOB,
KOTOp3A TOYHO YPaBHOBLNIABAaET
Pa3HOCTh KOBLUEHTPalH¥ HOHOB
Na ' no ofe cTopomnt MembpaHsL

BHYTPU CHAPYXW CRAPYXU
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»  Norenyman
01 Noveduman

npu noTenwaze nokos Tokn Na*, K*, C1™ u apyrux voHOB, B OTAEILHOCTH He
0693aTeNLHO paBHBIC HYJIIO, TOYHO cOanaHCHPOBaHbl TakuM 06pa3om, YTO cyM-
Mapuble 3apsfst No obe cTopoHnr MeMOpaHhl He H3MEHSIOTCH.

Hyxerie Jro60ro 0TAETEHOTO BHAA HOHOB MEpe3 MEMOPaHHbLIE KaHamsl Mpo-
UCXOIMT 233 CYECT 3HEPIUH IAeKMPOXUMUNECKO20 2padueHimd JAHHOTO HOBA. ITOT
rpaiMedT oOpalyroT IBe COCTABJfIOLINE; TPagHeHT HanpAXeHud Ha MemOpane
H [PalMERT KOHLUEHTpalMy MoHa. Korpa cuilel, colzpapaemble o6ORME IpaaMexHTa-
MM, TOYHO YPAaBHOBEIUMBAIOT APYT APYFA, 3MEKTPOXMMUYECKUE rPaueHT paBeH AY-
JIF0, TAK X€ KaK ¥ CYMMAapHBbIH TOK NAaHHOIO WOH3 uepe3 MeMOpany (puc. 18-8)
CocTosHHE IMHAMHMECKOTO PaBHOBECUA KOJMYECTBERHO ONUCLIBACTCA I'[pOCTOﬁ
dopmynos — ypasuenuem Hepucma, EcavM pa3HOCT: MOTEHUHANOB MEXAY RByMS
CTOpOoHaMY MeMOBpaHbl 0003HauUNTh V, 2 BHYTPEHHIOK ¥ HaPYXRYIO KOHIEH TPALIMH
HOHOB ~ COOTBETCTBERHO Cj H ¢y, TO CYMMAPHBIH TOK HOHOB Yepe3 MeMOpany 6yaer
paBea HYJMO JIPY YCHOBKM, 4TO

RT ¢ RT ¢
S =——-23log,,—,
zF ¢ z b

rae R -rasosas NocToAHHadA, T-abcomoTHas Temnepatypa, F-noctomidas dapa-
nés N z—-BAJICHTHOCTE HOHA.
[Ans onHOBaNEHTHOTO HOHA IMPH KOMHATHOH TEMIIEpaType

RT
zF

TaxuM 06pa3oM, cyMmapHbiii Tok HOROB Na* pamen Hymo, eciid MemOpaHHbIl
NOTEHIM A, HA3BIBAEMBIA B JAHHOM CHyYae HampuesbiM PABHOGECHWM NOMeHyud-
aom, Va, paser 581g,q([Na*J,/(Na* ]i) MB. TouHo Tak ke CyMMapHsId TOK WO-
wos K* 6yner paBed MymO TNpH 3HAYEHUMH MeMOPAHHOIO TMOTEHIManNa
5810g,5([K * Jo/[K * }) MB, 4TO COOTBETCTBYET KANMEBOMY DABHOBECHOMY MOTEH-
upasty, Vk. OBurvHo 3H2YeRus Viug. fexat B obaactd Mexny + 50 n + 65 MB, a
Vk—-Mexay —70 n — 100 mB.

HAns moboro A2AHOTO MeMOGPAaHHOIO MOTEHLMANA CYMMAPHAR CHIA, BbITaaXy-
BafOINas HOHbLI M3 KHETKH, MPONOPUMOHaNLHA pPa3RocTH V— Wy, ans Na* n V—
— Vg nng K *. GaxTHaeckas se/MYMHA TOKA KANIOTO MOHA 33BUCKHT He TOJILKO OT
3TON ABHXYIIEH CHALI, HO ¥ OT TOTrO, HACKOLKO JICTKO NaHHBIH HOH MPOXOAMT He-
pea MeM6panHble Kahanw! (cM. puc. 18-9). Eciy npogodumocmu rpynn xavanos nns
Na* 1 K* 0603HauuTs COOTBETCTBEHHO XaK gng M gK, Toxu Na* u K* 6ymyr
PaBHLI COOTBETCTBEHHO gNa(V— WNa) B gk (V— Vk). (TTpOBOBMMOCTS — BETUUHHA,

<
i
|
|

2,3~ 58 MB.



Puc. 18-9. 3apycyMocTe Mexay CH-
JNIOR TORA, HANPSKEHAEM, CONPOTHE-
JIEHWEM H NPOBOAWMOCTLIO B OOBII-
RO »NMeKkTpudeckod metn (A) 1 npy
HOMAOM TOKe 4eped Membpary
xneTky (B) Bo sropom curywae mpu-
BeJlEHbl YPABHCHHMA [UIA YACTH 3JIeK~
TPH4ECKOTO TOXa, MepeHOCHMON MO-
Hamy Na*: ypasveaus mns apyrwx
ROHFGBIX TOKOR COBEDLIEBHO 2HARO-
MYHL, H O6MMX TOK OpeAcTaBasAeT
cobolt cymMMy BKAaIOB, BEOCHMBIX
BCeMA BHOAMW WoHOB. O6pamute
BEMMAERE, TTO MPOBONBMOCTE MEM-
fpaRROro KaWana, B OTIMTHE OT
MPOBOIHMOCTH O6LIYROrO COnpoTH-
BICHHA, He MOCTORKANA, 2 IABHCHT
oT ¥ ¥ oT xommenTpammu Na*.
HanpuMep, ec/ KOHLEHTPANAS
Na‘* oyess HM3Ka, NPOSORAMOCTH
s Na* 6ynet oueHs Manoi.
O6paTHTe Taxke PHUMAHEEC Ha TO,
910 CAMBON gy, (B gk ), BCTpe-
Jal0IIACE B TEKCTe, OTHOCHTCH

k obue# opoBoAMMOCTH Beedl
rpyIbLl HaTPUEBHIX (MM KaJHEBbIX)
KasanoB MeMOpaHbl; NPOBOIKMMOCT
€IWBHYAOTO Kagana obolmauaeTcs
Kak yn, (mm yg)
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| UM;I'OHHA)JMA BHEKNETONHOE
@HY TP “- ‘ NPOCTPAHCTRO
T |cHapywanl
T :
| Tha
Marannnvecxmd _J\M/v_ MeT3nnuNecKun C:‘—:_:)
APOBOANAK NPOBOAHUK PacTaop mokoa Pactaop wonos
T | Inmamanr C:S (auicoxan
XOHUEH TRaLMA Tha KOMLAWTDALUA
| &=
7 ‘
THa
_— _—
Tox = ! Hatpuensii YOK = jy.

Nagerivee noteainana = V Nanesna noTemysans = V

J2eon Omaa:f=l/7-¥,ran 7 — conpormmneipe,
Wom, 410 IXBRASNENTHO, [ = -V, rR&d — nposoan:
MacTy (1/7)

NpoTHBONONTWMO HANDIBNEHHEA ABMKYLLBH CHII8
anm N» ", oBycnopeHHan PEIHOCTSI0 KORUENTPAUNE <V Nu
CyMmaphoR ABWORYWEA cina anA Na* =V - v o

Mepea 0pWH peancTOD: Yapes camm waHan:

To% = ,lli= Yy ' V, 7287 — npOBOAHMOCT MATDHEEL(G TOK = Iu:‘ TN Ww-=vy, )
DAHOI O PE3NCTONE ' ' b
Yepea | om! noBROXNOCTH MaMBDaHa:
Ueped 1ecKoNu KO PERINOIODOB. CORAMHEHHLIX NADEN NEALNO"
QBwmAYOK = ) w{y ry k... 3y) Ve gy,
Tae jJ — obuEa NPOBOAUMOCIe

BOWMR HITDHEDMA TaK = / Na "2tV - V)

FA2 0y = TNp* ERD KaHanon ua | cam?

obpaTHas CONMPOTURIICHHIO,— M3MEPAETCS B eJMHMLAX, OOPATHBEIX OMY, UM CumeH-
cax, S).

ITo onpeneneHuio Npy NOTeRIHANE NOKOS TOKH Pa3d]IMYHbIX MOHOB COANAHCHPO-
BaHB! TaK, YTO CYMMAPpHbIA 3JIEKTPHYECKHH TOK paBed Hymo. Takum obpasom, ec-
M V-noteHiman NOKOR, TO Ero BEJIAYMHA JOJDKHA YAOBJIETBOPATL CIACAYIOLLEMY
YPABHEHNO

gna (V= VNa) + gk (V- W) + ToK, colnabaempii
Na * K * -ATPa1oit, ++ TOK, NEPEHOCHMEI/ IPYIHMH HOHaMy, = (.

Tax kak xaHalbl «yTeskn» ropaino Gonmee npouuuaems mns K*, wem aus
Na*, 1o gK* ~BesmanHa OTHOCHMTENLHO OONblAas, a TOK, CO3aaBdeMblil
Na * K*-ATPa30#, ¥ TOXY, CBS3aHHbIE C NePeIBHXEHHEM APYIHX UOHOB, OTHOCK-
TeasHo Mamml, [MoaToMy Tok K% Moxer GuITh ypaBHOBEMIEH APYTAMW TOKaMM,
NpPeaCTaBIEHHBIMA B YPABHERHH, JMIIL B TOM Cllydae, eciiv Be/myuua V— Vi 6ima-
ka k rymo. Cregopate/HO, NOTEHITAAN NI0XOR AODKeH ObITh 6M30OK K paBHOBEC-
HOMY [OTERIMANTY IS KaJsms Vi, BEMMTIUAA KOTOPOTO OOBITHO JIEXHT B IpEaeiax
or —70 po — 100 MB. Ecsim MeMGOpaHHRi MmoTeHwsan OyneT OTMIaThCs OT NO-
TCHUMAJA NOKOS V, BO3MMKHET CyMMapHLUI TIOTOK HOHOB, KOTODhlIiA Oyner cTpe-
MHTBCA NpPUOMHINTE MeMOpaHHBIA NMOTEHIMANl K YypPOBHIO V.

[To TeM e caMbiM TPYYHHAM TIpU YBEJHYEHAH TPOBOAWMOCTH SIS HOHOB
Na " (gna) MeMOpaHHBIN ROTEHUHANl CMECTHTCA X HOBOMY ypOBHIO, GIM3KOMY
K PaBHOBECHOMY noTeHuuany ans HaTpHa (puc. 18-8,5). B nefictBuTensHOCTH
KMEHHO 3TO U NPOUCXOMWT HA KOPOTKMA MOMEHT BO BPEMSA NPOXOXHEHHA M-
nymbca (MoTeBUMAana NeACTBUR) B pe3ybTaTe OTKPLIBAHMS MOTEHUMAN-32 BUCKMBIX
HATpPHEBBLIX XaHANOB. B OT/IMYME OT KaHANOB YyTEYKM 3TH KaHAJBI NOYTH BCE 3AKPhI-
Thl, KOTAa HEHPOH HAXOAMTCS B COCTOAHHY MOKOS, U OTKPLIBAOTCA TOJILKO OPU H3-
MEHERRA MeMBpaHHOTO MOTeRURANA. CBOWCTBA NOTEHUHAN-32BHCUMBIX HATPHEBLIX
KaHasoB OyayT nMoapo6HO PACCMOTPEHLI HUXE.
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Nponyexanne Yoxa

Wameperme
noteryMana

Puc. 18-10. Cxema npucnocobaenus
ANR W3YYeHHs 3aBHCHMOCTH MeXay
MeMOpaHBEIM NOTEHUMANOM K TO-
KOM. NPOXOAALMM Yepe3 KICTOY-
nyro MemOpany. CTpenxu yxadsul-
BAlOT HanpasneHde TOka. Yanle mce-
r0 MCIOMB3YIOTCS BHYTPHIJIETOUNDIE
3JeKTPOJIbl, M3rOTOBJICHHLIE HA TOH-
X0 CTrexnsHHOR TPYGOUXH, XOHUHK
KOTOpOR OTTAHYT N0 IMaMETPa

B HECKOJIbKO AONeH MUKpOMETpa

¥ KOTOpaa 3aMojiHeHa NPOBOAALIM
PACTBOPOM IJNEKTPONIUTA, HATIpHMEP
KCl. Korpa anexTpon sesonst

B KJIeTKY, TO MeMOpaHa OJOTHO
NpHMNAeT X CTeKTy 3JIeKTpoNa Tax,
YTO BHYTPEHHOCTb JJEKTPOJa CO-
ERMHRETCA C BHYTPENHOCTLIO KJIET-
KH, HO M30JIHpYeTCR OT HaPyXHOIi
»uakocti. Hexocratok sToro mero-
A COCTOMT B TOM, YTO Y CHJILHO
BLITAHYTEIX KMETOX MOTERUMAS, W3-
MepeHHbIE Ha XOHYMKE 3JEXTpoaa,
MOXCT OTNHHATHCA OT NOTCHIXWMANZ
B OTAANEHMBIX YACTRX KJeTkA. [lpw
paboTe ¢ HEKOTOPHMKM O4eHb
KPYOHBIMK XJETKAMY, TRXHMH KAk
THIAHTCKUH HeltpoH KaneMapa, 3Ta
npobieMa pemiaeTcs NyTEM MCNOJNb-
30BAHUA BHYTPHXJIETOHHEIX INEKTPO-
JI0B B BHIE TOHKMX METAIUAYECKMX
NIPOBOJIOYEK, TAHYUBIXCA OO BCeH
JUMHe axcOHa.

18.2.3. Honnbie kanam! palIRYAlOTCH N0 CBOeH RIOHpATELHOCTH,
BOPOTHbIM MEXAAHIMAM M 9YBCTBHTe/IbHOCTH
K coemHHIECKAM TokcHham [4]

MeTos K3Yy4eHUs HORHBIX KaHAJIOB OCHOBAHE! TIaBALIM 06pa3oM Ha ToM ¢akTe,
YTO MOHHBIA TOK—3TO PO MEKTPUMECKOTO TOKA, KOTOPbIN MOXeT ObTh U3MepeH
NOYTH MIHOBEHHO C BHICOKOH TOYHOCTBKO ¢ YYBCTBHTEJILHOCTBHIO. O6biMHO U1
3TOro B KSEeTky, MeMBpana KOTODOH COAEPXUT W3ydaeMble KaHaSbl, BEBOAST JBA
mMukpodstextpona (pyc. 18-10). OaduM H3 3TUX ABYX BHYTPHKIETOYABIX 3MEKTPO-
JOB M3MEPAIOT BEJNMYMHY MeMOPaHROTO TNOTEHUMaNa OTHOCHTENBHO TPEThEro
3NEKTPOSA, HAXOAALIETOCA B Cpefle, B KOTOPYI MOMetleHa kieTka. [lpyro# asex-
TPOA MCTIOJG:3YIOT [UIS NPOJTYCKaHMA TOKA, KOTOPbIA MOXHO H3MepaTh. Ec/m Tok
HarpasieH BHYTPb KJIETKH, TaK YTO BHYTPEHHUN 3aPAsl HAMEHRETCS B NMOJOXHTETb-
HYHO CTOPOHY, TO MeMBpaHHbIi NOTeHUNAST CTAHOBHTCA MeHee OTPULATENLHBIM 110
CPaBHEHHIO C HOPMAJIbHBIM TIOTEHOMAMOM nokosn, CaBUTI NMOTEHUHaRa B ITOM Ha-
Dp2BJieHMH Ha3bIBAOT denouapusayuei. [Tpn obpaTHOM HanpamneAHMu TOKa MeM-
GpanRblffl NOTEAUMAN CTAHOBUTCA, RANpoTHB, foyee OTPHUATEILALIM, T.&. MPOKC-
XONMT 2unepnosapusayua. 1 B TOM U B APYIOM cCiy4ae uiMmeHexye MeMOpaxHOro
DOTEHUHANA MPUBOAMT K BO3IHMKHOBEHWIO WOHHOFO TOKa uepe3 MeMOpaHHule ka-
HaJibi, YPaBROBEIMBATOLUETO TOK, NMPOITyCKaeMbIA C MOMOUIBKO 3jexTpora Mem-
6paHHblE MOTEHIMAN MOALSPXKHMBACTCA Ha MOCTOSHHOM YPOBHE TOIZa M TOJLKO
TOraa, KOraa BHYTPHX/IETOTHBLIA 3APAA HE YMeHbLIAETCH Y He YBESIMHUBAETCA; WM,
HHBIMH C/IOBAMK, TOTA2 H TOJIbKO TOTJ2, KOTAA MOHHKIA TOK, MPOTEKAIOUWIKA e ped
MCMﬁpaHHble KaRaJjIbi, B TOYHOCTH DaBEH 4 l'lpOTHBOl'[OJ'IO)l(eH 110 HanpabBJIERUIO TO-
Ky, IOQBOAYMOMY 4epe3 3nekTpod. Cnenopatensso, ec/i MeMOpaHHbIH NoTeHUMan
OCTAETCK Ha NOCTOSHHOM YPOBHE, TO NO BEIMYHHE TOKA, NPOTEKAIOWErO 10 K-
TpPOAY, MOXHO CYAHTL O TOXe yepes MeMOpaHukle xkaHasmbl. TakuM obpa3oM, 3TOT
EXTPOA CAYXUT OAHOBPEMEHHO M IUIA KOHTPOJIA MeMOPaHHOIO NOTeHUHaNa,
A D18 U3IMEPEHN K TOKa, MpoOXoJsamero Yepeld KaHael. B KavyecTBE AONOJHUTENRbLHO-
ro YCOBEPINEHCTBOBAHMA MOXHO C HOMOWILIO HaluleXameHd 3JeKTPOHHOW CXemsl
aBTOMATHHECKH PeTyMpOBaTh N104avy TOKa B 3aBHCUMOCTY OT CHfHaJA C 3JIEKTPO-
/13, U3MEPAIONIETO NMOTEHUHAN, TaKUM 06pa3oM, 4yTobb ynepkHBaTh MeMOpaHH b1
noTeHUMan Ha moboM 3anaHHoOM ypoBHe V. TakO# METOL HaluiBalOT (uKcanHed
HAOPSUKEHHA, 2 3a/laBaeMoe 3Hauenue V—komandHbim nomeHyuasom. Y CTaHaBIMBAR
Pa3Hbl€ 3HAYCHHA KOMAHAHOIO NnOTeHOMWaNna U H3IMEpAK TPH 3TOM TOK, Heobxo-
IMMBEIA 1S MX NOJIEPKAHHA, MOXHO HCC/IENOBATH 3ABHCHMOCTh MeMOpaHHOW
TpOBOAMMOCTH OT MEMOPAHHOIO NOTEHUMaA,

Honw), cosparoumme TpancMeMbpaHabIi TOX, MOXHO WAEHTHOULMPOBATDL, HIMe-
A KOHUEHTPALKIO ONpedesieHHbIX HOHOB B OKpyXaroweh KIeTky cpeae » Habsmo-
naf, K 9eMy 3To Np#BOAMT. HanpuMep, HaTpueBrill TOX 4epe3 MeMOpaHHble Ka-
Haybi OyHeT 3aBUCETL OT BHEXKJETOYROA KOonUeHTpaumsn Na* w wucuesner, xoraa
3Ta KOHUCHTPAaUMA JOCTUIHET ONPedeNIeHHOr0 yPOBHS, NTPY KOTOPOM PaBHOBECHBIH
HaTpHeBblH noTeHuua, W, OyacT paseH Mem6GpaHHOMY noteHuuasy, V. Toku ue-
pe€3 KanaJbl C BOPOTAMK K 9Yepel KaHANK «YyTEHKH» TOXE GyﬂyT HU3MEHATLCA TpH
H3MeHeAUH TPAHCMeMOPAHHLIX XOHUEHRTPAUKOHKREIX TPANXEATOB, W TO3TOMY KX
MOXHO HCCNEeJOBATh TAKUM X& CnocoboM. [ToTeHUMAN-3aBUCHMbIE KaHAbI MOTYT
6b1Tb 0OHApPYXEHb! MO BHEIANHOMY HWIMEHEHMIO npoMuyaemMocmu MeMOpaHsl ang
ONMPELE/IEeHHOTO MOHA NP PE3KOM HiMeHenuy V.

IMogobHble MeTOABI NMO3IBONANOT BLISBUTL BKJIAX Pa3AMuUHbIX WOHOB B OBIME
TOK W MACHTUGULIMPOBaTL TOKM, TeXyllMe Mo KaHgnaM ¢ sopotamu. Ho ecnu Tox
NEPEHOCUTCH YacTHHHO vornamMu Na ™, a wactruno wonamu K *, To npoxopat m
3TH HOHb) HEPE3 OAHH ¥ Te XE WA pa3Hble KaHalibl? OTKPbITHE TOKCUHOB, Crely-
$uaHLIR B OTHOILEHWH KaHANOB, IOMOFJIO OTBETHTE Ha 3TOT BOnpoc. Hampumep,
€C/M BO BHEWIHIOW CPeAY A06GaBUTH TOKCHH 3 NBIBBI UINOBPHIXA —nempodomox-
CUH,~NOTCHUMAT-32BHCHMbIE HATPUEBBIE KaHabt GJIOKUPYIOTCS, B TO BPEMs Kax
KaJMeBBIA TOK OcTaeTcs HeW3meHHBIM. C apyroft cTOPOHBI, WOHBI mempasmuiam-
MoHUA GNOKVPYIOT NMOTEHUMAN-3aBUCHMBIE KAJIMEBblE KAHAJbl, HO HE BAMSIOT Ha
HATPHEBBIH TOK. DTH ¥ APYrue HaCJrONEHUS YKa3blBatOT HA TO, YTO CYLUECTBYIOT



Puc. 18-11. Ilpu BHe3anHOH# nenons-
py3auMM MeMOpaHbl OT YpPOBHA MO~
TEeHIMATIa TIOKOS AO HOBOCO MNO-
CTOAHHOTO ypoBAf HaGmoaaetcs
KPaTKOBPEMEHHBIM HATPHEBLIH TOX,
KOT/1& NOTEHUMAN-3ABHCUMLIE HAT-
PMEBLIE X8HAJL] CHavasla OTKphl-
BatoTCs (BBICTPO), @ 2aTeM MHaxXTU-
BUPYIOTCA (MeaneHHo) ([lavmble Ans
FACAHTCKOrO 8KCOHA KAbMapa, Mo-
Ayacaurie npu 6°C.)
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MenBparHbiz
NOYEHUUAN, MB

70

Hatpuesuwe
Kanane!
QTKPhLIBANTCA

Hevpueasie
Kauansi

MHBKTUBHPYKITCR

Havypitenons
10K

KaHaNb) N0 MeHbllell Mepe ABYX Pa’IMiHbIX THNOB: OAHH H3IGUPATENLHO NPOHU-
uaemsl g Na* 4 6IOKHPYIOTCA TETPOJOTOKCHHOM, 2 APYTHe NMpOHHUAeMbl Xis
K* 1 GnokdpyroTcs MOHaMW TeTPA3THJIAMMOHHA,

18.2.4. Tlpn nenoIAPH3ANKA HATPHEBLIE KAHAMLI CHAYAJA OTKPLIBAIOTCH,
a 3aTeM MEAKTHBHpYHOTCR [S]

[To onpenenenuro MOTERUMAN-3ABUCUMEIE KaHAJbl—3TO TaxWe KaHaJbl, KOTOpLIE
OTKPbIBAKOTCH H 3aKPLIBAKOTCH B OTBET HA M3MEHEHHE TPaHCMEMOPAHHOro NOTEH-
UMaNa 3TO HABOAKT HA MBICL O KAKOM-TO NPOCTOM MEXaHH3ME «BKITHOYEHHDY
M «BBIKJDOYEHHAY» KaHanop, HO B Ciyyae HaTpHeBbIX KaHAJIOB, OTBETCTBEHHBIX 3a
moTeHuUMan JefCTBYSA, ITOT MEXAHHIM HECKOJILKO CJIOXHEE, ¥ CYLISCTBEHRYIO PO
B HEM HIPaeT BPeMeRHas 3afepxka. [1oBelleHHe KaHala MOXHO MCCNENOBATh ¢ No-
MOIDbIO ONMHCAHROIO Bbllle MeToga (MKCAUMN RanpsXeHHn. Ecan MeM6paHnbii
NOTERUMAN MOJAEPHUBATE HA YPOBHE HOPMAJHLROTO MOTEHUMANA NMOKONA (MpUMep-
HO — 70 MB), HaTpyeBntif TOK NpaKkTHYecKy OTCYTCTBYET; 3TO YKa3bIBAa€T Ha TO,
YTO NOMTH BCE HATPHEBblE KAHAJL! 3aKPblThl. ECJM Teneph pe3ko CABHHYTh MeM-
6paHHbIl MOTEHUKAT B TIOJNIOXKUTENBHYIO CTOPOHY, ckaxem 10 O MB, H ynepxusath
KNETKY B T4KOM JETONAPH3OBAHHOM COCTOSIHHME, TO NOTEHIHAJ-3aBHCHMDBbIE Ha-
TPHEBble KaHASb] OTKPOIOTCA ¥ MOHB) Na* MOTEKYT B KNETKy «BHM3» NO rpajueN-
Ty KOHUEHTpPalMy. DTOT HaTPHEBBIA TOK NOCTHIHET MAaKCHMYMa NIPUMEPHO HYepel
0,5 Mc TIoCne TOro, Kak yCTAHOBHTCH HOBOe 3HaueHde moTeHwnana. OfAAKO yxe
CNYCTA HECKOJIbXO MHJUIHCEKYHI, TOK NafaeT NOYTH A0 HYJIA, axe ecns MeMOpana
ocTaercs Nenojspu3oBaHHoN (puc. 18-11). 3nauvT, Kanans! OTKPBIMCL Ha Kako#-
TO MOMEHT H BHOBb 3aKpblMCL. 3aKpPbIBUIMCH, KaHAL MEPEXOART B UHAKMUBUPO-
8aHHOe COCTOSIHHE, KOTOPOR SIBHO OTJIMHAETCA OT MX TNEPBORAYABHOIO 3aKPhITOro
COCTOfHMS, KOTAa OHM ellte BpM criocoOHb! OTKPLITHCS B OTBET Ha [eNOJIApH3a-
Mo Mem6panyl. Kananbl oCTaloTcs WHAKTUBUPOBZHHLIME O TeX TNOP, NoXKa MeM-
OpaRHbIA MOTEHLMAN He BEPHETCA X MCXOAHOMY OTPHULATEILHOMY 3HAYEHUIO H HE
3aKORYHUTCH BOCCTAHOBHTCSIbHEIA NMEPUOA AJHTESbHOCTbEO B HECKOJIbKO MHJULICE-
KYHA.
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ToKH, NPOTEKMOLLME NEPRT OT ARNLHLIE KAsaNb!
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Puc. [8-12. [Mpynounm dayxrya-
n¥OoHAOro avasmia. Obumii Tpanc-
MeMOpaHHLI TOK CKNaxsIBAETCH M3
MHOXECTBA TOXOB, ITPOXOASLLMX Ye-
pe3 oTAeMbHue xadanul. Ecimi magn-
BUJyanbHhle XAHAJL OTKPHBAOTCH
chyyadHblM 06pAIOM HEIABHCHMO
ApYr OT JApYra (BepxHue IpagHku),
TO AOJDKHbL HAO/BONATBCH CITy-
vafune GpaykTyalmw obwero Toxa
(nmxHnit rpaduk). Uncno xamanos,
BHOCANMX BXJAR B oOmMHA TOX,

A TOK, MPOTCXaKMMd uepe3 ean-
HH9HbIE OTKPBLITHIH kaHall, MoryT
ObITh BLIYHCNIERE! H3 BETHRHHLI
rykTyamaii k4 3 cpemHero obuwero
Toka. Eciu weped OAMH OTKpLITHLIN
KaHan nporexaeT TOk [ w cpeanee
YKCAO KAHAMOB, OTKPHLITHIX OAHOBDE-
MEHHO, PABHO M, TO CpeHAR
BeaNMIHA 06”161'0 TOKa COCTABHT
In, a BesuwuHa QuykTyatni (v.e.
CTAHAAPTHOE OTKJIOHEHME OoOwwero
TOKa OT cpenuero) 6yser mpubmau-
TesisHo paBaa |/ nl. [losToMy Benu-
SUHBl 1 H | MOXHO OIMPERENHTH,
uamepus obumii Tox H ero dayk-
Tyanm. BepofiTHOCTB Toro, YTo
A2FHBIA HATPHEBLIN KaHan oTkpoeT-
€9 Cpady Xe& nocie JemoNApyIa(uiH,
W3MEHRETCK ¢ TEYeHUEM BPEMEHU
(T.e. n He NOCTOARHO), U TOITOMY
BBIYMCNERUA GYAYT HECKOMBLKO
CJIOXHEE, YeM NDPH TIOCTOSHHOM )i,
XOTH MPHHIMITLI OCTAIOTCH TEMW Xe.

18.2.5. ®dayxryamps TpawcMemOpaHHOro TOKAa NO3BOJNIOT MpPeNOJAraTh,
q9T0 KRKIbIH OTICJLHLIA Kanajl OTKPLIBACTCH H 3AKPLIBAETCH
caywaiiupiv o0pasom [6)

MeMbpana HePBHO KNETKH CONCPXUT MHOTO THICSM HATPHEBBIX KaHAJIOB C NMOTEH-
B4 1-3aBUCHMBIMH BOPOTAMH, ¥ OOUIMH HATPHEBLIA TOK CK/IAAbIBAETCY U3 TOKOB,
MpOTEKAIOIMX 4ePe3 Bee 3TH xaHausl Kak ke B Takom cnyuae BeayT ceba oT-
gesmbHble kaHaip ? T1ockojibky BCce OHH, BUAMMO, HIEHTHYHBI (10 CTPYXTYDPE, MOXHO
6bu10 6Bl AyMaTh, 9TO TOK, NPOXOAALIUH wepe3 KaX bl KaHal, BO3PAacTaeT W MNa-
naeT OOMOBPEMEHHO C YBEMHYEHMEM U YMeHbIDeHHeM OOLUero yoka, T.e. pasnbie
KaHaJIbl OJBOTO W TOTO Xe TUMa JeHCTBYIOT CTPOTO CMHXPOHHO. BMecTo 3T10T0 O7-
LEJLHbIE KaHAJBI NOC/E NEN0AAPHIAuY MOTM Obl BHE3AMHO OTKPLIBATLCY M 3a-
KPbLBATBCS MO NPUHLMIY «BCE MM HUYEIo», HO [AeACTBOBATb ACHHXPOHHO, HECo-
rnacoBaHHo. Taxue MHAYBKIYabHbIE BAPUALMH MOTJIH Obl YCPEIHATLCH M B UEAOM
[aBaTh NIABHYIO KPUBYtO TOKa. B 3TOM cryyae npu Gonee netainbHOM HcCnenosa-
HHM JIOJDKHBI OOHAPYXUTHLCH Henpeackalyemble Konebabnus Toxa: Ha MAeaTH3IMpPO-
BaHHYIO KPUBVKH) Toxa OymyT HakianmiBatecs Hebojiblime, HO pe3kne becniops-
JIOYHBle (PIYKTyallMH, OTPAX2lOLMMe OTKPbIBAHME W 3aKPbIBAHKWE OTAETBHLIX
KaHasioB. W peficTeuTesmsHo, Taxue Gaykryauuu MoxHo Habmonate. Oyvesuauo,
YHAMBUOYaIbHblE KaHAslbl OTKPbLIBAIOTCH HE NJIABHO U HE BrIOJHE OAHOBPEMEHHO.

TaxumMm 06pa3oM, MpH HEBO3IMOXHOCTH NONYYUTh NPAMBIE AaHHBIE OTAEbHbIE
KaAabl MOXHO W3ydaThb MyTeM aHaym3a GAykTyauuid Toka—3TOT METOAd Halbl-
BalOT GIYKTYaUMOHHBIM aHAM30M (CM. puc. 18-12). Ha ocHOBe npednosioxeHus,
YTO Y kaXJIOTO KaHaJjla HMEIOTCA TOJLKO ABa BO3MOXHLIX COCTOAHUA NPOBOAHMO-
CTH ~OH JI60 MOJTHOCTHIO 3aKPLIT, 6O NOMOCTHIO OTKPLIT— Y NEPEXOd M3 OOHO-
TO COCTOSINMA B APYroe NMPOWCXOAKUT MTHOBEHHO, € NMOMOMILIO AYKTYaUKOHHOTO
aHam3a I8 MPOBOAMMOCTH ONROTO OTKPBITOrO HATPHEBOTO KAHANA (B HEpBe 1s-
ryiuku) Oeina nosyuexsa sesmaniHa okoio 10-11 Cm. 3710 03HayaeT, 4TO NMPH pa3-
HOCTH 3J1eKTPOXHMAHECKHX MoTeHLManos e 100 MB yepea oTkpeITHIA kaHan npoTe-
kaeT Tok cuso 107 '2 A, 4To COOTBETCTBYET NPOXOXAEHHIO NpUMepHo 6000
nonos Na™* B 1 MC. DTH noacueTyl ¥ TIPEANOJNIOKEHHSA, Ha KOTOPBIX OHH 6a3u-
pytoTcs, 6bimt noaTBepxaeHn Gonee MpAMbIM METOROM n3mu-Kaamna (peructpa-
mMA TOKOB B OY€Hb MafiblX ydacTkaX MeMOpaHbl, CM. HMXe).

18.2.6. Kanama ¢ BOpPOTAMH OTKPLIBAIOTCH M 3aKPLIBANOTCH N0 32KOHY
«Bcé€ WIH uuuero» [7)

MeToa m3TY-kNaMna gaeT Peakyro, MOSTH YHHK2/TbHYIO BO3MOXHOCTL Habnogats
KMHETHKY NOBeleHHs eNMHHUHOK Beskopod Moeky ml. HMues cama mo cebe npocra,
HO OCYLUCCTBHTDL €€ —ACJI0 R0BOJILHO XUTpoe. CTEKJAHHYIO MUKPOIMIETKY, 3aMn0.-
HEHHYIO COJIEBEIM PACTBOPOM, MPHXHMAKT K MOBEPXHOCTH KAETKH W 4EPE3 Bepx-
HUf XOHEU cJlerxa BCAacbiBAKOT BO3RYX, TaK RTOOEI MeMOpaHa BTEHYNACh B KOHYMK
MUKpONUNETKHM (puc. 18-13); ecmt cTekNo uucToE ¥ MeMOpaHa He NOKPLITA CHapy-
XM BHEKJIETOMHBIM MaTepHasioM, obylacTs KOWTakTa He OymeT mponyckaTb TOKa.

Tox MOXeT Temepb NMpPOXOAXTH B MMUINETKY TOMBKO Heped GeslKOBble KaHalbl
B MeMbpare, 3akpbrBatomedf KOMYMX NUNETKH. ECi MIOTHOCTL PacrosoKEHHs Ka-
HaJIOB HEBe/THKA, a4 HHAMETP HOCKXA TIMNETKM MEHble | MKM, TO B BHIIEJICHHOM
yyacTke MeMOpanbt kaHasoB ByneT HEMHOIO —BHOINA TONBKO OOHH WM BOOGWE
HU opHoro. C NoMoumblo COBPeMEHHON IJNEXTPOHHOM ANMNapaTypbl MOXHO Perk-
CTPHpPOBaTb K MIMEPATL TOKK CUNOH BCero Jmum okosto 10~ 12 A, npoTexaromme
Hqepe3 €MMHCTBEHHBIA KaHaf NpY M3MEREHHMH Pa3HOCTH NMOTEHUMANIOB HA AAHHOM
yuactke Mem6panbl. Ha puc. 18-14 npeacTaBneHo HECKOSILKO THNRYALIX 3amucei
TOXa B ONHOM MOTEHLHAN-32BHCHMOM HATPUEROM KaHasie M3 MLILUETHON KJIETKH
KPBICH. BHAHO, 47O KaHai OTKPbLIBAETCK ITO NDHHUMNY «BCE WM HMuero». OTKpht-
Thie XaHa Ll 06afaroT 0AKHAKOBOH NPOBOAMMOCTBIO, HO OTKPbIBAIOTCH U 3aKPbl-
BAOTCA HE3aBHCUMO OPYr OT JApyra. 3HaUuMT, CyMMapHbld TOK 4Yepe3 memOpaHny
BCEll XJIETKH € ee MHOTOYHCHEHHBIMM KaHanaMu ONpEACICTCA HE CcmeneHblw OT-
KDBITHA K2HaJIOB, @ 8ePOAMHOCMBI0 Oblmb OMKPbmbIM IS OTHENLHOTO KaHana.
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18. HepeHar cucrema 83

Pue. 18-13. Meroa pervcrpansu Toka, 0pPOXOARIIErD 4epe3
ouerp Maleld yqacToxk Membpasbl. TOk MoXeT BOHTH B Mux-
PONKIETKY MAM BRIATH M3 Hee, TOJILKO NPORASR 4epe3 xanan
WM K&HATLl, HaxoAslmecs Ha yuacTke MeMOpaHbl, 3axphiaio-
IUEM KOHYHX MHDETKH. STOT TOX MOXHO PETHCTPHPOBATH

¥ NpPU HHTaKTHON xJeToumoli MemOpawe (A4), u nocne oTmeNe-
Hua Kycouxa MeMOpanm oT xierkn (5). Ipeumymectro BTO-
POH METORHXH COCTOMT B TOM, 9TO JIEFKO MOXHO H3IMEHATH
COCTaB pacTRopa ¢ SMo6oH CTOpPOREl MeMOpanw W HabmonaTs,
KaK MpU 5TOM H3IMeRAETcR) NOBeleHMe KaHaJos.

18.2.7. Jneprita paz/HUBLIX KORGOPMAIMOARLIX COCTOSHAN KaHANOB
KOHTPOJIHPYETCS 3/1eKTPHHECKHM moJiem MemGpanbi [8]

CBoHCTBA NOTEHUMAN-32BHCHMBIX HATPHEBbIX KaHalOB 3aciayxusawT Dojee ge-
TUHLHOTO PACCMOTPEHUSA, TAK KAX 3TH CBONCTBA THIHYHBLI W 10 OPYTUX MOTeH-
UMAN-3aBHCHMBIX KaHAMOB, HaNpUMeEP KasMeBblx. Bo-AepBbIX, TakHe KaHATL! W30H-
PATEBHO MPOHHUAEMBI AJIA OTPS/ICJIEHHBIX MOHOB. BO-BTOPbIX, OHY HE OTKPbI-
B2XOTCH MOCTENEHHO, A CKAYKOM MEPEXOIAT M3 OIHON MUCKPeTHOH KOHpOpMaLKM
B OPYryo. 3TH KaHasbl MOTYT OblTh HJM MOSMHOCTLIO OTKPLITHI, HJM NOJTHOCTHIO
3aKpbIThl, HO HUXOrAa He ObIBAIOT OTKPHLITH ¥M 3aKphITH FacTudno. MMeeTtca He
MeHiee IBYX Ppa3iM4HbIX «32aKPHITHIX» KOHGOPMauui —110 MeHblUed Mepe OIHa,
B KOTOPO# KaHaJ criocobest OTKPLITLCK B OTBET Ha W3MEHeHHe MeMOpaHHOro mo-
TeHUMANA, ¥ 10 MeHblueH Mepe O[HA, B KOTOPOW kaHan HWHaKTUBKHpOBaH. [lepexon
OT OJHO# KoHdopMaly K APYrod NpeacTabiseT cobof BEpOSTHOCTHLIA NpoUecc:
MMEeTCs OnpenesieHHad BEPOATHOCTL TOTO, MTO 33 SAMHMUY BPEeMEHH OaHHasd KOH-
GopManys NpU JaHHLIX YCJIOBHSX CMEHHTCA APYrofl, nono6Ho TOMy Kak ans pa-
DHOAKTHBHOTO H30TOMA CYLIECTBYET ONpPEefleieHHas BEPOATHOCTL pacnafa B eAHHH-
uy spemeRd. Yacrora cMerbl KOHGOPMaLMA XapaKTePH3YETCH BpeMeHeM peaaxca-
yuyu, aHAJOTMRIHLIM [EepHONYy INoJypacnaga pamvousorona. Hcnomsys Takyro
TEPMAHONOTHIO, MOXHO CKa3aTh, YTO HATPHUEBBIA KaHAJT B OTBET HA HENOJNAPH3a-
UMI0 MEMODaHbl CHayana OTKPBIBACTCHA, & 3aTEM MHAKTHBHDYeTCH NOTOMY, HTO
BPEMS! PEJIaKCcalMU N4 TMepexojd OT 3aKPbITOro, HO CNOCOBHOrO K OTBETY COCTOSA-
HHA K «OTkpblToﬁ)) ROHd)OpMaL[MH 3HAYHTEIILHO KOpOYe, 9eM 1A nepexojga oT Jmo-
60M M3 3TMX KORDOPMALMA K WHAKTHBUPOBAHHOMY COCTOSHHIO.

deHoMeH TIOTEHUHAN-3aBUCHMBIX BOPOT MOXeT OblTe O0BACHEH Ha OCHOBE
OpOCTbIX (PHIMHECKHX [PHHUMNOB, BHYTPEHHOCTL nOKOAIRErocs HeHpPOHa Ha

Pre. 18-14. 3anucH Toka 9epe3 NOTCHOMAN-3ABUCHMELE KaHAMb
Ha yuacTke MemOpaHel, OTAENEHHOM OT 3MOPUOHAILHON Mbl-
WeTHOA KAeTKH xpuichl (cM. pre. (8-13, 6). Ha 3ToM yuacTxe
HAXONATCA, BEPOATHO, TONMLEO NBA kamana. MemOpamy peaxo
ZIeNOJIAPH3OBANMA (BEPXHAR KPHBAR), JaCTABHB HaTpPHEBhIE Ka-
HaTL! OTKPLIThCA. TPH NPEACTABJNCHHBE 30eCh 3AIMUCH TOka
NnoJiyHeHe! NPU Tpex NOBTOPEHMAX OMbLITA HA OQHOM ¥ TOM Xe
yuacTke MeMOpab). Kakibiil 3HaMTeSmHME MK HA KpUBOR
TOXA 03HAYAECT OTEPLIBAKKE OJHOTO KAHANA, 33 MCKTIOMCHHEM
BEPXHEH 2a[IUCH, THe, OUEBMAHO, ABA KAHANA OTKPLUMCH OXHO-
BPEMERHO, CO3NAB Ha KOPOTKUH [epHOA TOX YABOEGHHOM CWITn
(4 nA BMecto 2 nA). Hebomume ¢mykTyanuu Toxa obycnos-
JIeHBU INERTPUYECKHM IIYMOM B DPErucTpHpylolued ammaparype.
Ha nnxdeM rpaduxe npeAcTaBieda cyMma TOKOB, nime-
peHHLX B 144 QOBTOPHBLIX ONBITaX. DTOT CYMMAPHRIE TOX 3K-
ByBasicHTeH HATPHEBOMY TOKY. XOTOphA Apoxoann Gul sepel
OTHOCHTENLHO BONMBLIOH Y4acTOK XNETOMHOE MeMOpaHs!, cO-
nepxawmd 228 xaHanob. M3aMeHeHHEC CYMMApHOrO TOKa BO
BPEMENH OTPAXAET W3MEHCHHE BEPONTHOCTW TOFO, YTO KAKOW-
mbo oTHe/BHLIE KaHaN OyReT HAXOAUTHCR B OTKPHITOM COC-
Tosuuu. (Mo nawuem R. Horn, J. Patlak, C. F. Stevens, Nature,
291, 426427, 1981.)
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Puc. 18-15. TIpocTas Mogzems, wi-
NMFOCTPUPYIOMAA 38BUCHMOCTE MeX-
Oy 3HEePruen noTeHLUNas1-33BUCH MOTO
KaHAana ¥ ero XoHpopmamHen BO
BpPEMS Mepexoaa OT 3aXpuHToro co-
CTORHUA X OTKPMTOMY. Bayrpennue
CHJLL, OPEACTABJIEHHBIE JAECH NPH-
THXCHUEM MeXIy 3apsilaMK Ha pas-
JMMHRIX YACTAX KAHANY, OeNAtoT OT-
KPHTYN® B 38KPLITYHO KOHPOpMaLMN
ycroRuuBuiMU K HeGOBINM coTy-
HaflHBIM TO/INKAM, HO CHJIbHLIE
TOJIMKM MOIYT BhI3BATHL TIEPEXON Ka-
HAana OT OLHOTO COCTOAHMR K HpYy-
roMy. OTKpRITAS W 33XPHITAd KOH-
bopmMamAB COOTBETCTBYIOT MUHMMY-
MaM SHEPIMVH; 3HEPFHA NEPeXOAHLIX
COCTOARUN BBICOKA, H MO3TOMY Ta-
KHe KOHPOpMausH HecTabubHLL
O6wan sxeprus E maHpod xoHpop-
MAOHH 3JABUCHT OT MeMBpaHHOro
noteHurana. Korna mem6pana
CWILHO NOARpH3OBaHa (A), Hau-
Medbmedl sHeprucit Oyger o6nanaTs
J2KpLITAS KOHGOPMAUMA, & DpH Je-
nonspuaauun (B)-orkpsiTas koH-
dopmarps. UameHeHus xondpopma-
LMW KAHANZ CONPOBOXEBIOTCH He-
3HAUYUTCILHLIMY MePeMEILENH AMH
3apand, XKoTophle MoryT ObTh o6Ha-
PYXXEHBI 3KCIEPAMEBTANBEO ITH
DEPEMELLEHNT HAIWBAIOT G0POMHDI-
MU MoKaMIL

A MEMGPARHLIA NOTEHLRWAS = 100 B {oTpnuaTensHbi@ NOMOC BHYTPU)
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50-100 MB Oonee 3neKTPOOTpRUATENBHA, Y€M BHEKNETOYHaf cpena. Takag pas-
HOCTb NOTEHUMAIOB MOXET NOKa3aTbCs HE3HAYHTEMbHOH, HO NOCKOMbKY TOJIUMHA
KJeTOYHOH MeMOpaHbl BCETO JMUIL S AM, FPajIMeHT KarpAXKeAua 34ech A0CTUTaeT
perryun nopsaka 100 000 B/cm. Takum oGpazowm, Gemai MeMOpaHbl noaBepraroT-
€A BO3AEHCTBUIO OHYEHb CUIBHOMO 3JIEKTPHHECKOro nons. MemOpansble Genku,
NonoOHO BCEM OCTATbHBIM, MMEOT 3apSXXEHRBIE IPYNTbl HA €BOCH NOBEPXHOCTH
H NOJAPHBIE CBA3H (ODYCIOBIMBAIOMIE AMNOMBHLIE MOMEHTBI) MEXIY Pa3M4HbI-
MM AaTOMAMM; MOITOMY JNEKTPHYECKOe Nojte OyneT CTPeMUTLCA M3IMEHHTb CTDYK-
Typy Monexy/nul. C Hpyro#fi CTOpOHBI, BHYTPEHHME CHJSIbI B3AMMOACHCTBHS MeX Ay
PA3SMYHBIMA 9aCTAMA OEnKOBOH MOJICKYJLI OTHOCHTENLHO BCJIMKH W CTPEMSTCH
COXPaRUTH onpelefieRdyro cTabjibHyro xoBdopMaunnro benka; nosToMy Ha MHO-
THe MeMOpaHAble 6eJnG WIMEHEeHME JJIEKTPUYECKOTrOo NOJs MemOpanbl HE OKa3bl-
BaeT, BEPOATHO, CYILECTBEHHOIO BJTMAHUA.

OnH4aK0 Yy NOTEHUMAN-3aBUCMMBIX K2HAJIOB B XOAE 3IBOJIOWMM BmipadoTanach
TOHKAaf YYBCTBHTEILHOCTh K WIMEHEHHAM JJEKTPHIecKoro noJs. OueBHaHO, OHM
COCTOST W3 0eJIKOB, KOTOPhIE MOTYT NPHHUMATL HECKOJLKO ATbTePHATHBHLIX KOH-
dopmaLMit, Xxaxnan U3 XOTOPX CTabuibHA NPU BO3ASHCTBHY MAJBIX CUJL, HO MO-
XeT BHEIANHO CMEHWTHCA APYTOH kxoHpopmaumed, ecim 6esox moaBeprheTcs Ao-
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Puc. 18-16. IMoTeHmuan-3apucnMuLit
HATPAEBBH KaKan MOXET NpPUAU-
MaTh 710 MeHbLIeH Mepe TPH pa3-
Hele xBasucTabuimbnne KoHPOpMa-
oud. JdeTalibHbE HIMEpPEHUs XAIOT
OCHOBAHHE NMPLANOJNaraTh, YTO Ta-
k¥X KOHPODMAIMEl, BepodTHO, 0OTh-
we.
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CTATOYHO CHMNLHOMY VAapy B PE3yJbTaTe TETJIOBOTO JBIDKEHMA OXPYXAIomHX
Mosieky (puc. 18-15). [lng Toro 4tobbl Gesox (Mim koMIisieke SenkoBbix Cybbeau-
HHO) NPOLUEN 4epe3 PAR HeCTAOHIBLHBIX [POMEXYTOUHbIX KOHPOPMaUMil, oTaenso-
IIAX ORMY KBa3MCTAOHIBHYIO0 KOHGOPMALMIO OT Ipyrod, Tpebyercs 3Heprua. Uem
BBILIE 3TOT 3HepreTHyeckult Hapbep, TeM pexe ocylecTsaseTca repexon. KaHaiml
OYeHb pesiko OynyT NPYHYMATL KBa3NCTabUIbHbIE KOH(POPMALIMM C BRICOXOW dHep-
FHed, ODBIMHO ORM HAXOAATCA B HH3KOIHEPTETHUECKUX COCTOSHUNX. Ecmm anstep-
HaTHBHbIE KOHPOPMALIMM PaIMHUHAIOTCA PACIHPCACIEHHEM 3apAfa, TO NPU H3MEHe-
HAH 3JICKTPHYECKOro MoJs 6y1.lyT U3IMCHATBCA OTHOCUTEJILHBLIC 3JIHEPIUW TaKHX
KOR(POPMATHIA, a BMeCTe ¢ TeM Y BEPOSTROCTb NPHHATHA KaHaNOM TOH wuiM WAOH
xoudpopmauuy. [TopeneHre NMOTEHUHAN-33BUCHMbBIX HATDHEBBIX KaHANOB MOXHO
JIETKO WHTEPNPETUPOBATL Ha OCHOBE HW3JIOXEHHbIX FMPEACTABIcHME (puc. 18-16).

18.2.8. [MoTeHIAAI-3aBKCHMbIE HATPHEBLIE KAHAIBI OTBETCTREHIbLI
3a BO3HMKMLOBeHHE NOTeHIHANa JedcTeAs [9)

[loTeHuHan-3aBHCHMbIE HATPHEBbIE KaHaIk JeNaloT HEPBHYIO KJETKY 4yBCTBH-
TEJILHOW K NEACTBHIO 3/IEKTPHHAECKOTO NOJNA H NalOT eil BOIMOXHOCTb NMPOBOAMTL
HMIYJLCH (NOTEHUHATH! AelcTBUA). [ng Toro 970681 OOBACHHTL 3TO, MBI CHauana
MO3HAKOMHMCA C MOCNEAOBATEILHOCTEIO COBBITHH, NPOHCXOAAMMX ODH OAHOBPE-
MEHHOM BO30YXIEHUM BCEX YHaCTXOB KIJIETOYROH MeMOpaHbl. 3aTeM Mhl PaccMo-
TPHUM, kKak BO3OyXaeHHe, BO3HHKINeE HA OAAOM KOHIE HEPBHOrO BOJIOKHA, pacnpo-
CTpaHseTCA 10 Boeit ero IJTHHE.

Korpa xneTowHas mem0OpaHa, cogepXalias MHOTO HATPHEBbIX KAaHANOB, Ya-
CTUYHO [EMOJSIAPHU3YETCS B OTBET HA KPATKOBPEMEHHLIA CTHMYJ, ReKOTOpbIE Xa-
HaJTI BLICTPO OTKPBIBAIOTCH, NPOITYcKas BHYyTPb XJeTkn yoHsl Na ™. [Tepexoa mno-
JIOXVTENLHBIX 3aPAA0B BHYTPb BEAET K JasmbHedlledt aenonspusauun Membpanel,
M B pe3yibTaTe OTKpbIBaeTCA eule GoJblie XaHANOB, ITPOITYCKAlOLMX B KJIETKY
uoHks Na *. DToT caMOycHIIMBalOUMiCA poLece NPOROIDKaeTCS Ao Tex NMOp, noxa
MeMOpaRrAbl NOTeHIMAN, cOCTaBIABLMI BRayane —70 MB (moTeHIHan DokoA) He

" podineT o + 50 MB (paBHoBeckbii noTenwnan Na * ). B 2T0T MOMEHT, koraa cym-

MapRad 3JIEXTPOXMMUHYECKAs ABHXYLIas CHJa O wOHOB Na ¥ pasHa Hymo, kiet-
Ka MorJsia Obl mepeldTH B HOBOE COCTOSHHE NOXOS, NpH KOTOPOM BCE HAaTpHeBbIE Ka-
Ha/lb] TMOCTOSHHO OTKPBITH!, €CM 6bl «OTKPLITaf» KOHDOPMauus kananoe 6Gbina
cTabwmbAoH, OT TaKOTO AMTENIBHOTO DJIEKTPHYECKOTO «CMalMay» KJETKY cracaet
ABTOMATHYECKAA HAKTHBAUMS HAaTPHEBbIX KaHANO0B, KOTOPhE NOCTENEHHO, OMH 32
APYTUM, 3aXPLIBAKOTCA M OCTAIOTCA 3aKPhITHIMH, NOKa MeMDOpaHHLIM NOTEHNMAT He
BEDHETCA K MCXOJHON OTPRUATETLHON BeJIAHMHE, T.€. K YPOBHIO NOKOS. Bech UHKA
OT MOMEHTa BO3IAEHCTBHUA CTHMYJA IO BO3BPALUEHHS K COCTOAHHMIO NOKOS 3dAHM-
MaeT BCE0 JMIIb HECKONLKO MMJUBICEKYHA HIM HOaxe Mersime (pHc. [8-17).

Bo MEOrUX HelpoHax, XOTS M He BO BCeX (BaXHOE HCKJIFOHEHHE COCTABAMIOT
MUe M HY3MPOBAHHLIE AXCOHBI MMAEKOMUTAIOLIMX), BOIBPALUCHHE K COCTOAHMIO 110-
koA yckopsaeTca Gnaronaps nOTeHUUAT-3a BUCHMbIM KATMEBLIM XaHasilaM B rjaiMa-
THYeckoi MeMOpane, DTH KaHafw, NOAOOHO HAaTPHEBbIM, OTKPLIBAOTCS 8 OTBET Ha
LENONAPHU3ALNIO MEMOPaRbI, HO TIPOUCXOMT 3TO OTHOCHTESNBEHO MelUteHHO. T10BhI-
menHe MPORNUAEMOCTH MeMOpaHbl ans roHoB K * xak pa3 B To Bpems, Koraa Ha-
TPMEBhIe KaHA/! MHAKTHBMPYIOTCA, NMO3BOJAET OBICTPO CABHHYTH MeMOpaHHBIH
noTeHumMan 4o paBHoBecHoro noTeHmuana K* n tem camuiM BepHyTh MembpaHy
P cocTosiuve nokos (prc. 18-18). B pelyibTaTe penonapu3aumMy MeMOpaHbl Ka-
JIMEBble KAHAML] BHOBb 3aKPbiBAIOTCH, a HATPHEBble MOIYT Tenepb BLIHTM U3 CO-
CTOSHMA MHakTMBawyK. Taxum o6paiom, kneTounas MemOpaHa MeHbINe 9eM 3a Of-
Hy MWUMCEKYHAY BHOBb NPUOOpETaeT CNOCOGHOCTL OTBeYaTh HAa [AENONRPU3yHo-
umit cTUMYN.
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Puc. 18-17, KpaTkoBpeMeHHBId TOK,
YACTHYHO [eNoJIApH3YrOUMA MeMm-
6paHy, BLIILIBAET BOIHMXHOBEHHE
noteHmHana aencteds. Ha cpemmem
rpa¢puke CNIOWROH KPHBOH Noxa-
32HKI HPOHCXOANNDME TIPH 3TOM U3
MEHEHWUA NOTEHUMANA, Bbl3PAHHbIE
OTXPbITHEM M JIOCIEAYIOIIER WHAX-
TUBAUMEN [MOTEHIMAN-1ABHCHMBIX
HaTPHEBLIX KaHA0B; MyHKTHpHAS
KP¥BAas DOKA3MIBACT, KAK MEM-
Spannbili MOTEHUHAN BO3BPALIANCR
6ul X YPOBHIO NOKOS NOCjE BO3Aew-
CTBUA LCMOJIAPUIYIOIRETO CTHMYNA,
ecym Gul B MemOpane He 6buto no-
TEHLMAN-32BACHMBIX RKaHaJI0B. 3ame-
TUM, 4TO BTOPOH MOTEHmMA Ack-
CTBUA RE MOXET BOIHUKRYTH IO
TEX OOp, NOK3A HAaTpPHEBLIE KaHaJIb]
Re BHIHDYT W3 COCTORHMA WHaKTHBA-
OHH, KOTOPBIM 3AKORYWICK Mpeibi-
RywWs# notenuman acicteua. Noxa
3TOr0 He NMpousoidet, mMeMbpana
YCTOH4MBA K CTAMYNAUWH (nepucd
peg paxmeprocmu).

Puc. 18-18. [loTenmman nelcTeHS.
A. UepHas xpusas-¢opma NOTeH-
uMana feiicTBHA, palpUBAIOLIETOCH
NPH YYACTHR TOJLKO HATPHEBBIX
TIOTEHIHAN-3ABUCHMBIX KAKANOB;
LBETHAA KPUBAR — MOTeHLUHAN Aei-
CTBUA OPH HAMMYMK Taxke M Ka-
JMEBRIX NMOTEHONAN-33aBHCAMBIX Ka-
HanoB, noMoralwmnx Guictpee sep-
HYTb MeMOpaHHEI® NOTEHNMAR X WC-
XOOHO OTPHUATEHHON BENMARNHE,
O6paTiTe BHUMAHHE, YTO B NPUCyT-
CTBHM KANHMEBRIX xaHanos Habmo-
NaeTcs Hebonbluas raoepnoaspula-
UMA, BHIBAHHAA BOIPACTaHHEM JIPO-
HHUAGMOCTY MeMOpaHbl X HOHAM

K ". B. LipeTHoit MHuMeH noxalaH
TOT Xe NoTeHLan AeACTBHR, KO-
TOPLIR MPEACTABNCH UBETHON Jii-
Hueil Ha rpadmuxe A; uepHble
KPHBBIE —UIMEHEHHE HATPWEBO#

H ¥2Ji1eBO#i NPOBOIUMOCTA MEM-
OpaELl BO BpeMf NOTEHIMana geii-
creus. (A.L. Hodgkin, A.F. Huxley.
J. Physiol, 117, 500-544, 1952)
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18.2.9. INoTeruHans! NeACTBHA NOAYHHAYOTCA 3aKOHY «BCE HJIH HHIEro»

ToMmKO 4TO ONMCaHHAR NOCIEN0BATENLHOCTL COOMTUMA, KOrNa caMOYcH HBaroLlas-
C9 HENOJAPH3AUMN HAYMHAETCR ¢ HeBOJbIIOro M3IMEHEHWs MEMOPaHHOTO OOTEH-
UMana, xapakTepRa Onf MoTeHUKana Aeicreus. UToObl OTKPHIIOCH JOCTAaTOYHOE
OJsa 3anycka 3Toro l'lpO[IBCCB HWUCIO HATPHEBLIX X2aHaJIOB, HA4aJIbHOC CHWXCHHWE
MeMOpaHHOTO NOTeHLHMaNna AOJDKHO JAEeNOJIsiPHIOBATE MeMOpaHy 10 HEKOTOPOro
nopo206oz0 ypoBHs. Eciim 3TOT nopor HOCTMIHYT, nanbHelillee YCHIIEHHE AEMOJIs-
PH3YIOLLETO CTHMYNa yxe He OyNeT BJMATL Ha MaKCHMAJLHYIO BeJMYMHY CABMra
MeMOPaHHOTO MOTeHUMANa: OAHAXAbl 3aNyUIEHMbI TNpOUECC CAMONPOU3BOJILHO
KOET A0 KOHUA HE3aBHCHMO OT CHJTbl MEPBOHAYANLHOMO cTuMyna (puc. 18-19). DTy
PEaKUMIO TUIA CBCE HIH HUMETO» MOXKHO, XaK Mbl YBHIHM NO3AHEe, NpoTUBONO-
CTABUTD TIABHOMY (TpanyabHOMY) H3MEHEHHUIO NOTCHUMANA NPY OTKPbLIBAHMH JIi-
raHI-32BUCHMLIX KaHaJOB B cuHancax. iMenno 6Gnarogaps 3ToMy npuHUMmny «Bcé
HJH HHYYEIO» NOTEHUHAJIb] ﬂéﬁCT‘BHﬂ MOTYyT DCPCH.&BaTb HEPBHbIE CHUI'HAJB] Ha
nanbRKe paccTofnMa 6e3 3aTyxaHWs MIJIM HCXaXEAHS.

JOns Toro atobel NoHATh, kax paboTaeT TaxOM MeXaHH3M, OOJIEIKO CHAYAIA
paccMOTpeTh CYyRbOY dNeKTPUHECKOTO BO3IMYMEHHUS, HECNOCOGHOTO MHHIMHPOBATL
MOTEeHUMAJT NEHCTBHA.
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Puc. 18-19. BoamukHomeyde DOTEeH-
1IHAJIOB AEACTBUSA NO 3AXOHY «BCE
nm Huwero». [pynnoft kpushix
NpedcTaBIeHbl OTBEThi HA BO3OYX-
JAFOIME CTHMYJII PAIHOH CHITHL
CTuMy bl, BEJMIMHA KOTOPLIX RUXe
QOpPOroBOro YpoOBHA, He BO3DY-
XA310T MOTEHLUAANA HAeHCTRYA; HAd-
DOPOrOBHIE X& CTHMYJILI BLIILIBAIOT
ODOTEHIAAJI ReficTBHA MAKCHMASTLHO
BO3MOXHOH AMILTNTYIRI HE3aBUCHMO
OT BEJIMYHHbL! CTHMYNa.

Puc. 18-20. Tox, noJABOMMBLIH K ax-
COHY 4eped MHKPODJEKTPOL, BbIXO-
OWT HapyXy 4epel MNa3MaTHIECKYIO
MmeMOpany. Beymuuna Bnixonsuero
TOK@ YMEHBLLUAETCHA 3XCIIOHEHIMAIb-
HO C YBe/NYEHHEM PACCTOAAMA OT
MUKpO3JIeKTpOAa. I1peanonaraeTcs,
9TO0 TOX BbI3LIBAET OOANOPOTOBYIO
nenonspyiamo Membpanst A. Cxe-
Ma pacopenenennn toxa bB. 3necs
00OKa3aHo, KaK CMELEeHHe Membpanu-
HOYO TOTEeHLMaNa, BLI3BAWHOE XO-
POTKHM TOSUKOM TOKA, YMCHbHLIACT-
¢ C YBENHYEHHEM PaACCTORHUA OT
KCTORHMKA BOIMYUIeHUA. Paccros-
HHe, Ha XOTOPOM CIOBUI MeMOpan-
HOTO MOTEELMANA YMECHLIUASTCH OO
{/e, HA3LIBAYOT NOCMOANROL JNUHY).
IMocToRMARAA ANMHEI BapbupyeT

B Npenenax npumepao ot 0,1 mm
(LR OYenh TOHKHX 8KCOHOB C MEM-
6payoil, OTHOCUTENBLAHO NErKO Npo-
nyckaroweld KOoHm) A0 5 MM (Ras
OYEHb TOJILTHIX AXCOHOB € OTHOCH-
TCLHO HenpoHHUIacMoOH Membpa-
Hoil). B HaweM npaMepe 3Ta no-
croaHHas papda | ma

18. Hepenaa cucTeMa
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B8 Uacre iIl. OT KneTOK K MHOrORNGTOMHBIM OPraHUIMAM

Puc. 18-21. Cxema pacnpocTpaHe-
HUS MOTEHLpIaNa NedcTens (HEpBHO-
ro umoyasca) A. [loTeHiman, perm-
CTPAPYEMBES BHYTPHKJIETOYHbLIMK
3NIEKTPONAMW, PACMONOKEHHRBIMK
Bonb axcoHa. B. Koudopma-
ONOHHBIE HAMEHEHNA HATPHEBLIX Ka-
Hano® W Toku, o6ycnop/MBaromme
pacnpoCTPAHEHUE HEPBHOTO NMIYJIb-
ca

18.2.10. VlamenenHa mOTeHWAaJ1a MOTYT pACHPOCTPRHATHCH
B HepBHOK KieTke maccuBo [10]

[Tponyckas 3fEKTPUIECKUA TOK Hepe3 BBEACHHLIA B KJIETKY 3JEKTPOA, MOXHO Ie-
NOAAPU30BATL MEMOpaHY aKCOHA B KAKOM-TO OOQHOM yuwacTke (puc. 18-20), Ecm
CHJIa TOKa Mana, JenoiapdiauMsa 6yneT DOANOpOroBoid: HATPHEBbIE KaHA bl OCTa-
RYTCHA 3aKpbITBIMH ¥ TIOTEHUWAJI AEACTBUA HE BOIHWKHET. YCTaHOBPUTCA paBHOBEC-
HOE COCTOSHPE, IPY KOTOPOM TOK, NMPOTEKAIOLME Hepe3 MHUKPO3JEKTPOA BHYTPb
KNneTk, cbaaHCHpOBaH TOKOM, TeXyUMM Hapyxy uepe3 meMOpany. YacTs Toka
GyneT BBIXOAMTL BOMM3N 3/1eKTPOAE, A HaCTh, NPEXKAE YeM BHLIHTH M3 KAETRY, NpoH-
AET HEXOTOPOE PACCTOSTHHUE BHYTPH 4KCOMA B TOM WJIM ApYToM Hanpasnenud. Cvna
TOKa, MPOXOASLUETO O KAXOMY-MB0 H3 3THX nyTel, 6yneT 3aByUceTb OT UX COMpo-
TUBACHUA. TaK Kak UMTONMa3Ma AKCOHA OKa3biBaeT HEKOTOPOE CONPOTHBIEHHE TO-
Ky, cuna Toxa OyneT Hanbombled BOIM3N MHMXPOJJIEXTPOOAA ¥ HauMeHbIUEH BAaU
ot Hero. [Ipu TakoM pacrpenesenny TOKa CABMT MeMBpaHHOrO ToTeHUHaa
YMEHBIUAETC] IKCTIOHERLMANBLAO C YBEIHYEHHEM PACCTOAHHA OT HCTOYHMKE BO3MY-
meHss. Takoro poJa NaccyBHoe pacNpocTpaKenne 3JIEKTPHYECKOro CHIHajla BAOJb
HEPBHOTO BOJIOKHA — 06€3 XaKOro-/mbo ycHnenns, 06yCJOBIEHHOTO OTKPLITHEM NO-
TERUWAJI-3aBUCHMBIX KaHAJIOB,—aHAJIOTUMHO pacnpoCTpaReHHIO CHIHasa 110 TEe-
rpadrHOMy xabeimo, nexxawleMy Ha AHe Mops. [10 Mepe MPOXOXKAEHUA TOKA MO OCe-
BOMY NPOBOABMKY (LUHTONJA3ME) NPOMCXOAUT HEXOTOpas yTedka ero 4epes Cjoi
N30/1UMH (MeMOpaHy) B OKPYXalOUIyl0 cpeay, Tak 97O CHIHaf NOCTEMEHHO 3aTy-
xaeT. [T02TOMY INEKTpHYECKHE CBOMCTBA, OT KOTOPLIX 3aBUCHT NACCUBHOE Pacnpo-
CTPaHEHWe CHTHAJIOB, YaCTO Ha3blBalOT KaGebHLIMH CBOHCTBAMM aKCOMa.
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Puc. 18-22. A, CxeMaTHYECKOE H3O-
fpaxenue MHETHAUIUPOBAKRHOTrO
aKCOR2 M3 TepAdEPHYECKOro AepBd
Mna3mamimeckas Membpasa kaxno#
rSAHBOBCKOR KJIETXH KOHUEHTpYuec-
KUMM CJTOAMM HAMATBIBAETCR HA AX-
cor, o0pasys CerMeHT MMEHROBON
obonouxk MHHEOR oxono | Mm.
Ins Gonbured ACHOCTH Ha pucCyHke
CIOH MBEAMHA DpUJleraloT Ipyr

K APyly He Tak DJOTHO, Kax B Hei-
creurensHocTn (cMm. O). B, Cxema-
TR9ECKOe WI0BpakeHne LIBAHHOBC-
KO# xNeTXY Ha HavajbHOl cTamm
00pa3’oBaHEs CTHPATN MHENMHA BO-
XpYr BXCOHA BO BpeMS €ro pa3ism-
Tua. OBpaTiHTe BHMMAHHE HA TO,
YTO «HAMATbIBAHUE» MEMOpaHbl
LUBAMHOBCKOMR KJIETKH HA aKCOH 0Cy-
LWECTBJINETCA 38 CHeT pocTa BHYT-
PEHAEro kpas (HOMEYEHHOro CTpe-
Koit). B. CxemaTHueckoe u306pame-
HHE OJMIONERAPOLMTA, KOTODhIE
bopMupyeT MHemRHOBLIE 060N109XH
P LCHTPa/ILHO® HEPBHOM cUCTEMe
OZRAR ONHrOACHAPOUMT MHCITAHUIN-
PYET RECKO.LXO DasHbIX aXCOMOB.
. Cpe3 HepBa #3 HOFH KPbIChi
(anexTposinas MuxpodoTorpadus).
BuaHL ABE WBAHHOBCKHE KNETKH:
OAHA TOJILKO HAYaJlA MMETMHMIHPO-
BATL AXCOH, XPyras yXe MOSHOCTHIO
chopMHPOBANA SIOYTH 3peiIyI0 Mie-
Jeosyro obonoaxy. . Ondroaen-
IPOUMT M3 COMHHOIO MO3Ta XOTEH-
ka (3NeKTPOHHAx MuKpodoOTOrpa-
¢ux). OTxonALIMe OT HEr0 OTpPOCT-
Xt MUCJMBUINPYIOT NO MeHbweH
Mepe uBa axcoHa. (I' w J-w3

C. Raine, in: Myelin [P. Morell,
ed.) New York: Plenum, 1976.)

18. Hepewan cucrema 91

BripodeM, akcoHBl kak NpPOBOMHMKM HAMHOTO XyXe JJNeKTpuyeckHx kxaleined,
¥ Ha DAaCCTOAHMSA, OPEBLITAIONUINE RECKONILKO MHJUTHMETPOB, CATHAJE NyTeM nac-
CHBHOTO PacOpOCTPaHEHNS MEPENAOTCA REAREXBATHO AaXe TOTNA, KOTRA UCTOUHH-
KOM CHIHaJjIa CHYXHT AJMTesbHoe BoaMylleHne. Eille xyke pacnpocTpaHfAtoTCs Ha
60/BIIHE PACCTORHAS HETIPOROIDKATEbAIE CATHAIL, TAK KaK CABKT MEMOpPAHHOTO
NMOTERANAAN4, BEI3BARHEIA TOKOM, OPOACXOMUT HE MTHOBEHHO, 2 TpebyeT xakoro-To
BpeMeHN. HeobGXoaMMoe BPEMA 3ABHCHT OT eMKocmu MeMOpaHhl, T.e. OT 32apsaa,
KOTOPHLIA [OJDKEH HAKOIMTBCA MO Ty W APYIYKO CTOPOHY MeMOpaHbl, ¥TO6H npo-
A30110 AaHHOE KW3MEHeRRne MemM6panHoro nmorenumanma (cM. pac. 18-7). Mem6pan-
Had eMKOCTh OOYyCNOBSIMBAET KaK 3aMelUICHME MaCCHBHON MNepellayy CHFHANOB
BOOJIb AKCOH4, TAaK ¥ HCKaXedHe ux. Haopumep, pe3kdid KOPOTKYR CTHMY S, DPHSIO-
KEHHEIH K OMRON TOYKE, PETHCTPADPYETCA R4 PACCTOAHEH HECKOMBKHX MHJUMME-
TPOB YK€ Kak TUIaBHbIA, MOCTENEHHO BO3PACTAONMHA ¥ CHUXAIOUDAACS MO TeRUMAAN
C CHIJBHO yMeHbIleHHON aMrumTypoi (cM. pac. 18-20). Takum obpaszoM, mix Bep-
HOW MEPEaavd CUTHAJIOB Ha PACCTOAHNWA, NPEBLLIAOLUIIME HECKOTLKO MHJUTHMETPOB,
aKCOHY HeoOxoaMM (MOMMMO Ero NACCHBHBIX KabenbHuix CROACTB) aKTHBHBIN Mexa-
HA3M, NOMOEPXHBAIOUIAN CHIy CHTHANA Ha BCEM €ro nyTw.

18.2.11. IMoTenmnayms JelicTBHS ofecneyHBAIOT OBICTPYIO CBA3bL
Ha Jaabuhx paccTommmsx [11)

BricTpas neperava HepBHBIX CHTHAJIOB Ha GONblMME PacCTOSHUA AOCTUraeTcd My-
TeM HCNOJL3OBAHNS OTEHITHAN-3aBACAMEIX HATPHEBLIX KaHAJIOB, PACNOJIOXEHHBIX
» MeMOpaHe axcoHa JOCTATOYHO TUIOTHO AJA Toro, WTobk ofecnewuTh nepenady
umnysscoB (puc. 18-21). Ec/m moseectd k MeMOpaHe akcOHa TOK, DENONRPH3YIO-
umif ee 40 NOPOTOBOTO YPOBHA, TO HATPHEBhIC KaHallbl OTKPOIOTCA H HAYHYT MpoO-
MYCKaTo B k/eTky MOHL Na ¥, IpoH30ineT AabHefInas MecTHA ACNONSpPRA3IalMS
M B pe3yNbTaTe BO3HRKBET NMOTeHUMAn feicTBRA. B pesyneTate nepexoma BHYTDb
fonbluoro ko/muecTBa HOROR Na* B aXCOHE BO3HMKHYT NPOAOALHEIE TOKH, JENo-
JUPH3YIOUME COCEIHME yTacTKn MeMOpaHbl, MORO6RO TOMY Kak 3TO NPOWCXOAHMIIO
MPY OPONMYCKAHWM TOKA C NMOMOLIBLIO MHUKPOIEKTPOAAa B YCJOBUAX NACCHBHOIO
pacnipoctpaHenus. Ho Tenepb AeNONSpH3AALNA CMEXHBIX YJacTKOB MeMOpaRb! no-
CTHraeT TRKOI BEJIAYMHEL, 9T0 BO36YXN4eT M WX 0 MOPOTOBOro 3HAYEHHSA, M 34ech
B CBOIO OvYepesb BO3IHMKAET noTerOAan gecTeds. DTOT NPOUECC PacHpPOCTPAHAET-
¢4 BAONb akcoHa Hanoaobue Toro, Kax GexuT orosb no Guxdopaosy WHYpY, O
ckopocTsto oT | no 100 M/c, B 3aBACHMOCTH OT TAMA aKCOHA

18.2.12. MpeHEM3ANHY MOBHIIAET CKOPOCTb HPOBEJEHHA MMNYJIbCOB

Bcee, 970 cnocobcrpyer OnicTpoTe M 3dhpeK THBHOCTH NACCHBHOTO PaclpOCTPaHEHUH
QENONAPH3AURY, OyleT MOBBIMATE CKOPOCTh R 3PPeKTHBHOCTL PACTIPOCTPAHEHMSA
TOTeANNANoB feftcTeng. OauMM ©3 Takux GaKTOpPOB MOXET BHITL 60JLILON mma-
METp aKCOHAa. Y HEKOTOPbLIX GECnO3BOHOYHEIX, HANMPUMED Y KalbMapa, ANA OblcT-
po¥t DepeNavyd CHUTHANOB B XOAE JIBOMOLMM BbIpaboTaJymch T'MraHTCKAE AKCOHBI
TOJIUIMKOR 00 | MM. OfAAKO NO3BOHOTHKIE 00JafaFOT ellie JTyTRIMM PHCToCcob 1e-
HUEM. CTOJIb € BRICOKAA CKOPOCTb [TPOBEAEHHS CHTHAJIOB ROCTATAETCK Y HWX TO-
pa3no 60Jice 3KOHOMHBIM CIIOCOOOM —yTeM M3ONAUMR 60JbIUed YacTd NOBEepXHO-
CTH AKCOHAa MMENMHOBOH 060/10MKOH. DTy 060M09Ky 00pa3’yloT cneuMalm3vpo-
BaMHble TMHaNIbHLIE KJIETKH — WBAHHOBCKHE KJIETKH B NePUPEpUIEcKor B OJEIOeH-
APOOMTEl B UEHTpaNbHOM HeppRON cucTeme. [lnazmatmdaeckas MemOpaHa 3THUX
KNETOK CNOH 33 CJIOeM TUIOTHO HAMAThlBA€TCR Ha axcon (pmc. 18-22) Kaxnas
LWBAHHOBCKAA KNETKA MUEJMHH3WPYET OMMH aKCcoH, 0Bpa3lys cermeHT 060n01KH
ASJMHOA OKOMO MWJUIMMETDA, 2 OJMTONEHIPOLUHTH (POpMApPYOT NOROGHBIE cer-
MEHTH O000SI0UKH OJHOBPEMEHHO Y HECKOJKHX aKCOHOB.

MiuemiHoBas 060n0uKka HAaCTONLKO TOJCT3 M IUIOTH3 (B HEKOTOPHX CiTydasx
OHa COCTOMT M3 COTRA KOWUEHTPUYECKHX CJI0€B), 9TO TMOYTH NOJHOCTBIO FAPENoT-
BpalliaeT yTeyxy TOKa HePe3 NPUKPLITLIE €10 YYacTkE MemOpanbl. Mexay msyms
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COCEIHMMM CeIMEHTAMM MHEJIMAA OCTAETCA Y3KHIt HelalmMIUeHAbI y9acTok MeM6-
passr (prC. 18-23). 3TH Tak Fa3bBaeMble nepexsamst PaMgse LMPHHON BCETO JHMUIDL
oxono 0,5 MXM SBITIOTCH UEHTPaMA InexTpaseckodl axrupHocTd. [1oYTR Bee Ha-
TPMEBLIE KaHAJH COCPENOTOMERb B MEPeXBAaTax: 3AeCh HX THICRAME Ha | MkM?, Tor-
I8 KaK YYacTKH MeMOpaHbl, ITPHKPHITHE MUESHHOBOH 060NOYKOH, MOYTH COoBCEM
He conepxaT Takux kawanoB. Korma B o6nmacTy mepexsaTa BO3HWKAET MOTERUMAJ
fefcTBAg, GIMaNexalme y9acTkm MeMOpambl AenoSipH3yroTCs obbuHnM o6pa-
3oM. TaM, rne MemEBpana noxpeita 060n04xoi, oRa He ciocobHa BO3OYXRATHCA,
TAK XaK HE MMEET HeOOXOMMMBIX KaHAfNOB; X TOMY ke 3TH YJacTKH HaCTOJBKO XO-
POLLO W3OJIMPOBAHLI, YTO BPAA JIM KaKoi-TO TOXK MOXET MpOHTH yeped MemOpaRry.
C npyro# cTOpOHE!, MECIMHH3UPOBAHHKIE Y4ACTKE OONANAIOT NPEBOCXOOHBIMU Ka~
6ermHBIMM  CBOWCTBAMY — HA3KOR EMKOCTBIO M BBLICOKNM CONPOTHBJICHBEM IS
yTeaxd Toka. [To3TOMy TOKH, CBN3aHHLIE C TOTEHONAJOM HERCTBHR B obnacTa
nepexsaTa, OeICTPO H 3GHEKTHBHO HANPABASIOTCR MYTEM MACCHBHOTO MpPOBEACHAS
K CeNyOEeMy NepexpaTy, rae Bo3byxaatoT ovepeIRoi noresnaan ackcreng. Ta-
Kyl0 NMPOBOXMMOCTB Ha3BIBAKOT canrbmamopHoil—CUTHAJl pacTIpoCTPaNAeTCs BAOJD
AXCOHa, «TepecKaKvBag» ¢ OAHOTO NnepexsaTa Ha Apyroil. Mue/ntaazamus AaeT apa
[MABABIX NMPEHMYINECTRA: DhicTpee pACNIPOCTPARSETCK MOTEHUAAN NeACTRRAA B Che-
peraeTcs MeTaboJSHM4ECKas IHEPITA, TAK Xa8K aKTABHOE BO3OyXIeHHe NPOHCXOOUT
aMabL B HeGOMLIUIAX Y9ACTKAX —fepexsaTax Pansbe.

3axmoveHne

Tlepedaua 3sexmpuueckux CuUzHAA08 HepBHOU KAemKO# OCHOBQHA HA WU3IMeHeHuu
MeMODaHHO20 NOMEHYUAAa 6 pe3ysbmame nPOXONCOEHUR OMHOCUMERbNO HeboAvw O
20 4UCAQ UDHOS wepe3 MemOpanHbie Xanaawl. Dmu UOHEl nepeMewaromcs 3a cudem
IHepzuy, BOAbWOR 3anac xonmwopou co3zdaemcs b6aazodaps pabome Na’ K-
ATPa3noz0 nacoca, noddepxcusaroujezo bosee nuskyw xonyenwmpaywo Na* u 6o-
nee gvicokylo xouyenmpayuio K* euympu xpemxu no cpasnenuo ¢ napyscnoil cpe-
doir. B noxosawemca neiipone xauanvl uzbupameasnon «ymeuxu» K* odeasgrom mem-
bpany bosee nporuyaemoii 048 KaAUR, YeM OAR Opy2ux UOHO8, U NO3IMOMY MeMb-
pamHbiil nomenyuan noxos 6AU30K K pagHogecHoMy nomenyuary K* . cocmasaarwo-
ujemy npumepno — 70 mB. Buesanuaa Qenosspusayua membpanevl usmeHsem ee
RPOHUYAEMOCTL, MAK KAK NPU 3MOM OMKPHEAIOMCA NOMEHYUdA-3asUcUMble HAM-
puegble Kanaavt. Ho, ecau denoaspusosantoe cOCMOARUE noddepixcusaemes, Imu Ka-
Kaabl 8cKOpe uHaxmugupywmcsa. Iod eauanuem MemOpanHO20 3AKMPUYECKO20 NOAR
omdensKble KANAALL COBEPUIANOM Pe3KUil nepex0d Om 0OHOU U3 BOIMONCHBIX KOHPop-
mayuil x dpyzoi. Ilomenyuas deiicmeus unuyuupyemca mozda, xoz0a nod 8AUAKUEM
KOpOMKO20 O0enOAApUIYIOU/e20 CMUMYAG OMKPLIBALIMCA HACMb NOMEHYUa-3asu-
CUMBIX HAMPULBLLX KAHGA08, umo desaem smembpany bosee nponuyaemoil o212 Na*
U enfe danvlue cMewyaem MeMOParHblia NOMEHYUAA N0 HANPABALHUI K PABHOBECHOMY
RampuesoMy nomexyuany. B pesysvmame maxoit nosoxcumeavnot o6pamuoit cea3u
OmKpbl8aemcA ewje BoabuIe HAMPULEBIX KAHAADE, U MAK npodorxaemca do mex nop,
NOKA He BOIHUKNEM NOMEHYUAA Deilcmeusl, NOOYUHANUJUICA 3AKOHY «BCE UAU Huue-
20». ITomenyuas delicmsun 6vicmpo ucuesaem 8CAEACMEUE URAKMUBAYUL HAMPUEBIX
KAHAA08, A 80 MHKOZUX HeUPOHAX MAKHCE U OMKDLIMUR NOMEHYUAA-IASUCUMBLX Ka-
Aueevix xananoe. Pacnpocmpanenue nomenyuaia Oeiicmgun (uMnyAsca) no HepeHo-
MY B0AOKHY 3a8ucum om xabeabnbix ceolicmeg 3mpzo 60r0kHa. Koz0a npu umnyavce
MeMBPana Ha HeXOMOPOM yuacmxe OenoAfpu3yemcA, mox, npoxodAuuit 30ecs uepea
HaMpuUessle KaHAAb, 0eNOARPUIYem COCedHue yuacmKu Membpansl, 20e & C80w oue-
pedb O3NUKAIOM nomenyuasw deiicrmeud. Bo MHOZUX GKCOHAX NO3BOHOUMBIX 8HICO-
xaa ckopocms u 3PPexmusHocme nposedenun umnytscos docmuzaemca 6.10200aps
U3OAAYUL NOGEPXHOCMU AKCOHA MULAUNOB80T 060404KOM, ocmaesrioujell OMmxpeimeol-
MU Auwb HeboAbuIUe yHacmxu 6036YOuUMOL MemMbpaHsLl.
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1 MKM dubpobnact Membpana KoHueawe LuTOnnasma
aKCORA B8 mecTe  "NeTAN”  WBARHOBCKOM
nepexeara  MveNUHa KNETKH

Puc. 18-23. TlpoaosmERUE cpe3 ax-
coHa M3 NePHPCPHYCCKOTO Hepha
(anexTpoHHAR MUKPOOOTOIPAdKS).
Buner mepexpaT Pansse, rae
OCTaeTCs OTKPHITEIM HEGOMBILON
y¥acToK naasMaTHieckofl memBpaum
axcoHa MeXAy ABYMS  COCEARAMH
CeTMEHTAMM MHESHHOBOH 060104KU.
(C moBesnoro paspeweans A.R
Lieberman.)

18.3. Cunantuveckas nepenaua [13]

Camutit npocto¥ cniocob nepenatn curHana oT HeltpoHa K HefpoHy —3TO MpsMoe
INEKTPUYECKOE BIAUMOAEHCTBHE 9epe3 [ieNieBble ROHTaXKThi. TakHe IeKTPAYeCKHe
CAHANCHI MeXJly HepoHaMM BCTPeYalOTCA B HEKOTODBIX y9acTKaX HepBHO# cuc-
TEMBL Y MHOTHX XWBOTHLIX, B TOM YHCJIE B Y MO3BOHOUHLIX. [ JARHOE NMperMyLUecT-
BO 3NEKTPHYECKHAX CHHAINICOB COCTOAT B TOM, WTO CHIRaN nepenaercd 6e3 samepx-
k. C papyrod CTODOHBl, 3THM CHHANCH HE DOPACNOCOGNEHH K BBINOJHEHHIO
HEKOTOPhIX (YHKIAH M He MOIYT TAK TOHKO Pery/MpOBATbCH, KaK XWMH4ECKHe
CHHANCEL, YEpel KOTOphle OCYMECTBIAETCA GONBLIMHCTBO CBAlel MexIy HelpoHa-
MH. DJIeKTPHYECKAA CBA3b Yeped Lle/ieBhle ROHTAKTH ObLNa paccMOTpeHa B [iaBe
12 (pa3n. 12.2), 3qech xe pedr OyneT MATH TOMBKO O XAMHYECKAX CHHAICAX.

Xuamugeckas fnepesaua B CHHANCAX OCHOB2HA Ra TeEX Xe NMPHHUMIAX, 9T0 B XH-
MHYECKAS CUTHANMIAUMS C TIOMOUIBLID BOROPACTBODHMBIX T[OPMOHOB (rn. 13)
B 06omx cimygasx xieTxa MyTeM 3K30MMTO32 BbICBOGOXKAAET B MEXKNETOYHOE MPO-
CTPAHCTBO XHUMHUECKOE BELUECTBO-NMOCPS/IHAK, KOTOpOe 3aTéM BO3NeACTBYeT Ha
JAPYTYIO XNETKY WJM IPYITy KJETOK, CBR3bIBAACH ¢ MEMOPAHHEIMH pelLeN TOPHbLIMH
6enkamu. B cmmance Taxod MOCPEAHMK — Helipomeduamop—IPOXOMMT DyTeM Iud~
dy3uM OT CBOETO KCTOYHMKA 10 MHLEHW PACCTOSAME BCETO NHINL B AONMO MHKPO-
METpa, TOTAA XaK FOPMOH MOXET NMEPEMEINAThCA ¢ TOKOM KPOBM B OTARNIEHHbIE
yyactkn Tena. OIOHaKo 3TO He NPHHIMNHa BHOe palmyyEe. HexoTopele BemecTra
BLINOJHRIOT ABOHHBIE 06A3aHHOCTH — AEHCTRYIOT M KaK MMPKYMRPYIOLDIe FOPMORL,
BblAeMEMBIe KIIeTKaMM 3HAOKPUHHBIX Xeje3, B Kak HelipoMeaHaTophl, BbICBOGOX-
[aeMble HEPBHBIME OXOHYaHUsMM. BoJsiee TOTO, HEKOTOpbIE KJIETKA 1O ceoed dop-
Me B CnOcOCHOCTH K NMPOBEfIEHHK HMITY/ILCOB NMPEACTABASIOT COOOH TUTIHTHRIE
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Puc. 18-24. Cxemm cTpoerns meps-
HO-MbILIeYHOrO coenmHenud. Yacro
FAEPBHO-MBIIDEYHOE COENUHEHHE Ha-
3LIBRIOT «KOHUERON ONACTMHROM

H3-3a cBoeobpasnoll dopmsr oxou-
9aHNA aKCOHa Yy HERKOTOPLIX BHAIOB.

HEWpPOHELL, 4 B TO € BpeMA OKORYAHAS WX OTPOCTKOB BhOPpACLIBAIOT CBOE COAED-
HHMOE B KPOBb B Ka9€CTBE TOPMOHOB. K TakuUM KJeTKaM OTROCATCR HEMpOCEKRDE-
TOpHME KJAETKH THnoTanamyca (pasa. 13.1.1)

CuHanTnveckas nepenaya oTIMYaeTcs OT GONBLOIMHCTBA CUCTEM FOPMOHaNLHOM
PETYJUIHH TEM, YTO 3HeCh HYXHbI CTeHHabLHRE MEXAHHAMBI JUIA NpeobpaiosaHus
INEKTPHIECKAX CHTHANOB B xrMHaeckue u 06paTHo. [1pubbiTie HEPBHBIX MMITYITb-
COB B NPECHHANITHYECKOE OKOHYAHME NOJDKHO NPUBOAHTL X BbLICBOGOMIEHUIO HEl-
pOMEANaTOpa, a CRA3LIBAHME HEeHpOME[HAaTOpa C PelnenTOpPaMH Ha NOBEPXHOCTH
NIOCTCHHATITHIECKON KJETKH — K H3MEHEHRIO NOTEeHUMANa Ha ee MemEpaHe. B 3aBu-
CAMOCTH OT THNA PpelEenTopa, K KOTOPOMY ORH MNPHCOCTHHAIOTCH, Heiipomczma-
TOPbl MOTYT BbI3bIBATH JHOO ObICTPLIA, HO KpaTKOBpPeMeHHMIN 3hdexT, mibo 3a-
MELIEHHBIL, RO GoJlee NponomKH TesHAIR. DPPHEKTH NEPBOro poaa OMOCPEAYIOTCA
PeuenTopaMm, XOTOpble BERYT cebd Kak WOHHBIC KaHAJIL! ¢ BOPOTAMH, T.E&. CBSA3EHI-
BaHME HEMPOMEIMaTOPA MOYTH MTHOBEHHO NPRABOMMT K MOXBJICHMIO TOKA depe3
MeMOpaHy NOCTCHHANTHYECKOM KNETKH; 3TO CaMbIH THNHYHREA B Hauboree H3y-
YeHHB CUBanTAYecknil 0TBeT. Ho HekoTophle HedpoMenuMaTophl AEHCTBYIOT CKO-
pee Kak rOpMOHL! HJIH NOKANBHEIC MeaWATope! (pasa. 13.1.6): oHR nmpuUtoeARSIOT-
€A K PEUENnTOpaM, CONPHKEHHBIM C HEPMERTAMY, HAMMPHMEp C aLeHWnaTUMKAa3oit,
¥ BHI3BIBAROT GOnee DPOAOIDKUTE/LHLIE HIMEHEHMS B NIOCTCUHANTUYECKOA KIIETKE,
R3MeHss KOHLEHTPAUMM BTOPhIX NOCPEARWKOB, TakHx kax cAMP (cm. riL 13). Ta-
xwM o6pazoM, CHRANChl MOryT mefiCTBOBATH B pPA3ANX MacliTabax BpEeMEHR.
C omnoit cTopoHbl, oHK ofecneyuBaroT BLICTPYHO NEpPeady CUIHANOB, a C Opy-
TOH - CTy)XAT MeCTaMM, e INeXTPUIecKHe CHTHaiml OCTaBJAOT OoJjiee CToKue
CJlefIbl, AHOTA2 HA OYeHb JONTOEe BpeMs. Takwe clefml, KaK M0JarakoT, JIeXaT B O¢-
HOBE Hay9eHWs M UaMSTH.

B sT1OM pasgesne Mbl CHavajla pacCMOTPHM MOJIEKYJIAPHBIE MEXaHH3Mbl TMITHY-
Hoit «6mcTpoip PopMpl cHRanTHYECKOR nepefady, B KOTOpOH YHacTBYKOT JIMFaKA-
33BHACHMBIE MOHHBIC KaHAILI; NOTOM Mb! MOIAAKOMUMCSH € POJTLIO CAHAIICOB B BhI-
THCTMTENBHOMY (PYHKUAM HEAPOHA —C TeM, KaK CHTHAT W3 MHOTUX DA3IWYHBIX
UCTOYHHKOB, CXOAALUMECs HA OJHOM DOCTCHHANTHYECKOM HeApOoHE, COBMECTHO
KOHTPOJIEPYIOT ero MMNYNLCHYIO aKTHBHOCTB. Ilocne atoro MoxHo 6yner pepeit-
TH K MEXaRH3MaM JONTOBPEMEHHBIX M3IMEHCHMH B CHHancax. Bo Bcex JTHX npo-
ueccax, Tak e Kak M B MPOBEACHHH HWMITYJIbCOB, UCHTPATHRYIO PONb HIPAKOT
MeMOPaHHBIE KAHAJTL!.

18.3.1. Heprro-Mumegnoe coenuenBe—HARGOIee H3YYeHRLIH THN
cusanca [14]

TLioTHOCTL PacNosIOXEHHs HEAPOHOB B MO3IY HACTOJBKO BBHICOKA, 4TO JKCIEDA-
MEHTHPOBATh Ha OTHENLHLIX MOATOBLIX CHITAHCAX Ype3Bhldaiino TpymHo. [Tostomy
dyHkuEE crHanca OblJIf NETAILHO WAY9eHH TJI2BARIM 00pPA30M Ha COe/TAACHWH Me-

ChHanmiuieckne
RY3bipbRY,
Uiravnoacran CoAcpwAlHe

‘\___ MWL AUHAINPOBIMMHIIR arCOH KNETHE ALATHRRSAMH

OKOHYaHNE aKCOHA

Aapo
WBAHNDBCKOR
KIeTKH
-

Orpocyok 5
LWBAHHOBCKOR KNETKK

Meiwewnan
KARTKE Bazanbmad  Mywesnan  TOCTCMMARTHNECH ME
memGpana KABTKA CHABAKH MesBaHs

MbILLBHHOR KABETKA

OKOMYIHUE AREORS
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Puc. 18-25. A. DJCKkTpOHHAN MARpPO-
PoTOrpadBA YaCTH HEPBHO-MBIMIEY-
Horo coemmyexns. 5. DnerTpormas
muxpodoTorpadus Hebonsiuoro
yyacTKa MO3rd KphIChl (¥3acTh Npe-
TEKTaMBHOTO A4p2 OSMBKY). 3nech
XODOLIO BHHL! [BA CUHANCA; MOX-
HO PayuHuYUTL NPE- W NOCTCHURANTH-
qeckAe MEMOpPaHb, CURANTHYECKYIO
LeTb MeXIY HHMM M CHHATTHYEC-
KHE My3HIPbXH B TPECHHANTHYECKOM
yuacTke. 3TH RBA CHHANCa paMH-
4aloTCA BeAHYBHON M POpMoK
CHHATTHYECKHX TTY3hIPLKORB:

B CUHance { muna [y3b[PbKU
Kpyrible, TOraa kak B cynance [/
muna Ony YNNOWIEHNLIE ¥, KaK no-
naraioT, coAepXaT Rpyrod Memua-
Top. OBpaTuTe BPHUMABHE Ha 7O,
HTO B MO3rOBRIX CHHALCAX MEXKTY
Ope- ¥ NOCTCHHAITY4ecKoH Membpa-
HaM¥ Her GasaymRolt MeMmGpadny,
XOTH M 30€Ch MOXAO 3AMETHTL He-
KOTOpO€ KOSHYCCTBO BHEKJIETOYHOIO
MaTepHasa, MoXoXero Ha BELUECTBO,
KoTOpoe HaxonAT B obnactm Aecmo-
com. OtcyTerene GasammEoi Mem-
6panm —-3TO TNaBHaf CTPYyKTypHas
0coBERAOCTD, OTIHYAIOWIAS CHHADCHI
UEHTPANTBHOH HEPBRAOH CHCTEMSI OT
HEPBHO-MBILIEYHBIX COCAMHEHH A
O6paTvTe TEKXE BHAMaAHE HA Xxa-
PEKTEPHOE YTOJIIEHHE KAK TOCT-
CMHAMTHREeCKON, TaK (XOTA 4

B MCHhWEHA CTeneHW) U fPecHHANTH-
yeckoft memOpanbl; OHO BHAHO Ha
oboux crmmxax. [C mobesnoro
paspcuienun John Heuser (A)

u G. Campbell, A R Liebermann
(5)]

._CMH';hmeckue ;
V3bIpb

: s Fﬁuancﬁ
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Puc. 18-26. Cxema MOCTAHOBKMA 3KC-
NEPUMERTA NPH HIYICHUM CHUHANTH-
MeCKOH mepefavl B HEPBHO-MbILIEH-
HOM COCIMHEHHH.

CYMmyNAUKA HepBa PervicTpauma membpannoro
NOYRHWAINA MBILLIEHOK
KneYKw
.

NawratensHsld axcon

Cumaac MbiledHaR KNETK3

7

Xy HEPBOM H CKENETHOH MBIULEH JATYUIKH M, B MEHbINEA CTENEHH, AA CHHAICAX
MeXay THFAHTCKMMH HelpoBaMM MOJSUTOCKOB.

CxesleTHble MHEYHHE BOJIOKHA MO3BOHOYRKIX, NMOJOGHO HEPBHEIM KIIETKAM,
Cnoco6HEl BOABYXKAATHCA NOA AeHCTBUEM 3/1EKTPUYECKOrO TOKa, H HepRHO-MbIle%-
Hoe coemmnenme (pHC. 18-24) MoXeT CIYXWThL XOpOWEHR MOLENbI XHMHYECKOTO
cunanca BooOwne. Ha puc. 18-25 cpaBAMBaeTca TOHKag CTPYKTYpa 3TOTO CHHArica
¢ THUHYHBIM CHHATICOM MeXay ABYMSA HeipoHaMd ToNoBHoro Mo3sra. Jlsdra-
TEJILHBIH HEPB ¥ WHHEPBHDYEMYIO HM MBIMIY MOXHAO OTAENMATL OT OKPYXaloLieH
TKaHY A NOAJEPXHBATE B PYHKUMOHWPYIOUIEM COCTOSHHH B CPEAe ONPEAESICHROTO
cocTaBa. Bo36yxnran Heps weped HapyXHbie 3JEKTPOABL, MOXHO € IOMOIILIO BHY-
TPHUKXNETOTIHOTO MHKPO3JIEKTPOAd PErHCTPUPOBATH OTBET OAMAONYHOM MblINEYROH
knerx® (prEc. 18-26). MEKpPOSNEKTPOa CPaBRUTESLHO JIETKO BBECTH B BOJIOKHO CKe-
MeTHON MBIkl TAaK K4K 3TO OWYeHb KPYMHas KkieTka (nopsaaxa 100 mMxm
B JMaMeTpe)

3TOT NPOCTOH npenapaT HCMNOJL30BAJICA BO MHOXECTBE YCHEUIHEIX SKCOepR-
MEHTOB, KOTOpble OrlJM RavaThl 8 50-x rogax mawmero Bexa. Eme pamsime, B 30-¢
roabl, 66110 O6HapYXeHO, YTO CTAMYANALMA ABHIATESILHOTO HEpPPA BbI3bIBACT BbIC-
BoGOXAEHUE AUETHIIXOJKHA U YTO aUETHIIXOJMH B CBOKO OYEPEAb 34CTABJIAET CKe-
JIETHYIO MbIIY COKpaI@aThCcH. TakaM OOpaioM, aneTH/IXoSMH 6bln MAeHTHPHUR-
POBaH Kaxk HeApOMeAMaTop B HEPBHO-MBIMETHOM co¢MaHeRMH. Ho kak e
DPOECXOIMT BHICBODOXACHHE AUSTHIIXOJMHA ¥ KaX OK OKa3blB2eT BO3ZeHCTBHE Ha
Mbryy ?

18.3.2. YloTenmaa/ml OeHCTBHA BLI3bIBAIOT 3K3IOIMTO3,
OTKpLIBASA NOTEHIHA-3ABHCHMELIE KahiMesble Kamaah [15]

B pesynbTraTe OTKDHIBAMMA ¥ 3aKPLIBAHHS HATPHEBLIX KaHAJIOB HEPBHBIA HMIYJILC
pacnpoc*r;xanne‘rcn BAOJb AKCOHA, NOKA HE NOCTUTHET €ro OKOH4YaHHA —MeCTa KOH-
T4KTa ¢ MBIMedHoM XaeTkoi. 3nech 1oa ero Bo3AeHCTBHEM OTKPHIBAIOTCA TIOTER-
LMAN-32BACHMBIE KaTTbUNEBbLE KaHAbI, ¥ HOHM Ca?* BXOOAT B aXCOH, B PE3YIbTA-
Te Yero KJeTka MyTeM 3K30MMT03a BbLICBOOOXIAET ALUETAMXONHH.

JB2 npocTelx HaGIIOAEHHS MOK23BIBAIOT, 9TO [JIA CHHAITTHYECKOR Mepeayn
Heo6roaMM mpuTok HOHOB Ca’™ B OKOHYaRWe axcoHa. Bo-nepmrIx, ecii BO BHe-
xnetounodi cpege Ca’? oTcyTerByer, MemuaTOp He BhICBOGOXZI2eTCA M DEpEnaYH
CUTHANa He NPORCXOMMT. BO-BTODHIX, 6CIH WCKYCCTBEHHO BBecTH Cal* B imTo-
Ta3My HEPBHOIO OKONYaHHS DPH NMOMOIIM MUXPpOTMIIETKH, BBIXOQ HcﬁpomennaTo-
pa OPOHCXOLMT Aaxe Ge3 JekTpuveckoll cTaMyIamMM akcoHa. (DTO TPYAHO OCY-
INECTBHTL Ha HEPBHO-MBIINETHOM COEAMHERAH M3-33 MaJjiblX pa3MepOB OKOHYAHWS
2KCOMa; MOITOMY TakoOl 3KCTepMMEHT Obisl MpOBENeH HA CHHAICE MEXZY I'MIaHT-
CKMMH HeHpoH2MM KajibMapa.) 3Td HabMoNeHHsA MO3BOJMIM BOCCO3AATh NMOCNEN0-
BATENBLHOCTL CODLITHH, NMPONCXOAALUMX B OKOHYAHHM aKCOHA, KOTOPas OIMCAHa
HIXeE

Ilpy genonsipu3ammm MeMEpaHbl KajbLMEBLIE KaRaNbl, NOROOHO RAaTpUEBbLIM,
OTKPBIBAKOTCHA, HO OHK OTJIMIAKOTCH OT HATPHEBBLIX B JBYX BAXHBIX OTHOCHMAX:
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BO-TIEPBBIX, ONH W36 paTe/bHO mpomnuaemsl ais Ca?* ) a ne aag Na?* nmm xa-
Kux-NA60 NPYTHX ROHOB; BO-BTOPLIX, OHM HE TaK GKICT PO WHAKTHEWDYIOTCA M OOBIY-
HO OCTalOTCH OTKPbITBIMA B TERCHHAE BCOErO nepuoaa nenonspmamy. B 6osib-
OIMHCTBE AKCOHOP KaJbLUMEBBIE KAHASMLI HMEKOTCR TOJNBKO B [PECHAAMTHIECKON
MeMbpaKe, ¥ Oaxe 31ech MX CPaBHHETENLHO HeMHoro. Ilo 3Toi npuwmive, a Taxxe
TIOTOMY, 9TO BHEDMMAe @ BAYTPUKJETOUHME KoHuenTpawnm Ca’* oTHocuTeNmsHO
AU3KH, TOK, MPOTEKAIOLMA 4Yepe3 KalblieBhie KaHajblL, OBEMHO Man mo cpasHe-
RHIO ¢ TOKAMM, POXOASMLMMH Y4EPE3 MHOTOTHCIICHHNE [10TEHLMAN-32BUCKMbLE Ha-
TPHEBLIE H KaJIMeBble KAHATH B OKOHYARKM a@KCORA. I102TOMY HM3MEHeHMA MOTeH-
IHRasla 30eCk 3ABACAT TfTABHbIM 06p330M OT CBOMACTB HATPHERBWX H KaJIAERLIX
xaranoB. OIHAXO €CTh MCK/IIOYEHAE M3 3TOTO MPaBHJa: B HEXOTOPhIX Cydasx ro-
TEHUEAN-32BACHMbIE KajiblMeBble KaHAajkl HoJiee MHOTOYHMC/ICHHBI, OHH CTHMYJH-
PYtOT BbicBOGOXKAEHAE HEfipoMeauaTopa M CAyXaT BaxHEHUMM (PakTOpoM INek-
TpU4eckoif BOIOYIAMOCTR TPECHHANTHYECKOTO OKOHHaHMA.

Bxoasimiit xaymlmessiit TOK, XOTH OH M HeBEJMK, OKa3biBaeT B KJiCTRE 3HATH-
TeMbHOE Bo3aeHCTBUE. B TO BpPEMR k4K KoHuenTpalHs Ca?* Bue KJeTkM o6bI9HO
strize 10”3 M, p umro3one ora coctapiseT Ke 60nee 10~ 7 M. IIpu Taxom Kpy-
TOM KOEUEHTPANHOBROM TPAJHEHTE B 3HAYHTC/BROR PAa3HOCTH MOTEHIMAAJIOB He-
Pe3 OTKPLITHIE KaHAML! BHYTPb aXCORA NMEPEXOAMT HOCTaTOdRO MoHOB Ca’™, maa
TOro 4To0bl KOHUEHTPALUYA ¥X BHYTPM OKOHYAHUR aKCOHA YBEJITYMJIACH B HECHTb —
CTO Pa3, b peay/ibTaTe Yero KNAETKA HadWHAET BLIACAATL HeipomennaTop. Kormern-
Tpams cs060dHux WOoHOB Cal™ BO3PacTaeT JWMINL Ha KOPOTKOE BPEMS, TaK KaK
Ca-cpsablBaronme Genky, Ca-H30/HpyrOUME My3BIPLKE ¥ MHUTOXOHAPHH 6bICTPO
MOTJNOWAIOT KaJhLHEBble MOHBL, NEpElleNle B OKORJAHHE AXCOHA.

HelipoMegnaTop XpaHuTC® B MEJKHX CEKPETOPHBIX ITY3bIPBXAX, HA3BIBAEMBIX
CHHANTWYECKMMH NY3LIPLKAMMH, KOTOPbIE HAXOOATCH BHYTPH OKOHYAaHHR OKO.J10 ape-
cHuanTHYECKo# Mem6panbl. [JoBhimerne kouuenTpaw Ca** BHYTPH OXOHYAHUSA
UPHBOAHMT K TOMY, NTO Ny3bIpPbKH CSHMBAIOTCR C MPECHHanTU4YecKol memOparoit
M WX CONIEPKMMOE BLIGPACHIBAETCH B CHHANTAHECKYIO meims (M. pHc. 7-33). Unesno
IY3bIPLKOB, «PA3rPYXAIOLIMXCA» B GAMHHIY BPEMEHH, PE3KO BO3PACTAET C LHOBbI-
wenueM xoxuenTpauun Ca’l™* p oxOHuaMuM akcoMa, 0COBERHMO B HEPBHO-MhILLIET-
HOM COEIWHEHWH, [a€ CKOPOCTb OCBOGOXICHHS HeHpOMEAHATOpa PacTeT NpoNop-
UMOHANLRG MOYTR YETBEPTOM CTENEAR XOHUeRTpaumA Ca?? B kyeTKe: MoBIMIEHU
3T0# KOHueHTpauuu Ha 20% NOCTATOMHO 1A TOFO, 4TOObI BbLIEAEHME MemmaTopa
YABORNOCh. DTO ReslaeT CHHAITTAYECKYIO Nepeiady dpe3BeiYaiifio TyBCTBATEIbHON
K TakpM dakTopaM, KaK UMTENbHOCTb MOTEeHUKaNa AeHCTBHS, OnpemesiaroLas
BpEMSA, B TEICHNC KOTOPONO KANBIOMEBLIE KAHAJILI OCTAKOTCA OTKPHITHIMHA, ¥ BCJIH-
YHHY MOHHOTO TOK2 9epe3 HAX [103xke Mb! YBUAWM, Kak 3TA YyBCTBUTEBHOCTL HC-
NOJIb3yeTCa A8 peryJsauBd 3¢pexTUBHOCTH CHHANTHYECKOR HepeaaTn.

18.3.3. HelipoMemmaTop BLICROGONKIGETCH (KBEHTAMMY CAYYAHHRIM
obpazom [16]

JlvaMeTp CHHANTWYECKAX ITy3LIPbKOB BAPLUPYeT B npenenax ot 40 AM (My3bIpbxw,
COZEPXAIOHE ameTHIXOJMH) 10 200 KM (Ty3mPpbKH € APYTHMM HelpoMemMaTopa-
MH), B MX XOPOLIO BRMAHO HA 3JEKTPOHHHX MHWKPOQOTOTpagHsX CHHANCOB
(puc. 18-25) THmMuHOE OKOA9YAHWE aXCOHAa B HEPBHO-MBIIEYHOM COCIAHEHHH CO-
AEPAUT MHOTO THICAY TAKMX MY3bIPLKOB, W3 KOTOPHIX OOX ACHCTBHEM OIHOTO He-
PBHOIO HMITYJIbCA OMNOPAXHKWBRETCA TOIBKO HECKOJILKO coTeH. Paspabortanmble
B NOCAEAHEZ BPEMS METOOWKH MO3BOJISIOT (PUKCHPOBATh MNY3bIPbKU B MOMEHT
CITHAHUSA WX C npecrHanThyeckolt MeMbpaHoit; 3To nocTyraetcs GbICTPBHIM 3aMopa-
XWBAHKEM TKAHH B NEPBhIC MUUTMCEKYHIB NOCJE CTUMYASAUHMH Hepsa (cM
paan. 7.4.10). OmHaxko Bce EMEIOIMECS JAAHBIE O MEXAHW3ME BRICBOGOXIeHEN Me-
Imatopa 6blfid NEPBORAYAILHO NOJYSEHH B MEKTPOPHIHONOTHIECKHX 3IKCIEPH-
MeHTax.

Kaxawi ny3slpex, BbIOpackiBas cBOE COZEPXUMOE B CHHANTHIECKYRO LUENDb, BbI-
3b1BAET U3MEHCHHUE MeM6pa}moro NOoTeHnaJia MMOCTCEHANTHRECKOM KJIETKH, B 3TO
MOXHO PETHCTPHPOBATh C NOMOILGID BHYTPUKIETOYHOrO 3nekTpoga. CTuMynauus
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Puc. 18-27. Ha atux cxemax noka-
3aHO, KaK OTKPLITHE ALEeTHIXOINH-
3aBHCHMSLIX MOHHbIX KAHAJIOB

B HEPBHO-MbIUIEYHOM COCAHHEHMH
MPUBOAYT kK PacOpOCTPaHEHHIO
BIOJIb MBILUEYHONO BOJIOKHA DOTEH-
UMAaoB ACACTRHA, BHIALIBAKOLUMX

P CBOJO OHYEPCTE COKPZLUEHHE BO-
SIOXHA

Puc. 18-28. MuHuaTIOpHBIE CHMATI-
THYECKNE DOTEHLAANHW (4aCTO HAALI-
BaeMHE «MHAHaTIODHbIMH [IOTCH-
UHanamMi KOHNEROH ILIACTUMKHY),
33PerUCTPHPOBAHHBIE B MBUIME JIA-
CYWKH € NOMOLOLIO BHYTPHKIETOM-
HOMO 3/EKTPOAd, NOMEIEHHOI0
B6/MIY HEPBHO-MEIUEUHOTO COEIH-
Henna. Kaxam® mik-3to noct-
CHHADNTHYECKHH NOTEHWMAN, BOIHHK-
IDHA B PeayAsLTaTe BHICBOGOXKAEHHSN
MEPATOPA U3 OAHOFO CHHANTHHEC-
KOYO my3sIpbka. DTOT NMPOuUECC OCY-
WECTBARCTCR CAyHARHBIM 06paiom,
06BIMHO ¢ 9acTOTOH OKOJIO OAHOro
Ny3bIpbka B CEKYHRY, HO B HAHAOM
apuMepe ropaano vame. (P. Fatt,
B. Katz, J. Physiol., 117, 109-128,
1952)

Hepatoe ok onuanne

£

5 BaiC agen
- BUETHAXONAN FBBHCAMBIG
KIHANL OTXDBIBJOTCA

1 BxoAmwn Tox
AenonApwvayar

MemGpany, OT KpeiBan

S NOTEHUWAIN-IBBMEHMbLE

. HATpHease Kanane

—

MNoresman
AGACTMA
PACNPOCTPAHRETCR
._43,

HepBa OOLIYHO NPABOIMT K MTHOBEHHOMY OIOPOXHEHHIO TAKOTO BONLIIOrO KOJM-
9ECTBA NY3bIPLKOB, 9T0 MeMOpaHa MBIMEYHOTO BOJIOKAA AENOJAPH3YeTCs A0 HO-
POroBOff BEJMYMHBI ¥ TEHEPHUpPYeT noTewuman npeficTaus. 3To BO3BYXneHue pac-
MPOCTPAHAETCA N0 BCEMY BOJIOKHY (pHC. 18-27), BHI3HIBAA €rO COKpalleAne, Kax 3To
onucano B pa3a. 10.L.11. Jaxe Toraa xorna B OKOHYAHME AKCOHA He MOCTYMANOT
WUMITY IbCH!, BOJIM3M CHHANCA HAOJMONAROTCA OTHAENbHBIE KPATKOBPEMERHbIE COBUTH
NoTeHmAana MbleyHolf MeMOpaRb! B CTOPONY AENONSPH3ALME. OTH TAK Hasbl-
BaeMble MHHMATIOPHBLIE CHAANTWYECKHe NOTeHuMam (puc. }8-28) MMErT IpHMMEpPHO
ONMAAKOBYIO AMIUTMTYRY BCEro JIMUIL 0koJ0 | MB, 4yTo HAMEOro WiHXe NMoporoBo-
r0 YyPOBHA; BO3HHKAIOT 3TH MOTEHIHAL Cy9aiABIM 06pPa3oM ¢ ROCTATOYHO HHA3-
KOH BEPOATHOCTEKY, B CPEAHEM DPHOJM3NTEILEO pa3 B cexyHay. Kaxumbit MuHua-
TIOPHBIH DOTEHUHA -3TO PE3y/LTAT CJMAAHHS OJHOTO CHHAMTHYECKOTO My3bIpbKa
C npecuHanTHIeckod MeMOpanoii, T.e. pe3ysbTaT BLIGPOCA COAEPKUMOTO OTHOTO
y3bIphKa. AMIUMTYR2 NOCTOSIRAA MOTOMY, YTO NMy3blPbKY COAEPXAT NPAakTAYECKH
ONMHAKOBOE HMUC/IO MOJeXys auetuaxomida nopssgka 10000. 310 MuHUMaILRas
NIOpUMA, CBOEr0 poja XBAaHT, BuaendeMoro Mepgatopa. CurranaMm Gonbimedl ¢y
COOTBETCTBYIOT BE/MYHHLI, kpaTHhle 3ToMy kBanTy. Moumt Ca’*, sxomaume

MemEpannsin
norenuuan, M8 1
HEJ NOTeHUME.
now NOKoR

0

| | I i 1 | |
0 100 200 300 400
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Puc. 18-29, Cxema $yHKUMOHHPOBA-
HUA JIMTaHA- B TOTEROHAN-3aBRA-
cuMBX xaHanop. Crpeskamu yka-
3adbl NPRYHHHO-CNIEACTBEHHLIE
CRA3L
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P OKOHYAHWE akCOHA BO BpEMs NMOTeHU¥Ama MOeficTBUd, MOBLIMAIOT YaCTOTY ONo-
POXHENHS ITy3bIDLKOB A0 TAaKOM CTeMEHM, YTO 3a AOH MHJUIHCEKYRIAB MOXeT OC-
BOGOAUTLCA HECKONLKO COTEH KBAHTOB MequaTopa. TeM He MeRee TIpollece OCTaeT-
Cf BEPOATHOCTHBLIM, M COMHUYHAA CTAMYAUHESA HEPBA He BCEria NMPOM3BOOWT
B TOYHOCTH ODWHAKOBHIH NMOCTCHRANTMIECKHE dheKT: eclM B cpeaneM BuicBOGO-
xpaaercs 300 KBAHTOB MEBATOPA, TO B KAXAOM OTIEBLHOM CNydae YHCAO AX MO-
%eT ObITh HECKONbKo Gosblile B MeEnblLe.

18.3.4. JIArann-zapucsmMule KaHAIL CHOBA npeolpalyior
XHMHYeCKHH CHIHAJI B 3JIeKTPHUECKMH

B cupance MembpaHa MullleqHOH KJeTkH BemeT cebs xax npeobpasosamesnn, xo-
TOpHE pPEBpAILAET XMMHICCKHA CHIHAN, T.€. OTNPAE/ICHHYI0 KOHIEHTPAUMIO Held-
pOMEMaToOPa, B CATHAN 3/IEKTPHIECKHH. DTO OCYMIECTBIIAETCS € TIOMOILBLIO JIH-
rap/-32BUCHMBIX HOHHBIX KAHAfMOB, HAXONAULMXCA B NOCTCHHANTHYECKOH MeMOpa-
He. Cpg3blBanMe HejipoMeaHaTOpa C 3THMH KaHaJAMM C HADYAKHOM CTOPOHBI
MeMOpaHEl BHIKIBAET AIMEHEHHE MX KOHGPOPMALMA —KaHA/Ibl OTKPLIBAIOTCA, IPO-
myckas 4epe3 MeMOpaRy MOHBI B TéM CaMHM A3MEHAS MeMOpPaHHE MOTeHIMAL
B oTmyme OT NOTEHUHAT-3aBHCUMBIX kaHAJIOB, OTBETCTBEHHLIX 3d BOIHHKHOBEHME
NOTEHLMANOB ACHCTBUR M BBLIEJICHHE METMATOPA, JIMraHA-3aBHCHMBIE KAKAIDL OT-
HOCHTEJILHO HEYYBCTBHATEJIbHEI K H3MCHCHHAM MtM6p8HH01'O OoTEHMa na
(puc. 18-29) ¥ moToMy He CHOCOBHBI K CAMOYCHJIRBAIOLIEMYCS BO30YXIEHHIO THIA
«BCE WM HHYero». BmecTo 3TOr0 OHM TEHEPHPYIOT 3JEKTPAYECKEA CHrHAN, cuna
KOTOPOTO 3aBHCHT OT MATEHCHBHOCT® H OPOAODKMTELHOCTHE BHENIHErO XAMTIEC-
KOTO CHTHAJA, T.€. OT TOIO, CKOJBKO MEAHATOPA BLIBOAUTCA B CHHANTHYECKYHO
LEeNb B KaK JOJTO OH TaM OCTaeTCsd. 3TO CBONCTBO JMIAHA-32BUCHMEIX KaRaJIOB
BaXRO 119 06paboTKY MHPOPMAUMH B CHHAMCaX, H Mbl DACCMOTPHM €r0 NMO34Hee.

IMocrcuHanTAYeckHe JIMraHA-3aBUCHMBIE  KaHalbl obBnagarotT eme AByms
BAXHBMHN CBOMCTBAMH. Bo-mepBulX, peuenTopn, CB3aHHLIE C KaRA/laMH, CDEUR-
$maRL, MO0A06HO (epMERTaM, ML MO OTHOIIEHHKO K ONPENE/IeHHbIM JIATAHAAM
Y IO3TOMY OTBEYAIOT Ha BO3NEHCTBHE TOJBLKO OAHOTO HEHpOMEOHATODA —TOrO, KO-
TOpHIN BHICBOGOXIAETCS U3 IMPECHHANTHYECKOTO OKOHYAHMS, ADYTHE MEIMaTOpPhl
He OKa3bIBAIOT NPAKTAYECKH RHUKAKOTo 3didekTa. Bo-BTOPLIX, AR KAHANOB Pa3HOIo
TYNa XapaKTepHa palJiMyHas WOHH2® CnelBdEYHOCTB: OAHM MOIYT A3I0ApaTe/LHO
nponyckaTs Na*, npyrue-K*, tpetsu-Cl~ M T.4.; MOIyT 6uITh H Taxue, Ko-
TOPhie MRJIO U3GHPATE/IbHE 110 OTHOILEHHIO K Pa3/IM4HBIM KaTHOHAM, HO He fpo-
IMYyCKAYOT aHMOBL. OOHAKO HOHHAS CreuddHMYBOCTE NOCTOSHHA [J18 JAHHOH ITOCT-
cunanTHiecko#t Mem6panel: OOGLMAO Bce KaHAMB B CUHarce o6namaroT OmHOR
U TO! %e W3iGHpaTeALROCTBIO.

18.3.5. AueTWIXONHHOBLIA pemenTop mpeacTaBiseT cobod
JMran/-38BHCHMbIN KATHOHHBIH KaRan [17]

M3 Bcex JMraHA-3aBBCHMBIX HOHHBIX KaHanoB Hagbonee HiydeH aueTHIIXOMHOBLIE
KaHAN B MeMOpaHe CKeeTHOTO MBIUECYHOTO POJIOKRA. DTa MOJEKY/a, HalbiBaeMas
ANETH/IXOUTHHOBLIM pellenTopoM, AMeeT Maccy 250000 Aa)BToR A npeacTaBiaset co-

TNTAHO-3ABNCHMMBIE NOTEHUMAN-3ABUCHMBIE
KAHATH KAHATE
C8R141BAHKE AIMraNnAaa Kawann 0TKEbI82I0TER
K 3Hanwt oTxprisnorTen \
J’ VIOHHEIO
§ 10K
NOHHLIA TOK J
Uamensnue

HamererMe riovenywana
novredyuany
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Pue, 18-30. Obmas cxema nponec-
€OB, NPOMCXONAIX 2 HEPBHO-MbI-
meJHOM COSOAHEHUM NPH YYaCTHN
AUETUIXO/MHA W AUETANIXONMHOBOTO
peuentopa. A —auetwiaxonvur; R~
AUETWIXOJIMHOBKHA penenTop

B NOCTCHHanTHYeckol MemOpame.

/—ﬁ Ingppyava u3 wena

Buicsoboxnenne
aueTnXonMHaMs  —33 A 4+ R &> AR €—> AR

NPECUHANTUHECKOr O
OKOHHAHKA (Kananu! 3axgbiTel) (Kasanw
OYKPTuI)

AUETUNXONMRICTENA%A

Anertar+ Xonun

60l meHTaMEepHRIA IJIHKONPOTEUH, COCTOANUNMH H3 TPAHCMEMOPAHHBIX MOJIHNENTH-
ROB 4eTHIPEX Pa3HbIX TUMOB. Kaxawld M3 3THX 9YeThipeX DOJHIOENTHAOD KOOMPYET-
CAl OTHESBLHRIM E€HOM, XOTS BCE 9YeTBIPE BO MHOI'OM CXOQHb! MO MOC/]EA0BATEb-
HOCTM aMMHOXMCIJOT, 9T0 [OBOPHT O MOPOMCXOXIEHUM HX TE€HOB OT obiiero
reda-npellUecTBeAHHKa. J[Ba M3 [ATH MOJMNENTKAOB NEHTaMepd — o-Lem — HAEH-
TAYHB! U 06Pa3yIOT MeCTa CBRILIBAHHA aNeTUTXo/MHA. [IBe MOMEKYIBl aleTHIXO-
WHA [TPUCOEAMHAIOTCH K TNEHTAMEPHOMY KoMIJIekCy co cirabolt koomepaTus-
HOCTRIO M BBI3BIBAIOT KOHGOPMANMOHHOE U3MEHEHHE, MPHBOMALLIEE K OTKPBITHIO
KaHana.

ADeTWIIXOJIAH-3aBUCHMBIHA KaHaJ, DOJOOHO TMOTEHOMASN-3aBHCHMOMY HaTPHEBO-
MYy KaHaJTy, HMEET HECKOJIbKO OMCKPETHBLIX AJbTEPHATHBHBLIX KOHbOpMANWH W
B OPUCYTCTBHA JMraHla NEPEXOAHT U3 OIHOTO COCTOAHMA B APYroe, BHE3aNHO OT-
KpblBASCh AIH 3aKpeIBAAch (pyc. §8-30). Cra3ap aneTHIXOMME H NEPEHIA B OTKPHI-
TOE COCTOAHME, KAHAJ OCTAETCA B Te4eHHe HEROTOPOro BpPEMEHU OTKPLITHIM; 3T0
BpeMs ciyvaiiRbIM o6pa3oM BapeMpYeT W COCTaBifeT B cpeareM | Mmc. Ilpw anu-
TeJIbHOM BO3AGHCTBHM ALETHIIXOJMHA (TTO B HOPMAJIbHBIX YC/IOBHAX CIIy4aeTcs pe-
JIRO) KaHAJ NMEPEXOARAT B COCTOSHME deceHcubuaulayuy, aHANOTAIHOE MHAK THBH PO-
BAaHHOMY COCTOSHHIO HATPHMEBBIX KaHAIOB. B OTXpHITOA XOHbOpMamEW KaHan
PMEET [TPOCBET, CYXAFOLUMUCH OT HapyXBOTro KOHLA AHAMETPOM 2,5 HM K BRYTpeH-
Hemy KoHily auameTpoM 0,65 uM. 3apajsl pachpesesieHsl NO CTEHKE KaHANA TaKUM
obpazom, 9T0 OTpHNUATEbHEIE HOHBl HE NMPOXOMAT 9E€pPE3 HEro, a OOJIOXHTEIbHbIE
MOTYT OpOHHKATh B K/1eTky. Tok cOo3aaroT B ocHOBHOM Honul Na * w K ¥, a Tarxe
HEXOTOPOE KOMiecTBO HonoB Ca?*. Tak xax B OTHOLIGAHH KATHOHOB 3aMETHOW
M3OHPATENIBHOCTH HET, BKJAA KakIOrO KaTHOHA B KAHANLHbIA TOK 3aBHCHT
TJIABHBIM 06Pa3oM OT €ro KOHUEHTPAILWH W INEKTPOXYMUYECKON JBUXYLOEH CHILL.
Ecimy pa3sHOCTL NOTERUHANOS HA MeMOpaHe MBLILIEYHON KJIETKH PaBHA NOTEHLMAITY
nokos,, To CymMmMapuas aBuxymas cuna as K* 6:maka k Hy/mo, Tak Kak TPaadeHT
3apsyia MOYTH YPABHOBEINMBAETCS rpagMenToM konnenTpanun K * . C apyro# cro-
porul, wis Na' manpasiiedue IpagdeHTOB 3apaia M KOHUEHTPALMM COBNANAET,
¥ #X COBMECTHOE NIEACTBUE CTPEMUTCA IEPEMEILIAT: HOHBI B KJETKY. (OTO OTROCHT-
ca ¥ K HoHam Cal™, x0T BHEKJIETOYHAS KOKNMEHTPALMS UX HACTOJBLKO HUXE KOB-
uenrpasn Na™, 9T0 [HOJI9 kabUUs BO BCEM HOMAOM TOKe, HANPABIEHHOM
BHYTPb KJETKH, HeBesmka.) [103TOMy OTKpEITHE KaRAJIOB B aUETH/TXOJMHOBALIX pe-
LUETITOPAX NPUBOAUT K 3HAYMTEIBHOMY MPHTOXY KATHOHOB B KJIETKY ¥ B pelyisTa-
Te K AenoifpH3auMn MeMOpaHw!

18.3.6. AneTHIXOJHMH yAaNfeTcd H3 CHHANTHYECKOH ImesH
nytem uddysuu Aam B pesyasTaTe rugposmsa [18)

Jns Toro 910681 hyHKLHS MOCTCAHANTHYECKOH KIETKA CTPOro KOHTPOJHPpOBanach
CMIHAJIaMM, NOCTYDRIOUBIMM OT DPECHMHANTHYECKOM KNETKH, NOCTCHHANITHYECKOE
Bo3OywneAne NONKHO OwICTPO ChMafaTh, KaX TOJIBKO NPECHHANTHYECKAs KIETKa
PHAET B COCTORHUE OOKOS. B HEPBHO-MBILUEIHOM COCAHHEHUM 3TO HOCTHTAETCH
myTeM ObICTPOro yAaJIeHHs ANeTH/IXO/MHA H3 CHHANTUYECKOHW IIE/M C MOMOLIBIO
RBYX MeXaHU3MOB (puc. 18-30): BO-nepPBRIX, ALIETHIXONME DACCEHBAETCA B Pe3yJib-
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Pue. 18-31. MaMerenue aposoauMo-
CTH NOCTCEHANTHYECKOH MeMOpanes
B HEPBHO-MBIIIECIAOM COCAUHEHUN
JATYUIKH, BLI3BANHOE OMHMM «KBaH-
TOMY» AUETRIXOJIAHA (COAEPXHUMBIM
O/HOTO CHVAaNTUYeCKOTO 0Y3bipbKa).
B MomeHT nuxa nposommMocty Okl
paeT OTKPbITO OpumepHo 1600 xa-
HanoB, KaXAbill U3 XOTOPLIX OCTHET-
C OTKPHITBIM B CPEAMEM B TEYCHHE
400 Mmxc.

Puc. 18-32. Bawueiiiume cobnius,
apoUucxodiume 8 cuHance. Peuen-
TOpBLIE GeNKM ROCTCANAMNTHYECKOH
MeMOpaRnl MOTYT BwmTh 1m60
HORBLIMM KAHAJIAMM, XaK H0Xa3aHO
Ha pHCyHKe, /MO (pepMedTaMy
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Tate qAQpy3un, KOTOpas Gnaronaps MambM pacCTORHMAM NPOMCXOIHT O9eHb Obl-
CTPO; BO-BTOPbIX, OH PACILEIUIIETCH ayemuixoAutsscmepalofl Wa aneTaT M XOJMH.
DT0T PepMeHT, BbIIENREMBIA MBILLICYHBIMH KSIETKAMH, OPHKPEIUSIETCA ¢ TIOMOLILIO
KoJUlaregononobHoro «xpocta» K 6a3anbHolt MeMbpane, oTaensowedl BepBHOE
OKOE9aHMe 0T MeMBpans! MbimeyHol xJeTkd. OOAa MOJIEKyNa aneTH/IXo/iE3CTe-
paspl cnocobHa ruapoym308aTh 00 10 MoJieKyn ameTwixoomAa B [ Mc, Tak 910
BECh MEIMATOp yAAJNIAETCA W3 CHHAITTHYECKON LIEM YepPe3 HECKOJBKO COTEH MHK-
POCEKYHA DOCTE ero OCBODOMNUIEHHR U3 HEPBHOI'O OKOHYaHMA. TakuM obpailoMm, pme-
PROI, KOrna aneTUiXOJIMH MOXET CBA3HIBATLHCA € DEUCITOPAMM B NEPEBOOHTHL MX
B OTKPbITYIO KOAGOPMAUMIO, HIMEHAA TEM CAMBIM NTPOBOAMMOCTL NMOCTCHHANTHYE-
cxoH MeMOpaBbl, 0¥eHy kopoTok (pHc. 18-31); Gnaronaps 3ToMy BpeMeRHAH Kap-
THHA BO3JEHCTBRA TPECHHAOTHUECKMX CHIHRJIOB 2€TKO OoToOpaxaeTcs B KapTHHE
NOCTCHHANTHYECKHX OTBETOB.

18.3.7. Cymectytor Bo36yxaaloume M TOpPMo3nnle cuHanc [19]

X0TH HEPBHO-MBILICTHOE COEIMHEHHE BPEACTABIIACT CO0OH MIb OAMH M3 MHOXE-
CTBa BRAOB XAMWYECKAX CHHAINCOB, EMY ITPACYLUM OCHOBHBIC YePTs), CBOMCTBERHEIE
Bcem cHHAmcaM (pac. 18-32):

{. BrlmejeHse HeipOMEmMaTOPa M3 NPECUHANTHIECKOTO HEPBHOI'O OKOHYAHUR CTH-
MympyeTcs nosamu Ca?*,

2. MeauaTtop IMpOYHDUDYET €epe3 CHHANTURECKYRO Lems H BO3neficTBYeT Ha
NOCTCARAITTRYECKYO K/ETKY, MPHCOEMMHRACh K PeHeNTopAbM OGeskam pocT-
CHHAaNTHIeCKOA MemMOpaH»l.

3. Boagme#icTBue MeanaTopa OLICTPO NpekpauwiaeTcs B PE3yNbTATE YARJIERASA €0 W3
CHHANTAYECCKOA IEIA.

PaccMOTpEM Teneps KOPOTRO HEKOTODbiE BapHAHTRI 3TOro obmIEro Mexauus-
Ma.

TIoOMHMO aUETHJIXO/BIHA eCTh H MHOIO APYTdXx HedpoMeauatopos. Mix mMoxuo
MOLPA3AeINTh HA JIBE TJIaBHBIE Ipymunl: 1) HeGoNbIME MOSEXYBI, TAXHE KaK alle-
THIXOMMH W HEKOTOPbIE MOHOAMUMBL W AMUHOKUCAOMbI, H 2) HeHpOTICITHIH
(prc. 18-33). O6LIYHO noNaray, YTO XaxXIblH 3peiblit HEAPOM BLLOECASET TOMbLKO
OIMH BMI MenMaTopa-obLmA ANng BCeX CUHANcoB RAHHOro RedpoHa. OQmmaxo
B HACTOSILECE BPEMR 3TO TOJIOXKEHHME MEPECMATPHUBAETCH, H €CTh JaHHEIE, 9TO BO
MHOTHX CHHAIICAX HeHPOTENnTHA, No-BUAMMOMY, BBIAENIETCA COBMECTHO ¢ Heilpo-
MEIHATOPOM APYroro Tufia.

3Hayenne palsHyHLIX HEEPOMETHATOPOB CBR3aHO HE CTOMBKO C WX XMMHYECKON
CTPYKTypPOii, CKOJIbKO C DPR3JIYHRIM TIOBEJCHHEM JTOCTCHHANTHUYECKHX peuen-
TOpHBIX 0efKOB, K KOTOPLIM OFH NMPACOEAMHAOTCR. Kax Mbl yXXe BHAEIH, AUETHII-
XOJMHOBHIT pelienTop B MeMOpane BOJIOKAA CXENETHON MBIIIILI —3TO X3 THOHHLIA
KaHa, XOTOPbIH OTKPLIBAETCH 04 ACHCTBAEM ANETUIIXO/HHA, B PE3ybTaTe Mero

TIOCTOAHBNTHIECKAR KNETKA
NaYeHuwan AEACTBKA O KPbIBAEY CHHAMTUNICKHE RYIBIDEKY Meanarop cenzbiBaerca ¢ Tloene YAZNEHAA MADHRTOP] K3 WENH
kamansi ANA Brofa Ca'* o CAMBMOYCA € NPECHHANTHYECKOR BeNXEMH NOCTEAHANTHRECKOT ROCTCAWAMYHYECKUE BNk
APECHAANTHYETKO® OXOHIBHIE MeMEPANOH, BLICBOBOKAAA NPKH ITOM MEMBDEN b, KIMEHAR UX KONGOP- H0JBPILUBIDTCA B #TXDANOE

MeaAnaIop M3 UM COCYOAHNAL
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Puc. 18-33. A, Hexortopshie n3 me-
6OMBLIUMX MONEKYI, BACHTAGHURPO-
BAHHHIX KaK HelipomemsaTopel. Ale-
TAIXONMY, R0daMHB, HOpaapeHaIHH,
2/peHAaNMR R CEPOTOHMH (S-rUApOX-
CUTPHNTAMYM) NpeacTannaloT cobok
moHoamuen ; FTAMK, riryramrnosas
KMCNOTa M IIIBKH — AMIHOXBCIOTHL
B. He6ommas eetbopxa ¥3 MHOTO-
GUCJIERHBIX HEHPONENTRAOB, KO-
TOpBE, KaK TMONAraloT, AEHCTBYIOT
B KayecTBe HeHpOMeInaToOpoeR.
(Crosmias Ha KOHUE MONEKYJbI
rpynsa NH, yxasuisaetr wa To, 4T0
AMWAOKUCIIOTA MOAMDNUADOBaHA

B aMBH, 4 3HAX P Tepel MONeKyJon
03RaYaeT, ¥TO AMMHOKMCIIOTA nped-
crapncHa B rmpodopme.)

COCO0OCOOVTOOOOITOOOOVOOOOSORS

Camarorrarvs
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A. BOJBYK[I.A!:OLILVIG CUHANC 5. TOPMO3HBIA CUHANC
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Puc. 18-34, CpapHCEBE MeXaHU3MOB
aeicTBAs BO3OyKRArOmAX (A)

¥ TOpMO3HuIX (5) cumancos. D¢-
dexT RedpoMeaMaTOpa 3ABUCHT OT
HORAOW WABHPATENLHOCTH KaManop
€ «BOPOTaMHY, CBA3AHHLIX C pelen-
TOopoMm.

KeTK3 ENOJIPH3YETCA A0 TMOPOTOBOTO YPOBHS M TeHEPADYeT NOTeHNHan aek-
cTBHs. Takum 06pazom, 3TOT pelenTop nepelacT sozbynciaowuis 3bdexr. Heko-
TOPbIC NPYIHE PELENTOPbl, HANPUMEDP CBAIBIBAIOLIME Y-AMUROMACIAHYID KULAomy
(FAMK), nepenaroT mépmo3ansiit 3¢$exT, yMeRbIIag 8036YIMMOCTE MOCTCHHATITH-
geckoii MeMOpann (prc. 18-34). Peuermrrop TAMK, nonofuo apetnixoimroBoMy
penenTopy, TOXE WOHHLIH KaHan ¢ BOPOTAMH, HO OH obnanaer umoi cneumnpuy-
HOCTBSO B OTHOLLEHHH HMOHOB — IPOIYCKAET MAaLIE OTPHLUATEbHAIE HOHB], B OCHOB-
Hom Cl~, ¥ HempoEMmaeM /1A NONOXHTEBHEIX HOHOB. Konuertpawns Cl~ sue
KNETK¥ HAMHOTO BBHILIE, YeM BHYTpPH, B COOTBETCTBAH C PaBHOBECHBLIM MOTEHUHA-
aoMm Cl7, KOTOpBIA 6/H30K K HOPMATLHOMY NOTEHLMANTy MOKOR MJM jaxe Goee
oTpunatenet. I1o3TOMy OTKPLIBAHME XJIOPHAHBIX KAHAJNOB yaepxkupaeT Membpawy
B TNONAPH30BARHOM AJIH RaXe IHUEPIOJNAPHIOBAHHOM COCTOSHAH, TEM CAMEIM 3a-
TPYAHAY AETONAPH3ALMIO KJETKH W, 3HATHMT, e¢ Bo30yxneue.

HMmeroTes He TONBKO pa3Hble THAL PEUETTOPOB IS PA3HbIX MERHATOPOB — MO-
XKET Takke ObITh HECKOMLKO PAIMHHRIX PEOENTOPOR AIA OQROIO M TOro Xe Me-
matopa. Hanpumep, aueTwXonud 0O-Pa3HOMY BJIMAET Ha KJCTKM CKeNETHBIX
MBIIIT ¥ CEPACYHOH MblUNIB), BO3OYXIan nepsbie ¥ TOPMO3A BTOPLIE, TaK Kak
B 3TMX IBYX TKAHAX MMEFOTCH pa3Hble ANETH/IXOJMHOBEIC PEOENTOPhLL

Cunancel pazymansl 1 B ApYruX oTHoweHusix. Haupumep, Mexannam, npekpa-
maroumi geficteHe FAMK, oTingaeTcs oT OMACAHBOTO BbIUIE MEXaHW3IMa ynale-
mg anetwaxosmAa. FTAMK He minpoJmi3yercs B CMHANTHRECKOW WIENH, 4 BHOBL
MOorJjIoaeTca NpeCHHanTUIECKMMMY OKOHYaHHWAMH, H3 KOTOPBLIX OHA BblLLIA, RJH
6M3NeXAUMMH FMaLELIME KJeTkaMA. M Te B OpyTHe WMEIOT B CBOMX MIa3Ma-
TAYecKHX Membpapax ocofule TpaHCNOpTHRle OefkM, aKTHBHO NEPEROCHLLME
IF'AMK. Cxoxabie MeXaRA3IMB! HCTOMB3YFOTCA H LA NPEKPAMEHUA AeHCTBAS MHO-
[AX APYIHX MERMATOPOB.
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18.3.8. B HekoTophIX cHHaucaX HeficTBre MelfpoMeaHATOpa He CBA3ARO
C MpSMbLIM BJIMSIHHEM HAa peryJidpyeMbie HOHHbie TOKR,
2 OCYWECTRJISIETCH OpH Y4acTHH BHYTPHKJIETOWHOIO BTOPOro
nocpemmka [20]

Hrak, CHHATICBI MOXHO TOAPa3Ne/dTh Ha BO30yXaaromme H TOpMO3HKE. JInramn-
32BACHMbIE YOHHbIE KAHANBl MOCTCHHANTHIECKON MEMOpaRb! MOTYT peanmioBaThb
kak TOT, TaK H JApPYrod 3pdexT, B IABUCAMOCTH OT HORHON M3OBpaTeMLHOCTH
NaHABIX KaHanoB. Ho, xak Mbl Y& OTMEHYAR, HOAHbLIE KaHANLl C BOPOTaMM —HE
€QMHCTBEHHBIE OEJIKH MOCTCHBANTHYECKOA MeMOpDaHBl, ¢ KOTOPbLIMH B3aHMOIACH-
cTBytoT MeAmRaTopul. CyIECTBYeT COBEpIIEHAO HHOH MEXAHHAM CHHAITTUYECKOH
nepeaavy; penenTophl CONMPSAXEHs! 30eCh C MEMODAaHHRIME 6€/KaMH, BhI3bIRAFOLTH-
MH 06pazoBaNMe BTOPOFO MOCPEAHHKA B [IOCTCHHANTHYECKOM KmETke (CM.
pasa. 13.3.3). HanpuMep, kak nNojlararoT, MHOIHE peUeOTOph! IS MOHOAMHUHOB HO-
padpeHasuna B 0oPpamusa OTHOCATCS MMEHHO k 3ToMy Tumy. CBs3bIBaHAE MeAHa-
TOpa ¢ penenTOpoM AKTHBHPYET a0eHWIanyuxk1aiy, TIOBRILIAS TEM CaMbIM BHYTDH-
KJIETORHYXO KOHUEHTPAlMIo uukanyeckoro AMP. Lluxmvecksiit AMP B ceow
ouyepellb AKTHBHpYeT DPOTEUBKMHA3B, ¢ochopHIMpyIONlE B KJIeTke onpene-
JieHHble Genxd; Hanpumep, oRR MOryT ¢ochopaHpoBaTh HOHHBIE KAHAJL! H Ta-
KAM 06pa3oM M3MERATE 3JICKTPUIECKOE COCTOME KiteTid. Koreurniit apexT Mo-
XeT BbITh WM BO3DYXI21OUMM, MM TOPMO3HBIM. JeACTBUTEILHO, LIMK/TH9ECKAMN
AMP cnocofeH B NpyHOMNE BLIIBATL H3MEHEHHE B JBOGOM peryasTopHOM Mexa-
HM3ME KJIETKH BIIOTb XO IRCIPECCHN TEHOB.

Brnaroaaps pasHoobpa3uio penenTOpHHIX 0eNKOB HEApOMERMATOPBI ITPOM3BO-
OAT MHOXECTBO Pa3maHbIX 3ddeKToP B MOCTCHHANTHYECKOH KieTke. Kak mpasu-
710, SIMTaHI-32BUCHMBIE HOHRME KAHAJLI OTBETCTBEHHB! 33 3¢ EeKTsh), HIMEPAEMBIE
BO BPEMEHH MMIUTUCEKYHOAMR HJH, CaMo€ foJmInee, CEKyHOAMHM, TOraa xak ne-
CTBUE CHCTEM CO BTOPBIM NOCPETHBEKOM MPOAOIDKAETC CEKYH/IbL, MAHYTH MJIM Bl
noywrue. IlepefizeM Tenepb k BONPOCY O TOM, KakaM xe ob6paszomM pasmaHbie
TEIBI CHHAMCOR—BOIOYXAAIOUTAE U TOPMO3HBIE, OBICTpLIE M MeE/LIEHHKIS — Y9acT-
BYIoT B npoueccax o6paboTist MHbOpMAmMH HEPBHOH CHCTEMOIL

18.3.9. Ilpn BO30ykIAeHHH OAHOro HeipoHa KOMOWHHpyeTcs
MHOI0 BXOJZHLIX CHHANTHYSCKHX CHIHAJAOB

KneTxa ckesneTHOH MBIIIUB TO3BOHOYHOIO NMPHHHMEET OOLIMHO TOJLKO OAHH CHI-
Hajl OT ENMACTBERHOIO MOTOHEHPOHE, TEJIO KOTOPOTO HAXOARTCH B CIIMHAOM MO3-
ry. B oTimmwie 0T 3TOro Ha CAMOM MOTOREAPOHE CHEANCHI 06pPa3yroT HECKOMBKO
TBICHY HEPBHBIX OKOHYARMN OT COTEH H ThICAY PalMYHBIX HEMPOHOB; €ro Tejo
H NEHAPHTLI NTOYTH NMOJHOCTBLIO MOKPhITH cHHancam# (puc. 18-35). HexoTopeie 3
ITHX CHHANCOB NEPENAIOT CUTHAIBI OT NOJIOBHONO MO3ra, JPYrde ANOCTABIMIOT CeH-
COPHYO UHGOPMAUMIO OT MBILII ¥ KOXH, TPEThH COOOIRIOT PE3YTbTAaThl «BbLIIHC-
NEEAH», TPOH3BOJIEMBIX BCTAROYHLIMM BEHDOHAMM CIMHHOFO Mo3ra. MoToneh-
POHBI JOJDKHBH HHTETPHPOBaTL HHPOPMALMIO, DOMYdacMylO M3 3THX PpasHo-
0o6pa3AbX MCTOYAMKOB, ¥ OPHHWMATL pellleHHe: OTBEYaTh JIM Ha Hee, moChinas
CHIHAJIB! 110 CBOHM CO6CTBCH}U:IM AKCOHAM, WM XE O0CTabdTbCAd B TIIOKOE.

MoTOBeApOH CNYXHMT THOMYHbIM DPUMEPOM TOTO, KaK OTHACNbHBbIE HEHAPOHHI
y92CTBYIOT B QYRAAMEHTATLHOK 33149 «BLIMACERMA» BYXHROrO BRIXOAHOrO CHI-
Hajia B OTBET Ha CJIOXHYIO COBOKYMHOCTh BXORHBIX CHIHasI08. HekoTtopsie U3 MHO-
KECTBa CUHANCO® Ha RBUIaTE/lbHOM HeApoHe OyayT CTpeMAThCR BO3DYRRTL €ro,
a Npyrde —3aTOPMO3XThL. XOTH MOTOHEHPOH BHIAGNRACT JIML OIMH THI MEIMATO-
P2, oH 06/1a71aeT Pa3TATHLIMM THNIAMH PELENTOPHbIX 6eJKOB, KOTOPble COCPEAOTO-
YeHB! Ba Pa3sM4YHbIX NMOCTCHHANTHYECKMX ywacTkax ero membpansnl., Kornma mnpe-
CHHanTHYECKAqd KMAETKA TNOCBUIAET KMIYJILC, B COOTBETCTBYHOLUEM CHHAMNCE
TIPOACXOMAT XapAKTEPHOE W3IMEHEHHE TIOTEHIAANA —BO3HMKACT NOCTCHBAMTHYSCKHH
notewanan (TICIT). Jenonsapuianus cootseTcTByeT Bo36yxaajomemy INCIT, a ra-
oepnospu3auss— TOPMO3HOMY. B To BpeMs kak noTeHLMaN bl OEeHCTBUSA, IEHEpH-
pyeMble Pa3HbLIMM HeHpoHaMu, npuMepHo oankakossl, [TCII, Bo3AAKaroume B pas-



Puc. 18-35. CxemaTuyeckoe n3o6pa-
KEHHE Tesa CAMHHOMO3[OBOTO MO-
tonefipona. [foxasana nAnL He-
Gomwas 9acTs H3 MHOTHX ThICHY
HEPBHBIX OKoHYaHuii, o6pa3ysounx
CHHANCLI Ha XJIETKE A OPHROCALINX
CHIHANLl OT APYrux HdacTed opra-
HU3MA [ANA PETYJIHPOBAHKA €2 HM-
NYJLCHOIO paipsana. YHacTkH nnas-
MaTUgeckod MeMbparst MoToHeRpo-
Ha, HE 38HATHIC CHRANTHYECKAMM
OKOHYAHMAMM, TIOXPEITH MMANLHBI-
MH WIETKAMH (HA DHCYHKE He nOKa-
IAAHLIME).
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HEIX BXOJHBIX CHRAOCAX HA OJHOM H TOM %e& HEWpoOHe, OMeHL CHJILHO BapbHDPYIOT
Kax MO BENWYUHE, TAK M NO TPOAODKHTESBHOCTA. B oMHOM cvHance Ha MoToHeidl-
pOHe TIPUXOAAWMIA HePBBbIH MMIYTC MOXET BhI3BaTh nenoaspxiaumtoo B 0,1 MB,
a B apyroMm—nenonapuzaugro B 20 MB. Ecym cTenens JeNoaspr3amiy okaxeTcs
omuuaKoBol, 2(gdexT OymeT TeM cuibHee, YeM GOJNBLUE 0BJAaCTh CHHANTHYECKOTO
KOHT2KTa, HO NPUPOA2 CUCTEMBbl TaKOBA, 4TO Aaxe Majme no senwudne T1CIT,
CYMMHDYACb, MOYYT gaBaTe Bormbmoi 3gdext

18.3.10. Membpannbiii noTeHIMan Tesla HeHpOHa MpeACTABJReT
co0OH pe3y.IbTAT CYMMANHH BCEX MOCTCHHANTHYECKHX
noTenimason [21]

MembpaHa AQeHAPUTOB M KJETOYHOrO Teda, XOTH OHA H Gorata penenTOpHMIMH
6enkaMy, COAEPXHT OYERb MANO JOTEHUMAN-3aBACAMBIX HATPAEBRIX KaHallOB
# TIO3TOMY OTHOCHTENBLRO ReBo36ymuma. Unmsnayamusie [1CI1, kak npasuio, me
MPHBOJAT K BOSHUKHOBEHHIO MOTEBIMANOB JeficTBMA. Kaxawil npuxonsusid cur-
HaJt To4HO oTOBpaxaetcs BeymumHoi# rpagyasshoro INCIT, koTopas yMeHbuaeTcs
no Mepe yOanerua oT BXORHOTO cHMHanca. Ec/m cursansl 0XEOBPEMEHHO NMPRXOAST
K HECKOJTbKHM CHHACAM, HAXONAUIMMCS B OJIHOM H TOM XK€ YyJacTKe ACHAPHTa, TO
obumi [TCIT B 3TOM yuacTke OyAeT TPHOMIHTENLHO PaBEH CyMME OTHCIBbHBIX
ICI1, npuzeM Topmo3tmle [ICIT cyMMHpYIOTCA ¢ OTPHUATEIbHBIM 3HaKoM. Kpo-
ME TOro, CYMMapHOE 3JIEKTPHYECKOE BOJMYLUEHUE, BO3IHUKLOEC B ORHOM INOCT-
CANANTAYECKOM Yd9acTke, OyleT PacnpOCTPaBATbCA Ha APYIHE y4AcTK® Onaromaps
MacCHBHELIM KabesbHBIM cBOiCTBaM MeMOpanel neHapuTa. Teno gefipoHa, pacro-
JIOXEHHOE B LICHTPe OCHOBHOH O6JACTM BXOAHKEIX CHIHAJIOB, OTHOCHTENLHO Mald
(06brHO Menee (00 MXM B aMaMeTpe) DO CPAaBHEHHIO C «JEPEBOMY» JEHADATOB
(Umiya BeTBEd KOTOPOro MOXeT H3MepaToes MUUmMeTpaMi). TlosromMy mem6-
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Puc. 18-36. BpeMeHn&s cymmaums.
UepHbIMH XpUBLIMH MOX33aH MHAM-
aw:(yam.uuﬁ BKJaJl KaXaoro U3 no-
CNEA0BATS/ILHLIX NPECHRANITHMECKHX
HMOY/HCOB B CyMMapHbT noct-
CHHANTHYECKAH NOTERIHAN.

PARHBIA MOTEHUMAN KIETOYROrO Tefla ¥ MOTERNAAIEI OIMXAaWIEX K AEMY 9acTed
OTpPOcTXOE OyayT NPHMEPHO OMWHAKOBBI M OylyT npeacTaBiasTh CoboH coBo-
KyNHsU1 pe3ymbTaT 3GdEeKTOB, NPOUIBOAUMEIX BXOAHBIMH CRATHAjJIaMM C YHETOM
YRANEeHROCTA TOTO MJIM WHOIO CHHANCAa OT Tejla KJETKH. TakuMm obpa3om, MOxHO
CKa3aTh, YTO CYMMapBelf [OCTCHHANTHYECKHH JOTCHOMAN HEHpPOHA —3TO pely/mb-
TaT NPOCTPZHECTBEHHOH CyMMAauEM BCEX BOCHPHHATHIX cTUMyNoB. Ecnn mpeobna-
nawT BO30YxAalouTMe BXOAHBIE CHTHANLI, TO KJICTKA OeNOJAPHIYETCH, ecim
TOPMOBHBIE ~ THNIEPIIO 1A PH3YETCA.

18.3.11. Bpemennass cymmalna npeobpaszyer 9acToTy
MpecHAANTHYeCKHX cHrHatos B semerumy [1CIE

[TpocTpasCTBeANas CYMMAalMa —3TO OQMH U3 ABYX KTIOYEBBIX acTeKTOB MEXAHWH3~
Ma, C DOMOULI KOTOPOro HelipoB o6pabaThiBaeT 00/yYaeMyo UM REGOPMAUMIO,
OPYro# acrnexT —ppemMeRAAs cyMmman®s. [IpocTpaHCTBEHRAA CYMMANHA HHTETPHPYET
3pdEKTH OT CHIBANOB, OPUHATHIX OAHOBPEMEHHO PA3HBIMH YHacTKaMH MEMOpaHH],
a BpeMeHHA4s oOBeANAAET CHUTRANLI, MOCTYNABLIAE B Pa3sHOC BPEMS.

Wmmmyme (noTenuman neficTpus), npuwenum# B cusanc, colnaer 3gecy [TCII,
KOTOpbIH OBbICTPO NOCTUraeT OHK2 M 3aTeM 3KCOOHEHUMANMBHO CHHXKAETCH [0 MC-
xomHoro ypoBas noxos. Ecru go Toro, xax nepewii I1CII momHOCTRIO 33TYXHeET,
MPHOET eLle OFHH MMITY ke, To BTopoit [1CTT cyMMHpyeTes ¢ OCTABIIMMCS (IIITeil-
¢dom» nepsoro. Ecini nociie HEXOTOPOro NEproaa HOXOR NPHAET INJMHHBIN 3a/m
6bICTPO DOBTOPAIOMMXCA MMOYJILCOB, TO kaxani nocnenyrommii TICIT 6yaer na-

200 APECHHAITT HUCTH WY, NOTAMUAANDOR ACACTRISA B CENYNAY

an, MB nad noreymanom noxos

Bpema, mc

800 Npecrian TVNEEKHY NOTIHUMANOB ABACTRHMA B CORYHAY

Bpems, me



Puc. 18-37. [epexoauposanue cym-
mapsoro TICI B wacToTy sMnyssc-
HOMO pa3pAna Ha BLIXOAC HefipoHa
(8 axcone) M3 rpaduxos A u

B »umHO, XaK YacToTa HMTYILOOB
B 2KCOHC BO3pPacTaeT NpPR yBEaUTe-
Wy cymmapuoro TICII; Rra rpadmu-
ke B npeactannena o6lan 3asucw-
MocTs. ' -cnocob u3amMepenns cym-
mvaproro JICII. A u B Ha sepxawx
rpadurax —CYMMApRas WHTEHCHB-
HOCTh CUHANTAYECKON CTHMYNIAUMK,
BOCTPHHHMaEMOH TeNOM XJeTkH, Ha
RYOKHUX rpaduxax— cOOTBETCTBYIO-
LBe Pa3palBl MMNYJILCOB, NOCH-
naeMbix 20 akcowy. Ha pepxmmx
rpadukxax NOKAIEAHO, KAK BbITAASITH
6p1 TICIT, ec b1 UMRYALCHBIN
pa3pan kaxuMm-To obpaizom Gaoku-
popascs.
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KA4/bIBAaTECA Ha NPEAbIAYIIWHA, fAaBag B utore Goybimo# mmTemsanii [TCII, se-
JUYMHA XOTOPOTO OTPa¥aeT YacToTy pa3psla [PEeCHHaNTHUYECKOr0 HeRpoRa
(puc. [8-36). B 3TOM 4 COCTOHT CyTh BpeMEHHOR CyMMaIiy —4acToTa MONYYaeMbIX
cATHanop npeobpasyerca B Besmauny cymmapioro INCII

18.3.12. lnn nepensys undopMamfN Ha GOJNBUINE PACCTOSHHS
cymmapubiii TICIT choBa mpeolpasyeTcf B 9acToTy
HEPBHEIX HMImy;mcoB [22]

Bnarogaps BpeMeHHOH M OpOCTPAHCTBEHHOH CYMMAalUMHM 9YacTOTH MMITYJIBCHLIX
Pa3pAIoB MHOXECTBA HEHPOHOB MOTYT COBMECTRO KOHTPOMPOBATh MeMOpaHHbIH
NOTEHIMASN Tefia ORHOTO [OCTCAHAMTHYECKOTO HedpoHa. KodeuHbiM pesymsTaTom
3TOA HHTErPAamMM BCEX BXOIHBIX cHrBasIOR OyldeT BhipabGoTka @OCTCHHAITTAYECKOMH
KJIETKO} ONpeAENCHHOTO OTBETa, OOLITHO B BAAE HMIYNBCOB RIS IEpeaady CHrHa-
NOB IPYIrAM KJETKAM, HEPEIKO HAXOAALMMCS B OTAAJICHHBIX RacCTAX OpraHMiMa.
OTpeTHBIA CHIHAN J0DKeH OTpaxaTb Benuuuy cymmapHoro [ICIT B Tene ned-
pora. Ho ecm 3toT IICII MOXET nMnaBHO H3MEHATBHCH, TO MOTEHILRAJb] AeACTBUA
(HepBHBIE MMTTYJILCHI) WMEIOT TOCTOSHHYIO aMIUIMTYAY H pacnpoCTPaHAIOTCA IO
3aKOHy «BCE Wi Hudero». Emyncreernoll cBoGonnol nepemexsoit npu pepenave
CU[HAJIOB C MOMOLILIO MMITYJIbCOB OCTACTCH BPEMEHHOM HHTEPBAJ MeXIy MNocse-
JOBAaTCNILABIMA AMITY IbCaMu. [lostoMy nid nepefavm wxHbopMammn Ha Gomsome
paccTostHHs BesmanBa cymmaproro TICIT momxua 6miTe npeobpalzopada, WM
nepexoduposana, B HoByro topmy. Cymmapneii [ICIl koampyercs B BRge ua-
cmomsl EMTYNBCAOTO padpana (puc. 18-37). Takoe komupoBaHHE OOCTUIaETCH
C MOMOUIBIO CEUNABHOM IPyNITbl HOTERUMAIT-3aBHCHMMBIX MOHRHbIX KaHAMNOB, pac-
OOJIOXEHERIX B OCHOBAHRE aKCOH2, BOJMIM KJETOYHOro Texna, B obnactn, @albipae-
MOF AKCOHHLIM XOAMHKOM (CM. pHc. [8-35).

IMpexne yeM oGBACHATb, kaK HEHCTBYIOT 3TH KaHAJL,, HYXHO CAeNaTh HeKo-
TOPBIC YTOYHEHUS Mbl TOMbKO YTO NPERCTABUIA nepepaboTky WHGOPMAUMH Hed-
POHOM Kak ABYCTAIRAHLIN Mpondecc, B KOTOPOM CHAdYaNa NPHXOJZATIME K CHHANCAM
CUIHATBI COBMECTHO co3faloT cymmapueiil [1CI, a 3ateM 3tor T1CII 8036yxnaeT
DOTeBUMA ReHCTBUSA B aKCOHHOM XOJMMke. Taxag cxema, Namouian NpeacTaBie-
HAS O MEXauM3ME B LIEIOM, BCE Xe& CHILHO YIPOMacT ACHCTBHTE/ILHYIO KAPTHHY.
CamMo mo cebe BO3OYXIEHHE HMOYILCA NMPHBONAT K PE3KHM M3MEHEHUSIM MeM-
6pabyHoTo noTeHUMaNa BCEro Tesla KJIETKH, KOTOPHIE yXe He GYAyT HemocpeRCTBER-
HO OTpaxaTbh CYMMAPHYIO CHHAOTHYECKYO CTHMYJISAOMIO, DONYY4eMYIO KIETKOH.
Yem xe B TakoMm ciyuae OymeT oTob6paxkaThcd MCTHHAAS CHIIAa CTUMYJIALHH ?

OIBHMM W3 TakHX OOKa3aTeNell CTUMYJIAUMK MOXeT OnTh TOK, HalpaBJIEHHLIA
B TeJIO KNETKH: BXOJAHBIE CHHATITEMECKME CTHMYJB! Bhi3bIBAOT [EOOJIAPH3IALMO,
YTO JaeT BO3MOXHOCTL NOJIOXHTESLHBIM 3apadaM nepexoauTs daytTph. Cym-
MapHbI# 3G}HEeKT MOXHO CpPABHMTEL C 3QHERTOM AENONAPEIYIOMETO TOKA, KOTOPLIH
OPONYCKatoT ¢ NOMOIULIO MUKPOSNEKTPOA2 W KOTODBIM TOXE BbI3bIBAECT AJHTENB-
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HyIO uMnynscaudro HelipoHa. B peayynTate npuToka 3apsga AeNMoOJSspHIAnMA
MeMOpankl aXCOHHOTO XOJIMUKA OOCTeNeRHO QOCTHraetT NOPOrOBOr0 YpOBHA, 3a-
TeM MeMOpaRa ObICTPO pa3psAxaeTcs, reHepupys NoTeROAan ACHCTBUA, A BO3BPa-
{{aETCA B NEPBOHATAILHOE COCTOSHHME (CM. HMXE), Mociie 3TOro MeM6pamHuii no-
TEHUHA BHOBL JOCTHIAET MOPOTOBOIO YPOBHS, H BECh UMKJ NOBTOpAETCR. UeMm
60Jb1Ie BENOJPHIYIOWMI TOK, TEM CKOPee AENOAAPH3AUMA NOCTUTAET NOPOroBoH
BEJINYHHBI M TEM BbILIE 4AaCTOTA BO3HMKHOBEHHS MMIYMHLCOB. OYeHb TPYIHO Npo-
BECTH TOUYHBIA 2HAJN3 KOAMPYIOLIETO MEXaHA3Ma. B pmxecneayiollleM 9UCTO Kade-
CTBEHHOM OMUCAHUH MB!I OyneM ymoTpeOnsTs BbIpaXEHHME «CHJIA CRHAOTHYECKOH
cTAMyuuE» WIB «cymmapuiii TICI», umes B suxy ToT cymmapusnt ITCII, xo-
TOpbiit uMmen Gnl MecTo, eciTA Obl MeHepHpOBAHUE HMITYJILCOB K2KHM-TO 06pa3om
MTORABAAAOCE.

18.3.13. KoamponatHe TpebyeT COBMECTHOTO NeHCTBHMS Pa3IHYMLIX
OOTeHIMAN-3aBHCHMBX KaHa10B [ 23]

[MpoBenerye UMITYJILCOB OIpefensgeTCs B OCHOBHOM (2 BO MHOTMX AKCOHAX NMO3BO-
HOYHbLIX TIOWTH DOMHOCTLIO) (PYHKUMEH MOTEHUMAN-32BUCMMBIX MATPHEBBIX KaHa-
J10B. UMIy/bchl NEpBOBAYAILHO TEHEPHPYIOTCS MEMOpaHO# aRCOHHOIO XOJMMHKA,
TO¢ TakuXx KaHajoB MHoro. Ho ana ocyuwecrienns ocoboit PpyHxnurM xoampona-
HHA MemOpaHa akCOHHOIO XOJIMMK2 JOJDKHA MOMKMO HATPHEBLIX KAHAJIOB colep-
XaTh €le I10 MEHbIIEH MEPE YETBIPE KAACCa K2HANOB C BOPOTHBIMH MEXaHH3Ma-
MH-Tpu wu3buparebuo nMpownuaemex min K* u omm ann Ca?*. Tpu
PA3HOBUAHOCTH KaJBIEBBIX KARANOB ¢ BOPOTAMM OOJAAIOT COBEPIMEHHO PA3HLIMMY

"CBOMCTBAMY, M MBI §YEM Ha3biBATL HX COOTBETCTBEHHO MedAeHHLIMU, Gbicmpoimu

u Ca®* -3agucumvimu xananamm. Komupyiomme (byHXuMn Beell 3ToH cHCTEME! KaHa-
JoB RamboJiee MOJIHO H3YYeHR! HAa THTAHTCKUX HEHpPOHAX MOJLTHOCKOB, HO TE€ Xe€
OPUHUMIL], MO BCEA BHAMMOCTH, HCHOJBIYIOTCA H B HEMPOBAaX OO3BOHOHHKIX.

Y1061 NMORSATH, A58 9E€T0 HY)XHbl KaHATB HECKOJLKHX THIOB, NIOCMOTPHM, KakK
Oynet BecTh cebsi MeMOpaRa HePBHOM KJIETKH, COAEPKAI@AA TOMLKO OAMH BUI 0O-
TeHLHA1-3aBACAMAIX K3HAJNOB —HATpHEBble kaHaykl, Ilpn cinaboit cunamTvaeckoit
CTUMYJSIUMK, HE AOBOMSINEN NCMONAPHIALHI MeMOpaHsl aKCOHHOTO XOJNIMUKA JIO
NOPOrOBOTO YPOBHS, NOTCHUMAN AEHCTBUA He BO3HMKHeT. [IpM MocTeneHHOM yCH-
JIeHAH CTHMY/SIMH MOpor OymeT MOCTUIHYT, HaTpUeBble KaRalbi OTKPOIOTCHA
W BO3RWKAET AOTECHIMAN [eHCTBMS. B pe3ymbTaTe NOCHEAyIOuleH AHAKTHBALMM
HaTPHEBLIX KaHaJOB BO3HUKLUAK DOTEHIMAN OeHCTBUN HeuelneT. [Tpexne yem cMmo-
X€T BOIHMKHYTh APYTOH OOTEHIDdan ACACTBHA, ITY KAHAILI JOJDKHAl BBIHTH M3
MHAKTHBAPOBAHHOIO COCTONHAA. Ho 114 3Toro HyxHO, yTobsl MeMOpaABbI no-
TeHIMAST BEPHYACA X BOTLIOMY OTPHUATENLHOMY 3HAYEHHIO, 3 3TOTO HE MMPOB3OH-
LET, TOKA MOAAEPKHUBACTCA CH/ILHBIA ACTONAPH3YIOUHHA cTHMYys. TloaTtoMy nocne
Ka¥(I0ro MMNYJbCa JUIA PeNONAPH3anMH, HeOOXOAMMOH AN BO3RMKHOBEHHS Cle-
RYIWINEro MMNY/bCa, HYXeH eilie KaKOH-TO BHJ KaHaJOB. DTy 3ajady BBIMOJHAIOT
MeJleHAble KAJIHeBbLIE KARAMBL, O KOTOPHIX MBI yXe ynomuHanw (pasn. 18.2.8), o6~
CyXaas pACIpOCTPAHEHME MOTeHUHasa neficTsHs. B oTeer Ha RermonsapH3anuio
MeMOPpanbl 3TH kKaHAJhI OTKPLIBAIOTCR Tak Xe, KaK B HaTPHEBHIE, HO OPOMCXONMET
3TO € HEROTOPLIM 3ana3abiBatuem. OTKPBBAsACH BO BPeMs Cllafla HOTEHTIRANA Hei-
CTBMR, KA/MMEBHIE KaRaSbl OO3BOJAOT MoHaM K *  BLIXOIMTE M3 KJETKH, TeM
CaMbiM OPEMATCTBYS REHCTBHIO AENOJSAPH3YIOMIEro CTHMYa ¥ BO3Bpailas Memb-
PAHHKIH MOTEHLRAN K YPOBHIO P2BHOBECHOIO MOTeHmHana K. DTOT morTeHuman na-
CTONBKO OTPHLATENEH, YTO BaTPHEBLIE KaHAIBI BRIBOLATCA W3 COCTOSHAS BHAKTH-
Bauuu. Kpome Ttoro, m Beixox K* M3 kJeTKH npekpamiaeTca: DenoJApH3auMs
MCMSPaH’H TMPUBOAHT K TOMY, TTO MENJICHHBIE KAJTHEBBLIE KaHAaJIbl ONISATH 34KPpLl-
BAIOTCR (MpeXide YEM YCHCIOT WHAKTUBHPOBaThCA) Kax TOJLKO NpPOMIOHAET peno-
NspU3aUnAs MeMOPaHh!, AENOAAPHIYIOLME CTUMYSIBI BHOBb CTAHOBATCH COOCOOHKI-
MA DOHHATb, MeMOpaHEMIE [OOTEHUAAN N0 MOPOroBOT0 YPOBHA M BO3GYymHTH
OuEpeNHON noTeHNMas LeHCTBMS. Biarogaps 3TOMY HENDEDHIBHASL CTHMYJISLHA
REBAPUTOB M TeNa KJIETKH DPUBOAAT K NOBTOPSIOMIEMYCH BO3IBYXAEHAIO AKCOHA
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18.3.14. BuicTphie xa/THeBbie KaHA/LI CNOCOGCTBYIOT TOMY,
9T00R 4acToTa palpaaa Oblia NMPONOPUHOHA/ILAA BeJTHIHHE
criamyaa [24]

OmHaxo HenpepHIBHOCTH pa3psaa MW GYHKIWHM HeHpOoHA HEAOCTATOYHO —HYXHO
ewte, 97061 YacTOTA ITOr0 pa3psiga OTpaXajia WHTEHECHBHOCTb CTAMYJsimu. [e-
TANbABIE PACYETH TIOKAIKBAOT, HTO MPOCTAS CHCTEMA HATPHEBBIX M MEIJICHHEBIX
KAJHEBbIX K3HAJNOB HE OTBEYaeT NOCTaBjeHHbIM TpebomanuaM. Ecmm cuna He-
NPepLIBHOH CTHMYJIAIMH KIETKM HHXE ONpeleSIeHHOrs NMOPOroBOro YpOBHA, flO-
TeHUMAN 1eHCTBUS HE BOIHHKHET COBCEM; eCJIH XE OHa MNpPEeBLICHT HOPOT, TO Cpaly
HAYACTCH 4acrTas nMmnysmcawma. [Jpobnemy petlaroT ObICTphIE KASMEBBIE KAHAJLL
B OTKPLITOM COCTOSHHK 3TH XaBajbl NPEOATCTBYIOT REHCTBHIO NENONAPHUIYIOLMX
CTHMYJIOB U TOPMO3AT BOIHUKHOBERHE AMITYJILCOB, 2 OTKPbIBAHHE 3TUX KAHAJOB
peryJiMpyercs TakuM o0pa3oM, 4TO OFH CHWXAIOT WacTOTY paspana NMpH YPORHAX
CTUMYJALMH, KOTOPbIE JIOL HEMEOI'O BbIILE MOPOTOBOTO yposHs. TakHM myTeM
ObiCTphle XATHEBLIE KAHANH COOcO6CTRYIOT 6GoJsiee IIaBHOH 32BHCEMOCTH MEXIY
URTEHCHBHOCTBIO CTHMYJSIAIIMY M 9acTOTOH pa3psna.

B mprminine BhICTPLIE KAMEBLIE KaRATH PYHKIMOHHPYIOT TAKHM Xe o06paioM,
KAK H TOTEHUHAN-33BUCHMBIE HATPHEBRIE: OHM ObICTPO OTKPLIBAXOTCH ITPH AENOJIA-
pH3alMM MeMOpaHBl ¥ 3aTeM MONHOCTHYO RHAKTHRUPYIoTCA. Ho B oT/mMune OT Ha-
TPHEBEIX 6hlc’1‘pblc KAJMEBLIE KAHAJBI MEAJICHHESE BBIXOOAT U3 COCTOSTHWA WHAKTHU-
BalMK, M AJA 3Toro TpebyeTcs BO3BpalleHUe MEMOPAHHOro MOTEHLMANA K eule
bosiee OTPUIATENLHOMY YPOBHIO. TPyJHO NpeoyranaTh cocTositie MeMOpaHH Ha
OCHOBE NPOCTRIX KaYECTBEHHLIX COOOpaeHHH, RO NOJHAH MaTeMaTHYECKHHA aHa-
3 GyHKUMH HEHAPOHOB OAHOLO HAM ABYX TATIOB 10Xa3aj, 9To BCA CAOKBAA DO-
CJIEOBATENLHOCTL AKTOB OTKPLITHS, 3AKDHITHA B MAAKTYBAIMA (10 TEHIHA-32BA-
CHMBIX KaHaoB obecneqnBaeT DPONOPUHMOHAJILHOCTD MEXAY 4Y4CTOTOH pa3pAda
d CHNIOW [eNnONsApRIYIONIeEro CTHMYJa B OY€Hb HNHPOROM Jmaria3oHe (puc. 18-37).
BeposTHO, BO MHOIUX HEHpOHaX TaKOro Poja TpamyalbHOE M3MEHCHHE YacTOTHI
pa3psna AOCTHTAETCA TAakUM Xe TYTEM.

18.3.15. Ananragus yMeMbUWAET PeaKiMi0 Ha OOCTOAHMBbIH cTRMyn [25]

HansBeifitee ycoBeplIEHCTBOBAHNE NPOMecca KOAMPOBARHSA, BEChbMa IHPOKO pac-
NPOCTPAHEHHOE, OCYLIECTBASSTCH C NOMOUBIO KAHAJOB ABYX THIOB, O KOTOPBIX
yXe YOMMHAJIOCH, - TOTEAUMAT-32BHCHMBIX  KaJlbUMeBblX KaHaloB ¥ Ca®¥-
AKTMBAPYEMLIX KaNHeBbIX kaHanob. [lepBoie — Takue xe (HAM NO4TH Takue Xe), Kak
R Te, KOTOPKIE Yy3aCTBYIOT B BRICBOGONICHMA HEpoMEINATOpPa M3 NpecHEANTHIC-
CKAX HEPBELIX OKOHYAHWI{; OHM HAXOAATCA BO/M3N aKCORHOTO XOJNMMAKA ¥ OTKPbI-
BAIOTCA OPH BO3IHMKHOBCHHM NMOTEHLMANa RedcTBun, nponyckas Ca?* BHyTph ak-
coHa. Bropuie—Ca’* -akTUBUpyeMBle KaJBieBhlE KAHANRI —OTJU9HB OT BCEX
NPYTHX, ONMCAaEALIX paree. OHA OTKPBHIBAIOTCR B OTBET Ha MOBLIMEAYE KORTERTPA-
udyu Ca?* y guympennens 0OBEPXHOCTH MEMOEPAHLL

TlpencraBum cebe, HTO CHIIBHBIE B NMPOAODKMTENLHBIA AENONAPUIYIOLIMIA CTH-
MY TIpHBOMAT K BO3HMKHOBERMIO MUMHHOIO 3a/1Na HMNyJbeoB (puc. [8-38). B pe-
3yJLTAaTe KAXKAOTO MMMYJTLCA B KAETKY 9€pe3 NOTERIHaJ-32BACHMBIE KablAERbIE
KaHaNbl mepexoanT HeGOMbLILoe Ko/mMYecTBO HoHoB Cal™t, Tak 9TO BHYTPHKNETOR-
Haf KOHICHTPAIMA 3TUX HOHOB DOCTENEHHO NOIHAMAETCA A0 BBICOKOTO YpPOBHA.
B peaymeTaTe oTxpeiBaroTes Ca’t -akTHBHpYeMble KQMEBHE KaHAJbl ¥ APOBMLR-
emocTh MeMOpaus! s K ¥ noBulwaeTcs, YTo 3aTPYAHAET [ENOAAPUIATNHIO H YBe-
JMYIHMBAET WATEPBAJIN MEXJY NOCJEAOBATEIHBIMA HMOYIbcaMHd. TakuM oOpasom,
€C/IM HA HEAPOH JUIATENLHO BO3ACHCTBYET MNOCTOAHHBIA CTUMYJI, CHfla OTBEeTa Ho-
CTENEHHO CHIDKAaeTCs. DTO ABJIEHME Ha3bIBAIOT AJANTRUHeR biaronaps aganTaim
HEHPOH, TAK Xe XKaK YU HEPBHAA CHCTEMa B LEJIOM, Cnocoben ¢ BbICOKOH YYBCTBH-
TEJILHOCTBIO PEalHpOBATh HA uIMeHeHue CTUMYINA, Jaxke €CJM OHO IMPOHCXOMHT Ha
($OHE CHIILHON MOCTOSHHOM CTUMYIALMK. DTO OLHH M3 TNMaBHBIX MEXaHH3IMOB, 6ia-
TORApA KOTOPOMY Mbl, HAOPEMep, HE 3aMeyaeM NOCTOMBHOIO HOABJICHHSA OOEKIIb]
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Puc. 18-38. Anarmrauus. Mpn nom-
TembHOH CTHMYNAUMK TOCTOAHHOH
CHJIL PeSKUMSA KJICTKH HA CTHMYyN
MOCTENEAHO OCnabesaeT, MTO Bupa-
XAETCA B YMCHbLIIEEMH FaCTOTHI MM-
0yJLCHOTO pa3pana.

RAenonnprayiotumi
amsmyn {Cydman -
v NCAY

Wmmynecbi} 1l I 11 i
oxpAg _,LJ\_JJ.LUU LJ.U.UMM ik .L,»U.. J.

100

AQENTIUNA {CHHMENHE Y IOTOTh)
B PEWYNGTETE OTHPMITHR Ca”*

JABUCHMBIX ICANBOABIX K
Yacrora psapraa, xmdnon

NHCAC MMITy nyCO8
B cexyway

Ustno oTKpeITLIx
Cal* 1a8ucymanix
HATHOBLIX KIHBA0B

Ha Hallle Tejlo, HO B TO Xe BpeMs OBICTPO pear¥pyeM Ha BHe3anHOe NPHKOCHOBe-
BYE K MMJeTy WM Ha HEOXHOAHHBLE 3BYK Ha (DOHE MOHOTOHHOTO IYMa YJH2HOro
ABUNEHUSL

18.3.16. CHrnasml MOryT Oepel2BATHCS He TONBKO N0 akcoHam [26]

B TATH9HOM HeRipOHE, O XOTOPOM rOBOPHUIIOCH BHILE, JEHAPHUTHI H TENO KNEeTKH
B Pe3y/IbTaTE CHHANTUYECKOA NEepeNayd NPUHUMAIOT CHIHAJBL, TOrAa KaK aKCOH
NpOBOANT UMITYJILCBI K IPYTHM KJICTKAM | JNICKTPAYECKFE CHIHAJBI NEpEaaroTcs Mo
JCHAPHTY B pelyjibTaTe NacCABHOrO PACHIDOCTPAHEHWA, ¥ B aKCOHHOM XOJMMHKe
oHu npeobpasyroTcs B noTenuMa JeficTeus. QOAHAKO BOE 3TH OCOOEHHOCTH MOryT
BapbYpOBaTh: MEOIUE THIBI HEAPDOHOB HE COOTBETCTBYIOT JAHHOM CXeMe, XOTHA Ha
MOJEKYJIIPHOM YPOBHE B OCHOBE HX QYHKOIMOHWPOBAHUSA JIEXAT TE k€ MPHHUMITLL
Hanpamep, y GombuntHcTBa 6eCIO3BOHOYALIX HEAPOHH! Jalle BCErO BMEIOT YHUNo-
4/pHYK0 opraumsamiro (puc. 18-39): Teno xneTky cBA3AHO OTHMM-EMUHCTBEHHBIM
«c1efebKOM) ¢ CACTEMOM BETBAUMXCH KJIETOMHBIX OTPOCTKOB, CPElM KOTOPHIX HE
BCEria MOXHO OT/IHYMTE ACHAPHTH OT akcowa. Ml y no3BoHOUHBIX, M y Becnoiso-
HOYHBIX 9aCTO BCTPEYAIOTCA OTPOCTKY, MOXOXUE HA ACHAPHTLL, HO GOopMUpyrotMe
KaK TMpe-, TaK B NOCTCHHANTHYECK)E CTPYKTYpL! ¥ cnocobrLle Xak MepefaBaTh CHI-
HaJk(, TAK A DPHHMMATE AX OT APYTUX kjieTox. ¥ HaobopoT, BXOaHbIE cHHATITHYEC-
KHE CHTHAJIsl HROT/A BOCIPHHUMAIOTCH HEKOTOPBIMH «CTPAaTErMIeCKHMU» y4acTKa-
MH aXCOHa — HAlpUMep, BOJBI3W OROHYAHMA, rAE ITH CUIHAILI MOTYT YCHMIIHBAThL
WM TOPMO3UTL BhIcBOBOXIEHME HefipoMenuatopa (puc. 18-40).

CuHancel, 4epe3 KOTOphlE ASHAPHTHI NEpenaroT CTUMYJLI APYro#l KJjeTke,
HTPAOT BAXKHYIO POJB B CBA3M MeXIY HEWpOHAMM, PacMONIOWEHHBIMU IDPYTr OT
Apyra Ha PacCTOSHHUH HECKONMbLKMX MHJUMMETPOR M O/uixe. Ha Tarne paccros-
HUA 3JICKTPHIECKUE CHTHABI MOTYT NEPEAABATLCS MO ACHAPUTY MACCHBHLIM NYTEM



Puc, 18-39. Hellpouwm Myxu: crpoe-
HHE MX THNHYHO A1A GoJbIIHHCTRA
AeApPOHOB §eCO3BOHOTHLIX XU-
BOTRKIX, ¥ KOTOPHIX Tefla HEPBHLIX
KNETOX COEAAMIOTCd C CHCTEMOR
OTPOCTKOB NP NOMOHM cTebeimka
H He MMEIOT ACHOPHTOB, OTXOAA-
UmX OPAMO OT KJETOTHOTO Tena
Cxoanoll oprannilaunct obnasaroT
H CCHCOPHbIE HEMPOHKL H3 CNHHHO-
MO3rOBMX MABIMER OO3BOHOYHBIX.
(N. Strausfeld, Atlag of an Imsect
Brain, New York: Springer, 1976.)

Puec. 18-40. Axcoaxconnmit cumanc.
HefipoMennaTop, BuaenseMbin
OKOHYAHHEM aKCOHAa XJIeTKH B, BO3-
IefAICTBYeT Ha KAHE)L B OKOHYAHUH
AXCOHA XNeTXH A, W3Medss TeM
CaMBIM qMCJO KBAHTOB HERpOMENnMa-
TOPa, OOCTYTIAIOMIErO HA XAETKY

B mpn pod6ywnenar 5. Ecom pos-
6yxacame 5 ocrnabmser cmny ctu-
MystuuM B xnetxofi A, TOBOPAT,
uto B ocymectsiser
NPECURANMUNECKOE MOPMONECHLL.
[MpoTHBoNoNOXKbIR dpdexT AaL-
BAIOT NpecuHanmuuecxurt 0bre2ue-
HUgM.
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OT MOCTCHHANTHYECKOrO y4acTKd, ri¢ 3T CHrgalbl BOCHPHHETH, A0 NMpecyHanTu-
YeCKOro y4acTka, rae OHM PeryJIMpYIOT BhICBOOOXICHUE MelMaTopa. BeiperaroTes
faxe HelpOHBI, BOBCE HE WMEIOIMME AKCOHA, HE NPOBOJAIMAE NOTEHOMANIOB AEH-
CTBUSA ¥ NIEPEAAOIME BCE CBOH CRTHAJB! Yepes fevapuTel. Eciv newnputHoe mepe-
BO BeJIMKO, TO OTHESILHbIE 9acTH €ro MOryT CIyXMTb 6ojec HIM MeHee He3aBH-
CHMBIMM [TyTHMM IS CBA3M M nepefavu HHpopmaunu. KpoMe Toro, y HexoTopbIX
HelipoHoB B MeMOpasie NEHAPUTOB MMEIOTCH IMOTEHIMAN-IABUCAMBIC KaHAMBL 9TO
AdenaeT OEHAPWTH CrOCOCHBIMM K 3MEXTPHYECKOMY BO3OyXIeHmio.

Jak/ovenne

HepaHvle cuznasbi hepexodam om KAEWIKU K KAemke uepe3 CUHAnCyt, KOmopwe Mo-
2ym 6vumb 3sexmpuueckumu (Wjesesvie KONMAXMS) Ui Xumuyeckumy. B xumuuec-
KOM cunance 0enpAApu3ayuUA npecunanmuuecxkold Membparst & pesyssmame npubu-
MUA HEPEHOZ0 UMMYALCA OMKPbI&dem NOMeHYuaA-3AGUCUMbIE Kaibyuesble Kanaisl,
am3vigan mem camuim npumox Ca®* @ kaemxy, umo npueodum K 0ce0b60xcdenuo
Helipomeduamopa u3 CcuHanmuueckux ny3vippkos. Meduamop Ougdyndupyem
8 CUHANMUYECKYI) WeAy YU CBA3bIBAEMCA C Peyenmoprbimu beaxkamu & membpane
NOCMCUHANMUYLCKO KACIKU, 8 KOHEUHOM Wmoze Meduamop YOdAREeMCA U3 Cunan-
muyveckot weau nymem Oupgysuu, depmenmamusnozo pacwentenus uau obpamno-
20 nozAoujenun evlOesusuteli e2o0 xaemxol. Yepes peyenmopusie beaku, 0bpasyrowue
AU2aHO-3a8UCUMBE KaHaAbl, peasusyemca Ovicmpsii nocmcuxanmuuecxuii 3gdgdexm
HEl1pOMeQUAMOpa — OMKPHINUIE KAHAA08 NPUSOOUM K 80IHUKNOBEHUIO 8036yxcdarouje-
20 UAU MOPMO3HO20 NOCMCUHARMUUECKO20 NOMEHYUANA 8 COOMBEMCMSUY ¢ UOHHOIL
cneyuduunocmsio xakaros. Ipu yuacmuu peyenmopos, CONpARCEHRMX ¢ depmenma-
MU, Hanpumep ¢ AdeRUraMyUKAa30i1, 0BLIRHO OCYWeCnaARIOMCA Medsennsie u Bonee
npodoaxcumeabhvie 3Pdexmol.

Y munuunozo Hetipona OemOpumsl u meip NPUHUMAOM MHOMCECMEBO PA3AUYMBIX
8030yHCOaOWUX U MOPMOIHbIX CURANMUNECKUX CUZHAA08, KOMOPse nodeep2aromcs
RPOCMPAHCMBEHNOU U 8PeMeHNOLl CYMMAayuu U co30awm CyMMapHylil nocmcurnanmu-
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weckull nomenyuan meda Kaemxu. JJ4a nepedauu cuznaso8 na Boavwiue paccmosanus
8EAUYUHA CYMMAPHD20 NOCMICUNANMUYECKOZO nomeHyuasa npeobpaszyemca (nepexo-
dupyemcR) 8 Hacmomy UMNYAbCHO20 Pa3spAdad npu NOMOWU CUCIeMbl KAHWIOE ¢ 8O-
POMUBLMU MEXAHUIMAMU, HAXO00RUjecA 8 MmeMbpane akconHozo xoamuxa. [lepexo-
dupyrouje My MexXaHuIMy 4acmo ceoicmeeHRd cnocobmocns X adanmayuu, u mozda
Kaemxa caabo peazupyem H@ NOCMDAHHBIL CMUMYA, HO YYECMEUMEALHA KO GCAKOMY
uIMeHenWo €20 cuavt. Ecms MH020 sapuanmoe onucarnoi obujels cxeMbl. HANpuUMep,
Me ace Hellponb dajom Oomsem ¢ Gude NOMEHYUAA08 OeUCM8UA, Oendpumsl Mp2ynt
Ovimb He MOALKO NOCMCUHANMUYECKUMYU, HO U NPeCUHANMUYECKUMU, @ AKCOH — e
MOALKO NPECUHANMMUUECKUM, HO U NOCMCUHARMUNECKUM.

18.4. Monlbie KaHaadbl ¥ NaMsiTh

Tex HeMHOMUX THOOB MOHHBIX KAaHAJIOB, KOTOPbIE MBl PacCMOTPESM B 3TOH CJiaBe,
NO-BAAWMOMY, JOCTATOTHO UIA TOro, ToOH OOBACHMTE BCe OCROBREIE OPMLI
He#pOoHHOR cxrHanM3aukn. Paianuaboe pacnpeReieHste 3THX KaHajloB B PajHbIX CO-
YETAHHAX Ha TEX MJH HHBIX y4aCTKaX MeMOpaHbl HEff[poHAa NO3BOJAET OCYLUECT-
BT MHOXECTBO pa3sHoobpaitbix pyHxwm#it. Kaxabl# twn HefipoHos 6naromaps
csoeMy cnenwduveckoMy Habopy ¥ pacmpefeNleHBro KaHasjoB obnanaet cobcTeed-
HoMt «MmaHepoi» nepeaaum u nepepaborku wndopmaruu. IToaroMy pakTops!, onpe-
Denstoume NpOoCTPAHCTBEHHOE PACNOJIOXEHUE KAHAJIOB M pery/Mpyromue WX Huc-
10, MrpaloT BAXKHERLIYIO POJI B ASTEPMHHAUMM MOBEJEHKA RAHHOro HeflpoHa.
K coxanermo, 3TH $axTOphl €lOe OYeHb MIIOXO M3YYEHbL

Perynauss ocyIuecTBIAETCA Ba MHOTUX YPOBHAX, HAUHHAA C IKCMPECCHH INeHOB.
B omumx xjieTkax TOT MM HAOHK KaHaIBAKI OenOK CUHTEIUpPYeTCs, B APYIUX — HET.
[Tocne cruTe3a 3TOT 6eNoX HANPaBJKETCA K HAIJIEKAMEMY YJaCTRY Nia3MATAYEC-
kol MeMbpatnt. Kax u apyrue MemObpanusie 66Ky, OH noapepraerca 3aTeM obHo-
BJICHAIO ITyTEM PACIUETUIEHHMR H 3dMEHbl BHOBb CHMHTE3MPDOBAHHBIMH MOJIEKYJIAMH.
CxopocTh 3TOro OGHOBIIEHNA BEChbMa H3IMEHIHBA M MOXET CIICLHANEHO PEry Mpo-
paThcsl. OBLIYHO XaRANBALIA Gejlok coXxpaMseTcs B MeMOpaKe HECKOJLKO JHeH,
npexae 9eM nepeiaeT B UMTONMNa3My IyTEM 3HAOOMTO3a M Gyner pacu(eruies Jm-
30COMHBIMM pepMeHTaMU. 3a ropasfo 6o/ice KOPOTEHE NPOMEXYTKHM BPEMEHH, W3-
MepfieMble YK€ MAHRYTAMM, d HE SacaMy # IHAMM, H3IMEHSETCa YWHCIIO MHOIHMX
bYHRLUMOHAIBHO aXTHBHBIX KaHAJIOB B Pe3yNbiaTe KOBAICHTHOR MOMMPHKAUHM HX
MOJIEKYJT: KaHajbHble Bejxn MoryT ocdopHIMPOBATHCA HJIH METHMPORATHCS,
9TO MPUBOMAT K OTKPLITHIO WM 3aKPRITUIO KAHAJIOB. Takue MOAMDHMKAIMM MOTYT
ObiTh AHHIOHAPOBAHBI BHEKJIETOYHBIMH CTUMYJIAaMH, B MexaHuime neﬁc‘rnm KO-
TOPBIX Y9aCTBYIHOT BTODbIE NOCPEAHMKHA, TAKAE Kag wmkimyeckuil AMP.

B 3TOM pa3znene Mbl 0BcyaaM HEKOTOPhIE RaHABIE O PEryJIAOMH PACnpelcIeHRR
WOHHBIX KAaHAJIOB, NOSYYEHHBIE NIPH M3YYEHUH MEXAHHIMOB ACrEHEpALMH M percHe-
palMM HEpBHO-MBIICYHBIX CUHANCOB. 3aTeM 6yleT pacCMOTPEH BONPOC O TOM, Kak
HA OCHOBe 3TOH peryisigmM MoxHOo Obrmo 6b1 OOBACHUTL HeKOTOpbIE (GOpPMEL
NaMATH.

18.4.1. PacnipenesieHHe HOHHBIX KAHANOB B MeMOpaHe MBILIEYHO#H
KIETKA H3MEARETCS B OTBET Ra Jenepaumo [27]

B Teyenwe XM3HM OQHM CHHANCHI MOTYT UCHe3aTh, 4 APYrHe —CcO3A4BaTbCA 3aHOBO.
Taxne WIMeHeHNs Npolle BCero AABMONATL B HEPBRO-MBNUETHOW CHCTEME NMO3BO-
HO4HBLIX. Ecmu y B3pOCTIOr0 ¥UBOTHOrO Nepepe3aTs HepB, HHHEPBUPYIOUWMA MbIul-
Yy, TO OTpe3aHHAA 4acTb aKCOHA JEreHEPHPYET ¥ MBILMIA YXKE HE MOXET NOJy4aTh
BXOQHBIE CHHAnNTUYeckue CurHasmbl OfHako Tela MOTOHEHPOHOB, HAaXOASLMECH
B COIRHHOM MO3ry, OOBITHO COXPAHAIITCA, H WX Oepepe3aHHble aKCOHM HAYMHAIOT
CHOB2 PacCTH MO HANpaBACHAIO K AEHEPBHPOBAHHO! Mbrume. MexaHuiM pocTa ax-
cora Byher paccMOTpPeH MO3Xe, 2 cefigac BaXHO OTMETUTD, YTO PereHEpHPYIOIIMe
aKCOHBI, JOCTHIHYB MBILIILL, MPEKPaLlaloT CBOA POCT K 06pasyloT cuEancyl. XoTs
3TO NMPONCXOAT NPEUMYMIECTBEHHO B MECTaX NPEXHUX HEPBHO-MBUIIETHEIX COCTH-



Puc. 18-41. Ha 3ToH cxeme rnoxasa-
R0, K&K H3IMEHRETCs paclpe/leNenne
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B MeMbpaHe MLIMETHOTO BONOKHA
B pe3yabTaTe €0 AEHEPBAUMH.
OGpaTTe BHUMAHHE HR TO, 4TO

B MECTE TNPEKHET0 HEPBHO-MbllIEY-
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COKaR XOHLCHTPAUUR PeueNTOPOR;
XpOME TOFO, HA OCTaNbHOH MOBEpX-
HOCTN POJIOXHA TIOABJIAKOTCA HOBLlE
penenTophl.
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HeHMH, BO3MOXHO 06pa3oBaHHE CUHAICOB M B MHBIX Y4acTK4X MBIMIEYHOW KIIETKH.
OT0 A2eT BOIMOXHOCTL W3YHaTb M3IMEHEHMA B CNEUDATM32UMK MeMOpaHbi, Cps-
3aHHBIE C PA3PYILICHUEM W CO3IOAHMEM CHHAIICOB,

V B3pocnoro MIICKONMTAIOWIErO KaXAOe BOJIOKHO CKEJIETHOHM MBIULNAI MMEET
B HODME JMLb OAMH CHHANC, W MOYTH BCE ANETHJIXOJMHOBBIE PELENTOPE! COCPEaO-
TOYEHBI Ha y4acTke MeMOpaHsl exaineM MoA OKOHYAaHHEM aKCOHA; KOHUEHTPalMs
3THX PeUEOTOPOR 31ech GOJIee YEM B THICAMY Pa3 BblIe, HeXesw B obnactax, yaa-
NeHwbix oT cuvanca. C nomouslo GIIyopecUMpyOnIEX aHTUTeN (cM. paiR. 6.2.15)
6blI0 MOKa3aHO, 9TO PEuENTOpbl B OONACTA cHBanca KakAM-TO o0pa3oM 3akpe-
NNeHb! M He MOTYT CBOGOJHO NepeMelaThes B NJIOCKOCTH MeMOpaHu.. Kpome To-
ro, 3Ta 0eKY JuLmb Me/UIEHHO 0BHOBIIOTCA - BpeMA WX CiyxOnl cocramriseT He
MEHbINE NATR JIHEH.

[Tocie geHepBaiyi MBIUUBLI B pe3yibTaTe MepePe3kH €€ HEPBa PELeNTOPhI
B 06,12CTH CHHANMTUYECKOTO COEAMHEHHMA OCTAIOTCA HA MecTe, B TO BpeMf Kak Ma
yJacTkax MemOpaHbl BHE CUHANICA NMPOUCXOAAT PajMKANbHBIE M3MEHeHMs. 3a He-
CXOJIbKO [Hel CHHTEIRpyeTcs M BkmoyaeTcd B MeMOpary no Bced MoBepxHOCTH
KAETKM MHOXECTBO HOBbIX AUCTWIXOJMHOBBLIX DPENEITOPOB, YTO AREJacT KIETKY
ceepxuygcmeumessrofi ¥ aneTixosmuny (puc. {8-41). Bpems o6HoBnenus 3THX
«@HeCUHATIMUUYECKUX) peyenmopos OTHOCHUTE/SILHO BEJHEKO, nopsaka O4HOro MHnHsa,
NJOTHOCTL PACNONOXKEHHA AX JIEKUT THAE-TO B NPOMEXYTKE MEXJIY HOPMaJbROH
TUIOTHOCTBIO PEUeNITOPOB B CHHANCE H HOPMAJLHOW MIOTHOCTBEO MX B MeMOpane
3a ppegeNiaMy CHHANCA. DJeKTpryeckas BO36yauMocTe MeMOpaHB! M3MeHseTcA M
B Pe3yNILTAaTe BXJIOYEHH B Hee MOTCHUWAS-3aBACUMBIX KaJLUMEBBEIX KaHAJIOB, KO-
TOpble MOTyT obecriedmts mposeferwe Ca’” -3aBACHMBIX NOTEHUHANOB AeicTBHs
Jaxe B TOM CJIy4ae, ec/Id HATPHEBbIE KAHAIBl OJIOKHPOBAHBI TETPOAOTOKCHHOM.
B 10 xe BpeMss MeMOpaHa MELIEYHOH KJETKH M3MEHSET CBOM BOCIIPHHMYHBOCTH
K HOBOW HHHEpBANMM: NAEHCPBAPOBAHHAS MBbILIETHAN KNeTxa crnocobHa o6pa3oBbi-
BATb HOBBIC CAHAJICH! C PEreHePAPYIOILIM 2KCOHOM, TOTa Kak HOPMaJSIbHO WHHEp-
BHPOBAHHAA KJIETKA 3TOrO He AenaeT. [To-BuaMMOMYy, BECh KOMIUIERC 3TUX M3IMEHe~
HWH CBA3aH ¢ NOTPe6GHOCTLIO AECHEPBUPOBAHHOH KJETKY B PeHHHEPBAUMM.

18.4.2. BocnpasmyMBOoCThL MbluedHOH KJIETKM K PeHHHEpPBALMHH
MOXHO H3MEBHTL C MOMOWILIO JIEKTPHHECKOro paiapaxenns [28]

[To-BHAMMOMY, BCE TOJILKO 9TO ONHCAHHBIE A3MeHEeHHA, CBA3AHHbIC C AcHepBatluei,
obycnoseHbl TeM, 9TO HOMAJIbHAS CTUMYJIUMRA MBULUEYHOH KJIETKE NpekpaniacT-
cf. DbDeKT AcHepBanuA MOXHO MMATHPOBATE C MOMOLBIO AHECTEINH HepBa, 6J10-
KUpylome#i NpoBeACHUE HMITYLCOB. EC/O JHILCHRYIO MHHEPBAUMH MEILUINTY RCKYC-
CTBEHHO CTHMYJIUPOBATh Yepe3 BXHMBJICHALIE B KJETKY METAIUMYECKHE IeKTPOLb,
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TO YYBCTBUTEJLHOCTH BHCCHHANTHYECKMX YJaCTKOB MeMOpPaHbl K aUETHJIXOJMHY
6yner nomasiena, a o6pazoBaRHWE HOBBIX CHHATNCOB (PERPATMTCA. DTOT NPUMEP
WUBOCTPUPYET O9EHb BAMHBUE MPHHUAN, HA KOTOPOM Mbl OCTAHOBUMCHA MO3AHEE,
4 MMEHHO : JIEKTPHYECKad aKTHBHOCTE MOXET pery/MpoOBaATL DA3ZBATHE CHHANTHYC-
CKMX COEJMHEHUM.

Kak Tonbko neHepBApOBAHHAA MBIIUNA PEWHHEPBMPYETCR, ALETHIIXOIMHOBBIE
peUEnTOPE!, NMOABHBIIMECK HAa BCEH NMOBEPXHOCTH MEMOpaHBL, HCYE3aloT, H TOJBKO
B MecTax HOBOOOPA3OBAHHBLIX HEPBHO-MBIMETHBIX COCAWHEHWH OHW COXPAaHSTOTCH
B GonbiioM kosmyectse. OcobeHHO YAMBHTENHHO TO, 9TO KOHUEHTPALMA aleTHI-
XONMHOBLIX PEUENTOPOB OCTAETCA BLICOKOH TAKXE H B MECTaX NPEXHAX HEPBHO-
MBIMEYHEX KOHTAKTOB, [aXe¢ eCJH TaM HeT HEPBHHIX OKOHYaHMH, oOpasyroumix
cyHanc. KpoMe TOro, 3TH NpPeXHEE MECTa COXPaHMOT crocobHOCTE X o6pa3ora-
HHIO CHHAICOB C AKCOHOM, KOTOPbIi# MOXET MOABUTLCA NO3AHEE, TOTAA KaX OKpY-
xalomas MeMOpana, Tae TyBCTBUTE/ILHOCTE K AUETHAXONHMHY MORABAEHE, K 3TOMY
yXe He cnocobHa. DTO YKA3LIPAET HA CYHIECTBOBAHME KAKAX-TO MPOYHLIX CTPYKTYP,
cnocobCThyIOUMX COXPAHEHUIO BBHICOKOH KOHLEHTPALMH ALETUNXO/MHOBBIX penen-
TOpOB B 00/1aCTH OBIBINErO CHHAMCA U TEM CAMBIM OTMEUYAtOUIMX «TIpeUIO9THTE -
HOE» MECTO, TAe aKCOH MOXeT 06pazoBaTh CHHAIC Aake B YCNOBHAX JfIEKTpHYe-
CKOM CTAMYJAUMHE MBIUOBL. HO YTO e yluepKWBaeT XOMIOHEHTHI CHHANCA Ha
Mecte?

18.4.3. MecTO CHHAOTHYECKOTO KONTAKTA OT/HY&eTCA YCTOIHBOH
coepa/m3anMed 0a3aabHOH MeMOpaHLI

KaxIQyro Mpruedsyro KJIETKYy OkpyxaeT 6azajmHas Membpana. B Mecrax HepBHO-
MBIWCIHOro COQEMHHCHUSA OHA OTACIMET NMNa3MaTHYCCKYIO MCMspaHy MBI OT
OKOHYAHUA aKCOHA, TaK YTO BLICBOGOXAaeMBIE MOCTEIAHUM MOJIEKYJIBI aAUETHRXO-
JIHA AOJDKHRI NPOHTH vepe3 6azanbHyro MeMOpaHy, npexie 9eM AOCTHIHYT NOCT-
CHHANTHYECKHX peuenTopoB (cM. puc. 18-25, A). B wrydae cUIBbHOro MOBPEXOEHAS
MBLEYHOE BOJIOKHO AEreHEPHPYET, OTMHUPAET, K €0 OCTATKH YHHITOXAIOTCA Ma-
xpodaramui. OaHaxo 6azanbHag MeMOpaHa NMpu 3TOM COXPAHRETCH H CSTYXUT Kak
611 «hopMOKY, B KOTOPOH K3 OCTABLUMXCA CTBOJIOBBIX KJIETOX MOXeT 0Opa3oBaTh-
CA HOBOE MBIIIEYHOE BOJIOKHO (CM. pa3a. 16.6.4). [laxe toraa, KOraa pa3pyuwleHO
HE TOJIEKO MBIIIEYHOE BONIOKHO, HO U REPDBHOE OKONYaHME, MECTO NPEeXHEro REpB-
HO-MbBIIIEYHOIO KOHTAKTA BCE €ME MOXHO ONPEACITHTE o HCPOBHO]?[ TTOBEPXHOCTH
6asaibHo#l MeMOpaHBl B ITOM Y4aCTKE - CNEly XapaKTepHbIX CKJAJOX B COOTBET-
CTBEHHOM Y9acTEe nna3maTtndeckod MeMmOpaAml MeiiiedHOR kieTER. KpoMme Toro,
3Ta CHHANTHMecKas (alamLRan MemGpana obnanacT ocOOBIMH XAMWHIECKHMH CBOM-
CTBAMH, M MOXHO MONYYUTL AHTUTEN2, KOTOPLIE 6YAYT HabMpaTebHO CBAIBLIBATL-
CA C ¢e MOBEPXHOCTHIO. ;

CunanTvueckas 6a3za/mHas MeMmOpaHa AclcTRATESBHO onpedessem NOXAM3a-
OUIO OCTAJIbHBIX KOMITOHEHTOB CHHanca. JTo ObIo NOKA3aHO B CEPUM IKCHEPH-
MeHTOP Ha aMpubusix (pec. 18-42). Bo-nepBbiX, 0OC/IE OAHOBPEMEHHOIO paspylie-
HUA Heppa W MEIIEYAOH KNETXHM, KOTAa OCTAaeTcs /Mmb Mycras ob6osoTxa u3
6azasmHON MeMOpaHbl, MOXHO NIETKO yB6eARThCH, 9TO cAHAnTHYecKud yyacTok 6a-
3aJGHOHM MeMOPAHREI cneunduaecky yAEPAUBAET MOJIEKYJIEI ALETHJIXOJMHICTEPa3kl,
KOTOpas B HOPMANbHOM CHHAICe [UOPO/MIYeT BHAENHCMbii HEPBHBIM OEOHYA-
HUEM alcTH/XOJHH. ANETRAXOJMHICTEPA3a OCTaeTcd NpAcoeAuHeHHoR K 6azam-
HOM MeMOpaHe ¢ NOMOLIBKY KOJLTareHOMOAOOHOMO «XBOCTa» AaXe MOC/E MOSIHOTO
YHHTTOXKEHUS MBILIEHHOH KJIETKU.

Bo-BTOpBIX, MOXHO fiOKa3aTh, YTo GasambHafn MemOpaHa yNepXMBaeT aKCOM
B MeCTe cuHanca. ECJM pa3pyLmTs TOJLKO MBILUEYHYIO KIIETKY, OKOHJAHHE AKCOHA
ocTaeTcsi CPA3aHHBIM C GasambHOB MeMOpaHON HAa NPOTSDKEHMHM MHOIUX JHeR
C npyro#i cTtopombl, yaajneHue 6a3ambHOE MeMOpaHBl C NMOMOMBLIO KOJLNATEHAZ3bl
NPUBOAYUT K TOMY, 9TO OKOHYaHME aKCOHA OTAENAETCA, NaXe TPH COXPaHHOCTH
MbiOoleqHoH kneTeku. CaMoe yIMBHTEMLHOE TO, 9TO BajabAas MeM6paHa crnoco6Ha
«yXa3aTby DereHEPUPYIOLUEMY AKCOHY MECTO INPEXHErd HEPBHO-MBILIEYHOTO KOH-
T4KTa ¥ BBI3BATH JIOKANBHYIO AWddepeHUMpPOBKY aKCOHa ¢ 0Opa3oBaHUueM 3IPeNioro
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CHHAITHYECKOTD OKOHYAHHR. DTO MOXHO NPOJEMOHCTPHPOBATL B CEOYHOILEM
OILITE: HEPB K MBILICYHYIO KNIETKY Pa3’pyLUaioT, a 3aTeM Jal0T BOIMOXHOCTL Hep-
BY pereHepupoOBaTh, X XOTA 9eX0J U3 6azaympHoR MeMOpaHbl ocTaeTes NYCTRIM, pe-
FEHEPHPYIOMMIE aKCOH OTHICKMBAET MECTO (ICPBOHAYAJBLHOrO CHHanca w obpalyer
3eCh CHHADTU9ECKOe OKOHYAHHE TOTHO TaK Ke, Kax eciy 6wl noa GazammHodl Mem-
Opanoil HaxoayNach MBLIDEdHAs KJETKA

U yaxoHeu, Obi0 Moxa3aHo, 9ro cuHaoTuyeckas 6azaymHas MeMmOpana KoH-
TPOJIRPYET CNeUAa//M3alM0 MOCTCHHANTHISCKOA MeMOpaHBl MBLIMETHOW KJeT-
KM —OHa OTpelenseT NOXATM3AUMIO AUETHIXONMHHOBKX PElleNTOPOB KMEHHO B 3TOM
obnacty, DTo ObUIO YCTAHOBJERO B OIMBITE, MPOTHBOMNONONKHOM TOJLKO 9TO ONU-
CaHAOMY; HEPB M MblIUETHOE BOJIOKHO 3AeCh TOXE PalpymIaiM, OCTABNAA NMyCTYIO
0607107Ky 13 6a3amHoi MeMOpanhl, HO Tenepb pereHEpUpoOBaNa MBINIIA, a pere-
Hepalmio Hepsa 6ioxrposayu. Oka3anocs, YTO AUETHNIXOJMHOBEIE PEUENTOPLI pe-
reHepHpOBaBlUeH MbILEYRON KIETKH HAXORATCH TNPEWMYINECTBEHHO B obyacTH
MpEXHEro CHUHATNTHUYECKONO KOHTAXTa, HECMOTPS Ha OTCYTCTBME HepBa.

BeposiTHO, 60/MBUIYTO FaCTh CHHATITRIECKOH Ga3aLHOR MeMOpanEl CexpeTBpyeT
MbILIESHOE BOJIOKHO, XOTA M OKOHYAaHWE AaKCOHA, BO3IMOXHO, BHOCHT CBOW BKINa]1
INo-BnauMoMy, B pesyiLTaTE PAHRAErO B3AMMOAEHCTRHA ABYX KJETOK CO3JAETCS
CTPYKTYpPa, cTabRIM3MPYIOLUAS CAHAIITRIECKYIO CBA3b MEXAY HUMU.

18.4.4. B ocHOBe MexX2HH3IMOB OAMSTH JISKHT ILUIACTHHHOCTL
cunancos [30]

OO6pa3obaike sy pa3pyUleHHe CHHAINCA -3TO cOBhITiHe, MNOCNEACTRUR KOTOPOro
MOTYT CKa3blBaThCH B TeyeHMe Bced #u3HM. Ha mpuMepe HEpBHO-MBIMEIHOTO CO-
COWHEMWNA BHJARO, YTO O0BPa30BAHME CHHATICOB MOXET Pery/MmIpOBaTLCA INEKTPUHIe-
CKOH aKTHBHOCTBIO. XOTA H3YYeHHE LUEHTPAJILHOR HEPBHOH CHCTEMBI CBRIAHO C rO-
pa3ao GONLIMMA TPYAHOCTAMH, €CTh OCHOBAHHA OYMAaThb, YTO 3/eCh AEACTBYIOT Te
A€ CAMBIC ITPHHORIBI (HEKOTOPHIE JdHEbIE B NOJB3Y 3ITOro OyAyT paccMOTPEHSBI
B KOHRE [NIABLl B CBA3NM ¢ NpoGneMo#t Pa3PUTHA HEPBHLIX CTPYkTYp) [lo-Buaumo-
MY, CHHATITUYECKHM CBA3AM KaK LEHTPALHOH, Tax U nepydeprIcckoll HeprHOR cA-
CTeMBI CBOHCTBEHHA NIGCMUNHOCMy: WHAUBAAYANBHBIE ONMBIT MOXET BAMATE Ha
CHHANCH NYTEM CTYMYISAUMY WM NOAABIEHUA 3NEKTPHISCKOH AKTHBHOCTH M TeM
CaMbIM BBI3BIBATE CTOMKHE HIMEHEHHA B NMOBEACHYY ocobu. Bnaroaaps yToMy Heps-
Hag CHCTEMA NpuUODpeTaeT AONroBPEMEHBHYIO MAMSATL. XOTR M OOLUENPHIAAHO,
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Aplysia (g co CHHHOM CTOPORDI)

Jlexaumi caepxy NOCKYT TKaHH
OTOTHYT, WTO NO3IBOJIRET BUIAETH
%a6py, JalTAMEHHYI0 MaHTUCH
n paxosnuoit. (Ifo J. Giar,, Mem.
Soc. Zool. France, 14, 219, 1901.)

YTO B OCHOBE MaMATH JIEXAT CUHANTUIECKAE HIMEHEHHAR, 10 CBX MOP HE ACHO, KaKO-
Ba 30€Ch POMb H3IMEHEHWH Ha KIETOYHOM YPOBHE, XOfAa NEPecTPaUBArOTCAd HEpB-
Hhle CTPYKTYpbl, BHOEMbIE B MHUKPOCKON, W Ooinee TOHKMX MoRubuxauni,
BIMMONMX Ha 3(PPEKTUBHOCTL CHHANTAYECKOU nepenatin 6e3 W3IMeHeHWa reome-
TPHH cuHancos. MMeroTcd 4YeTkMe NpHMEph! IUIaCTHYHOCTM H4 TOM M APYroM
ypoeHe. CTPYKTYPRBIE U3MCHEHWS, HECOMHEHHO, BaXHB! UIA 3aKPEIUIEHAS HEKO-
TOPLIX ACJITOBPEMEHHbIX 3(dexTOB, HO OHM NPOHCXOOAT CJHMILKOM MEIEHHO,
yT706b! HA MX OCHOBE MOXHO ObLIO 06BACHNTL XPaTKOBPEMEBHYIO NMaMATh, CIEIbI
KOTOPOH COXPRHSIOTCS JMUbL HECKOLKO MHHYT Y/M HacoB. Kak monaraioT, xpat-
KOBpeMeHHBIE YPDEKT! CBA3ANLI ¢ pPeryJsnMed MOHHRIX KanalioB. MosekynapHbie
OCHOBBI 2TOr0 ABJIEHHS BbLIACHEHBI TOJILKO B HECKONLKUX CITy4asX, OOMH U3 KO-
TOPhiX Mbl CE€@YaC DACCMOTPUM.

18.4.5. KparkoBpemeHBAS mamMATh ofycioBiena MoaubrKkaumer Genkos
HOHBBIX KaHasoB |31}

Mopckoit 6proxororudl Mosurock Aplysia BTATHBAET Xabpy B OTBET HA MPKKOCHO-
Berme K cudoHy (puc. 18-43). [Ipy MBOrokpaTHOM ROBTOPEHUE TAKOIO CTUMYJa
MNPOMCXOANT NPHBLIKANME: DEAKIHS CTAHOBETCH cinaboit mim wucyesaer Bomce. Ilo
cBoe#t 6uonoruyeckoll (pyHKIUKY MpHBbIXAHME CXOAHO ¢ a/IaNTAUMEH, HO OHO Pa3BU-
pacTCa GoJiee MEUIEHHO M, KaK Mbl YBHAMM, CBA3AHO C APYIHM YIaCTKOM HEPBHO-
ro mymi. Kaxofi-mu6o pe3kuii pa3ipajciTe)h, HANPUMeEP CHIbLHBIN MeXaRMYecknil
TOJTYOK MM 3IJICKTPHIECKHH YyAap, CHUMaeT MPHBLIKAHWE W MOBBLITIAET YYBCTBYU-
TEILAOCTL XABOTHOTO Tak, YTO OHO ONSTH O9EHL XHBO pearvpyeT Ha MPHKOCHOBe-
Hue K c¥oBRy. DTOT 3PPeKT CeHCHTHIAUMH, BhLI3BAHHHIA GoNeBRIM CTEMYNOM, co-
XPaHseTCA B TeIeHue MHOTUX MHHYT, YacOB, 4 MHOTAA Jaxe JHEH ¢ MpeAcTapiiser
cobolt npocTyio GopmMy KPaTKOBPEMEHHOR namsat, OnacaHHble MOMMOWKALMH 110~
BElEHWs YAAJIoCh CBA3aTb € WIMEHEHMAMY, NPOHCXOASIIMMM B OMpefeNIcHHOM

MauTua N
PAKOBUHD

Hora-



Pue. 1844 CxeMa CHHAITTUYECKOTO
MEXaHM3MA, Nexalero B OCHOBE
obneryenus penexca BTATUBAHMS
xabpsl y Aplysia.
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Moromedpon

rpyrme CHHANCOB HeHpOHHOW Lenw, OTBETCTBEHHOHM 3a pedJekCc BTArMBaHMA
Xabpsl.

[IpurocHoBeHRe K CHDOHY BEOET K BO3IDYKIACHUIO TPYIILI CEHCOPHBIX HelipoHOs.
AT1H HelipOHb 06padyoT BO3GYMAAIOMME CHHANCKH HA APYIHX HEApOHAX, KOTOpHIE
HEMOCPEACTBEHHO YDPaBJISIOT MBIIAMY, BTAIMBatomumH >xabpy. Peaxouio mno-
CNeaHed rpynmbl HefpOHOB Ha MMITY/IbChI OT CERCOPHHIX HEHPOHOB MOXHO perm-
CTPUPOBATL BHYTPHKJICTOYHBIM JJICKTPOJAOM; OKA3bIBACTCA, BO BPeMS NPUBLIKAHUA
BEJIMYKHA MOCTCHHAMTHYECKOIO NOTERIHMANA NNPH NOBTOPHOM BO3BYXAEHHH yMEHD-
maeTcs. [Ipy cencumasaumu HaGmonaetca oOpaTHEIA IPheRT - NOCTCHHAN TUICCKANR
noTeRunan pospactact. M 8 TOM u B APYTOM cilydae U3IMEHEHHE BENMIWHBI NOTEH-
1aJsia -3To peaymrar H3MEHCHHA KOJMYECTB& MEaMaTopa, BMCBOﬁO)i(.ElaCMOI‘O n3
NPeCUHANTHYECKHX OKOHYAHUH BO3OYXIEeHHBIX CEHCOPHHX He#pounoB., BricBo6o-
XOEHUE MEIMATOPA KORTPOMpyeTcs uoHamu Ca’”, BXOAAIMMHM B OKOHYaHHE
NnoJ geicTBYEM HePBHBIX MMITYSIbCOB. B ciydae npuBsixanus nosTopsromeecs BO3-
6yxneHue CeHCOPHBIX Knetok MoauduimpyeT Gemal KaHANOB B OKOHYaHHAX UX ax-
€OHOB TaxuM 0BpaioM, 9To nputox Ca’* B K/eTKy yMeHBIDAGTCS ; HANPOTHS, NPH
ceHCUTU3AURHK nocTyieHne Ca®* B xieTky Bospactaet. HauGonee mMORATHEI Mo-
NEKY NIAPHBIE MCXAHUIME M3MCHEHUH, MPOHCXOAAIIMX NPU CEHCHTU3ANMM.

B ciyyae ceHCHTHAUME KOJMMECTBO HEHPOMEOMATOPA, BBIJENSEMOro CeH-
COPHBIMH HEDOHAMH, H3MEHACTCA B pedyfbTaTe BO3OY)XAeHUs eme OAHON rpynIbl
KJIETOK — HeHPOHOB, OTBEIAIOIIMX Ha Bosesolt cTumysL DT obrezuarouue weiiponsl
o6palyloT CHHAMCH HA NPECHHANTHYECKAX OKOHYaHMSAX CEHCOPHMX HeHPOHOB
(puc. 18-44). Ofneryaroume HeHpOHBI BBLACNAIOT CEPOTOHWH, KOTOPHE BO3JAcH-
CTBYeT Ha MeMOpaRy OKOHYAaHHR CEHCOPHOTO HEHPOHA, CBA3IBIBAACH € PELENTTOPA-
MU, COMPAXERHBIMU C AACHWJIATIRKNA30A. AKTHBAIAS ANEHATATUMKIAZLI BEAET
K NOBBILIEHAIO KOHUSHTPALMA UAKJM4Yeckoro AMP B okoH4aHRM, a MAKMMYecku
AMP B cBOYO OUYepeE AKTHBKPYET NMPOTeMHKWHA3Y. [lonaraior, 9T0 NpOTEUHKXITHA-
3a pochopupyeT KAMEBbie KAHANE B MeMBpaHe OKOHYaHHs CEHCOPHOro Helpo-
Ha ¥ B pe3yJibTaTe 3TA KaHafbl 3aKPbIBAIOTCA. BJIOKasa KaMEBBIX KaHajioB MPHBO-
JAT X TOMY, 9TO NPUXOAAIONA B OKOWYAHWE NOTERIMAN NEACTBHS CNAlaeT MEUICH-
Hee 06bMHOrO. «[1pOMUIEHHSIe» NOTEHLMAINBI AEUCTPUK YAECPHUBAIOT MOTEHUHAN-
3aBUCHMblE KaJbLMEBbIE KaHabl B OTKPLITOM COCTOSHAW 6oJee JUMTENBLHOE
BpeMsl, BCIIEACTBRE Yero Nputok uoHos Ca’?* Bo3pacraeT, a 3T0 B CBOIO OYepels
BEJET K ONOPOXHEHHIO BONMBILEro THCIa CAHANTHYECKHX TTy3biPbKOB; B pe3yJILTaTe
cosnaetcs 60bUIMA NMOCTCHHAOTAYECKHH NOTEHUMAT B MOTOHEHPOHE H MPOHCXO-
nuT DoJlee IHEPTUYHOES BTAIMBAHHE XaOPHI.

Takolt geTanbHLI aHAM3 BCeH eI COOBLITHE 0Xa3AJICA BOIMOXHBIM Onarona-
Pt KPYITHHIM pa3mepaM HedpoHOB (mopsuga 100 MXM), KOTOPsIE NIErKO MAeHTUM-
O¥POBATb, YTO MO3BOSAET BBOJMTE B KJIeTKY MHKPOJJEKTPOIB! M TNPOH3IBOAMTH
BHYTPUKJIeTOYHble AHBeKIM. Hanpamep, poms pocdopuimporanus, ocyluecTsnse-
MOro MNpPOTEHHKUHA30M, OblNa YCTaHOBJIEHA NYyTeM MPAMOA WHBEKLUMH [IPOTSHH-
KHHA3K B CEHCOPHbIH HellpoH; BacTymaBmas MPU ITOM CeHCHTH3aUMA Owira HeoTt-
J¥YUMA OT CEHCHTH3ALMY, Bbi3bIBAEMOH pa3fpaxXeHHeM objierdaroumx HeApOHOR.
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18.4.6. TlamaTb ocraercs 3arankod [30, 32]

B Mo03ry MNEKOOMTAIOUMX TOXe OOGHApYXKEeHBI CHMHANCH, 3PPERTUBHOCTL KOTOPHIX
MOXHO GBICTPO ¥ HAZIONrO M3IMEHHUTH NYTEM COOTBETCTBYIOWEH CTUMYJIAUMH, XOTH
H3yYeHUEe MeXaHH3IMa 3THX SABJIEHRI CBA3AHO C ropa’fo GOJBIHMH TEXHWYECKIMY
TpyaHoctamy. Hawbonee werkue npamMeps! OTHOCATCS K rynnoxamMmy —obnacmm
Mo3ra, KOTopas, CyAs IO MAOIMM JIaHHBIM, XaKUM-TO 06pa3oM yyacTByeT B 00pa-
30BAHHA CNlea0B MaMsaTH. [IpH pa3pylieHR MUNNOKAMINA YTPAYMBaeTCad Cnocob-
HOCTb BCIIOMHHATb COBCEM HEAaBHWE COORITHS M 3ANIOMHHATE HOBBIE, XOTR paHee
CYmecTBOBABINE OOJTOBPEMEHHBIC CNIEAbl NMaMsTH cOXpaHmoTca. Bumimo, 3
JONTOBPEMEHHBIE CNEAbl XPAHATCR B KAKOW-TO Apyro# obyacTi, BOIMOXHO B B
CTPYKTYPHBIX H3MCHEHMA B CHHAMCAX XOPhs I'OJIOBHOrO Mo3dra. Ecte M apyrue Ha-
6imogennsn, NO3BOJOMKME AyMaTh, YTO B OCHOBE HOSIFOBPEMEHHOR ¥ KpaTKOBDeE-
MEHHOH NAaMSATH JIOKAT pajHble MeXaHm3mul. Hanprmep, 9efioBek, HA Kxakoe-TO
BpeM#A [OTEPABIIHA CO3HAHWE B PEe3YyNbTATE CHJILHOFO yAapa MO TONoBe, NPHAA
B cebs, He CMOXET BOCCTABOBUTL B MaMATH cOObITHS, NPOMCLUCALME HENOCPER-
CYBEHHO Nepef TpaBMOH, HO 6yAeT AOMHHTL O TOM, YTO CIYYH/OCH, CKaXeM, 3a
noJygaca Q40 TOro.

W Bee-trakn, HecMOTpA Ha Koe-Kakue Ou3MONOrvdeckue u BuoxmMuHeckue
JaHHble, OFPOMHYK) MACCY ICHXOJIOMHYECKUX HAGMOAeHUN W MOHWMAHME HEKO-
TOPbIX OOLHX NPUHUHNOB, Mbl MOYTH HUYErO He 3HAEM O KIETOTHOH OCHOBE Nams-
TH y MO3IBOROYHBIX —HY O RETANAX CTPOEAAA COOTBETCTBYIOIMAX HEPBHBIX CETER. HH
O MOJIEKYJIAPHEIX U3MEHEHMSX, ITPOUCXOMNIAX fOA BJHMAHNEM WHAWBUAYATLHOIO
omstta. OHAKO MPY PACCMOTPEHHH PAIBATHA HEPBHbIX CTPYKTYP Mbi NpPEACTaBHM
paa nobaBovHLIX $AKTOB, HMEIONMX OTHOMEHWE K 3Tod nmpobneme.

3ak.mouente

148 nepedauu nepanbix cuznaa0e HeobxoduMo cmpo20 pezysupyemoe pacnpedereHue
UOHMDIX KAHGA08 6 naazMamuveckos membpare. Tlpu pazpywienuu u obpasosanuu
cunancog 3mo pacnpedesenue usMennemcn. Hopmaisvroe unHepsuposaHHoe 80AOXHO
CKeAemHOil Mbltdybl UMeem ayemusxounosvie peyenmopsl moAbKo 8 obiracmu Heps-
HO-MbIUENROZ0 COCOUHEHUSA, NPOROOUM nOMEHYLUaAbl delicmeUua npu noOMOWY Nomek-
YUAA-3A8UCUMBIX HAMPULSbIX KAHAAOE U He obpazyem HOBWX CUHANCOA& HA C80EU NO-
gepxrocmuw. Jlocae Oemepeayut mbliiedn020 80A0KHA AYEMUAXOAUHOBLIE DEYenmopy!
U nOMeHyuaA-3a6UCLMbIE KANbYUEEble KAHAAM NOAGASIOMCA 60 6CRI naazmamuue-
croti mMembpaHe u 8CA Kiemounas nogepxuocms npuobpemaem cnocobrocmy x 0bpa-
308aHWIO HOBBLIX CURANCOS. MU UIMEHEHUA KOHMPOAUPYIOMCA 2AA8HBM 06pa3OM KO-
AUYECMBOM CMUMYADE, NOAYYaeMsIX Kaemxol. Mecmo ycmanoeaenua nepaHo-mwi-
WeuRr020 KORMAXmMA omaudaemca onpededenHot cneyuasuzayueil 6asassnoli memoé-
parbl, oM Komopoi, No-8UDUMOMY, 3AGUCUN XAK PACNnDedeseRUe aAYemuaxoAUHO8bIX
peyenmopos 8 MuituedHOU naasmamuveckoli membpare, Maxk u noAoYceHue npe-
CUHANMUYECKOZO OKOHUAHUR AKCOHA.

ITomumo mozo umo cunancet ucuesawm u 06pazylomca 6H08b, MONCem u3me-
HAMbCA ux 3 dexmusrocms, Hamenenua cunancos, obycapenennble HepeHotl axmug-
HoCMblo, Cayscam OcHo8od namamu. Kax noxasasu s3xcnepumenmel, 8 0cHoGe 00HOM
npocmoii gopmul Rayuenun y moanwcka Aplysia sexcum mo, umo & onpedesenmpix
cunancax npoucxodum pochopusuposanue UOHHBIX KAHAADS, K020 8blOeAReMblil
30ech HelipomMeduamop cmuMyaupyem gnympuxaemouroe obpazosanue YUKIUYECKO20
AMP, axmusupywowezo npomeunKuHasy.

18.5. Broa cencopuoii midopmarmm

HepBHas cucTeMa peryampyeT NOBeJCHHE B COOTBETCTBUY C BHENIHHMY OBCTOSN-
TeJCTBAMH ¥ KOODAMHMPYET aKTWBROCTb BHYTPEHHHX opraHos. UTobel ocyulect-
BJATE 3TH (QYHKUMM, HEPBHAsl CHCTeMa NOJ/DKHA NOMYYaTh CEHCODHYIO HHOpMa-
LMIO ¥ PearprpoBaTh Ha Hee CHTHAJAMM, KOHTPOJMPYIOIMMH COXPAINEHHE MEIUML
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N cekpenuto xened. Mel yxe Bkparne o6cy»aaty MexaHH3M NMOChUIKY TAKUX CHATr-
Hanos (Do xpaitFell Mepe B CTyyae YNpaBJEHHA CKENETHBIMM MBIURIAMH); paccMo-
TPUM TENEpbL MEXaHW3Mbl IpHeMa CEHOOPEOR uH(popmanuw.

Jhoboli curnan, nosyyaeMbili HEPBHOW CACTEMOM, MOJDKEH TIPEXIE BCErO Mpe-
o6paioBaTbca B 3MeKTPUIeCKMA 3HAYeHUHE JNEKTPHYECKOTO CUrHana OydeT 3apu-
CeTb OT YCTPOMCTBA, OCYINECTBHBILErO 3TOT NMepeBOA M3 oAHON ¢opmel B apy-
IylI0—-OT TaKk HazbiBaeMoro mpeobpazosarenn. Kaxapfi npeofpazoBaTess pearn-
pyeT Ha Bdeunsie GAKTOPb! (MMM COOBITHA) ONpeesIeHEOrO POfA, YRKHE KaK CBET,
TeMIIEpaTypa, XBMHMYECKOE BEIOECTDO, MeXaHmdeckas CHJIAa WM NepeMellierue.
B oaxux crywasx npeoBpazopaTeis npeacrariaer cobod nacte nedpona, nposo-
JAUIEr0 MMIYNLCH, B APYTHX —3TO 9aCTh CEHCOPHO! KAETKM, CNELMAIBLHO NPHCNO-
cobneHHol ana mpeobpa3oBatus CHIHAMOB, HO He YYACTBYIOLUEH B OCYUIECTBACHHH
JajbHedl CBA3M; Takas KJeTKa NepedaeT 3aTeM CBOM CHTHafMbL 6/m3nexalueMy Hel-
POHY Hepe3 CHHANC.

Yepea mpeobpasoBatensy B HEPBHYIO CHCTEMY NOCTYNACT OFPOMHBUA NOTOK CeH-
cOpHOM MHpopMalMH. Mo3ar noypkes nepepaboTaTe 3Ty MHPOPMALBNO H H3BJIETH
U3 Hee CYMECTBEHHBIE 2JNEMENTH: OH [OTKeH BRUIESMTh CJIOBA M3 UIYMOBOro Goxa,
Y3HaTh JIUO CPEAY Pa3HOrO POJa CBETIBIX M TEMHBIX ATEH B T.T. 3TO BTOPO,
HeltpoHANE, 3Tan nepepaboTku ceHcopHOil MHpopMmammy, or Tpebyer Gosee ToH-
KMX M CROXHBIX onepauuid, 9eM nepepaboTka Ra yposme NpeobpasopaTeneil

B uefoM MOJIEKYNSpHBIE MeXaHU3MBi MMPEOOPaIOBAHEA CEHCOPHBIX CHIHAJNOB
A nocheayrolel nepepaboTEM MX MO3roM eme nnoxo miyyensl. HamGommiee no-
HWMAaHHE TTPOHCXOJAILEr0 HA OOOWX YPOBHAX AOCTHIHYTO NPH HU3YHERHH 3pUTEIIb-
HOHM CUCTEMB! NMO3IBOHOYHBIX. OMHARO NpexAe YeM NEPEHTH K 3PEHHIO, Mbl PACCMO-
TPAM [Ba IPYIHX BHJA CEHCOPHBIX YCTPORCTB — PELENTOPLI PaCTAKCHUA B MKIDMIAX
B 3BYKOBEIE PELENTOPHI YX4, HA NPAMEpe XOTOPbIXx SyReT NpOoHJLMOCTPHPOBaH PAA
BAXMHBIX OOTUMX MPUHUMMNOB Npeodpa3opaHHa CeHCOPHOH HAHGOPMAURK.

18.5.1. Cuny cTHMyJia OTpPaXKaeT BeJIHYHHA
peuenToproro moTesmmana [33]

B HexoTOpoM cmbiCie MPaKTHYECKH KaxIbli HEHDOH Benet ceba Kax Xxemopener-
TOP: B OTBET HA XHMMYECKYIO CTUMYJNSIUMIO B CHHANCAX OH FEHEPHPYET JNEKTpHde-
cxwif curran. Kax Mbl yxe BALEIH, DAKTOPH XHMKYECKOH ITPHPOILl BO3ACHCTBYIOT
Ha MeMOpaHHbIE MOHHbBIE KAHAIbL, HIMEHSAS BX MPOHMLIAEMOCTb M TEM CAMLIM BbI-
3mBag CABAT MeMOPaRROro MOTeRLMaNa (MOCTCHHANTHYECKM MmoTenuman). 3ToT
3JIeRTprYecKuit dQPEKT MOXET [NABHO M3MEHATLCA B COOTBETCTBHM C MHTEHCUB-
HOCTLIO CTHUMYNa. [ns nepena4y CHIHANOB HAa OOJNBIMME PACCTOAHUA BeUYMHA
3MEKTPEHECKOTrO CUrHaNa Ha BXOAE HEMPOHA KOMHPYETCH JaCTOTOM MMNYILCHOro
paapsaa Ha Beixoge. OOKITHO KJjleTka cnocobHa aNaNTHPOBATHCH, OCNAGNA OTBET
HA MOCTOSHHBIA CTUMYJL, H B TO €& BPEMSA FeHSPHPOBAThL CUJBHBIA BHIXOAHOMW CHY-
HA NPH H3MEHEHRH CUJTbl Pa3ApPaXkHTe IA.

ITo9TH B TOYHOCTH HA TeX X& NPUHLMIAX OCHOBAHO Npeobpa3oBaHMe CHIHAIOB
B OpPraRax 4yBCcrB. DTO MOXHO XOPOLIO NPOMJUBOCTPUPOBATL HA NMPMMEDE Mbl-
WEYHLIX PENENTOPOB PAaCTXEHMS, [A¢ NEPBOHAYANBHBIA CTHMYJ, BbI3blBAIOLIAIN
H3MEHEHUE TIPOHHUREMOCTY MeMOpanbl, MMeeT MEXaHHYECKYIO, 8 HE XUMUIECKYHo
npupody. Penenropnl pacTsokeHus AOCTAaBJsAOT REPBHOH CHCTeMe RH(pOPMALDNO
O [JIHMHE MBILIIEL B CKOPOCTH €€ H3MeHEHWs. JTa CeHCOpHas obpaTHas cBs3b (Ha-
PAly C CUTHaJaM¥ OT TOJIOBHOrO MO3ra ¥ HEKOTOPBIX YacTell CRBMHHOIO MO3ra)
[IOMOTAET PeryMpPOBaTh UMNYJILCALMIO OBHIATENbLHLIX HEHPOHOB, Kak 3TO 00bac-
HeHO B nofurgen K puc. 18-45. Kaxnas Mblula CONEPYAAT TIpYIIBI BUAOK3IME-
HEHHBIX MBIIEIHLIX BOJIOKOH, OBPa3yioDMX TaK Ha3biBacMble MbluieuHble sepeite-
ra Kaxnoe oTaemsHOoe BOJIOKHO B BepeTeHe OOBHTO OKOHYAHUSMM CeHCOPHBIX
HelpoHOB (pMc. 18-45). I1pH pacTaxeHUH BONOKOH BEPeTEHa B ITHX HelpPOHAX BO3-
HUK4OT HMIYJboh (MOTEHIMAMbE AEHCTBHA), KOTODhle NEPENAOTCA B CIMHHOM
MO3T. DIeKTpHYECKOe NOBeJeHNe OJHOIO CEHCOPHOTO HelpoHAa MOXHO HCCHEeNo-
BaTh C NOMOUIBIO BHYTPHKIIETOTIHONO 3JIEKTPOAA, MOMEIIEHAOIO OKOJO TOr0 Mec-
Ta, Clle HeWPOH NPUAEraeT K BoJIOKHY. HacToTa AMNyNLCHOro pa3psia rpallyansHO



Teno coHCORHOro
HEADOHA

BosOymEgaoumi
ouranc

Teno MotoweRpons

Corpanjenue

~,

CNeUManmINPOBaHHDLIE
MMVUIEH IR BONOKHA
nepevena

O6uiunnig 800X, OBPIIYIOUME
OCHOBHYIO MBECY MbiLULLI

BONOKHS CEMCOPHOrO HAPB3
(pauanTops! pacTmmeHmA)

PacTReptiio

Puc. 18-45. Mmnyabcauns MOTOREWPOHOB PErysIHpYeTes ¢ MO-
MOWIBIO Pelen7TOPOB PACTAXRCHHA CKCIAETHOW MBINIDN (MBbI-
WETHBIX BEPETEH), KOTOPbIE OOECIEUHBAIOT CEHCOPHYIO obpaT-
HYI0 CBA3b 4eped BOAOYXAAIOMME CHRANCH!, HaXQRRLUAECH

B cnuHHOM Mo3ry. OCROBRas c¢XeMa TpefcTaB/ieHa cneea;
CMpaBa - YNPOMERHOe H306pakCHUC MLILLEIHOro BEPETeRa, rae
MPOMCXOAT mpeobpasosanue ceHCOPHBIX curHanos Ilpwu pac-
THTHBAHHH MBIONIL CUTHASM OT PELeATOPOB BO3OYXHaeT MOTO-
HEAPOHDL!, 3aCTABNAR WX JAaTh KOMAHRY JUIA COKPALICHHS
MBIUIIY, ITO OPEMATCTBYET €¢ AANbLHERIEMY pacTAXEHHUIO.
Takast smonocunanmuueckag pedaexmopnan dyza umeeT ocoboe
JHAYERUE NPK NOMACPKAHKK 3aAAHHOH Noaw. Takas Xe Qyra
JICKAT H B OCHOBC KOJIEHHOTO pedmekca, KOorfla B pedysaLTaTe
PL3KOT0 yAapa MOA KOJERMYIO YaLKy HAXOAAUIeeCS TaM CyXo-
XUBie PAcTAMMBAET Mblly-pasrubartens B8 molyxaaeT BONOK-
Ha MBIMUCYHMX BEPCTEH NOAATHL CHTHA/1 AN COKPAINCRHSA Mbi-
Wiel, BupsMiIstomedt Rory. CnenMamuIvpoBaHHLIE MBIIEIHBIE

Cancoprioe
HEPAHOS BONOKKHO

/ COSAHHRTOMNRO TK AHNER

Kancyna Bepevena

BOJIOKHA B8CPETCH PACNONATANOTCH NAPANNENBRO OCTANBHLIM
BOJIOKHAM MBILWIL W PACTATHBAIOTCA OPH PACTSKEHHM BOCH
MBImms. Crocobybie K PACTRXEHUIO CPETRAVE Yy9acTky BOJIO-
KOH BEpETEHZ, BOKPYr KOTOPWX HAMOTAHEI OKOHYAHA{ CEH-
COPHMX HEeBPOHOB, COMEPKAT KAETOIHLIE ARPa, HO MPAKTRYE-
CKA JHIDCHH COKPATUTEC/ILHLX JJIEMEHTOB. BOJ'IOKH& BEPETCH
KOpovYe U TOHbINE, 4eM OGWMALIC MbIMeYHble BOJOKAa (15-30
U 50-100 MM B juaMeTpe COOTBETCTBEHHO). OWM mmeroT
CBOKO COOCTREHHYIO ABHMATEMLAYIO HHHEpBARUID (A3 pPUCYAKE
HE TOKalaHa), POk KOTOPOR NOAOGHa POMH HYJNEBOR OTMETKY
Ha M3IMEPUTENILHOM TTPHOODE,—OHA YCTAHARIMBACT KHYTIEBYIO»
TOYKY PaCTHXEHHS BEPCTEHA HA TAKOM ypOBHE, kakof Tpe-
Byeren B RaHHM MOMEHT, 4 B Pelyns,7TaTe aBTOMATWYECKH
noanepxupaeTcs 003a, 3a4aBacMas JABUTAaTENbHEIMH obnacrs-
MH TONOBHOTO MO3ara. CylmecTByeT HEckONbKO PA3HOBMAHOCTeU

MBILUCYHBIX BEPCTEH, PA3/HIAIOMMXCA MO CTPYKTYPE W HHREp-
BaliA.

3ANUCH
OTBETA
NOCTOAHHAR CTENEHY
4 Buictpos DECTIWENKA NPHBOAN T
Vmnyancol 8 PECTROSEHHE Bb(3b(B32 Y K AQANTAUA
ceugpuou BLICOKGUACTOTHLIA DASPRA
HeHpOe

Pue. 18-16. ApamTausis peuenTtopa
PACTAXEHMUA MbILLLILL.

A A A MBI



Puc. 18-47. Vwaacrox yimmnofl ymuTku
(MuxpodoTorpadns, nosyyeHnas

¢ MOMOIUILIO CKAHHPYIOUWIEro 3Jiek-
TPOBBOroc MMKPOcKONa). Bummbl Aa-
PYX®ELIE BOJIOCKOBLIE KIETKH, HA
BEPXyWXaX kOTOPHX V-06pasnbivu

paaasrm pacuoNIOXEeHb! CTEPCOUH/MN.
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HIMEHNETCK B COOTBETCTBHM CO CTENEHbI0 MM OBICTPOTOH pacTaxeAras BoJismHH-
CTBY CEHCOPHBIX HEHPOHOB CBOMCTBECHHA 3aMETHAA afaNiTamMA: MPH NOCTOAHHOM
PaACTXXEHHM HeHpOH NaeT ciabbif OTBET, KOTOPHEL, OLHAKO, PE3KO YCUJIKBAETCA,
ecIM pacTsDkenHe ObicTpo HapactaeT (puc. 18-46). Ecmi mosa®uTh BOIHAXHOBEHHE
WMITYJILCOB, GIIOKHPOBAR HATPHEBLIE KARASNBI TETPOMOTOKCHHOM, TO CTAaHET SCHO,
YTO TNaBHbLA 3PPEKT PacTAXKEHU COCTOMT B IPAyaTbHOR MECTHOR Aenonspuia-
O¥Y OKOHYAHWA CEHCOPHOro BeiipoHa. DTOT 2¢¢eKT HA3bIBAIOT PeleTOPHLIM HO-
TeHIRAIOM; OH aRAJIOTHYEH MOCTCHBANTHYECKOMY MOTEHUHANTY M CXOZHbIM o6pa-
30M KORTPOJTAPYET 4acTOTy MMIy/bcHoro paspaga CrnocobHocTs reHepHpoBaTh
PeUENTOPHBIC [OTECHNHANLI —O61as HepTa BCeX CEHCOPHBIX mpeobpaloBaTeneit,
CBA32aHHBIX C HEPBHOH CHCTEMOH.

18.5.2. Cencophbie pellenTopbl NPOSBISKIOT Y3KYH H3IOHPATEJILHOCTH
B OTHOWEHHH CTHMYJIOR |34)

UeM yxXe ARana3oH MyBCTBHTEJBLHOCTH npeobpazosaTens, TeM TouHee AHGoOpMa-
AR, KOTOPYO OH AOCTaBJeT HepBHOMA cHcTeme. CrelManmmiauAs cPOACTBEHHA Aa-
%€ PpEUENTOpAaM PACTMKECHAS MBILI]: HAINIDAMED, HEKQOTOPLIE H3 HAX PEATHDYIOT Ha
NOCTOSAHHOE DACTSKEHHE, APYTHE - TONBKO Ha HIMEHEHHE CTENEHH PACTIKEHUA
Omuaxo Hambonee TOHKOW MIBHPATEILHOCTLIO OT/IHIAOTCA BOJIOCKOBLIE KJIeT-
KM — CJTYXOBLIE PELENTOPH MO3BOHOHHLIX, YJaBMHBalomMe 3BYKd. IlomoGHo 60Jm-
MIHECTBY APYIMX PEUETTOPOB, BOJIOCKOBEIE KIIETKH YacTHyHO 06si3aRrb! cBocH# nibm-
PATENBHOCTEIO (PUABTPYIOLUEMY NEACTBHIO CTPYKTYD, B KOTODbIE OHH BKJIIOYEHBI,
a YaCTHYHO —CBOWCTBAM, NMPHCYOTMM CAMMM KJIETKAM.

CnyxoBsble BOROCKOBSIE KJICTKH NOJIYy9IUsIH CBOE HalBauWe Gnaropmaps cmepeoyu-
AUAM, BBICTYNAIOLBIM HAX UX NMOBEpXHOCTHIO (pHC. 18-47), cTpoenHe KOTOpbIX BbI-
7o paccmoTpero B Tiase {0 (pa3a. 10.5.2). BosockoBble kNIETKW pacrosararotcs
pRAaMH B0 Gajwnspoi MemOpasn — TOHKOH ynpyrod nmnactnuxu, o6pasyromei
NEeperopoaxy Mexiy AByMsA NapajifeibHbIMM 3aNOoNHCHALIMY XHUAXOCTLIO KaHaja-
MM yurHO# ysuTi. Kowamxu crepeoun it 60MbmmMHCTBA KIETOK 9aCTHIHO NPOHN-
Kal0T B HaBHCAIOUMMA Hal HHMH cJIOf BHEKJJIETOYHOTO MaTepHalia, Ha3leIBaeMBIH
mekmopuasbhoid Memopanoil (puc. 18-48). 3BykoBble BOJIHBIL, PaclpOCTPAHAIOLIHECH
B0 6a3unApHOA MeMEpaHb), BbI3LIBAIOT HHUTOXKHOE CMEIIEHHE CITYXOBRIX BOSIO-
CKOBBIX KJIETOK OTHOCUTENIBHO TEXTOPUALHON MeMOpaHK, B pely/ibTaTe 9ero cre-
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Puc. 18-48. 3nece cxemaTHYeckH
MPeICTaB/teHa 9acTh CNyXOBOit CHC-
TEMBb! MJICROIMTANOILET O — NOKAIAHB!
CSIOXHBIE BEIOMOTATENbHBIE [PUCTIO-
cofteAns, nepenaroUlHe 3BYROBEIE
BHOpAIMA CAYXOBbIM BOJOCKOBLIM
xwieTkaM. A. BREWIHUA BUA ynUTXK
Opy HeGonbLIOM yBENHIERUM. 5.
Vnutka B nomepeiHoM paipede npy
GosbmeM yBenudeHHyu. Buaro, yro
CNYXOBBIE BOROCKOBBIC KNETKH pac-
DOJIOXeHBl Ha GasuisapHod MemGpa-
He, 3 HX CTEPEeOUHSI¥M YaCTHHRO no-
rpy®¢Hh B HaBMCANOMYKO Ha HUMU
TeRTOpnamHyto Mem6pany. B. Ciy-
XOBbIE BOJIOCKOBBIC KIIETKH TNPH
CHTLHOM YBEIHYCHUM (BLUIENCHBI
PO3OBBIM OBETOM) H OKPYXAOUWAE
EX BBLICOKOCHELMANHIHPOBANHbBIC
ONOpRBIC XACTKH. Bosockossle Riert-
K4 06pas’yloT CHHANTAYecKMEe COeaM-
HEHMA, 4CPe3 KOTOPble OHU pepe-
JIAKOT DEUENTOPHBIA NOTEHUMAN Heli-
POHAM, H MMCIOTCS TaKXe CHHAICHI,
[EpeAsrOmHMe CHTHAJBI B 06paTHOM
HANpaBieAUU — 0T UCHTpanbHOH He-
PBRON CACTEME! BOJIOCKOBBIM KJICT-
K8M; BO3MOKRO, 3TH CUTHATL] Ha-
MERKIOT TYBCTBATENBHOCTL NOCAER-
Aux. CAayxoBule CTRMYSB! BOCMPHHK-
MaloTed raBEsiM oBpa3oM BRY-
TPeRHUME BOJIOCKOBLIMH KJICTKAMA,
W XOTH JTUX KIETOK WMEETCH BCETO
s okono 4000 (a2 RApYXHbLX ~
oxono 200 000), 6omee 90% boNOKOR
B CNYXOBbIX HEpPBAX CBSIARO C BHY-
TPECHEMMH BONOCKOBbLIMH KJICTKAMA.
(B-us A.W. Ham, D.H. Cormack,
Histology, 5th. ed., Philadelphia:
Lippincott, {979.)
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PeOLAUTHA HaxiOHAIOTCS. B 0TBET Ba 3Ty medopMalUmiO B CIYXOBBIX BOJOCKOBBIX
KNETKAX BOIHMKAET PEHENTOPHLIR NOTEHLMAN, K CHIHAN TIepelaeTca Yepes XAMuYe-
CxAfl CHHANC Ha OKOHYAHKA CITYXOBLIX HEWPOHOB.

VeTpoHCcTBO YIWMTKA TakoBO, WTO 3BYKOBblE BOJIHE! MPK TPOXOXIEHHM Yepes
Hee H3IMEHMIOT CBOKO aMILTHTYAY. BHICOKOYACTOTHBIE BOJIABI ROCTHTAIOT MAKCH-
MaJTbHOA aMIUMTYIbl HA OAHOM KOHIE YJMTKH, 4 HHIKOYACTOTHHIE—HA ADYrOM.
TaxumM 06pa3oM, YJIATKa HANOMWHAAET CEXTPOCKOM, pachpelessfa 3BYKH pa3iuy-
HOM YaCTOTHI 10 PA3ANYHO PACNOIOXEHHBIM C/TyXOBLIM BOJIOCKOBLIM KJIETKAM. Pe-
LENTOPHbIE TOTERUMAJbl, BO3HMKAJOLUMAEC B ONPSAENEHHOR rpymre 3THX KIETOK,
CHIHASMIUPYFOT O HAJMYMH 3BYKA OTPEefIeleHHOH 4acTOTHL

ONA2KO ITOT MEXAHA3M TO3BOJIMET JMMIL JACTHYHO OGBLACHHTL O4enb BbLICO-
Xy10 36GMPATEMBHOCTD CIYXOBbIX penenTopoB. OTBET BOJOCKOBBIX KJIETOX HE NpO-
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Puc, 18-49. SBneuve pesosanca

B CIYYXOBOH BONOCKOBOM KieTke u3
yxa gepenaxu. UMmymecandi anexr-
PHMECKHP CTHMYR BBLIIbIBACT BO3-
HHMXBOBEHHE 3aTyXalomuX Kojeba-
AUt MeMOpaHHOro MOTERURANA, Hac-
TOT2 KOTOPBIX COBNAfACT CO 3BYKO-
BOW HACTOTOM, X XOTOpPOH NaRRas
KseTka Haubonee 9yBCTBUTENLHA.

18. Hepehas cucrema 123

CTO TNpPOMOPOMOHANEH AMIUTMTYAe BHOpalMA TOoro ydyactka basanapHo# Mem-
OpaHbl, H2 KOTOPOM OHM DAcrOJIOXeHb], HO eme Oosee TOHKO CBA3aH €O 3BYKOM
onpeaeSieHHON HacTOTH. DTO JaeT OCHOBAHUE MPEANONOXHTL, YTO CymIeCTByeT
BTOpO# 3Tan YacTOTHOH (QH/ILTPAUMH, CBA3AHHLIN C BOJJOCKOBLIMK KleTxamu. [1pr-
POy H NOKANM3ANWIO 3TOr0 BTOPOr0 9acTOTHOIO QHIBTPAa y MIIEKONHTAOLIHX
BBIACHHTL TNOKa HE YOANOCh, HECMOTPSA HA BCE 3KCNCPUMEHTAJLALIE ycunu4.

V penTH/MH, HANPHMED y YepenaxH, yJIMTKa YCTpOeHa HECKOMLXO NO-HHOMY
B GasunapHas MeMmOpaHa He HrpaeT IaBHOR POJIH B pa3sfMYcHMH 9acTOT. 3a oe-
NIEKTUBHOCTD BCEUESTO OTBETCTBERHBI BOJIOCKOBbLIE KJIETKH,; NMO-BAOHMOMY, KaXjaas
M3 AUX RHIMBUAYANILHO HACTPOERA HA OMpefeNIeHRYyr YacToTy BHUOpauyun. [JaHnse
O CYRIECTBOBAHHM TaXOW «HACTPOMKM» ObLIM OOJYYeHB NPH HUCCIECAOBAHMM 3JeK-
TPHYECKHX peakuWi CiyXOBbIX BOJIOCKOBHIX KJIETOK 4epenaxd. BuyTpukaeTouHsi
3JIEKTPOA MOXHO UCIIOTB30BATE Kak AJA 3aITHCH MOTEHNAA/a BRYTPH BOJIOCKOBOMN
KNETX", Tax H AJ9 MPOMyCcKaHUA Toka. Koroa BHE3aNHO MORAETCA MM BBIKIFOYALT-
¢ HeBOSbWON MOCTOANHDI TOK, MeMOpaHHbIA MOTEHUHANT HAYYHAET OCUUIUIMPO-
BaTh («APOXATLY) MogoOHO TNoHry mnocje ymapa (pHc. [18-49). HMimbiMu crnoBamm,
KNeTKa BefleT cebd KaX AeMI(APOBABHEIA 3NEKTPHIeckHif peloRaTop. XapaxTepH-
CTRYECKAA 4acTOTA 3MEKTPHYECKUX KONeGaHRH XaXJOH BOJIOCKOBOH KNETKM TOYHO
COOTBETCTBYET 4acTOTe 3ByKa, K KOTopoi# oHa Ranbonee uypcremTesbHa. Mexa-
HH3M OCHHJUISRMM He M3BECTEH, XOTH B MMPHHIMNE BOIMOXHO, 4TO 34 TaKYIO Peak-
O30 OTBETCTREAHLI ONpPEReSieHHME COYETAHHA IOTEHNHAN-32BACAMEX HORRLIX
KaHAJIOB.

ITpupona conpsxenusa MexaHudecko#t nePopmManHy c IIEKTPHYECKHM OTBETOM
octaeTca copepmieHHo EeroHaTHON. I1peobpalyrofiiasg cucTeMa B yxeé MNEKOITArO-
mero pabotaeT B RMAMa30He HHTEHCHBHOCTEH 3BYXa, OXBATHIBAIOBIEM Gonee cemat
NOPAAKOS BEJMYHHB, R [O3BOJET CILIIUATH HACTOJLKO ciabble 3IBYKH, YTO am-
IUIATYAa BbI3bIBAEMOH MMM Pubparis Gajunaprod MeMOpaHbr He mpeshIwaeT
AONM AHaMeTpa BOJOPOAHOIO ATOMA.

18.5.3. INanouxn B ceT4aTKe ryiada CHOCOOHBI OOHAPYXKHTL
oann doron [35]

[IpeobpalopaTesm, 61aroJaps KOTOPKM MBI BOCPHHEMAEM CBET, TOXe (eHOMe-
HAJBHO 4YBCTBHTEJIHBL, HO MEXaHHU3M UX DYHKUWHOHHPOBAHUS KIY4EH ropasno
Jiyame. Kak yxe roBOpHIocs b riape 16, B rj1a3y Mo3BOHOIAOIO AMEIOTCA ABa BH-
Aa GOTOPEUENTOPHBIX KJIETOK: KOAGOUKH, KOTOPLIE CAYXAT IS UBETOBOIO 3IpeHus
¥ TpebYIOT CPaPHHTENbHO CHJIBHOMA OCBEIUCHHOCTH, W NaMoHuKH, obecneyHBatonme
MOHOXpOMaTHiecKoe 3peHHe npu cnabom cpere. Ilajouxa MoxeT mpou3ssecTu
OUIYTHMEIA 3NEXTPU4ECKHR CHUTHAN B OTBET HA OMMH-eIMHCTBEHHE GOTOH, H Te-
JJOBEK yXe crnocobeH BOCHPHHATL NATh GPOTOHOB kaK BCOLIIKY CBETa. MexanMsm
BeHCTBAS Maslovek W Konboyek, NO-BUANMOMY, CXOMEH, HO NAJNIOYKK Jydqiue
H3YYeHEl.

[Tasmoyxa (cM. pasa 16.2.2) COCTORT H3 HAPYMHOZO Ce2mermd, COACPXALIEro
CBETOBOCIIPUMHNMAIOUIMA ANNapaT, GHYMpPeHHEzZ0 cezMenma, TIe HAXOOAATCS MHOXe-
CTBO MHTOXORIAPHMHA, Adepioit obaacmu M (B OCHOBAHHH KNETKH) cuHANMUYeCcKo20
mesbya, 06palyromero XKOHTAKTH C HEPBHBLIMHA KJICTKAMHA CETIATKH. Kax 310 HM
YINBUTEJILHO, KO B TEMHOTE KJeTKa O4eHb CHSILHO ACTOJIAPU3IOBAHA; 3T2 HEmo.na-
PH3AMHUA YACPXHBACT NOTEHUHAN-3ABHCHMDBIE KANBITHEBbIC KAHAILI CHHANTHYECKOTO
TE/LR2 B OTKPLITOM COCTOSHUY, H nepexot uonod Ca’* BHYTpL KaeTKM NpUBOANT
X HETPEPLIBHOMY BLICBOGOXICHNIO MeanaTopa. enonspHaanua oOyclioBseHa TeM,
YTO B NJA3MaTHYECKOA MeMOpaHe HAPYXHOrO CerMEHTA OTKPMLITH! RATPHEBLIE Xa-
HabL. JIpH BO3ACHCTBHM CBETa 3TH KaBaJbl 3aKPRIBAFOTCA, TaK YTO PEUENTOPHLIA
noresumas npHoSperaer GopMy zunepnoafpusayuu, NPUBOAAIER K YMEWLIIEHRIO
CXOPOCTH BbuleIeHHs MemnaTopa (puc. 18-50). Tax xak MeAHATOP OKA3kBaeT TOp-
Mo3siOee JeHCTBHE Ha MHOIHE NMOCTCHHANTAHYECKME HERPOHBI, 3TH HefipoHn pH
OCBEIIEHHH PACTOPMAaXHBAIOTCH W B Pe3yiibTate Bo3Oyxaarorca. CKopocTh BBICBO-
60X aeHMa MeaTopa (POTOPELENTOPAMH UIMEHAETCA B COOTBETCTBHH C MHTEHCUB-
HOCTBIO CBETA: YEM SPUE CBEYT, TEM 3HAYMTE/IBHES IMIIEPIOSIAPUIANAL U TEM CHIlb-
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Puc. 18-50. Cxema peaxunu ¢poto-
pelenTOPROA KIEeTXH (DAO9KK) Ha
OCBEIGEeHRE.
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Hee CRIDKAeTCA BhUIcfeHMe MemuaTopa. Korna wieTxa BaxOHATCA B COCTOSHHH
Hau6oMbLeH TYBCTBYTETLHOCTH, NMOTNOMEHEE OAHOTO (POTOHA CHHXAET MPHTOK
Na* Ha MuuOH My GONee WOROB, M THNEPNOIAPHIATHA NP ITOM AOCTHUTAET
I MB. KakuM xe o6pa3oM BO3feHCTBHE CBeTa NMPUBOAMT K 3aKPLITHIO HATPHEBHIX
KaHanon?

HapyxHblif CErMEHT, IIe TPOMCXOOAT KJUOUEBble COOLITHA, MpeAcTaBnAeT Co-
60¥t unmMmLAp, oneTHIH NAa3IMaTUHeCKkO# MembpaHoli M comepXaumMil OKOJIO ThICH-
YU QucKoS, MNOTHO YMAKOBAHHBLIX B BHAE CTONMKH. Kaxawil gUCK —3TO 3aMKHYTHI
IUIOCKKA Mertioyek, 06pa3oBaHHblE MemOpaHo#, B KOTOPO#l HAXONATCH CBETOYYB-
CTRUTE/IbHLIC MOJICKY/Ib] POAOHCHHA; TUIOTHOCT: YNaKOBKH S3THX MOJEXYS COCTAB-
nsier nprmepro 10° Ha | Mxm2 MoJekyna poZONCHHA COCTOMT M3 TPaHCMeMEpan-
HOTO MOJTUIIENTHAA ONICHHA K NPOCTeTHYECKOR Ipyrmib — | 1-yuc-pETHHAIA, XOTOPLIA
¥ normomaer ceeT. [1py nornomernn $OTOHa I1-yuc-peTHHAD HIOMEPHIYyeTCA
B MOJHOCTBIO-MPAHC-PETHHAML, KOTOPHIH 3aTeM OTAENAETCH OT ONCHHA; B Pelynb-
TaTe ONCHH M3IMEHAET CBOX KOHODOPMALMIO, H 3TO KaKuM-TO 00pa3oM NpUBOMT
X 3aKPLITHIO HATPHEBBIX KAHAJOB TUIA3MATHYECKOW MeMOpanw. MOXHO HyMaTh,
YTO B UHTOMNA2ME HAPYXHOIO CErMERTA CYILIECTBYET «BTOPOH MOCPEIHRKY, CBA3BE-
PAIOLIMA 3TH JBA DPOCTPAHCTBEHHO Pa300UIeHHBIX cOOHITHA. XOTR NMpmrpoaa BTO-
poro HOCPeQHHKA JOCYOBEPHO HE YCTAHORJICHZ, ECTL JaHHBIE B MO/L3Y TOIO, YTO
3Ty QYHKIKEO BBINOJHAT Moub Cal't., OuepunHo, CBET BHI3BIBAET BLICBOBOXIC-
HME WX U3 JHCKOB B IMTOMNA3MY, M DOBBLHUEHHE 1MTOMNA3MATHYECKOTO YpPOBHA
Ca?* BemeT x 3aKPBLITHIO HATPHEBLIX KaHaJoB. B To Xe BpeMa KOH(pOPMalUHOHRLIE
M3MEHEHHA POAONCHHA MHUUMMPYIOT Xackal (ePMEHTATUBHLIX PeaxiMii, NPUBOIT-
LMX X CHUXEHUIO KOHUERTpauyy unkimyeckoro GMP B iiTonsasme B peaysntaTe
NOBLIMERAS AKTUBAOCTH (PepMeHTa (ochoamacTepasbl, paspyLIAIOLErO LUUKIMYeE-
ciknt GMP. Kaxyro posb MrpaeT H3MeHeHHe ypopHA uukiaydyeckoro GMP, noka He
ACHO.



Puc. 18-51. CxeMa ThaBHBIX Ipu-
TENBHBIX NYyTEH Y MJIEKOMMTAIOMKX.
CeeT OT CMEXHBIX Y4aCTKOB ROMA
3peHHA POKYCHDYETCS HA CMEMNbIE
rpynmsl ¢pOTOPELENTOPOB, U BO3RU-
Kalolue HEPBHBIC CUrHANL mepe-
N3I0TCA N0 DAPAUIENLHBIM IYT M
Ha Bee bonee BLICOKHE YPOBRK 3IpH-
TensHOR cHcTemst. Ha kaxaom
YPOBHE BHAMMBIA Mup (Opeacras-
JIeRRBIR Ha CXeME BEPTHKATLBOA
CTPeNkoii) NpoeLntpyeTcst YyNopsno-
9eHHHM 06paloM Ha cJoif Helipo-
HOB. DTO OYeHb YOPOLUEHHAR Cxe-
Ma~OHA HC [MOKA3bLIBAECT, KAXHM
06pa3oM MHPOPMAIHA OT BPaBOTO
H OT feBOro rnasa o6beauHKETCH,
obecrnieumBas CTCpPEOCKOMUTECKOE
3peHMeE.

Pue. 18-52. Mumxpodororpapus cpe-
Ja cervaTku. Moxyo emmers, TTO
KACTKH DAcnonaraloTcs 8 BHMAC He-
CKONBXMX XOPOLIO PAIIMTAMBEIX
cnoes. Hanpapneaue nanaromero
cBeTa—CHH3Y BBEPX 4epea Bee 3TH
cnoy. Taxum obpazom, ceeT, NMpex-
Qe 4eM ROCTMIHYTH (oTOopecuen-
TOPHBIX KJETOK, HOJUKEH OpPOHTH [e-
ped He#pOHbL, YMACTBYIOLULE B fepe-
na%e IPHTCABHBIX CHTHAIOB MO3CY.
3aTeM curHansl, TeHepHpyemule $o-
TOPEUENTOPAMY, OPOXOAAT Yeped
IPOMEXYTOURMWE CION HEAPOHOB

K FARTJIMO3HBLIM KIETKAM, KOTOpble
NepEaAoT RHPOPMALKIO MOAry

B BHAC MOTEBUKATO8 REHCTBAS.
Cxema CTDOEHAA CeTH4aTKM 0pABEse-
Ha Ha pnac. 16-8. (C mo6esnoro
paspcioesns John Marghall)
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18.5.4. BumMLii MHD TOCJIeXOBATEILHO [(IPOEIHpYeTCR
Ha P HEHpOHMBIX cxcTeM [36]

CocTosiHMe BHEUHEr0 MUpa MPEiCTaBJIEHO B HEPBHOR CACTEME NOTERLUHANAMMU
P YMOPAAOYEHHBIX KJETOYHBIX MOACHCTEMAX, PAMHUHLIX IS Pa3HbiX aCNEKTOB
BHELIHEIO MHPa, BOCTIPUHAMAEMBIX NpeobpaloBaTessaMK pa3Horo Tuna. B npene-
nax JAHHOA MOMNANIBHOCTH, TAKOH Kak 3peHue, NepBrdHOe 0ToOpaxeHme OCyecT-
BJIAETCH B CAMMX PeOenTOpHBIX kieTkax. [loTeHmuan kxaxaoro ¢oTopeuentopa oT-
paxkaer SpKOCTbL ONpeNcyieHHOW TodkM BHAMMON kapTuxel, Wndopmaumus ot
doTopenenTopa nepexaeTcs Yeped NOCASROBATENBHLIC IPYNIN HEAPOHOB M NEpe-
pabaThiBaeTcA HA KAXAOM JTamne, MOK2 He JOCTATHET BBICUIMX MO3TOBLIX LUEHTPOB,
rae RoMOuHHpyeTca ¢ WHPOPMAUWEH, NPUXOAARIEA OT APYIHX CEHCOPHBIX CHCTEM,
H HCNOb3YETCH IS BRIPAOOTKH BHIXOAHBIX CHIHANOB, YIPAaBRAFOLOMX NOBEACHHEM.

CHrEams OT CMEXHBLIX Y4aCTKOB [OJH 3PEHUA TIPOCUMPYIOTCA HA CMEXHBIE
Y9aCTKH CETHATKH, BOCTIPHHUMAIOTCA CMEXHLIMA (POTOPEUENTOPAMH K NEpenaroTos
0 NAapAUIESLALIM NYTAM HAa CMEXHbIE HEHPOHM KaXAOro M3 HepapxHYeCKHx
yposuei (puc. 18-51). Taxum obpaizom, BuIvMMasa xapTmHa oTobOpaaeTcs B BUOE
npoexyuil Ha TOCNEAOBATENLHBIE IONA HEPBHBIX KJETOK, HAYHHAS C CETYATKH
¥ KOHYas 3pUTEeNLHOR 30HONH KOPbI rosioBHOTO MO3ra. [lpexne uem paccMartpu-

1 choTopeuen-
k Topos

,FopusoHTans-
Fple, Guno-

laMrsuoannie
KneTxu

" AKCOHbBI
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Puc. 18-53. AMaxpuyombte KieTKH
K3 cervaTku o6eabgrnl (4) U ropu-
3OHTA/IBEBIC KNETKH U3 CETIATKH
xowky (B), oxpawernusie no [omba-
KU, Y WIETOR TOTO W RPYroro TH-
N2 2KCOHL! XKOPOTKME AN WX HET
pobce. [Tpencrasnermble 3nece Bo-
CéMb aMAKPAROBBIX K1eTok (A) oT-
HOCATCH MO MEHBLIER MepPe K 4eThl-
peM Pa3NuAALM DOATHOAM, W BCe
OFY HE HMEIOT akcoROB. [lBe ropu-
30HTAIbERE KIeTKH (B) oTmuareTes
JIPYT OT Ipyra Tem, 9TO OaHa
HMEET 3XCOH (C MHOTOTUCEHHLIMA
KOHUCBLIMY PA3BETBACHHAMH), 3

y ApYrod axcoHa ReT. AMaxpH-
AOBLIE KAETKH, OTAWYAIOMMECR OpYT
or Apyra no $opme, pasTHIZIOTCA
M B XHMHYECKOM OTHOWICHUU: UX
MOXRO Da3’JEsINTh HE MEHEES YeM Ha
INeCTb NOATHAOR N0 COAEPKAMIMMES
B HMX RejiponenTHiaM. (A-wu3

B.B. Boycott, J.E. Dowling, Philos.
Trans. R. Soc. London (Biol.), 255,
109-184, 1969; 5-m2 B.B. Boycott,
in: Bssays on the Nervous System
[R Bellairs and E.G. Grous, eds.),
Oxford, Eng.: Clarendon Press,
1974}
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BaTL 06paboTKy 3pHTeNBHOA MADOPMAIHM, NPOMCXOORILYIO HA 3TOM NyTH, HEob-
XOOMMO PACCMOTPETh 2HATOMHYECKHME CBA3Y MEXAY COOTBETCTBYIOIIMMMU HEPBHBI-
MH CTPYKTypaMi.

DOTOPENENTOPR! NEPEAAIOT CBOKO MROOPMALMIO YePe3 CHHATICH! B CUCTEMY Hed-
POROB, HaXOJAIYIOCA B CPEOHEM CJl0e CETIATKH. DTOT CAOH COCTOMT K3 buno-
ARDHbBIX, 20PU3OHMAALHLIX M aMaxpunoewx XJeTok (prc. 18-52). Heiponel Bcex
3THX TPeX KJACCOB HACTOJBKO MaJTbl, YTO MOFYT MPOBOAMThL CHIHAJLI ITyTEM mac-
CHBHOIO PACHIPOCTPAHEHVA ! NOTEHOHATH HCACTBUS B HUX RAE BOIHHKAIOT. Y ropu-
JOHTAMBHBLIX M aMAKPHHOBBIX KJeTok (puc. 18-53) oTpOCTXHM HWanpapnesbl B CTO-
POHBI, NAPASUIESBHO TROCKOCTH CETYaTKA, TOrga Kax y OMITONSpHHX KJIETOK ORA
OPHEHTHPOBAHEI NEPNESHAMKYIAPHO M OBECIEYHBAIOT NPAMYIO CBA3L CO CJEMyrO-
WOHM CJIGEM —C 2aM2AUO3HLIMU KIIETKAMH CETYATKH. TaRr/mo3Ase XJIeTKH NoCH-
NAYOT AKCOHbI K MO3TY, KORHMPYH 3PHTENBHYI HH(GOPManHio B ¢opMe MOTEHUHA-
JOB OeHCTBMA. V MIEKONMHMTAIONBIX HHPOPMAnds, BOCIIPUHHMAEMAS [N1A30M,
fIOCTYNAeT TNIaBHBIM 06pa3oM B MEPBHYHYIO IPUTEIBHYIO 30HY KOPbI TQJIOBHOYO
Mo3ra (AJI¥, Kak TOBOPAT pafyd KPATKOCTH, B IpumMeAbHylo Kopy) vepel CyHanchl
MO3rOBOH «NepefaTOYHON CTAHUBU», HA3LIBAEMOM .1amepatbHbIM KOAeHUYamMbIM
adpom (puc. 18-51). B spuressHoR Xope, KOTOPas COCTORT U3 HECKONLKMX CIQEB
HEAPOHOB, 3pHTe/bEAT HAGOPMAUHA BHOBL NEPEXOAHT OT CJIOA K CJIO0 B HAmpa-
BJICHUR, DoNlee WIH MeHee NepNeHIRKYNAPHOM K TNOBEPXHOCTH XOpsl Mo3ra. U3
fIEPBHYHON 3PUTENLHOR 30HBI HEPBHBIC BOJIOXHA TEPENAOT HHPOPMAMHIO APYTAM
obnactam xopul. (KapTHRra ycnoxnaercs 1eM, HTO MHPOPMALHA OT NPABOLO U OT
NEBOro rJj1a3a NoCTYNaeT B OJHY M TY e 06/JaCTh 3PUTETLHOMR KOPbl, AO MbI OTSIO-
KAM PaCcCMOTpEHHE 3TOro 0OCTOATEeNBCTBA N0 XOHTA [J1aBbf.)



Pue. 18-54. Peuentusnoe none ¢o-
TOPELETTOPHOH KIICTRH — MANIOIXH.
Penenorusroe nome onpemensor, pe-
TACTPAPYS OTBETH KJIETKH DK pad-
JIMYHOM NOAOXKEHUMY M DATUIHOH
popme ceetosoro crumyna. Y aam-
ROro $OTOpellenTOopa OHO O"EHL
ApOCTOE: KAETKA pearspyer (runep-
OONAPHIYETCH) TOTHA ¥ TOJLKO TOTI-
J1a, KOrna B OOPENE/ICHAOM yYacTke
HOJIA 3PEHHS HOABNAETCA CBETIOE
OATHO (OCBCLIEHHOCTL APYTEX
Y4aCTKOB IIPH JTOM HE WMCECT 3Ha-
9eHAsA) TakOe peuenTMBHOE NoJe
#306paXaAtOT MHHYCOM B KDYXKE
(03HARACIEM THTECPIONAPHIALUKIO),
KOTOPSHIA CTABAT B COOTBETCTRYIO-
fUEM MeECTe NONS 3IPEARs.

Puc. 18-55. Bonee cnoxmroe pemen-
THBHOE MOAe IaRTJIMO3HON KJIETKH
CeTIATKH, ONPEREACHHOE TEM Xe
MeTonoM (cM. puc. 18-54).
Tlpercrarnenyas 3acch TAHCNHOAHAR
KNeTka BO3OYNIRETCR NPy OcBCIe-
HHH HebOIbLLOrO NATHA B WERTPE
€€ PEeuenTHBROIC NOAS U TOPMO3uT-
C§ CBCTOBBIM MATHOM Ha NepHbe-
pud 3TorTo nons. Boabyxnenne

H TOPMOXEHHE BHIpAXAOTCA B Qop-
Myne yBestddenua (+ ) ¥ ymeHblue-
H1g (—) FaCTOTHI UMINYTLCHOLO
paspana. Jlake B TeMROTE KJIeTKa
COOHTAHHO T'EHEPHPYET MOTEHLHANEI
nedcThAR ¢ KaKOH-TO HU3KOM 9acTO-
Toit. HauGoneiuyro peakusto Bumel-
BACT SPKOC CBETAOC MATHO, OKPY-
MEHHOE TEMRALIM KOAbUOM. [pyrue
FAMTTNO3HBIE KACTKA BeRyT cebs
NO-KHOMY, BANpuMep CUlbHEE OTBE-
9810T Ha TEMHOE MATHO, OKPYXCH-
HOE CBETJILIM KONbuoM. [au-
[JIK03HbIC KNeTkM ofewx rpynn
ovedb cnabo pearupyroT Ha paBHO-
MepHOE OCBOLICAMS: ONM CNYX3T Je-
TEKTOPAMMH KORTPacTa.

18. HepeHan cucremo 127

Caaroaow cTumyn

Oteer (wamenenma Oragrs Hey
MEMEDSR HOr O

NoTexHymana)

I'vnepnonApuiaumsa

-}

Oresta He1

@)

Peyentopnoe ngna

18.5.5. Hekporni BuicoiHX YpOBREi BOCOPHHHMAIOT HaHGO/Iee CIIOXKHBIE
YepTHl BHARMOro mupa [37]

Pe3y b TaTbl MUCTO AHATOMMYECKHX MCCIIEAOBAHUI HE MO3BOAAOT BLISCHHTh, Kak
NOCAEA0BATEbHbIE HEAPOHHBIE CHCTEME!l 00pabaTLIBAlOT 3PUTENBHYYO HAQOPMa-
uwo. JU1a Toro 4To6b MoHATL OepepaboTKy KHGOPMaUHH HEPBHOH CHCTEMOMN, He-
00XOOMMO 3HATH CMBICH 3JEKTPHYECKOTO CHIHANA, TOCTYNAJOUWIETO OT KAXIOH
KNETKH. 3TO HECKOJBKO TYyMaHHOE YTREPXIAECHHE MOXHO nepedopMyHPOBATH
B TOYHBIX ODEPALMOHAITLHBIX MOHATHAX: NMOHATH 3HAYEHHE CUTHANA OT AAHHOA
KJETKA 3pUTENLHON CHCTEMBI —3TO 3HAYHT NOHATEL, KAKOTO poda BHewHee cobulTne
A OBCTOATENLCTBO NIPHBOAHT X BO3OYXAeHHIO HAaHAOM xieTkn. OTBET MOXHO
NOJyY! Th, PETHCTPHPYA INEKTPHYECKYHO AXTUBHOCTL KJICTKY C NMOMOLULIO MHKPO-
MEKTPOAA B TO BpeMs, KOTJa B Pa3HbIX TOYKaX MMOJ 3PEHHA XHEBOTHOro Gyayr
NOABNATLCA PAIMHABE BHOBL 3PHTEIMBHBIX Pa3fgpaxdTenel.

CeHcopryro 06J1acTh, HA KOTOPYIO JOJDKEH MOMACTh CTUMYJL 9TOOH MOBIMATHL
Ha MagHbld HEAPOH, HA3bIBAIOT pPellellTMBHLIM NoJieM DTOro HedpoHna (pHc. (8-54)
Venopus adpeKTHPHOCTA CTHMYJIAUME KaXIOro OTAENBHOro (oTopementopa
O9eHb MPOCTBI: HA NAHHLIA y4aCTOK CETYATKH JOJDKEH MANATh CBET € NMOAXOAANUCH
JUTAHON BOJHbL. HO 1Mo Mepe mepexona X BhICWIAM YPOBHAM 3PUTENMBHOR CUCTEMBI
ycnosua 3pGeXTHBHOCTH CTMMYJNAa NOCTENEeHHO ycnoxHarorca. [IpuMepoM Moryt
CIYXKWTh TAHTJKO3HbIE KIETKH CETYATKH. PemenTHBHBIE MONK 3THX KNETOK, Kak
NPaBANO, LWHMpe, 9¢M Y OTAENLHLIX (POTOPELENTOPOB, H BACTUYHO MNEPEKPLIBAIOT
ApYr Apyra. THNH9HAY TaHIJIMO3HAA KJETKAa OTBEY2ET HAa PABHOMEPHOE OCBEIIEHHE
oueds cnabo. bonee Toro, HebGoNMbUIOE NATHO CBETA, 3AHWMAOMEE MU 4acTh pe-
UEITTARHOTO NMOJIA KNETKH, BbI36IBACT NPOTHBONONOXHbIE 3PPEeKTEl P 33BECHMOCTH
OT TOro, I'Zle OHO HAXOOWTCA-B UEHTPe ¥Jm Osmke x NepHEpHn PelenTHBHOTO
T10J11; HANPHMeEP, OHO MOXET PO3OYAHTh FAHIHO3HYIO KIETKy, ecmu OynmeT Haxo-
IHTBCA B HEHTPE, HO OXAaxXeT TOPMO3HOe NeHCTBHe, AaxoAadack Ha nepudepnu. [Lna
Taxo# rarRTEO3AOY KJeTKH Rarbosee 3dpdexTUBAMM cTHMyoM bymeT apkoe xpy-
[J0e MITHO, OKPYXEHHOE TEMHMLIM KOJmbiuoM (pmc. 18-55). Ipyrue raHTMO3HBIE
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Puc. 18-56, PeuentupHble noas xie-
TOK HA NOCIEOBATENHHELIX YPOBHSX
IPUTEILHON CHCTEMBI MIIEKOTIUTA0-
LIEY0 ¥ OTBETB! ATUX KJACTOX HA
pasiyuHble CBETOBBIC CTHMYNLL
Keanpatom mpefcrasrey He6osb-
moA yYacTox 3IpHTENLAQro Mon.
Cnepa foxazampl peUEHTUBHBIE NONSA
TPEX KIETOK, TIONYHay0muX MHPOP-
Mawuio ot garsoit ofnacty apu-
TENLAOrO M0JNA: GOTOPEUENTOopa,
FQUTNIYOIHON KIETKH CETHATKH

W KTIPOCTOH» KJNETKH U3 3DHTENbHOR
XOpk! rofioBROTO Mo3ra. IpusoRaT-
Cf OTBETL] KIETOR KAXAOTO THTA
Ha WECTL PasNUYHBIX CTHMYJNOB.
Cnefyer OTMETATL, YTO CHILRLIH
oTBeT (OTOPEUENTOPa CHIHATIHIN-
pYeT nuub O TOM, WTO B Onpeae-
JIEAAOM Y4aCTXe 3PUTETLEOTO MONRA
HMeeTCR CBeTNoe NATHO, OCBELUEH-
HOCTH X€ COCCAMMX TOYCK DONA HC
uMeeT RHKagoro 3uadenus. C apy-
TOA CTOPOHBI, CHUNLELIW OTBET kKOP-
THKAbHOA KAeTkd naer Gosee mon-
HY10 HHGOPMALKLO O NPOCTPAH-
CTBECHHOM CIPYKTYPE CTHMYNa (XOTH
RHPOPMALAS O NONOKEHHH CTHMYJa
B MONIC IpeHHS MEPENaeTCs HECKONL-
ko MeHee TouHo). Ha pucymke
NMPEACTABNCH TOMBLKO OOMH T Tan-
[JIHOJHBIX KAETOK CCTIATKN H TOH-
KO OXMH W3 MHOIMX THIMOB KOPTU-
KaJIbAbIX HEiiPOHOB.

Oraera wer - - — =

—_—— ¥+ + ++ + + 4 +
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KJIETKM CYUIbHEE PearvpyrOT Ha OPOTHBOMONOXHBIA PHCYHOK —Ha TEMBOE MATHO CO
CBETJIIM OKpyxeHreM. Kopoye roeops, raHrIEO3HBIE KAETKA CIYXAT AeTeKTopa-
MH TNATEH, XoWnpacmhux N0 OTHOINEHHIO X ¢OHY.

HOns po3byxaeHus XNETOK KOpbl TONOBHOIO Mo3ra Tpebyrotcs ewe Gonee coe-
obHyeckie ycnoBHa. Bosbinasa rpynna xopKoBbIX HEHPOHOB XOPOILO pearupyer
TONBKO Ha CBETJIYIO RIM TEMHYIO NOAOCY Ha KOHTPACTHOM (OHE; MIA BAHHOrO
HelpOHa Mos10ca A0/DKHA BAXOAMTHCA B ONPEHESIeHHON 0651acTR 3PHTENIHOTO No-
N9 A UMETD ONpeAeSICHHYIO OPUEHTANNIO OTHOCUTESIBHO rOpH3oHTaM (puc. 18-56).
Entfe ooMH npHMep: HEKOTOPbIE XOPKOBblE HEAPOHBI OTBEYAKT TOJLKO B TOM CRy-
gae, eClH CTUMYJ He TOJIbKO OPMERTHPOBAH ONpeleNieHHbIM 06paioM, HO H mepe-
MEIUACTCY B ONPENENICHAOM MHanpaBjieHWH B HAMEeT ONPEJC/eHHYO JJTHHY
A LIMPUHY.

18.5.6. Jlokammuag o0paGoTka AHGOPMAUHM CBA3AHA ¢ KOHBepreHUMeHN,
IHBeprednHell H JATEPATHHLIM TOpMokensem [38]

[MoBeneHUe HePOHOB BLICUIMX YPOBHEH, ClyXaUIMX JETEKTOPAMH CJIOXHBLIX 9epT
BHIMMOIO MUpA, ONPee/feTC HEPBHLIMM CBA3AMM B IPHTEALHOM nyTH. B xaue-
CTBE IPUMEpPa PACCMOTPHAM TaHIJIHO3HYIO KJIETKY CETYATKH, Pearupylolyso Ha fp-
KOE NATHO, OKPYXEHHOE TeMHBIM (GoHOM. OT uero 3aBHCHT 3Ta cneuudHyeckas
9y BCTBHTEILHOCTD ?

CaMo CTPOCRRE CEeTYaTKHM HABOIMT Ha MuICh 00 onpeaenenHbix crnocofax
obpaboTky 3pHTesBHOW HHdopManmn. Kak nokazano Ha pro. [8-52, otnermsBas
OMNONApHas K/ETKA OPHHUMAET CHTHAJIN OT HECKONbKMX CMEXHLIX (oTopenenTo-
pPOB M MepenaeT cBON OTBET HeCKOAbKUM CMEXHBIM IaHTJIMO3HBIM KJIETKaM: B Op-
FAaHM3aUAH CBA3ZCH Mbl HAXOMHM KaK Konaepzenyuro, TaKk M oOusdepzenyuo. Kpome
TOrO, HapAay ¢ GMNOIAPHBIMH KJETKaMY, NEPEIAOLIMMY CATHAIIb! B Hal PaBJEHHH,
NEPNERAUKYIAPBOM NIJIOCKOCTU CETHATKH, €CTh elle [OPHIOHTATLHLIC H aMaKpH-
HOBBIe KNETKH, PeajM3yIolHe JIaTePasbHOE B3AMMOACHCTBHE MEXTY COCEAHHMMH
OMNONAPHLIMH ¥ FaHrAHO3HLIMKM KNeTKaMu. HecMOTpR HA CAOXHOCTE 3EKTPOdH-
IA0JIOrAYECKNX AeTasled, OCROBAbBIE MPHHIMITLI AOBOJBLRO NMpocTH. TIpH cooTeeT-
CTBYIOINEM pACNpPElESICHAH TOPMO3HbIX ¥ BO36YXJAOMMX CHHANCOB MO «BEPTH-
KaJILHBIM» ¥ (JIATEPAJIbHLIMP CBRISM MOXHO NEpellaBaTh MHMIHO3HLIM KieTKaM
CUTHabI MPOTHBONOJIOKHOro cMmeuicna. Hampmmep, cBeT, nagarommdit Ra KaHHBD
doTopenemTop, MOXeT BO3IOYMHTE TaHTNAO3HYIO KNETKY, JIEXAWYH) HEnocpen-
CTBEHHO TOL HHMM, HO BLI30BET AamMepatsHOe MOPMONCeHUE OXKPYXAWILMX raH-
ro3HLX xNeToK (pAc. [8-57). Ceet, pmaparommit wa cocegmuit GoTOpetenTop,



Puc. 18-57. CxeMa aarepansHOro
TopMoxeRus. B m3obpaxennod
3[ech «RACANBHOH» CUCTeMe pacuo-

noxerne TopMoaawix (T) u Boabyx-

pawouux (B) cunaocos Taxkopo, 9T0
CBET, MAJAlOWIMA na doTopenenTop,
BO36YXKI3ET TaATISO3HYI0 KNETKY,
PACMONIOXEAHYIO HETNOCPEACTBCHRO
MOA HMM, B TO BPEMSA KaX TaH-
TAHO3IAbIE KICTKH Mo ofe CTOPORL!
OT pemenTopa TOpMO3ATcA. [lpn
OﬂHOPOﬂHOM OCBCUIEHHHA TI'an-
T/MO3ABIE KIETKH NMPAXTHIECKM HE
[Al0T OTBET4, Tak Kak BO3Oyxnaro-
mice NEACTBHE YPaBHOBCILEHO TOP-
MO3HbIM. [aRTIHO3AElE RNeTKM pe-
arMpyoT TO/MLKO Ha KOHTPACT sAp-
KOTO M cnaboro cpera (Takol cay-
92 Npe/ICTABNECH B CPSAHEH 3acTH
PHCYRKa).

Puc. 18-58. 3Ta rumoTeTHRecKas
CXeMa NOKa3bIBACT, KAK CHIHAJIEI OT
TPYNMB KACTOK, PACMONA0KEHHBIX
BAOAL MPAMOH AURMH ¥ AMEROMMX
Kpyrfable PelenTUBHbIE MONRA, MONIY
6Bl COBMECTHO BO3IACHCTBORATL HA
HelipoH Honee BLICOKOTO YPOBHS
(spoac¢ wrpocToi» xopTRKanLEOH
KJIETKW, NOKA3aHHOI Aa prc. 18-56)
TakuM o6pa3oM, 9ToOHl 3TOT Heit-
poH mbHpaTeLAO pearnpoBast Ha
CTUMYNB! B BHAE NMONOCH C onpenc-
nenuod opucsTauMel. [lonararoT,
4YTO B ACHCTRHTENBHOCTH XapaKTep
cemacit Gonee CAOMEH, 4€M ITO BO-
Ka3aHO Ha CxéMe, B BAXAYIO POJls
B cneuHUICCKHX OTBETAX KOPTHA-
KATbHBIX KIETOK HIPAT TOP-
MO3HbIE CHHANCHI.

18. HepasHas cuecrema {29

Cna6uf coar

fiprua cear CnaGsiit caey

L. air Ruosnan
KRETKA

Otee1d Har - + -

Ovaerauer Oraemy ner

OKa3lplBaET AHAJNOTAYHOE ReHCTBHe, BOIGYKMAS APYIYI0 TaHIIMOIHYIO KJIETKY
H TOPMO3f pAg paHee BO3OYXHeHHHX XNeTok. Ecm mee Qoropeuentopst ocse-
LIEHN OQWHAKOBO, TO IS KAKAOA M2HITMO3HON KieTkH BO3BYyxIaroupie M Top-
Mo3Hrle BO3AENHCTBHA OyayT npubsmsuTensHo cOajlaHCHPOBAHB! M XJI€TKA IIPAKTH-
HecKU He JacT oTeera. ONTAMALABIM pasapaXwHTe/leM ANA IaHrJHO3HOR XJIETKH
OMMCAHHOrO THMAa OyAeT JpKoe TMATHO (BM3biBarolnee BO3OYXAEHHE) HA TEMHOM
boHe (MCKIDOHAIOLIEM TOPMOXEHHE CO CTOPOHBI COCEAHWX KIETOK).

KoHpeprenyus, MOHBEPréHUMS H JaTepaJbHOe TOPMOXEHWE BCTPEdaloTCA
B HEpPBHOH CHACTeMe MOBCIOLY M HTPAlOT BAXHYIO POJib B JoxanmsHOH o6paboTke
AHOOPMAMMH MHOTHMHA IPYNNaMu HeHPOHOB, JEXKAIMX PAIOM APYT ¢ APYIOM
W UMEIOUHX JEN0 CO CBA3AHHBIMH Mexay cobo#l CEeHCOPHBIMH MaHHEIMH. B kaye-
CTBE CJledytOWero NpocToro (XoTa W rMIoTeTHYeCKOro) NpumMepa Ha puc. 18-58 mo-
Xa3aHo, xakuM 00pa3loM KOPKOBAR kJleTka Moria Ou AibupaTeNsAO pearHpoBaTh
Ha NOJIOCKY, OPHEHTHPOBAHKYIO OUpERESIeHHBIM 00paloM, B pelyjibTare KOHBep-
FeHUWMA CHIHAJIOB OT PANA TaHITMO3BBIX KNEeTOX ceTiaTxu. Ilpu nomouwm no-
HOOHbLYX MEXaHU3MOB THITHYHLIT HEAPOH BHICLUETO YPOBHA 3PHTELROH CHCTEMBI,
BO36yX/1aeMbli KOMOWHANAEH CHTHAIOB OT rPYImMbl HEAPOHOB HU3INETO YPOBHS,
MOXET BuifinjIATe B Gosiee abcTpakTHbie, Gonee CROXHBIE MEPTHI OAHHOIO KOM-
OJIEKCa 3PUTENBLHBLIX CTAMYJOB. TakuM o06paioM, uHbOpMausus, 32K TIOYEHHAS
B 2NEKTPUHECKOM CHIHANE OTAEeNbHOro HEeHpPOHa, NOCTeNeHHO oborauaercs 0o Me-
pe Tepena Ty ee «BBEPX» TMO 3PUTEILHBIM [TYTAM.

[ erif DUOBREIE KNETKH
CETWRTRY (Mnedmnif
era)

KneTkH narepansmoro
KONEHYITOr 0 AADA

"NpotTan'" KODTUMASIEHEA KNBTKS

Prugntmeteie nona
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Puc. 18-59. Knerxa [Typkunse u3
Mokeuka uenobexka. [lokazaHel Bez
NeHAPHTHOE JIEPEBOY» M HAYANBHLIH
Y9aCTOK aKCOMA. JTa KJeTka noJay-
qaeT CHAANTHYCCKNE CHIHAaAbI OT
nprMepHo {00000 apyrax Helipo-
HOB. OHE COCT3BASET 94CTH MO3ITo-
BOR CTDYXTYpPhl, OTBETCTBEHRON 32
KOHTPOJL CNOXHALIX [BHXEHWH.

JakJoogenne

Cneyuaapiibie npeobpazosamenu nepes0dAM CEHCOPHbIE CIMUMYAbL 8 HOPMY HEPBHbIX
cuznanos. Hanpumep, 6 peyenmope pacmaxcenun mblulybl OKOHUGHUE CEHCOPHROZ0
Hepea OenoaApuUIYemcA npu  DACMANCEHUM U BEAUMUHA OenoAf puzayuu— peyen-
mopHblii nomenyuai—04a daisHeluell nepedavu nepexooupyemca @ Hacmomy UM-
nyabcHozo paspada. CAYxoevle 80A0CKO8bIe XAemKN, U3bUPAMeALHO peazupyowue Ha
38YKU ONpedeieHHON Yacmomoyl, CaMUu He NOCLIAQIOM UMNYAbCO8, A nepedalom Cuz-
HaAbl O 8eAUNUHE DeyenmopHO20 NOMERYUAAQ COCeOHUM HEUPOHAM Hepe3 Xuuve-
cxue cunancet. Taxum nce obpasom delicmeyom domopeyenmopyt 2aasa. B gpomope-
yenmopax cséem 8b13vieaem KOHPOPMAYUOHROE U3MEHEHUe MOAeXya PpoOONCUMa,
u 3mo 64az0dapa yuacmuio 6HympuxieMounozo 8mopoz0 nOCPeORUKA edem X 3a-
KpWIMUui0 HAMPUZELIX KAHAA08 8 NAA3SMAMUUECKOT MeMBPaHe, X ee 2unepnoAapusayuu
U 8 peayavmame—K YMEHbWEHUN KoAuuecmsa @vicédboncoaemozo meduamopa. Ha-
Aee CINAdoYHble HelipoHbl Nepedardm CUzHAN 2AH2AUDIHBIM KACTIKAM CEemuamKu, Ko-
mopble nepecwiAaiom e20 8 M032 6 8ude nomenyuaios Oedcmeur. Ilpoxodn uepes
HeliDORHYIO Cemb ¢ KOHBEP2EHMRbIMU, OUSEPZEHMHBIMU U MOPMO3ZHLIMU Aame-
DAALHBLMYU CBA3AMU, urPopmayun nodeepzaemcs obpabomxe, 6ra200apa xomopoil
KAGMXU BbICUIUX YPOBHEN IPWNEAbHOL CUCMEMbI MO2Ym BbIAGAANYy DOAee CAOMCHbIE
ocobennocmu npoCmMpaHCMBEHHO20 PACNpedeseHUs C8eMOBHX CIMUMYI08.

18.6. Pa3surie M coxpaHeHHe CTPYKTYpbi
HEPBHbIX K.JIETOK |39

Heipous! He yHHEAJbHEL IO CBOMM 3JIEKTPHRECKMM CBOHCTBaM. [IpoBoauMTs moTeH-
MaNsl RedcTeAf CnocoOHB! GOJNLIIMHCTBO MBIINEYHBIX KJIETOK, 3MMAEPMANLHLIE
KJETKA I0JOBacTHKA W JIaXe KNETKM HEXOTOPHIX PACTEHMil, TAKUX KaK 3ejieHas Bo-
nopocsis Nitella, HekoTopele oounTs! 065a0aloT ek TpUIeckol Bo36YyAAMOCTHIO
¥ DpU HenofApd3annv rorfowaroT Ca?*, BuICBOGOXNAN NOCHKE 3TOTO KOPTH-
XaJbHble TPAHYJl, YTO OYeHb HANOMHAHAET BLIREJICHAE HEHPOMEIMATOPA HEPBHLIM
OKOHYaHHeM (cM. pasn. 14.4.5).

C npyro# CTOPOHM, B OTHOINEGHMH paiMepoB H PopMbl HeHPOHHI DOHCTHHE
yHakaJwHbl (cM. puc. 18-4). Hukakas rpyras xjeTka me MoXeT MMeTb ajmuy 10
MeTpOB, Kak MOTOHEHpPOH KHTa, Wi obnafaTs, NoA0GHO MO3IKETKOBBIM KeTKaM
[TypkrHbe, OTPOCTKAMHA, CBA3AHRBIMA ¢ COTHEN THICAY APYIUX KAETOK (puc. 18-59).
B sToM paspesie OyayT pacCMOTPEHb! CeuMaibible MexaHHW3myl, Omaromapa ko-
TOPbIM pa3BHBasOMDAiCA HEAPOH MOXET NpHODpeTaTL TaKyio (OpMy, a 3penlit
HeRpOH — coXpadfth e&. DTO NOCIYXHT HAM OTTUPAaBHONH TOYKOH s obiero obcy-
KOACHUA KNETOYHbIX MEX2HU3IMOB Pa3BUTHS HEPBHON CHCTEMBI.

18.6.1. Bnaroaapa akcoHrOMY TPaHCHOPTY DO/IEPKHBRETCH XHMHAYECKasn
Emm. hieﬂ(}ly TeNoM HePBHOH KJIETKH H e€ OTIAJIEHAbIMH JaCTAMH
40, 41

JnR Taxoro JJIMHHOTO ¥ TOHKOTO OTPOCTKA, KaK AKCOH, TOJIMLMHA KOTOPOro Mo-
MET COCTABJATL JUIIL MMIJIHOHHYHO AOMIO €ro NJMHbL, BCErAa CyulecTByeT onac-
HOCTh ObrTb moBpexAcHHHIM. HelfpoHy HeobxoARMa kakaf-To BHYTPCHHSR CTPyX-
Typa, obecneynmBaoLas NPOYHOCTb, B TRKYIO CTPYKTYPY, NO-BROMMOMY, 06pa3yioT
MHOTOTHCIIEHHbIC HEUPOPUAaMEHMb 4 MUuKpompybouKY, NPOHKH3ILIBAKOLINE LUHTO-
J1a3My NMPaKTAYECKH BCEX OTPOCTROB Hepproll kneTkn (pHc. 18-60). JekicTpETe M-
Ho, TyOy Bir U Oenka HeApOdUIAMEHTOR BMECTE ¢ aKTHHOM COCTABIAXOT OKONO
MoJOBHKHEl Beero Bemka Moara.

uFI'DOCKCJ'Ie’l' Hei'{poua BAXEH B JABYX OTHOLLUECHEMX. OR HE€ TOJILKO CIIYXUT Mexa-
HU9ECKOH OMOpOH, HO U MIpaeT peUIarOWyr pPOJib B XUMHYECKON HHTerpanuu
KJIETKH, Ype3BLITaHHO yATMHEeHNas GopMa KOTOPOil co3naeT cepbe3nbie NPpobremnl
BHyTPeHHeRA cBA3M. ONHO 4810 NPOBOAUTL MOTEHUMANEI ACHCTBHA, H COBCEM NpY-
roe —OCYILEeCTBISATE TPAHCOOPT MoJsekyl Hanpumep, Genkd HeoOX0aMMbl HA BeeM
NPOTAXEHM) 4KCOHA H NEHIPHTOB, HO (WHCTPYKIMU» MO HX CHHTE3Y COAECPXKATCA
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Puc. 18-60. Llurockener uefipoda. A, INuwpamuansie kietxy w3
IPHTE/ILHOR KODB], XaK OHF BHAHB! 8 CBETOBOK MHEKpPOCKON
nocae HIpersaoud cepebpoM. MuoxecTso TouxmxX ¢GuSprLT
TAHETCH BIOMb REHAPHTOB M aKCOHOB (a) W MPOHMIBIBACT TEha
wretox. 5. OnexTponnas Mmkpodororpadus nomepessoro cpe-
32 CHILHO MHCMMHM3HPOBARHOTO CEHCOPHOID AKCORa KOLUKM.
LrTomiasMa akcoHa COHEPXAT MHONO HeWpodriiaMeHToB

N MAXPOTPY6OUEK, a Takxke METOXOHADHH H MeMOpaHHbie
my3upbXA. MRAemEOBasA 00on0uxa Mpu wkcameH npepapara

nedopMuposanacs, 6narofapa 9eMy MOXHO BHIACTL ee CJIOH-
CTy®0 CTPYKTYpy. B. Vaacrok murTomnaimsl akcoHa, CXOLHOTo
¢ M300paxXeHHEIM Ha DpefsiaymieM ¢oTo, npe 60ablueM yse-
nuderuy. O6PATHTE BHMMAHHE, 9TO C MeMOpaHHBIMA [Y3bIPb-
KaM¥ TECHO CBSBamn HeGosblme rPymnbl MEKPOTpyBOYex.
(A-m3 S. Rambn y Cajal, Histologie du Systéme Nerveux de
I'Homme ¢t de Vertébrés. Paris: Maloine, (909-1911;
reprinted, Madrid: C.S.1.C, 1972. B n B-c mwobesnoro pas-
peweensa John Hopkins.)

B SAPE, KOTOPOE MOXET ObITh YOANEHO Ha LeNbI MeTp OT MecTa, rue Tpebyerca
6enok. B tarux ycnopmax naccuBHON ME(Yy3uM COBEPIIEHHO HEROCTATOYHO: CPef-
HeMy O pasMepaM Oenxy LA NPeoJONeHAs NyTeM AHQdYy3ud pPaccTOAHHA B 1 M
noHagobrnocs 6u1 50 net. CnenoBaTeMbyo, HEHPOHY HEOBXOANMEI AKTUBHLIE Me-
XaHU3IMBl AKCOHHOIO TPAHCUOPTA

B TumuyHOM Helpone Boe pUBOCOMB! M MpaHy IAPHLIN SHION/IA3MaTHIECKHE pe-
THKYJIYM HAXOAATCA B MpelcfaX KJIETOTHOro TeJa, T.€. pAAOM C ALPOM, H NMO3TO-
My Bce OEeNKH JI0JKHB! CHHTE3UPOBAaThCA B 3TOH obmacTu. AnnapaTt lombaxu, Ko-
TOPLI! CIYXHT HCTOYHHKOM MEMOPan A4 OTAAJIEHHbIX HacTeR K/IETKHM, TOXE pac-
MOJIOXER OKOMO 2Apa, OOWTHO Yy OcHOoBaums axcoHa. Takum o6pa3om, nelpow
MOXHO PacCMATDUBATbL KAK CEKPETOPHYIO KJIETKY, B KOTOPOH MECTO BBLIBEACHHA Ce-
KpeTa HaXOJHTCA HA TPOMAJIHOM PacGTOANMM OT MecTa oOpa3oBaHus CEKpPETOPHBIX
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Pre. 18-61. Heftpou kakx cexperop-
HAf KIETK4, Y KOTOPO® MecTa ce-
KPCOAY (OKOHYAHMA aKCOWa) pacto-
JIOXEHbl Ha GONBIIOM PacCTOAHHH
OT MecTa CRHTE3a MaKpoMoJeKy
(véna xnetxu). IIpm Taxod opramm-
JagAR HeobxonAM Mexanuim Ouict-
poro axkcownoro Tpamcnopra. Ma
J3RHOH cXeMB) He CICRYyer 3aKJ0-
4aTh, UTO BCE CHHANTHYECKUE [Ty-
3bIpbKH TPAHCTNIOPTHPYOTCA H3 Tesla
KIeTKd: 8 GobLIMHCTBe Heliporos
ony ofpasyloTCi B OCHOBHOM [y-
TeM TIOBTOPHOI'O HCHOSbIOBAHHA
MeMOpaibl B OKOHYAHHE AKCOHA.

TpanynnpheiR
IHAONNBIMATHIRCK MR
PEYMRYNYM W CEDBORHMIE
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my3ntpekos (phc. 18-61). XoTA OKONYAHHS akCOHOB GOJBIONHCTB2 HEPBHBIX KJIETOK
conepxat pepMeHTnl CHHTE3a HelpOMEAHATOPa H CNOcOOHBI K NOBTOPDHOMY HC-
[10JIL30BAHAIO MEMOPaHL! CUHANTRYECKUX My3bIPLKOB, CYLUECTBYET MOCTOAHHAS NO-
TPeBHOCTL B BOCTABKE BHOBb CHHTE3WPOBAHHBIX MeMOpaH B depmeHTOB W3 Teia
KBETKR. B axcoHe MOXHO BueTs MeMOpaHHbIe NY3bIPbKA Pa3HOO6pa3HbIX pa3Me-
pPoB U GOPMbI, M €CJIM KCOH I'De-TO [epeXaTtb, Takue ny3ntpbku OpicTpo ckanmm-
BaloTcs B 3ToM Mecre. CromieHye Mmy3bIpbKoB TPOHCXOAMT ¢ OGErX CTOPOH OT
MepexaToro yvacTKa; 3HaTHT, HMeST MeCTO KaK awmepo2padbill TPAHCTIOPT OT
KAETOYHOTO Tesa, Tak A o6paTHuiit, v pempozpadweiti, TPAHCIOPT OT OKOHYAHMA
axcoha K Tesy kieTkd. «Bolspapiaroumiecs» my3nlpbKH, KOTOpblEe OOLIYHO KpyIHee
Ny3bIPLKOB, MEPEHOCHMBIX OT Tejld HEApPOHA, CONEPXAT OCTATKE pPa3pylIeHHLIX
CTPYKTYP, NpeaHa3HAYEHHbIE [UIA PACTICINEHAA B AM30COMax. B HUX 9acTo conep-
XATCA TAKXKE MOJMEKY/H, MOrNOUIEHHBIE OKOHYAHUEM 3KCOHA M3 BHEKJETOHHOM
cpetsl MyTeM 3HAOLBTO3A.

18.6.2. AKcouHBI TpPARCHOPT MOAPA3TERETCA HA ObICTPbie
H MefteHHble KommounenTnl [41]

[ToMeTHB DEPEROCHMSBIE MOJSIEKYJIN, MOXHO M3MEPUTh CKOPOCTH NEPEMELICHUA
ny3sipskoB. HanBosiee «OblcTphle» M3 NMy3nIphKOB, YHacTBYIOUDIX B aHTEPOIDan-
BOM TPAHCSIOPTE MOJCKYJL, ABUXYTCA CO CKOPOCTBK OKoflo 400 MM B CYTKH (Y Te-
IUIOKPOBHAIX XHMBOTHBIX). DTa CKOPOCTL MPAKTHIECKR OIMHAKOBA HE3aBUCHMO OT
BHAA XHBOTHOIO, TOJIUMHbI aKCOHA W €ro 3IMeKTPUIeckod akTUBBOCTH. B obpar-
HOM HADPABJIEHAM HAHGOLIIAS CKOPOCTb B NOJNTOpa-ABa pasa MeHnive. [lepensu-
xenue Bosiee KPyOubix DY3LIPLKOB MOXHO HAGMOXATH B XUBBIX KJIETKAX B KYJBTY-
pe TKaHW. DTH DY3bIPbKH MPOABUrAOTCA BOEPel PhIBKAMM, CKaykooOpa3Ho - Tak,
xak ec bl B K2)XZAOM W3 HEX BHE3ANHO BKTIOYASICHA KAKOH-TO ABMIATEMLHBIE Me-
xanA3M. Eme He 0 KORLA ACHO, KaK CO3NAeTCA 3Ta ABMKYIAS CHJIa, OOHako Ovlio
YCTAHOBNEHO, YTO OH4 CBA3aHA C rHIApPo/M3oM ATP. AXCOH COMEpXHT Hapaay
¢ MUKPOTPYBOUuKAMH U HeHPOdRIaMEHTAMH MHO3HH ¥ 2KTHH, M TPAHCIOPT My-
ALIPBKOB MOXET Ob!ITh OCTAHOBJIEH ArEHTAMH, Pa3pyHAIOLIMMU AKTHHOBLIE (ura-
MeHTbl RJId MUKPOTPYOOTKH.

Tepeasikenne N0 akCOHY MY3bIPLKOB, NEPEHOCAIMX JMORALL [NIMKOIPO TEHMHB!
MeMOpau U MaTepuan LA CeKPEUAHM, COCTABIIACT Obicmphiil GKCOHHBIZ mpaHcnopm.
KpoMe TOro, MMEETCH MmedaeHHblll AKCOHHBIZ mpuMcnopm, B TpoOUEcce KOTOPOTo
IePEMELUAYOTCSA CAMH MO cebe BenKu LMTOoCKesNeTa, HENPEPhIBHO BBIXOASALIBE K3 Te-
Na KJeTkH, ¥ GepMeHTh! maTo3ona (cM. pasa. 10.7.2). Tybymin u Benky uenpodn-
NAMEHTOB ABMXYTCA C HaMMERbLIEH CKOPOCTbIO, NPHMEPHO | MM B CYTKH UJM Ja-
Xe MeIJIEHHee, 9T0 NMPHMEPHO COOTBETCTBYET CKOPOCTH, C XOTOPOH YASMHSAIOTCA
MAKPOTPYBOUKM TYTEM MPUCOEAMHEHUS TyOYJHHOBBIX MOHOMEPOB B APYIHX
CTPYKTYPaX, TaKHX KaK MUTOTHYECKOe BepeTeHO. [10a00Hble MEXaHU3MBbS MEAJIEH-
HOTO u BLICTPOro TpaxcDOpTa CRONCTBEHHBl M ACHAPHTAM. TakuM oOpazoM, HEw-
PoH NozuepxsBaeT ¥ oBHOBNAET CBOMO CTPYKTYPY M YCTPAHAET MOBPEXAEHHASA



Puc. 18-62. Konycwt pocra p passw-
BayoLU[EMCH CTMTHHHOM MO3Iy Tpex-
JIHEBHOTO KYPHHOTO 3MODHOHA, BH-
IHMBE HA AONEPESHOM Cpe3e MO3-
ra, OKpawWenAoM 1o | OMMbKH.

VY GonsuivpcTea HelpouoB, 00-BA-
JHMOMY, TIOKA TONLKO OIMM BuITA-
HYTbI OTPOCTOX—Byayluudl axcomn.
Kouychl pocTa BCTABOYHBLIX HEHPO-
HOB OCTalOTCSl BRYTPH CHOYHHOIO
MO3ra, KONyCsl pocTa MOTOHEHPO-
HOB BHIXOAST W3 Hero (wrobnl Ha-
MPaBHTLCA K MbiMAM), a KOHYChl
POCTA CEHCOPHBIX HEHpPOMOB IIPOPa-
CTAOT B CITHHHON MO3r cHapyxn
(OTTyAa, FOe pacloNONKERLl MX Te-
5a). MHOTHE WIeTKR DeHTpafbHbIX
obyracyelt CIEHHOrO MO3ra y M-
6peona ewe nNpoMpEpUpYIOT H TO-
K& HE Pa3z}EeJEUIKChL Ha BERpOHLI

¥ rasansHele wieTkd. (S. Ramén

y Cajal, Histologie du Systéme
Nerveux de I'Homme et des
Vertébrés, Paris: Maloine,
1909-1911(; reprinted, Madrid:
C.S.1.C, 1972)
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CBOHX [UTMHHBIX OTPOCTKOB, a Tajoke OCYLIECTBJIAET XHMHYECKYIO CBA3b MEXIY
sapoM B HamGonee yaameHBbIMM HaCTAMM KJETKH.

INepefizeM Teneps OT TpoSneMbl NofdepxaHAs CTPYKTYpbt Helfpona k mpobie-
Me ee PalBHTHA.

18.6.3. Ha koHuMKax palBHBAIOUMXCA AKCOHOB H JICH/IPHTOR
uMeeTcH KoHyc pocra [42]

[Mockoabky HeHpoH CMOCOGEH NPOBOMUTL AMMYJLCH (HOTEHLMASHLI ASKCTBAS) A
C MOMOLIBK) CHHANCOB NPHHUMATL W NepefaBath CUTHAJKI, €ro cheuuduieckas
POJIb OLPENleMETCA €ro CBAIMY ¢ ApyTHMM KileTkaMy. I1o3ToMy At Toro, 4To6s!
DOHATH, KAk HeHpor npuobpeTaeT onpenesennylo (Qywknnwoo, Heobxoaumo
PACCMOTPETh, KAK OH HANpPaBNAET CBOM JSHIHHBIE OTPOCTKA K COOTBETCTBYIOLMM
MeCTaM HA3HAYEHUA ¥ KaKEM O0paioM YCTAHABIMBACT yOOPAMOYEHHBIE CHHANITH-
yeckme cBaan. Oco6oe BHMMAHWE MCCEOBATENeHd NPABNEKAIOT ABE CTPYKTYPHLI:
KOHYC pocma, ¢ DOMOIBK XOTOPOro Pa3BHBAKOIMACA OTPOCTOK HEPBHOH KAETKHA
(aXCOH WJA OEHAPHT) HANPABIAECTCR K CBOEH MPIIEHM, M cuxanc, XoTopsiit oOpa-
IYETCH, KOTA4 OTPOCTOK HOCTUIHET Leu. Kodyc pocTa urpaeT UEHTPABHYHO PO
B 06paioBaHWM HepBHbiX CBsizell. OlUHCAHHE NOBENEHHS WM3OJMPOBaHHOIO KOHYCa
POCT2 NOCITYXAT OCHOBOH MNA NOCNERYIOWEro ob6cyXAeHHs pa3BATHR HEHPOHHBIX
CACTEM.

3pesulii HelfpoH pPa3BUBAETCA B3 OTHOCHTENLHO HEGONBIUON KAETKH-DpERIde-
CTBEHHUIBL, KOTOPaf NEPECTaeT REMUTLCH eIle RO TOro, KaK BhIMYCTHT CBOM OT-
pocTku. Kax npaBusio, MEpBRIM HaTRHACT PacTH AKCOH, 3 REHAPHTH 00pa3yroTcs
HECKOJbKO Modke. BCro NocaenoBaTelsHOCTL cOBLITHI sruepsble Hab/moNamn B HH-
TaKTHOW 3IMOpHOHATLHOH TRauM, NpuMeHAA OKpalypauue 100 [ obmku
(prc. 18-62). 3Ta MeTomuKka MO3BOJKJA BhIABATL HA KOHIE PaiBMBAKOLUETOCA OT-
POCTKa HEpBHOUW KJIeTKH cBOeoOpa3Roe YTOJIEHW e HENPAaBHJILHOK (GOPMRBI, KOTO-
PO, BUIMMO, ¥ MPOKJIANLIBAET MYTh Yepe3 OKPYXAOUIYIO TKAHL, DTO U €CTh KOHYC
pocTa.

Bommas nacTs AMErOMEXCA B HACTOSMIEe BPEMA CBEICHUH O CBOHCTBAX KOHY-
COB POCTA MOMYYEHA B Pe3yJbTATe H3yYEHAst HEPBHOW TKAHH B KYJNbLType. 3apolnbl-
LUCBbIE HEPBHBIE KJIETKM in Vitro BLIMYCKAOT OTPOCTKM, KOTOPble TPYRHO MIECHTH-
¢bEUMPOBATh KaK AKCOHbI MM  JHEHAPHTLI H XOTOPBIE [MO3TOMY DOJYYN/M
HeRTpasbHOE HalBawHE Helpumos. KOHYC pOCTa Ha KOHIE KaXAOro HeHpuTa
B KyJbTYpPaJibHOM Halllke MOXHO CPaBHMTL C XMCThIO PYKE: OB COCTOMT M3 LIMDO-
KOH YTIUIOLLEHHOH YacTH HeHpATa, HANOMHHAIOWIEH JRAQO0HB, C MHOXECTBOM
MJMHHBIX TOHKAX UHMAKOB, TOXOXAX Ha NasbUnl (puc. 18-63). DTR MukpoLsmmka
HmeroT Tommmdy oT 0,1 40 0,2 MKM B MOTyT AocTHraTh 50 MKM B [UBIHY; WOMpO-
Kas Tockas ofnacTs KOHyca pocTa MMeeT MUHUPHRY M IJMHY OKQJIO S MKM, XOTH

Konyc pocra
CEHEOPHOT O NENPONa,
BXOAAWLETD B
CIMHHOR MOIr

Teno
\ AN TEDHEADONE
| -l Kowye poctas
A L MHTEp ERRONE,
OCTHOULETOCN

BHYTOH CAKHKAro
MO3ra

P Tl
Jory Konye pocra
{30 moroneapons,
Y BaixogAwWero

PapvBaoUMACH M3 EAMMMOr O
AeNanwT WOoIra

MODTOMEHpOHD
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Puc. 18-63. Konycel pocra: mukpo-
PoTorpagRyR, DOSTY9eHHsE C NO-
MOIIBIO CKAHHMPYOUIETO 3SICKTPOH-
Horo Muxpockoma. A. Kowycw poc-
Ta Ba KOHOE HEWPHTA CHMTaTydec-
XOTr0 AEHPOHA LMIMUIEHKB B KYIbTY-
pe in vitro. BuBmudi padec eXHMCT-
BEHHLIM, KOHYC POCTA HEJABHO pal-
nesmancs Ha mgea. OOpaTuTe BHMMA-
HRE HA MBOTOYHCJICHHBIC MHKpOLIR-
MKy M HA TO, YTO HeBPAT HMeeT
BUO TYrO HaTAHYTOR CTpPyHbl. 5.
Konyc pocTa ceHCOPHOTO HERpOHa
Xenopus, «xapabratowerocs» no
BHYTPEHHEE MOBEPXHOCTH 3OUACPMH-
ca rofeBacTHka in Vvivo. (A—-m3

D. Bray; in: Cell Behaviour

[R. Bellairs, A. Curtis, G. Dusnn,
eds.], Cambridge, Eng.: Cambridge
University Press, 1982, B—m

A. Roberts, Brain Res., 118,
526-530, 1976.)

10 s

To9HaA PopMa ee MOXKET M3MEHATHCA KAKAYIO MHUHYTY. «llepenoHku» Mexay MHK-
POMMMITHRAME KOHYCA POCT2 MOKPBITHI CKJaAdaToN, «ro¢pHpoBaHHON» Membpa-
HOH, NoxoxeR Ha MeMmOpaHy nepemHero xowua aswxyluerocs ¢pubpobaacra (cm.
pasg. 10.7.8). CaMu MIKPOUMMUMKH HAXOAATCH B MOCTOAHHOM LBKDKEHWM: B TO Bpe-
M# K2K OJHY BTATUBAFOTCA 8 KOHYC pOCTd, Apyrue, RAOBOPOT, YIIMHAIOTCS, OTKJIO-
HAWOTCA B pa3nble CTOPOHBI, NpPAKAcArOTCd K CyOCTpaTy ¥ MOTYT TNPHIMNATH
K HeMy.

OTtr nHabmronends, a TakXe Apyrve, KOTOphle OYAyT paccMOTPeHB! MO3Xe, NOo-
3BOJIAIOT NMpeNoNaraTh, 9TO NPOIBHXEHAC KOHYCA POCTE HANOMUHAET ABHXCHHE
BEMYlEro KOHNA TAKHX KNEToK, kak ¢ubpobrnactsl (cm. i 10). Onxako uMeeTcn
N0 McHbWER Mepe OAHO BaXHOE PAazTHTHe: BeAyUmi koHen ¢ubpolbiacra pei-
CTBYET KaK JIOKOMOTODPHbI! OpraH, TARYIMMH 38 COOOR BCIO KJIETKY, a KOHYC pocTa
3ACTABJAET HEAPHT YAMHATLCSA, TOTa KaK TeNo KJeTKW OcTdeTcs HAa Mmecre. Ka-
Kyl0 pOSik B TakOM CJy4ae Urpaet KOHYC pocTa B COCPENOTOMEHHA MaTEpHaJIoR,
HeobxoauMBIX 1S pocTa HelipuTa?

18.6.4. Beixn mMTOCKeleTA W (parMeNThl MeMOpPARK!, HeoOXOoaHMLIe
A POCTd, BCTPAHBAKTCH B PA3HBIX MecTax [42]

HexoToprie yxalzaHUs OTHOCHTENIEHO MEXaHW3Ma POCTA HeHPHTOB AeT W3y4EHHE
BHYTPEHHER CTPYKTYPH! Pa3puparowierocs HelipoHa. Kak u B 3pesom Hefipode, pm-
60COMBI B OCHOBHOM COCPSAOTOREHB! B Tene KJIETKH, e, CIIEA0BATENLHO, U TPo-
XomAT cHHTe3 bBestka. Heliput comepxuT MHXpOTPY6OoukuM H HelpoduNaMeHTL,
a TAKXEe HEMHOTIOYMCIIEHHbIE MeMOpaHHbie Ny3bIPsKH ¥ MHTOXOBAPHH. B oT/mune
OT 3TOr0 NMpoKas «JIAAOHB» KORYCA POCTA 3aNOJTHEHA MEJKUMA, UHOTAA COean-
HEHHLIMH IPYT C APYTOM MeMOpaHHBIMA My3bIPbKAMHA HENMPABWILHOH GOPMBL, Ha-
OOMRHAKIMEMY [JIALKAA SHAONAa3MaTudeckud peTuxysaym (puc. 18-64). Heno-
CPeNCTBEHHO HON («TOPPUPOBAHHBIMK» YdacTKaMu MemOpaHhl H B UTMIOHKAX
AaXoIMTeH IUIOTHAA MACCA NMepenyTaHHbIX aKTUHOBBIX ¢unaMenToB. KoHyc pocTa
CONEPKMT TAKXEC MUTOXOHAPWM. MBXpoTpy6ouky ¥ Be#podunamMeHThl B 3TOM
obnacTH oxaHIABAKOTCA.

B npruanMne HefipAT MoT Obl PacTH 32 CYET BKIMOYEHHS HOBOIO MATEpHANA JH-
60 y cBoero ocnoBanun (863K Tesa kJETKH), MbBo Ha camoM xonue, mbo xe nmo
Bced amyEe. B OEBCTBUTEIBHOCTH Pal3HyHbIe KOMIOHEHTH HEAPHTA, NO-BHOMMO-
MY, BCTPauBatOTCA B pa3nbiX MecTax (puc. 18-65). BeposTHO, MURpPOTPYOOHKH
1 HelipodunRaMEHTb! YUMHAIOTCH [MIaBHLIM o6paloM 3a cueT gobaBrenus BHOBbL
CHATE3INPOBANRHLIX CYOBEOMHATL Y OCHOBanUA HeipuTta. OnM npoapAraroTca BOepen



Puc. 18-64. Cpes xomyca pocra
{3J1EXTPOHHASN MUKPOYOTOrpapua).
BuaHe) HEOPABMTLHBIC CROTLIEHHS
OY3biPhKOB H UIEMEHTOR IJIANKOTO
SRIOILIA3MATAYECKOTO PETAKYMYyMA.
(C mobeanoro paspewenns Gerald
Shaw.)

Puc. 1B-65. Mpenmostaraemsti xon
cOOpKH CTPYKTYPHAIX KOMIIOHENTOB
HeHpuTa MO Mepe ¢ro pocra. Ha
cxeMe A ROBOCMNTEIHPOBAHHEIA Ma-
TEpHaT BbideJed KPACHLIMH KOHTY-
pamu. Ha cxeme B xpacumimg nx-
HHAMN TNIOK233aHO MECTORAXOMACHWE
TOro Xe MaTepHata CNYCTA HeKOoTOo-
poe BpeMs. MUKpOTPYOOHKY H MHK-
pOodHIAMERTEl MEMIEHHO BLITAIKH-
BAIOTCR M3 TeJla B pe3yasTarte HO-
GaBnenyus K HUM HOBRIX CyObemu-
HAX, TOrJa Xax MemOpamHbie Ty-
3RIPLKA OBICTPO TPAHCTIOPTHPYIOTCH
K KOHYCY PocCTa, FAC BXILIOYEIOTCH

B TNA3MaTHYECKyt0 MemOpany.

B otnuume oT MEXpOTpYyGouex

M MUKPOGWIAMEHTOB IUlazMarHHe-
ckafg Membpana ueMpyTa, OAHAXKIL!
chopMHPpOBaBLIMCh, MPARTEIECKH HE
H3MEHSET CBOErO TOMIOXEHHA OTHO-
CHTENILHO Tejla KIETKH: BHeKne-
TOYHBIE YACTHIMN, OPHIAMIUEC

K MemOpane, HC TIEPEOBHTAIOTCA.
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CO CKOPOCTHIO OKOJIO MPJUIMMETPA B CYTKR, YTO PABRO CKOPOCTHM «MEIJIEHHOTON»
AXCOHHOT'O TPANCNOPTa B 3pesioM HeifpoHe. [lockombxy nMpUMeEpHO Taxopa W cped-
HAA CKOPOCTL NPOIBUXECHUA KOHYCA POCT4, BO3MOXHO, YTO BO BpeMs pocTa Hel-
PETZ B €ro JajlbHeM KOHIE He OPOHCXOMAT KU COOPKU, HA PaspyIMEHUS MEKPOTPY-
6ouex n HeHpOQUIAMEHTOB.

C npyroit cTOpOHb!, HOBLIE MeMOpaMpbii MaTepuan An00amsfeTcs, BHABMO,
y okonvarus. KoHyc pocTa—3T0 06JacTh ObICTPOTO 3K30- M JHAOLMTO32, O HeM
CBHIETENLCTBYET MHOXECTBO HAXOJANIMXCA 3MECh [My3nIpbKOB. Meskae MeM-
6panHbIe [MY3bIPbKE MEPSHOCATCH NO HEHPHTY OT Teia KNETKM K KOMYCY pocTa
¢ TOTOKOM BBICTPOr0 2aKCOHHOTO TPAHCIIOPTA. DTH U APyrHe HA6SMONeHHA NMOKAILI-
BAIOT, YTO MEMOpaHHuIil MaTEPHAL, BIIMMO, CEHTE3HPYETCA B TeJle HelpoHa, nepe-
HOCHTCS K KOHYCY POCTa B BHAE ITy3bIPbKOB H BKKOY3eTCA 34¢ChL B Ma3MaTHue-

CKYto MeMﬁpaH}' MyTeéM JK30LMTO3a, YANHHASA TaKHM 06P330M HCﬁpHT
(puc. 18-65).
Teno neRpoHa MuKpoIpyBourn Kouye pocya
Hedpodwinamente:
4 MysipsxH Qummytca
A B CTOROHY OKOHYBHHR CO
CHOPOTTLI0 400 mm B CyT KM
=) :|_\
= —o— - = i
|
Marepvan, BCTPOEHHLIA B MuRPCTPYSOYKH 1
MeMOpaNY, NDAKTUIECKH He wHeRpothunamer Tei ABKYTCH
nepeMowaeTch B STOPOKY OXONNEMHA KoHyc pocma

CO CKOPOCTRIO | 84M B CYTXH NPOABMIBETCA MR

1M B CyTRn
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onuopHnTUH Nannaawni

—
A 20 mxM

Teno HenpoHa

Heapursl

—_
b5 200 Mxm

Puc. 18-66. Komycsl pocta va Kymn-
TYypasBHON 9amxe, HOBEPXHOCTB KO-
TOopo¥ CHavaja NOKPLUIM TIOMHOPHH-
THHOM, a 3aTeM CBEpPXY HaHEC/TH
KBaJIpaTHRI¢ MATHa nawnamms (paso-
BQ-KORTPACTHEIE MWXpodoTorpa-
tuu). Tak kax MOBEPXHOCTBL RJIETOK
3apOKeHa OTPHTATENLHO, AKCORbI
CHJIbHO TPUNBOAIOT K MOJIHOPIHUTH-
AY, 3aPSOKEHHOMY TONOMHTE/ILHO.
Kouycnl pocra NpoABHrayoTes 1o
ROJIMOPHHTHHOBLIM «(YJIHOAM» A 06-
XOIAT NajSTaflHEBBIC YMaCTKM. A.
Komychl pocta Ba rpadmue mByx
cybcrparos opn GOnbWEM yBendye-
nan. 5. Ta %e KymeTypa OpH Memb-
1IEM YBENHYSHHM; OYTH, BHIOH-
PacMBIEC XOHYCAMH POCTa, BHAHLI 1O
PACMONONKEHAK COOTBETCTRYIOLLMX
HCHPHATOB, KOTOPRIE MPEJIKTAIOT

X nonmopuutuHy. (P. Letourneau,
Dev. Biol, 44, 92-101, 1975)

18.6.5. be3 MuxpoTpyfouek paIBHBAIOLMICS HeHPHT BTHAIABAETCH
o6paTHO, 2 6e3 aKTHHOBLIX YHIAMEHTOR OB Re MOXET NPOABHIaATLCA
Bnepen [43]

Kowyc pocra-3to npexae Bcero oprad, Tsuyumi 3a coBof HeBpuT, ¥ nostomy
eMy HeobxofAMO NpovHoE cueruleHne ¢ cybcTpaTtoM, No KOTOPOMY OH TPONBR-
raerca. JeHCTBHTE/LHO, B KYJbType TKAHR 3TO OOBIYHO EAHHCTBEHHHI Y9acTOK
HelipnTa, npukpennArouDdics k cycOcTpaTy. MoXHO cnerka CABUHYTh CPEAHIOD
9acTh HelipUTa B CTOPOHY, OCTABHB NIPH 3TOM TeJIO KAETKH U KOHYC pOCTa Ha Mec-
Te. EcsM HEHpHT 3aTeM 0cBoOOaMTH, OH, NOAOOGHO HATAHYTOH CTPYHE, BEPHETCA
B NMEpPBOHAYALLHOE (OJI0XERUe. Ecny ke KOoHyC pocTa OTpe’3aTh, TO OCTabHOR
HEHPUT BBICTPO BTATUBACTCR B TEJIO KNETKH. OHEBMIHO, HEHDMT HAXOMUTCA B Ha-
THAHYTOM COCTOAHRM: KOHYC POCTa TSAHET ero BIEPen.

JJist nepeaBrXeHst KOHYCA pOCTa HeOOXOAMMS aKTHHOBME GunamedTnt. Ecm
B KYJbTYPaJibHYIO cpelly A06aBUTEH lMTOXANa3MH B, npenoTepawiarowmii noaume-
PH3alLMIO aKTHHA, IBH)XCHHE MHKPOIMIUMKODP KOHYCa POCTAa NPEKPALlaeTC H axCoh
NepecTaeT NPONBATATLCA BIepel, TeM He MeHee KOHYC POCTa OCTaeTcH NpHKpell-
NeHHBIM K CyOCTPaTy, @ HEHPHT COXpaHfieT CBOXO DPEXHIONW IJMHY. EcCiM e
B KyMhTypaJibHyl0 cpely n00aBATH KODMUMH, Pa3pyliaroumi MEXpoTpyOouku,
HeHpUT ByneT BTArMBaTBLCA 06paTHO B Teso KieTKH. B To ke spema M3 mpokcu-
MaJIbHbIX y9acTKOB HEAPATA, KOTOPLE 0 TOro BnimM riankumMu M NpambiMu, By-
RYT Pa3BHBATHCA HOBbIC MUKPOUMIIMKE H JaXE€ HOBhIE KOHYChl pocTa. IlosTtoMy
6b110 BbICKA3aHO NPENNOJIONKEHRE, 4TO MUKPOTPYOOUKH CIyxaT aas crabusmza-
IAK YAUTHHAIOIKETOCA HEHPHTA W AN OTPAHAYEHHN Y9ACTKOR, TAE MOXET Mpo-
ABJIATBCSA AKTHBHOCTb KOHYCOB POCTa, Nofo6HO ToMy kak B ¢puabpobnacte Murpo-
Tpy6owa1, NO-BHAMMOMY, OUPENS/AIOT JNOKAT4IAUHI0 MeMOpaHHOR CHIANMATOCTH
(c™m. paza. 10.7.4).

18.6.6. Iy npoaB@kesHA KOHYCOB POCTa MOLYT OHpeACTATHLCH
JIOKA/IbABIMH XAMHYECKAMM 0COGeHBoCTSMI cyGcTpara [44]

Tak xe xak v pubpobracTul, KOHYCH! POCTA OTHAOT NPEANOYTEHHE TEM cyOcTpa-
TaM, kK KOTOPHIM OHH MOTYT RPOYHO «NpRiMNaTe». B 3kcmepaMenTe xieTkam
MOXHO NPpemIoX)UTs TOT HJM HUHOHA BbIGOP cyGCTPaTOB, BhIpALMBas HEWPOHA
B KYyNbTYpPaJbHhIX HaLIXAX, HA OOBEPXHOCTL KOTOPBIX HAHECEHb! NATHA NAJUIATHSA
(prc. 18-66). CybeTpaT, cBOGOXHLIL OT Nannagaa, MOXET ObITh OOBIYHLIM ILTACTH-
XOM, K XKOTOPOMY KJIETKa GPRJMMAET MeHee NPOYHO, YeM K MaJUTaauio, M MOXET
BLITE DOXPBIT DOJNIOXUTELHO 3APSKEHHBIM MTOJIAMEPOM NOJMOPHUTUHOM, K KOTO-
POMY KNETOMHLIE MeMOpPaHb! (32aPAKEHHBIE OTPAUATENLHO) NPHIMOAOT IHATHTE Tb-
HO TIpOYHEL, HeMm k MeTamty, B nepBom cilydae KOHYChbl pOCTa OCTAIOTCA HA ydaCT-
Xxax ¢ JaJUlagMeBRIM TIOKPRTUEM H A30eTarT NJACTUKOBOH 10BEPXHOCTH. Bo
BTOPOM OHK NPOABHIAFOTCHA [0 HOJIOCKAM MOJMOPHHTUHA, 06xoad managuii. Ma-
TepHaJibl, NOJOOKBIE MOJMOPHATHHY, 001a/1a10T HACTOMBKO CHJILHLIMU A[ITe3HBHLI-
Myt CBOJACTBAMM, 9TO HE TOJILKO €aM KOHYC POCTa, HO M BeCh HEHPHT NpHAANAeT
K CybcTpaTy, NOKPHITOMY MOBOPHATHHOM. Torka nyTs konyca pocTa kak Owl 3a-
mycuBaeTcs B GOPME TAHYLIErocs 3a HMM Henpura. KpoMe Toro, B ciaywae mpo-
JIBAXEHUA IO JIATIKAM Cy6CTpaTaM KOHYChl POCTA CHJILHEE BETBATCA.
Cy6cTpaTsl, 0O KOTOPHIM NPONBATAIOTCH KOHYCHI POCT2 B XHWBOM OPranmiMe,
JIOX0O M3Y4eHb), TaK & Kak A ¢aXTOpsl, HAMPABAAOLHME POCT ¥ KOHTPOIUPYLO-
ume peTBJIEHHE HeHDUTOB B yCAOBMAX HOPMASLHOYO pazsuTua. Ofdako cywecT-
BYET OHKH BUO KOHMAKMHOZO KOHTPONSA, BAXHaA POJIb KOTOPOIO ACHO OPOAEMOH-
CTPHpOBaNa KaX in Vivo, Tak ® in vitro,—HanpasifioOlee OeHCTBHE IOpYTHX
HEPBRLIX BOJIOXOH. KOHYCHl pPOCTA NPHKPENAIOTCR K YXKe CyIUSCTBYIOLOMM HeHph-
TaM Y TEPERBUTAXOTCA BNOJb HWX. [103TOMY DepBble OTpACTAIOUME HEHPHTHI
WIPaoT PONL IMHOHEPOR, 33 KOTOPHIMM TO3XKEe MOTYT cienoBaTh apyrde. Tax xax
CYyMEeCTBYET CMJIbHAA aJre3ust MEXIY HeHpHTaMM W MexIay HEHPUTOM M KOHYCOM
pOCTa, HEPBHbIE BOJIOKHA Y B3POCJIOrO JXMBOTHOTO OK23BIBAIOTCH CIPYNMHpPO-
BaHHBIMA B IIOTHbIE NAPaJUIENLHBIE DYYKU, ANMK gacyuxyasel. TakaM xe IyTem



Puc. 18-67. da3oBo-koHTpacTHAR
MUKPOGOTOrpahuft, na KOTOopoH BE-
JIeH KOHYC pOCTa CEBCOPHOTO HEF-
poHa, NPOIBMIAIONIANCA N0 HANpas-
JIEHHIO0 K IIBAHHOBCKOM XJIETke

B Ry/mLTYpe in vitro. (C sobeanoro
paipewenns Jennifer Pinder.)

Pure. 18-68. MuxpodoTorpadus cem-
COpPHOrO IaMT/IEf, KOTOPbIH poC

B Tedenue 36 4 in vitro » upuCyT-
¢cTBUM daxTopa pocTa nepdom (A)

u 6ea mero (5). He#zputhl oTpac-
TaT OT CEACOPHBLIX HeAPOHOB
TONBXO NpH HAMMIKY B CPEAE ITOrO
dbaxropa. B xaxno# kyneType co-
ACPXKATCA TAOKE NIBAHHOBCKWE
KJIETKH, KOTOPbIE MAMPHPYIOT M3
raur/mia; $axTop pocra HEPBOB HA
Hux He AcHcreyer. (C mobeanoro
paspewenns Clive Thomas.)
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06pa3yroTCs BHAMMEIE HEBOODYXEHHBLIM rJ1a30M NepudepAYECKAE HEPBLI, KOTOPLIE
IPOXOAST OT UEHTPALHOA HEPBHOH CHCTEMBI K OTIAAJIEHHBIM YACTAM Tena (xoTs
BNOCIEACTBHM OTACTbHLIE aKCORM 000co6asIOTCS APYT OT Apyra ofosoukaME A3
LTBAHHOBCKYX KJETOK). BbLI BBLAEIEH IIAKONPOTEHH, HAXOAAUWMICA HA NOBEPXHOC-
TR HERPOHOB («PAKTOP AMNEINBHOCTH KIIETOK») W ofecneyrBarONMi CIeIUIEHHE Me-
XAy PA3BHBAIOLMMHCA HelipuTaMA. Beio Taxoke noxalzaHo, 9TO aHTHTENA K 2TOMY
FJIAKONPOTENHY NOAABIAIOT TEHACHUMIO PA3BHBAIONIMXCA HEHPHTOB k obpa3zopa-
HEIO OYYKOB.

Ho ocTtaeTca euie Hepa3peieHHBIM BOTIPOC, ¥TO HANPABJIAECT ABUXEHHE MEPBBIX
KOHYCOB pocTa. OlHa U3 IIPHBJIEKATENbHLIX TUNOTES, B NOML3Y KOTOPOH UMENOTCA
HEKOTOPbIE JaHHBIE, COCTOHT B TOM, YTO MHMKPOLIMIMKA, ACHCTBYA Hanomobue wry-
naneu, UCCIENYIOT OKPYXalollee NPOCTPAHCTBO M PAcCNO3HAIOT HA TNOBEPXHOCTH
APYTMX KJETOK CcrennduYeckHe METKH, CTYXALME YKasaTeAAMH HaNpaBfEHHA
(puc. 18-67). Uem IMHHee MMXPOLUMIMKY, TeM GOJbLIE PACCTOAHUE, HA KOTOPOM
KOHYC POCTa MOXET OOHapyXHTh KJIETKY C TaKHMH YKA3aTEJIAMH WJTH KJIETKY-MH-
\0eHb A WIMEHATH HATNPABJEHUEC POCTA HEHPHTA.

18.6.7. [Ipm:menHe KOHYCOB POCTa HEKOTOPHLIX HeHAPOHOB HARpPARIAETCH
TAKKe XeMOTAKCHYECKHMH (PAKTOPAMH, TAKHMH Kak ¢hakTop

pocTa HepsoB [45]

Hanpasnenye pocra HEpBHLIX BOJIOKOH ONPEREJSIETCA HE TOJLEO KOHTAKTREIMY
BAARMONEHCTBUAMH, HO U BJMAHMEM CO CTOPOMB! MOJIEKyJ, PaCTBOPEHHBLIX BO BHe-
KJIETOIHOH XUJKOCTH, DTO OBUJIO 9ETKO NPOAEMOHCTPAPOBAHO B CiTydae hakTopa
pocTa Hepeob (PPH). Kak yxe rosopusiocsk B rhase 13 (pasn. 13.1.7), atoT ¢akrop
Heo6XOMMM 1171 BhIAMBAHUK HEKOTOPLIX HEHPOHOB, B YAaCTHOCTH DEpHPEPHUECKUX
CEHCOPHBIX HEHPOHOB M HEKOTOPHLIX NEPHDEPHYECKHX MOTOHERPOHOB, UHHEPBH-
PYFOLTHX TJIAAKAE MBIIMILI ® JKeJe3bl,— TaK Ra3blBAeMLIX CHMNATHIECKAX Helpo-
HOB; OH HYXEH 3TMM HEHPOHAM, HO B HECKONbKO OOIBIIMX KOMMYECTBAX, TaKkKe
n s obpazonanun weiiputos (puc. 18-68). B nocnennweM cnywae ®PH nomxen
BO3ACHCTBORATE HENOCPEACTBEHHO HAa KOHYC pOCTa: 6CJM YYBCTBHTEMbRBIE kK OPH
HEAPOHB! IOMECTHTSL B KY/bTYPaNbyYIO KAMEpy, PAsdeNeHHYH0 Ha OTCEKH, TO OHM
OynyT mocbLnaTh OTPOCTKH W3 OXHOTO OTCEKA B APYrodl TOJBLKO OPH YCJIOBUH, 4TO
Bo BTopoM oTceke conepxutcs ®PH (cM. pasa. 13.(.7). Korycn pocta Takux mef-
POHOB cMocoOHnl BeIOHPATE HAMIPABNEHHE CBOETO NBUXEHWA B 3aBUCHMOCTH OT JIO-
XasnbHOTO rpaadedTa xorneHTpauud OPH. DTo nokaseiBaeT cneayroumMi skcoepu-
MERT in vitro: ecit mukpoownetky, comepxawyro ®PH, nomectdts B6ma3m
KOHYca poCTa, HO B CTOPOHE OT JIMHHH €ro NEPEABUXEHWSE, KOHYC pOCTa NMOBEPHET
x uctounnky OPH. Tloannee Mul yBumiM, kakoe 3HaUYEHAC MMEIOT ONOOHBIE 3¢-
$exTh in Vivo.
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18.6.8. KoHyc pocTa A0/DKeH Y3HATL CBOIO MMLIEHb H OCTAHOBHTHLCS

Konyc pocTa noJoxeH B KOHUe KOHUOB NpeBpaTUTLCA B HedTo HRoe. JIOCTATHYB
CBOEN MEILIEHM, OH JOJDKEH KaK-TO y3HaTh 06 3TOM: 3aeck HY¥HO OymeT chpopMm-
pPOBATh CHRAMNCKH ¥ NPEKPATHTh POCT. Tak KakK B Teie 3pesioro HeHpoHa K MHKPO-
Tpy6oukamM 1 HelpodUIAMEHTAM NPOLOIKAIOT DPHCOCHHHATBCH HOBBIE CYyObenm-
RRUB! ¥ 3TU CKENETHblE CTPYKTYPhl DPOIBUTRIOTCS NO HEHPATY Bnepen, AnA
CO3AaHuA CURANTURECKOTO OKOHYAHAS HeoOXOAMMO, HMTOOBl HA KOHUE HeHpHATa
TpULWIA B ACHCTBHE MOJNEKYJAPHas «MAIMWHA», PA3PyIatOlIast MUKpOTPYBOIKH
W HelpodMaAMENTBl CPa3y Xe NPA MX MOABACHMM B OKOHIaHUm (cM. riL 10). 1o
H3MEHEHHE B NOBEICHBU UMTOCKeSeTa B HEPBHOM OKOHYAHMH AOJDKHO TaKXe Co-
ITPOBOXAATHCA M3MEHEeHAEM B 06opoTe MaTepnasla MeMOpaHsl. B pa3ssuBarolemMce
HEeHRApHTe, 0O6pa3yomeM [MOCTCHHANITHIECKOE OKOHYAHHE, 3K30UKTO3 U 3HAOUMTO3
DOYTH OPEKPallArOTCA, TOrda KaK B Pa3BUBAIOILEMCA akcoHe, obpasyromem mnpe-
CHHANTUYECKOE OKOHYAHNE, HENpPePbIBHbIE ObICTPble NPOUECCH! 3K30UMTO3a M 3HAO-
IMTO3a, CBONMCTBEHALIE KOHYCY pOCTA, MJOJDKHBI YCTYODMTh Mecto Ca?*.
3aBACKMOMY 3K30LATO3Y # DOCNENYIOIUEMY MOTJOIUEHHIO BhJENIEHHOIO BEILECTBA
nyTeM 3HOO0MTO33, T. €. NIPOLECCaM, JIEXARMM B OCHOBE CHHANITHYECKOR Mepesiaty.

IlpencTonT eme yCTaHOBUTL, KAKMM OOpa3oM KOHYC POCTa y3HaeT HaRNEXallee
MECTO CBOEIO HA3HAYEHUA K KAK OH TPAaHC(OPMHAPYETCH B CRHATITAYECKOE OXOHYA-
HHe. DTH BONPOCH! COCTARISIOT RAPO NpobremMsl, paccMaTpuBaeMoOH B cleAyrouleM
pasaefe, —NpobaeMbl COCAVHEHHA HEHPOHOB B UEJIOCTHYH (YHKIKOUUPYIOUYIO
HEPBHYIO CHCTEMY.

3axiroueHne

Humocxeaem HelipOHA cOCMoUm 24a8HbIM 06pa3om U3 RetpoPuiamermos, Muxpo-
mpybouex u akmuna. O noddeprcusaem xapaxmepuyo Gopmy weitpona u obecneyu-
8aem mpaKcnopm Mamepuasos X meay KAemku, z20e CuMmesupylomca Geaxu v au-
nudbt, UCnOAb3yemble & Opyzux Mecmax, U 8 obpamHom ranpasAeRuw. ARCOHHML
mpaxcnopm cxkaadbléaemca us Golcmpozo aNmepozpadrozo 4 pempozpadko2o mpaxc-
nopma, 0Cywecmeanemo20 ny3sipbKamu, KOmopsle 08UNCYMCA €O CKOpocmbio 6ouee
400 mm 8 cymxu, u MeQ4ERHOZ0 anmMepozpadHo20 Mpaxcnopmad—nepenoca beusros
YuMocKesema U Yuwno3ons €O CKOPOCMBI) HECKOAbKO MUAAusmempos 8 cymxu. B pac-
mywem Heilpone yumockeqem Heob6Xx00uM OAR NPOOBUNICEHUA KOHYCa pocma, Xo-
mopuiit maAnem 3a coboi yOAUHAIOWUECA aKcoR usu dendpum. ITo mexanuimy caoezo
nepedsuNcerUn XOKYC pocma cxodeH ¢ dubpobaacmom u, euduso, ewbupaem ceoil
nymy 8 pesyabmame KOHMAKMHuIX 83aumodeiicmsuit ¢ cybempamom, a maxxce nod
XEMOMAKCUNECKUM BAUAHULM MOAEKYA, PACMBOPEHHBIX 60 GHEKALMOUHOU HCUOKOC-
mu, maxux Kax akmop pocima Hepaos.

18.7. PasBurtie HepBHO-MBILEUHBIX coeJuHenwii [46]

CeTs RepBHBIX CBA3EH Yy BBICUIMX XMBOTHBIX 4pe3BbIYaiHO OOWMpPHAZ ¥ CNOXHA,
M NPH H3YYeHHWH Pa3BUTKA REPBAOH CACTEMB! NEHTPALHAaR NpolsieMa CcOCTOMT
B TOM, noueMy o6pa3yioTcs AMeMHO Takde, a He Kakme-swubyln APyTHE COeHe-
HAR. CBa3b HEWPOHOB ¢ HaMIEXAMMMHM KIETKAMH-DAPTHEPAMH B 3HAYHTETBHOMN
CTereHA 3aNporpaMMIpPOBaa, HO He ¢ abcoMOTHOH TOYHOCTBIO. Buauane o6pa-
3yeTcs Kak Obl YCPHOBOH BAPHAHT c U3BBITKOM HEHPOHOB M CHHATCOB, 2 3aTeM
NepBofaYaIbHAA CHCTEMA COCAMHEHRI NEepecCMATPHBAETCH U WCMPABIACTCA, He-
HYXXHBIE COSIMMHEHUN YHAYTOXAROTCS, 9TO MPHBONAT B KOHEYHOM HTOTE K CTPOro
yopsiioIeRHON ceTH cBA3ei. Bo MHOTHX CilyyasXx 3TOT IPOLECC HAXOAMTCA NOX
KOHTPOJIEM 3JIEKTPUYCCKOA aKTUBROCTH: BO3OyXIeHUE HEHPOHOB MOXET UMETDL Pe-
LaroLtee 3HaueHRE [NA 3AKPENACHAA U YHUMTOXEBUS TOH Wym wHO# cesaAlm. Ta-
k#M 06pa3om, BHEIHNAE pa3npaxuresm, Bo3BYyxaas COOTBETCTBYIONIE HEHPOHBI,
BJIMAOT HA Pa3sBATHE CXEMb! REPBHLIX coeanHeHu#. B pelysmnTaTe 3TOro Hepemas
CHCTEMA COXPaHAET B cebe CJIEAB! MPOWLNOTO OObITA, YTO BBIPAXAETCA B TOWYAil-



Puc. 18-69, CxeMaTrueckudl noge-
PeYHblE pa3ped pAIBEBAKOUICTOCH
coungoro modra. [lokalauo, 4yro
OpeALIECTBEHAMKY HEPBHLIX KAETOK
TPOXONAT MOCIEABMY MUTO3 OKOJIO
OEHTPANBHOrO XAauana, a 3aTeM MHM-
FPHPYIOT OT HEerd NO palHanbHBIM
nampapiaeHyaM, O6nacts cnEMHOrO
MO3ra, BblACNICHBas HAa PRCYHKE
CEPLIM LBETOM, COOCPNHUT MHOXCE-
CTBO KNETOUHBLKX Tel H COOTBET-
CTBYET (epOMy Betyecmsy 3pesion
Heppuo# cucTemul. Heoxpamenuan
3088, COOTBETCTBYIOWIAR betomy ae-
ujecmay, COCTOUT rAaBHLIM 00pasom
F3 NYIKOB aXCOHOB, TAHYLLRXCH
BIONB CIMHHOIO MO3ra W CBA3LI
BArOUIMX OAHY obsacTs ceporo Be-
utectrea ¢ Apyro#t (3ta 30na

Y B3pOCJIOro HMEET CBETNYHo OXpac-
Ky Gnaropaps Gonbliomy komude-
CTRY MMEJIMHA)
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IOUX A3BMEHERNAX CTPYKTYPsl, OOLMA AR KOTOpPOH NETEPMUMHUPOBAH FEHETUYEC-
xR. [lo-eAamMMoMy, npeawecTBYOWM ONKIT, He uMesoumi ocoboro InaveHns A%
KAKRX-TO ONHHX ACOCKTOB HepBHOf{ Oprai#v3amydy, ATpacT KJIOHUEBYIO PDOJIb B pa3l-
BuTUN Apyrax. CxeMa coeaHHewHl, KOHTPOJWPYIOLMX y OTWLLI B3MAXK XPLIIbeB
OPH T0JIETE ¥ MONEPEMEHHOE JBHXEHNE HOT BO BpeMs XOdLOb], ABAKETCA B OCHOB-
HOM BPOXAEHROM, a He NMPUOOPeTeHHON NyTeM HAYHEeHHS; ¢ APYrofl CTOPOHSI, TJ1a3
MJIEKOMATAIOLErO, JMIOEHHOTO B pPaHHEM BO3pacTe 3pHTEMbHON WHbOpMammM,
yTPAYUBAET CBA3A C HEPBHBIMU KJETKAMH MO3Ta M CTAHOBATCH GecmosnesnbiM.

DTOT pasgesl NMOCBALUEH HEPBHO-MBIUIEYHON CUCTEME [O3BOHOYHEIX, [JIABHBLIM
06pa3oM MOTOHEHPOHAM, HHHEPBUPYHOIIMM MBI KOHETHOCTeH, a B MOCAEAREM
pazgene riaebl 6ygeT PaccCMOTPEHa 3PHTENLHAA CRCTEMA MO3BOHORHLIX. Ha npm-
MEpe 3THX [BYX CUCTEM Mbl NPORJUTIOCTPAPYEM T[JaBHLIC NPAHLUMIN Pa3lBATHA
HEPBHBIX CTPYKTYP. OCHOBHEIC NPUHITANE! NOBEAECHUA HEPBRBIX KJETOK, HACKOALKO
OHW celiyac H3BECTHLI, BHWIMMO, BO MHOTOM OIMHAKOBM Yy 6eCfi03BOHOUHBIX
U TIO3BOHOYHBIX.

18.7.1. MoToHeHpOHbI, HHACPBHPYIOLUHE KOHEHHOCTH, 00palyroTCH
B JOMTE/IHA HePBHOH TpPYyOxm

Kax yxe roBopunocr B rjase |5, HepBrasi CUCTEMA TOIBOHOYHBIX Pa3BHBACTCA M3
ABYX KJIETOYHBIX KOMIUIEKCOB 3KTOAEPMAILHOIO NIPOMCXOXAEHHS —HepBHOH TPYOKH
(pasa. 15.2.8) @ Hepruoro rpebGrs (pa3a. 16.9.4). U3 nepsroit Tpybin passmBacTea
IeHTpajlbHa% HEPBHAN CUCTEMA (FOJNIOBHOH M CIIMHHON MO3T), TOrJa Kak BepBHbIA
rpebeHb CNYXRT UCTOTHWKOM HE#POHOB, Tejld KOTOPHIX JIEXAT BHE LEHTPaSLHON
HEPBHOH CHCTEMLL U LUBAHHOBCKMX KJIETOK, 06pA3ylOLMX MHEMHOBYIO 060M09KY
nepudepudecknx Hepson. Hepeuas Tpy6xa, koTopoi 3aech OyneT yAeNeHO OCHOB-
HO€ BHUMAHHE, BHAYAJIE COCTOHT U3 OAHOCJIOHHOTO 3MATEMSA, KJIETKH KOTOPOTO,
Pa3MHOXaACh, NAXOT HAMANIO KaK HEWPOHAM, TAK M [JHa/IbHbIM KJIETKAM LEHTPaIs-
HOM HEPBHOM cUcTeMnl B panspuedieM 3ToT 3NUTe/MH YTOMNAETCH M CTAaHOBATCA
6ostee CIAOXALIM 00paloBaHNEM CO MHOTHMH CJIOAMY KJNETOK Pa3SIAMHOTO THIA.
CpenM 3THX KIETOX HAXOJATCA A MOTOHEHPORSI, NOCHLNAIOUTAC CBOA AKCOHbI AR
WHHEPBAUMH MBI KOHEYHOCTeH.

18.7.2. Pa/mansbie ramajbyble KJETKH 00padyiorT BpeMeHRbIH «Kapkacy,
HANPABJSIOW MRIPAUMIO He3peabiX HelponoB [47]

Ecnu HepBHasi KJIETKa YCTAHOBHT HalUIEXALIHE CBH3H, TO B NpPHHIMNeE Ge3pasimiy-
HO, e ByaeT HaxomMTheR ee Teso. QmaHaKo ANS TOro, HTOoOLl NMPaBH/ILHBIE COEIHA-
Henust 06Pa30BAMCL, TENO KIETKH ROJDKHO OBITH B HYXHOM MECTe WM XOTH Ol
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Puc. 18-70. Cpes cnuuHoro Mosra ns-
THAHEBROTO XypHHOro M6pUORa,
OXPALOCHHNA no [onvku. Bumnn
PanUanbHLe TANaSbHLE KICTKY, KO-
TOPbIE TAHYTCA OT BHYTPECHHEro Mpo-
CBETA 110 TIOBEPXHOCTH. Knetku cxoz-
HOT'O THNA HAMDPABJIAIOT MUTDALHIO
Re3peblX HEPOHOB M B APYTBX 9ac-
TSX UCHTPANbAOH HEPRHOW CHCTEMEL
(S. Ramén y Cajal, Histologie du Sys-
téme Nerveux de 'Homme et des
vertébrés, Paris, Maloine, 1909-1911;
reprinted, Madrid: C.S.1.C, 1972)

Pic. 18-71. Cxematwuycckoe w3obpa-
XEHUE RE3PENLIX REHPOHOB, MUTPU-
PYIOUIHX BRONL OTPOCTKOB pa-
JMATBHBIX FAHANBHBLIX KIETOR (Ha
OCHOBE DEKOHCTPYKUHIL, CAENZHHBIX
MO CEPAHHALM JMECKT PORHO-MAKPOCKO-
MIECKHM CPedans palBHBaloLLEiRca
KODPHl TOJIOBHOTO MO3ra 06e3hsAHMl.
{ITo P. Rakic, J. Comp. Neurol,

145, 61-84, 1972)

Yacers IIl. OF witeToR K MHOrOKNETO4HLIM OpraswiMaM

rae-1o nobmisocta. [103ToMy pocTy axCOHOB M AeHAPUTOB OOLINHO NPENINECTBYET
$a3a MArpamm, KOraa He3pennle HEHPOHBL paccesiFIoTCA M HAXOAAT cebe nocToaH-
HOE MECTO.

Taxue MUrpam HEHEPOHOB MOXHO NPOCHERUTH, BBONA B AEIRLIMECH XKIETKH-
npenwecTBeHHAIL *H-THMIIME. MOTOREHpOHDLL, XOTOpbte ByAyT MHAEPBHPOBATE
KOHEYHOCTH, NIPOXORAT LOC/ISAHAH MMTO3 OKOJNO MpocBeTa HepsHoli Tpybxy, a 3a-
TeM MepelBUraoTcs B PafNAbHbIX HaNpaBleHUsX, YTOObI Pa3MECTHUTBCA B 8eHm-
pasbHuix (y 4eNOBEKa —NEPEUHHX) pozax OGYNYyIIeTo CIMHHEONO Mo3ra (puc. 18-69).
Ectb onpenencHHas CBS3b MeXOy «AaToli POXJACAUSD) MOTOHEHpoHz (T.c. Bpeme-
HEM TOCNEIHErO MHTO32) M MECTOM €r0 OKOHYATENBHOM JIOKANM3AUMMK: KaAK HM
CTPaHHO, KJIETKY, 00P230BABUIHECH MO3AHEE, MUIrPUPYIOT Jajbule PARHAX H 3aHAU-
MaIT MecTa Ommxe k mepudepun.

MrTpawno >THX Re¥POHOB HANPARSTIOT CHENBAIMIAPOBAHNLIC KIETKHA HEpB-
HOM TpyOkM — paInaibEBIe rIHaNbHble KAeTkn (puc. 18-70). DTo XNeTku nepsoHa-
92JIsHOr0 UMITMRIPHRECKOTO 3 TE/NsA HepBHOH TpyOk#, xoTopre Bce Goblle BhI-
TAUBA/MCL O Mepe TOro, KaK CTeHKka TpyOkw pocyia f1 yToawafnack. Kaxnas u3a
pajvabHBIX TTRATLABIX KJIETOK NPOCTUPAETCH OT BHYTpEeHHEH NOBEepXHOCTA Tpys-
KH 00 HapyXHOMH. B HEKOTOPBIX yHacTkax pa3BHBAIOILErOCs rOJIOBHOTO MO3Ta NpH-
MaTOB 3TO PACCTOAHUE MOXET RocTurats 20 MM. TpexMepHas pPeKOHCTPYKLMs MO
IEKTPOHHBLIM MIKpOodOTOrpadusM CEPUAHBIX CPE3OB MOKA3LIBAET, UTO He3peJble
MUTI'DHPYIOTINE HEAPOHB! TECHO OPAMLIKAIOT K DagHaiibHbIM TTHATLHBIM KJIETKaM
W, BEINMO, Kak Obl MON3IYT no HuUM (puc. 18-71)

Pamyanbhble rmaibHble KJICTKA COXPARAOTCA 8 TEYeHAE MHOIMHX JHEH (Y HEXo-
TOPLIX BALOB—HECKOJILKO MECAUEB) KAK MOMYNAIASK HEAEISUMXCA KIETOK, ICHO OT-
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Puc. 18-72. 32¥aTKH KpulAbEB BOCh-
MHIHEBROTO KYPHHOro aMb6puona
(ceeToBas muxpodoTorpadmus; npe-
napar okpaweH cepeSpom, uTobkl
MOK333Th PACTIONOXEHNE HACPBOB).
CpaBHHTe NpPaROE XPLUIO C JEBBIM:
HEpPBb! PacTIoNaraloTes Ha obeux
CTOPOHAX Tena MOYTH B TOUHOCTH
CHMMETPHYHO, YTO YKA3ILIBAET Ha
CymeCTBOBARUE CUCTEMEL Hampa-
BfIOMEN POCT HEPBOB.
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JTUYAIOUMXC OT HEAPOHOB M MX NpeMILeCTBEHRUKOB. TONBEKO K KOHUY NepHota
PA3BATAS OAH B BOSLUMACTBE OGNACTed rONOBAOrO B CMURHOrO MO3ra HCYe3aloT,
BEICKA32HO DNPEATIONOXEANe, YTO MHOTHE U3 HAX NPEBPALLAIOTCA B acmpoyumst (CM.
puc. 18-5). TakuM 0Opa3oM, pa/MabHble TIHANLHBIE KIeTKA MOXHO pPaccMaTpH-
BATL XaK YaCThb annapaTa Pa3BUTHUS —OHY HEOBGXOAUMEI B KRYECTBE (UIECOB» IPH
NOCTPOSHHHU CNOXHBIX HEPBHBIX CTPYKTYP, HO B 3PE/IOA HEPBHOH cHCTeme OOYTH
HUTOE HE COXPAaHSAIOTCH.

18.7.3. AxcoHBI PacTyT 0O TOYHO ONPEleSIeHHbIM MyTAM
00 HAOPAB/JIEHHIO K cOeundHueckKnM obracTam-muttensm [ 48]

Ilocne TOro xax HelipOH MMIPKPOBAaA B HaANeXAlOee¢ MECTO, OH IOChLIIAET aKCOoH,
XOTOPMIH QOMKEH HaliTH MyTh X HyXHOW MULIEHA. Tak OBGCTOMT Aeso m ¢ MOTO-
HepOHaMH, WHHEPBUPYIOUBIMH KOHETHOCTH,— K&K TOJILKO OHH 32KaHYHBAIOT Mu-
rpauMio, y HuX AaquHaroT GOPMIPOBAaTLCA KOHYCEl POCTa. DTH INOC/eAHAe TPOXO-
OST CKBO3E Ga’zaymbHyto MeMOpaHy, oxpyxarmouyro HepsAyw TpyOky, w wanpas-
JIFFOTCA 9€PE3 COEANHUTENLHYHO TKaHb 3aPOABILIA K MECTaM pasBuTHsA Muium. Ko-
HYCBl POCTAa IBMXKYTCH MO CTPOro ONpeJeneHHbIM NyTAM: 00 3TOM CBUaeTeb-
CTBYeT To4HOe mnoaobue pacnosNoXEeHUA HEepBOB Ha ABYX CTOPOHax Tela
(prc. 18-72). JNaxe 4yXepoaHBIC aKCOHLL B 3XCTIEPUMENTATLHLIX YCNOBAAX Bpac-
TAIOIDHE B KOHEZHOCTL B MECTAX HOPMAJILHON WHHEpPBAUMM, MCOOBL3YIOT TOYTH
B TOHHOCTH TOT X€ CTAaHJApTHbIH Habop myTe#, O KOTOPHIM MOTYT CROGOIHO
NPONBHI2TBCA KOHYCHI PocTa. OueBmayo, 3TH MYTH OMPERENSAIOTCK BHYTPEHHEH
CTPYKTYPOW CaMOM KOHEYROCTH, HO MOJICKYNSPHAS OCHOBA TaKOH HanpaBfsgomIeH
cHCTeMbl OcTaeTcs 2arafkofl. BumuMo, No TakuM e OPEeRONPEAeNEHHBIM BYTAM
PaCTYT aKCOHLI M B LeHTPATbHOHX HEPBROK CHCTEME, I'le 3TH Ty TH, BEPOATHO, OIpe-
AEISIOTCA MECTHBIMM OCOOEHHOCTAME TMANLHEIX KJETOK >MOproHa.

ITyT# Ha cBOEM NPOTXXEHWU BETBATCH, H Pa3HBIE BETBH BELYT K PA3HBIM MH-
wensm [To3ToMy B KaXIO# TOYKe BETBAEAMS NMEpel KORYCOM pocTa BCTaeT Npob-
JieMa BbIOOpA OQHOTO U3 BO3IMOXHBIX HanpabieHul [lo-BHaMMoMy, 3TOT psa Nno-
CIIEORA TENLHBIX BLIGOPOB OCYLECTBIAETCS B COOTBETCTBHH C TOYHBIMH NpaBHJIA-
MH, H B PE3yNbTaTe CO3NAETCK BLICOKOYIOPANOYCHHAA CHCTEMA COCMAHERAA MEX LY
HeHpOHAMHU ¥ AX KJIETK@MA-MRAUIEHAMA. DTO JIerko pOoAeMORCTPRPOBATL HA NpH-




142 Yacte IN. OT xneTok k HHOrOKIETOWHbLIM OpraxwaMaH

Prc. 18-73. 3pech DOKA3aHO, Kax
MOXHO WCIOIh3OBATE PETPOTpal-
HBIfl TPAHCMOPT NEPOKCHAA3n! XPEHA
(JTX) s maeHTHbrKausy
CIUHHOMO3TOBEX MOTOBEHPOHOB,
HHHEPBUPYIOIMX ONpeReneH-

Hyto Mbluy. O6paTuTe BHHMAWHC,
q9TO xaxJasd Mbluma cgafxena He-
PROM, COACPXKALINM OTPOCTKH MHO-
TUX MOTOHEHPOROB,

Mocne unvexrywn NX B

ONPAASNENHYID MbILILY HEIACHAHBIE MDYOMERPOHYI,
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MOTOMEADORDI, HI(HBDENDYOIIME
MEILILY, 8 KOTOPY® Gnina Bo2nwns NX

Mept MOTOHEHPOHOB ¥ MIUIL KoHeyHocTell MHHepaunio Kax Aol Mpiliubl MOX-
HO KapTHPOBATH C MOMOIILIO METOR4, B KOTOPOM HCTIONBIYETCA ABNEHUE PeTPO-
TPAJHOrO aKCOHHOIO TPAHCMOPTA. B MBIy BBOIAT BELUECTBO-MHOMKATOP, YACTH
KOTOPOIO MOFJOLIAETCK HEPPHEIMH OKOHYAHUSAMH ITyTeM 3HAONMTO3a. YI06HLIM
HHIOMKATOPOM JUA 3TOW ReJE CHyXUT QepMEHT hepokcudasa xpeHa, Tak KaK €ro
MOXHO OBHADPYXHTb B OY€Hb MaJBIX KOJHYECTB2X 110 OKPAlNeHHBIM MPOAYKTaM
peaxumy, KOTOPYIo OH KaTasmiaupyeT. MHAMKaTOp NepeHOCHTCA MO aKCOHY B CITUH-
HOIf MO3T, I'l¢ TIO3IBONSET BLIABHTL JIOKUMIAMIO TeN MOTOHEHPOHOB, HHHEDBH-
pyronHx AaHHyro MeuOny (puc, 18-73). Oxa3lanock, 4TO Tena KIeTOK, AHHEpBA-
PYHOLWHX OORY W Ty ¢ MBIINY, 06palyroT KOMIaKTHYIO TPYRITY, PacrOIOXEHHYIO
B OBHOM M TOM K€ MeCTe y BCeX ocobeil; Tena KNeTOK, HHAESPBAPYIOLMX pa3Abie
MBILUNBI, HAXOMATCA B PA3MBIX MECTax.

18.7.4. CxeMa HepBHbIX COeHHeNHH oDpede/feTCs Pa3JHIMAMH
B CBOHCTBAX KJETOK, a4 HBe NPOCTO HX MecCTomosioxernem [49]

3HavYeHne NPaBUNBLHOMK CUCTEMBL CBA3EHE MEXAY CIHHHBIM MO3IOM H MYCKYJATYpOH
MOXHO NPOJEMORCTPUPOBaTh, HAPYIIMB 3TH CBA3W B 3xcnepumente. Moxwo, Ha-
NpUMeEp, TAX DEPEMECTUTL HEPBLI B HOMe BIPOCKONW KPLICHL, YTO HEHAPOHH, HHEHED-
BUPYIOILME B HOPME I'NARHYIO MBIOMY-pa3rubaTelb, COLOUANTCA Teneps ¢O cruba-
TeneM, ¥ HaoOo0poT. B 3TOM ciydae y XHBOTROrO NPOUCXOOMT HeoBpaTimoe
H3BpalIeHHe BPOXACHHEIX PedpIIeKCOB: BMECTO TOro 9To0m OTAepryBaTL Nany npH
803eifcTBUA OONEBOrO CTUMYJA, KpbiCAa BBITATUBALT €€, 4TO ycnimeaeT 6o
W CTencHb DOBpexaeHHs. Tak Kak HenpapuibHO oOpa3oBaHHbIe CBA3M NPHBOANT
K CTOJIKOMY BapyilleHHIO PYRKIMU, Tpe3pbIvaiHo BaXHO, 9TOOB BO BpeMs pa3BH-
THA OHM BCEeria YCTaHaBNMBASIKCH Ha/JeXammM o6pasoM.

Kax xe co3maeTcs npaBribHas cucTema ceaded? He onpepenserca sm npoasu-
KEHNE KOHYCOB POCTa K Pa3HBbIM MECTaM Ha3HayeHHs NPOCTO PaljWIuCcM B UX HC-
XomAo# no3uu ? ATy IMNOTE3y MOXHO NIPOBEPUTh, BBISCHUB, Kakue COeMMHEHUS
obpa3yioTca B YCNOBHAX, KOTA2 UCXOMHBIE NO3MIMA W3MEReHnl. Hanpamep, ma
PaHHHX CTagHAX Pa3BATHA KYPRHOTO 3apOJbILDA, NTOK2 ELIE HE Havallca pOCT aKco-
HOB, MOXHO BBIPE3aTh KycoHeK HepBHOW TpyOk# u mepeeepHyTs ee Ha [80°
(puc. 18-74). Toraa HelpoOHLI, W3R2YaLHO NPEAHA3HAYEHHBIC ANA RAHEPBALAM
MBIIHL A, OKAXYTCS Ha Mecte HefpOHOB MU Mbi B, 4 Haobopot. B stom
CiTyae, €C)D4 TOJLKO NEPEMEMICHME HE CIMILKOM BEJMKO, KOHYCbI POCTa NEpeMe-
ILEHHEIX HEHPOHOB XOTA R OyOyT MBAraThCA MO M3MEHEHHBIM MYTAM, HO BCE Xe
NprayT K MBILIOAM, COOTBETCTBYIOUIMM nepeoHAUAAbHOMY TNOSONEHHI HEHpOHa
p HepBHOH TpybKe. DTO 03HAT4€ET, YTO HEAPORL!, TPeAAa3HavYeHHEbIE IR UAREPBa-
IDIH Pa3HBIX MMIOL, HE IKBHBANEHTHHI (M. pa3fd 15.5.7): oRM pa3muaoTca He
TOJILXO NO CBOCMY PACIIQNIOXEHHIO, HO M IO KAKWM-TO BHYTPEHHHM XRMHUYECKUM
0CcoBEHHOCTAM, ONPEIEAOMUM crielmbrsecknit Bri6Op MuIOeHH. B Takux ciy4asx
FOBODAT, ¥TO CXEMa CBAYEH AAXOMATCA TIOA KOHTPOJEM HetipOHHORl (neyugpuw-
Hocmu.



Cnycmn 8 pxen ¢ noMowmsa
NENOKCMAA3LI  XDerd Suino
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Ha 3-6 aeks mnkyBaunn Sein

pyraT on 0 MblLUWel

BBIDEIAN, NEPIASPHYT W ND -
MeWEH Ha MECTO Kycodex
HOpBHOR YDYGHK (Byaywero
CARKHOFG MOJIT 8)

Puc. 18-74. CxeMamiyecku
NpeOcTaBlEeHHAb 30eCh IKCTIEPHMERT
Ha KYPUHOM 3apOfklltie NOKA3LIBAET,
aTO HaXe Nocsie TepeMelueAds Mo-
rOHeH pOHBLI ITOCHINAIOT CBON &KCOHLI
K TeMm MBIL(IAM, KOTOPHE COOTBET-
CTBYIOT NEPBOHAaYaJILHOMY [OJIOKE-
HHIO ITHX HeAPOHOB B 3MOpsOHaNb-
HOM COHHHOM Moary. OfpamTte
BHWMZHNE Ha TO, YTO AKCOHW MO-
TOHEAPOHOB, PacIONONKEHEbIX

B CTAHHOM MO3TY Ha Pa3BmX ypos-
max, cOmpxaroten, obpalys coneTe-
HUEe Y OCHOBAHUS KOHCYHOCTH, a 3a-
TEM BHOBb P2IAENAIOTCA AIA FH-
HEPBALKY Pa3JA4HBIX Mblunt [lo-
3TOMY KOHYC POCT2, NPOXOMAUMHN
9epe3 CIUIETERRe, HMEET MM POXWH
Bwbop myTed.

HopBxoa cnnatesve

HOPMAIBHAR CXEMA
COEAMHEHUNA

CXEMA COEQWHEH WA NOCNE
NPOUIBE NEHHOM ONEPALIMNA

XoTa HelipoHHAas CEIWGWHHOCTL W IpeapachonaraeT KneTky x obpasoBaxvio
OnpeceieHHbIX CBa3el, OHA He OnpefensteT OAHOIHAUHO, YTO AOJDKHLI 0O304BATLCH
AMCHHO 3TH {4 TOJIBKO 3TH CBA3H. CYLL[CCTB)’CT npeacn ASMCHCAHA MYyTH, HA KOTO-
poe cnocobes axcon pas TOro, YTOOs UHHEPBHPOBATHL NMpeAHA3HAYCHHbIE IUIA He-
N0 MUILEHH: eC/IM MOTOHEHPOH TNEPeXBURYTL CIMIIKOM [afieko OT ero nepBoHa-
9aJILHONO MecTa, OH oOpa3yeT cuHancel ¢ APYruMM MuuleHsmu. bonee Toro,
pereHepupyronme aKCOHbl B3POCIOrO MIIEKONMTAIOWIEro, B OT/MyMe OT 3Mbpro-
HaNbHLIX, 6YAyT 00pa3oBuBaTh CHHANCH 663 pa’myns ¢ JEOGLIMH AeHEPBUPO-
BARHLIMY MBILOIAMH, KOTOPbie MOXHO CneLAaTbHO DOMECTHTH Ha WX NyTRA.
B 3TOM, NOXaNyi, HET HUYCHO YAHWBUTEILHOTO : MEXaHU3IMbI HEHPOHHON coelMpHy-
HOCTH BRIpaboTamich A TOro, 4TOOK! yOpaBisTs 0b6pazosammem cesseil B npo-
lecce HOPMaJIbHOTO Pa3BUTHA, 2 HE B 3KCNEPUMEHTANBHLIX YCIOBHSX.

HUMeroTcq NaHRbIE, YTO HEHPOHKAA CNEUMGRYHOCTL CBOUCTBEHHA T2KXKE M 3DH-
TeMLBOK cncTeMe. BRIMMO, BO MMOIMX YaCTAX HEPBHOW CUCTEMB! NDH Opraim3a-
LMK NIPaBUITLHOM CXeMbl coeanAeHNE MeXdy yNateHALIMU TPYANaMH KJETOK BaX-
HOE 3HaYeHHe WMCET OMWH ¥ TOT K& Cnocod, aHaTOTUYHBIA LBETOBOMY
XOOHPOBRHHIO NPOBOAOB TeNEDOHHOro kKabeis. XoTa AETamM MOJEKYJSPHBIX Me-
X8HHIMOB BCE €Ile OCTAIOTCs 32TafIkoM, KaXeTCs BEpOATHLIM, UTO KORYChI pocTa
BLIBUPAIOT ONpENENEHALIe TYTH B Pe3yIbTaTe NPAMOro KOHT2KTA C CACTEMOH Xm-
MAYECKHX METOK, «NIPUTATMBAIOTCA» K creunduyeckiM obnacTaM-MuueHsM Eia-
rooaps XeMOTAKCUICCKHM CHTHANTaM M, RAKOHeW, HaXOZAT CBOW KJIETKH-MHIIEHH
No CreiMpHIECKHM MOIEKYJIZM Ha OBEPXHOCTR 3THX KNeTok. BoaMoXHO, HeEPOH-
A CUEMMOWYHOCTL KIPaeT ONPERENCHHYI0 POJNb B BuIGOpE IMyTH, B OTBETaX Ra
CATHAMBI M B Y3HABAHMM MMLICHU.

18.7.5. Knerxn, ne o6pazoaBlune cesized, noru6aor [50]

Hr oaHa @3 6rOMOruveckmx CHCTeM HE (YHKMMORWPYeT c abComoTHON Tog-
HOCTLIO, U 0COBEHHO TPYARO AOCTRATRYTHL TakOM TOHYROCTH B RepsHOM crAcTeMe, rue
310 ocobenno HeobxoarMo. HanpuMep, y HEKOTOPhIX 0cobGed HEU30EeXHO OKAXKYT-
€Sl MeHBL, ONPEJENIfIOUME, CKAXEM, HECKOJILRO 6O/mIIyI0 BeMIMHY MBIULL, 4 Y ApY-
MX — FeHBI, BLi3bIBAIOLME HeBOJBLWIOE OTKNOREHAE B pa3MepaX MO3ra W/ IJIMHE
KoHedHocTedA. Tak Kak B pe3y/ibTaTe MOJOBOH peKOMOMHALMY MPOACXOAMT MEpPETa-
COBKA Pa3NMHMYHBIX NEHOB, AET HMK2KOW rapaHTud, YTO IeHs!, BJMAOLIME Ha pas-
MEphI R CTPOeHe OAHONW YacTH Tena, OYAYT coveTaThCd C MeHaMM, BbI3bIBAKOLIKMH
TOYHO CKOPPE/MPOBAHHBIE H3IMEHEHUs ApYrux dacteif. [1o3ToMy Hepeaxo OyayT
BO3HUKZTH HECOOTBETCTBAA MEX(TYy Pa3HBLIMH YaCTSMW HEPBHOA CUCTEMBI MJIM MEX-
LY MO3[OM H OpPraHaMH, KOTODbie OH WHHEPBHPYET. UeM cioXHee OpraRdsM H ero
HepBHas cucTeMa, TeM GoJblle BEPOSTHOCTL HENMOSHOH COr/IACOBAHHOCTH B pe-
3y/bTaTe TAKOH He3aBUCUMON W3IMEHUYMBOCTH COCTABHBIX YacTeil.

B xohe 3BOIOIMMM BO3HUKITA TaKUE MEXARUIMBLI PA3BHTAA HEPBHOW CUCTEMBI,
KOTOPHE NO3BOJIIIOT NPOU3BOANTE JONONHUTEILHYIO KHACTPOMKY». MHOTHE BHIM
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KJIETOX-MUIDEHEHR MOrm62at0T, eciim He MHHEPBADYIOTCA B ONPEREJIeRHbLIE CPOKM.
Paapasaioumecs 3MBpHOHATBABIE HEHPOHEI TOXE MOHYT, €CIM HE YCTAHOBAT KOH-
TakT C KJETKOH-MHUIIEHBI0. Tak YHMITOXKAKOTCA «CBOOOAHbIE XKOHUELI» B CHCTEME
cBsideil. DTO BEHHUE JIETKO MOXAO HabmofaaTs B Ikcuepumenre. Ec y xypuHoro
3MOpHOHA HA paHHell CTaa¥d pa3BUTHS Pa3pyUMTh HEPBHYIO TPYOKy, TO MbitIifbl,
KOTOpBIE BIOCNCACTBAY HHHEPBHPOBAJACE OBl €10, NPOXOAAT NEpBble cTamwu aAnd-
dbepeHIMpOBKY, RO 3aTeM aTPOdRDYIOTCA H ucleszaroT. M HaobopoT, eci y 3a-
pobila yAa/MTh 3a9aTOK KOBEMHOCTH paHblle, 9eM OH OyaeT MHHepBUPOBaH, TO
COOTBETCTBYIOLUME MOTOHE{POABI PAa3BUBAIOLLETOCS CIIMEHOTO MO3ra TONLTIOT
CBOM 2KCOHBI K MECTY, TI€ JOMKHA GBITB KOHEYHOCTH, ¥ 00pa3yroT ¥ OCHOBaHMS
YOQJIEHHOTO 349aTKa CNyTaHHbDI KiyBOK HEPBHRIX BOJIOXOH; HO 3aTEM BCE 3TH
HeHPOHEI, KOTOPbIE B HOPMANBLHEIX YCAOBUAX YCTAHOBHUIA Obl KOATAKT C MbIOIA-
MM KOHEYHOCTH, IorméaroT.

MexanuaM, exaumi B OCHOBE r'Mbey HeHpOHOB, KOTOPLIE HE CMOTTH YCT2HO-
BHTL CBf3b C KJIETKOR-MHIIEHBIO, BCE €1le OCTAETCA NMpeAMEeTOM Tunotes. Cornac-
AHO CaMOH M3BeCTHOM W3 HHUX, rOeNL TAKHX HEHPOHOB MOXET GuiTs 0fycsnoBnena
OTCYTCTBHEM HeKO0ero «(pakToOpa BbDKUBAHHMA», BHIGENAEMOTO HOPMANBLHON KieT-
kod-muntenvro. TlonarasoT, ¥T0 3TOT PaKTOPp-—Kakaw-TO CICUWPHYCCKAs MOJIEKY-
N2 - O IOILABTCH OXOHYAHUAMH TOFO aKCOHZ, KOTODBIA BCTYIMJ B KOHTAKT, U 34-
TeM OOCTaBJSeTCR MyTeM PETPOTPalHOrO aKCOHHOro TPAHCROPTa B TeNIO KJETKH,
YTO NpefoTBpatmaeT ee TMbeb. I1o-BMOMMOMY, UTS HEXOTOPBIX IPYIN HERPOHOB
TAaKOro poaa (axTOPOM BEIXWBAHMS CITyXHT GakTOp pocT2 HepBOB (pasa. 13.17)

18.7.6. I'nes MOTOHEHPOHOB MpPeaOTBPALIAIOT BELECTBA,
GIOKHpYIOMHe HepBHO-MbleUHYH neperavy [S1]

Beuay cxazaHHOrO BLIUE CIEAYET OXKWUAATL, YTO B fIpOLECcCce HOPMALHOIO Pa3sA-
TRA Hekomopuvie Hedporsl GynyT rubHyTe. Ha caMoM nese, omHako, BO MHOIUX
YACTAX HEPBHON CHCTEMBI MHORET nopasumeabho 604bwive YUCNO HEHAPOHOB, W NPH-
YUHS! 3TONO OTHIOML HE ACHLL. HanpuMep, y 3apoabinesi NO3BOHO4YHEIX O6pasyeTcs
BABOE 6OJBLUE ABUrATENBHBIX HERPOHOB, YeM ByleT HYXRO P AaJLHEHINeM; HCTIO0
STHUIHKX HEFPOHOB COKPAILAETCA B Pe3yabTaTe vX rubemi Bckope nocne o6paszosa-
HUR HEPBHO-MULIITETHBIX CHHancos. UMeroTcs naHHmle, 4yTo BOiblag yacTs ribHy-
WIKX HEPBHLIX KJIETOK yX€ COSANHEHA ¢ MBIMLUAMA, COOTBETCTBYIOWMMHA NOJI0XE-
HHIO 3THX KJIETOK B CIMHAHOM Mo3re. OnHAKO MOTOHERPOHAM HYXHO He TOJLKO
00pa3oBaTh CHAAINCH Ha MBIUEYHLIX KJIETKaX, HO B CAMUM MOJyHaTh CHTHaMb! OT
BpPYrAX REPOHOB CNWHHOTO MO3ra; BO3MOXHO, IMOHYT HMEHHO TE€ HeHlpOHBI, KO-
TOPbl¢ Re YCTRHOBHIMM HeOOXOMMMbIX CBf3ell C OPYrHMH HelpOoHAMH.

Kaxkopa 6b1 HE 6buta poim, PeryiisimM 4YMCna MOTOREHPOHOB Yy 3MODHOHA, et
MeXaHH3M MaXOMUTCA B WHTEPeCHOH 3aBACHMOCTH OT MBLIMeYHON aKTWBHOCTR.
V sapompiiieif TIO3BOHOTIHBIX HAYUAAKOTCH DECnOpAAOUuHbBIC, KOHBYILCHBHLIE IBH-
XECHUA MIOYTH CpPa3y Xe OOche TOro, KAK y HHX HauMHaoT POPMHPOBATHCA HEPBHO-
MBIIIEYHBIE COEAUHEANSA. DTH ABIKEHUS - Pe3ybTaT CIOHTAHHOI0 BO3HMKHOBEHUS
HEPBHEIX KMNYJ/LCOB B UEHTPATEHONR HepBHOI cHcTeMe, B oHR HabmofaroTcs aaxe
y Tex 3MOGPHOHOB, ¥ KOTOPBIX CEHCOpHBIE HEAPOHBI Pa3pyuleHbl. EciM 3apolsiila
06paboTats An0M, BJI0XHpYyIOUWMM Nepelady B HEPBHO-MBIWIEYHLIX COEIMHEHURX
(TaKuM, KaK Kypape), TO ABHxeHHs NpekpataTca. MoxHo Oblio 681 NPEaNoNoXA TS,
4710 nogobHoe Bo3medcTeHe JMOO HHKAK HE NMOBJMSET Ha rubests MOTOHEHPOHOB,
mbo yeusmt ee. Ha camMoM neste 31a 06paboTka RaeT npoTHBONOMOXHBIA 3hGeKT:
JIO Teéx nop MOKa IoAanepxuBaeTca Groxama, NPaxTHYECKA BCe MOTOHEHPOHBI CO-
xpaHstoTea. Kakos 6b1 HM Obint Mexawu3M 3TOTO RBIEHUS, SCHO, YTO MbllIeYHaN
aKTHBHOCTB BaXXHa ARR HOPMAIBLHOIO Pa3BUTHS [HBUTETCJBHOR CHCTEMDI, TOHHO
TaK Xe€ Kax TOJSYYSHHE BHEWHUX CTUMYJIOB HeoBX0MIMO OIS HOPMANLHOTO pa3By-
THA CEHCOPHBIX CHCTEM (CM. HIDKE): B OBORX Cy4anx INEXTPUYECKHE CHTHAHE CMo-
coOCTBYIOT NOANEP)KARAUIO HEPBHBLIX CBH3EH.



Puc, 18-75. Ycrpadeane WibuiTka
CHHAICOB B CKEJCTHOW MuIOfue Mne-
KOMMHTAXOWEro 1mocle POXIOCHHA.
HAna acnoctH Ha 3TOH cxeMe Moka-
2aRKW J2JIcKO HC BCE KOHLUEBblE BET-
B OBUTATCNBRLIX AKCOHOR. Ha
CaMOM [efte OJMR aKCOH B 3Ipenoi
MBILLILE UHHEDBRPYET HECKOJBLKO CO-
TEH MbIIEYHLIX BOJIOKOH.
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K MOMEHTY b
POX AEHNA

CYCTAR 1 MECAU

18.7.7. E/hmnm:llue CHHANCH! YAHMTOXKAKTCA B Pely.ibTaTe KOHKYpPeHIHH
46, 52

Naxe mocne Toro xax nMuEMEe MOTOHEHDOHBI norubaroT, B pactyuwtedl Mbime
ocraeTcs BombmoR WiBLITOK CHAANCOS. [IpHIHAA 3TOTO M3BLITKZ —TO, YTO AKCOHBI
MOTOHEHPOHOB MHTEHCABHO BETBATCA Cpaly K& NOCNE NPOHUKHOBEHWS B TKaHL
MBILIIE. KaxIutd ABMraTeNbHbl akCcod € ero MHOTOYHCIECHHBIMH BETO9XAMM
06pa3yeT CHHAMCH HA MAOTHX MBLIMIEYHRIX BOJIOKHAX (O-BAOMMOMY, COBEPLICHHO
X80THYHO), U B PE3yJTbTATE NOYTH BCE BOJIOKHZ WHHEPBHPYHOTCA OOJIEE 9EM OOHHM
akcoHoM (puc. 18-75) XoTd 3TO M NaeT rapaHTHio, YTO KaXI0e BOJOKHO 6ynmer
MHHEPBUPOBAHO, TAKOE BETRNERHE BeleT X oOpa3opaHuio BaMHOro Gonbloero auc-
7la CHHANCOB, 7eM TpebyeTcs: BEAb Y B3POCNON OCOOH KaXAoe BOJOKHO CKeNeTRO
MBILI(E] AMEET TOMBKO OOWH CHHANC, 06pa3oBaHHbId OJHOR W3 BETBEH EAWHCTBEH-
HOro axcoHa. ITpouecc 3SMMHHAWMKM MIIHILUAMX CUHANCOB B NPONECCE Pa3BUTHA
0COBEHHO XOpOLIO U3ydeH Ha Kpbicax. HanpuMep, kaxaoe BOJIOKHO kambamosua-
HOM MeILOB! (m. soleus, 9aCThy AKPOHOXROW MBILNIEI) Y HOBOPOKIEHKBIX KPBICAT
B MOMEHT POXJEHNS MHHEPBUPYETCH B CPEIAHEM [ATLEO AKCOHAMM, 2 Yepe3 ABE-TPH
Helle/M TIOCHE POXAEHHS 3TO YWC/IO CHWXAETCA A0 ofnroro. [Tonamio, 4ro eca Gbl
WIJMILIEK CHHAMICOB COXPAllAIc CRYYaiHLIM 06pa3oM, TO KakHe-TO BONOKAA MO-
£ OBl OCTaTLCs COBCEM 663 CHHAnCOB, TOraa XaKk Apyrve Bee ewme Obm Gvl MR-
HEPBAPOBAHL!I HECKOTLKAMA 2KCOHAMH. TOT akT, YTO KKAOE MbIIOETHOE BOJIOK-
HO COXPAHSET OOFMH M TOMBKO OMUH CHHAINC, 03HA44€T, YTO YHUITOXEHME JMLIHMX
CHPATICOB NMPOHCXOMUT B PE3yibTATE KOHKYPEHUMMU: OfMH aXCOH 32BOEBLIBAET NO-
CTOSHHOE MECTO, 4 BOE OCTATLHBIE, CKOJIbKO Dbl X HH 6mni0, HedesatoT. Cxognoe
ABJIEHME «IEPEOPOU3BOSCTBA» CHHANCOB C NOCIEMYIOUMM UX YHUITOXEHHEM Ha-
6imonaeTcs 1 BO MHOTHX APYCHX 4aCTAX HEPBHOH CUCTEMBE; BHIMMO, 3TO ODBIYHLIHA
cnoco® KOppeXTHPORKM DACRpPEAENERUN CBA3CH BONPEKH HEKOTOPOH XAOTHIHOCTH
B MOBEAEHWH OTHEJbHBIX KJETOK. MOJeKyIApHbIA MEXAHH3M H B 3TOM Cily4ae He
H3BECTEH, XOTSH, KaK Mbl YBHIMM N03%e (pa3a. 18.8.5), 3aMeTROE BIIHSHHE Ha UCXOR
KOHKYDERIIMA MOXET OK23bIBATH 3JIEKTPUHECKAs aKTUBHOCTS.

18.7.8. [lenepRHpoBaAALIe MBILIEYALIE KIETKA BHLIEISIOT (akTop,
CTEMY THPYIOWRA NPOPacTaHHe aKcoHOB [53]

C RacTynJleHReM 3pesIOCTH NPOLECChl, CBA3AHHBIE C PAIBATHEM HEPBHOW CRCTEMBL,
ne npekpawarres. Kak yxe rosopunocs (pa3a. 18.4.1), y B3pocsieix 0cobeft neps-
HO-MBILUEYHbIE COCIHMHEHHS MOTYT PpereHepupoBaTh TNOCHe Nepepe3kW  Hepba.
Konme! ocTaBiunxca dacreil AKCOHOB, COEAMHEHHBLIX C TEJIAMA HEPBHBIX KJIETOK,
NPEBPANIAIOTCH B KOHYCHl POCTA W MPOKJIAULIBAIOT cebe MyThL kK HeHEpBAPOBaHHOM
MbOIe. 30ech OHU OOPa3yroT CHHANCH TNABHLIM 06Pa3oM B MeCTaX NpPeXHero
PacnoJsIOXeHUsi CUHANCO®, YTO onpenensercs ocobeaHocTsMyu OGazabHOH MoM-



146

Yacts lll. OT «neToK K MHOroKNeTOUHbIM OpraHuIMarn

6pansl B Takux ydactrax. Ecim cmranrudeckas Basansuas MeMOpaRa, 09eBMIHO,
cnocobcTByeT GOPMAPOBAHAIO CTAORIBLHBIX CHHAUCOB OKOHWAHMSIMH DacTYLIETo
AKCOHa, TO ApYyrue GaKTOPs! MOryT BLI3kIBATL OBPaTHYrO NEPECTPORKY, B PEIYITh-
TaTe KOTOPOH K3 3pPEsOro HEPBHOrO OKOHYAAUS NPOPAcTAIOT KOHYCH pocta Taxue
$hakTOPBl MrPatOT BAXHYIO PO B pereHepaALHH HEePBHO-MbIIUCHHLIX COENHHEHH
B TeX Ciy¥asX, KOrfa pa3pyilleBel MHIUbL HEKOTOPLIE, HO HE BCE MOTORENPOHEI, WH-
HEpPBUDYIOIUTHE MBILILY, B 3TAX yCAOBHAX ACHEPBHPOBAHHBLIE MBLUEIHBIC BOJOKHA
BLIZe/AXOT crnocobmbt k maddysun  daxktop, cTuMysmpyroumii obpasosamue
HOBBIX KOHYCOP POCTA W3 HEPBHLIX OKOHYaHWM, COXPAaHWBIMMXCS Ha COCRRAMX MHA-
HEPBAPOBAHHBIX BOJIOKHAX ; 3TH HOBBIE BETOYXH H 00pa3yioT CHHATCh! Ba NEHEPBH-
POBaHHLIX BONOKHaX. B MaHAOM ciydae ROpDpEKTAPOBKZ YHCAA CHHANCOB B CO-
OTBETCTBHE C pa3MepamMd MBI OCYUWECTBISETCS HE NYTEM YHHYTOXEAUS
U3MLFAHX CHHANCOB, &, HAOBOPOT, MyTeM CO3MAHMA HeJOCTAIOLMX.

@aKTOp CKeNETHOH MEBINBL, BLI3BIBAIOUME IPOPAcTAHHE AKCOHOB, IIOKd HE
RACHTHOAIMPOBAH. [Ing THagkax MuIum, rae RabmrojaroTcd aHANOTARHBLIE MpO-
Lecchl, NMOKa3RHO, YTO pa3mMepbl MHHEDBALMH B COOTBETCTBHH C TpeboBaHHAMU
MUIIIEHY PeTyHpYyloTcs 31eck dakTopom pocta Repsos (DPH). [eneppaiyia npu-
BomT X ocBoboxaeHnio OPH n3 rmagxux Mg, @ ®PH ctuMmysmpyer poct ax-
COHOB MO HADPABJIEHKIO K MBIUM(E /IS BOCCTAHOBJIEHHA €¢ UAHEPBALAM.

Xumudeckan naeRTrukauns ®PH, koTopelif 651 OTKPEIT NEPBLIM M3 MHOTHX
BELeCTB, PeryJIMpYHOLIMX pa3pATHE HEHPOHROB, flajla BO3MOXHOCTb Ha4aThb M3yde-
HUE €ro AefiCTBAS Ha MOJEKYNspAOM ypoBRe. Ho xoTsa MBIl Haxoammcn yxke Ha my-
TR X BBLISICREHHIO MOJIEKYNADHONW OCHOBL! OGpa3OBaHMS CHRANCOB B HEKOTOPLIX
4acTsX nepudepuyeckon HEPBHON CHCTEMBL, MBI €lIe OY9eHb AaNeKH OT NOHMMAaHUA
TOTO, XKaK 3TO ITPOHCXOIUT B MOJIOBAOM UM CITUBAOM MO3ry. OXRako faxe 3Rech Ha-
9HHAIOT NPOACHATHCA HEKOTOPhle OBUBME 3aKOAOMEpHOCTH 06palobanus CHHan-
coB; 06 3TOM OyneT uOTH pedb B CNEOYWOLIEM pazfene.

3akmouenne

Hetipono! u 24uasvbhbie Kiemku YyeHmpaabhoit HEPEHOU CUCTE MBI NO380HOYHBIX 06 pa-
3YIOMCA U3 KAeMOX Inumeun Hepenoit mpybru. 3aeepuiue nociedHee deseHue, Heil-
DOHY 0BbIYHO Muzpupytom ynopAadOueNHslM 00pazom 80046 OMPOCMKOE PAOUGALHBIX
2AUQABHBIX KACMOK HA HO8ble Mecma, 0mKyda HelPONb! nocChlagiom aKCOMbl U DeH-
dpmbt NO BNOAHE ONPEORACHHBIM RYMAM AR YEMAROBAEHUR HAOALHCAWEN CUCE MBI
censelt. ITo-eudumomy, obpasosanue HepsHO-MblUeUHbIX COROUHEHUll onpedesfemcA
HelPOHHOI CneyuhuYHOCMLIO: MOMOHETPOHSI, npedHasHauenKsle OAA UHHEpEayuu
onpedeseHHon Moyt 8edym ceba max, Xax 6yomo onu 06aadarom onpedeseHnvimu
ceoticmgamu, 61az00apA KOMODPLIM NPedNOUMUNIE AbRO UHHEPEUPYIOM UMEHHO 3my
MbItuYy, 0axce 6 cayuae UCKYCCMEZHHO20 NepemeweHua meta heliposa. Momoweii-
POHB, He YCMAaHO8UBUIUE CBA3U C Mbluiyeli, 0BuuHO noz2ubarom, Kax, enpodem, u MHO-
2Ue MOMOHENIPOKBL, YCMaHO8UBWILE MAKYI0 C8A3b. BoincugaHue IMuX KAemor Xaxum-
mo 06pasom 3asucum, no-suUdUMOMY, Om IAeKMpUNecKol axmueHocmu: ux 2ubesp
MOMCHO npedomepamume ¢ NOMOWbi 8ewjecms, baokupyowux nepedauy 8o3bymcde-
HUA 8 HEPBHO-MBIEUHOM CUHANCe. Buincusuiue neliponst crauaza obpasyom uzau-
weK CUMAncos, maxk MO Kanc0aA MblUEHHAA KARMKA NOAYYALNM QKCOHBI OM He-
CKOABKUX DA3HBIX MOMOHeliponog, JIuuinue CuHanCul 3ameM YHUNMONCAOMCA
8 pe3yAbmame KOHKYPeHYUY, U MbltteUHble KAEMKYU COXPAHAIOM N0 OOHOMY U MOABKO
no o0nomy cunancy. Ecau xaemxa muiuysr noanocmsio OeHepsuposana, OHa vide-
asem daxmop, nobyscdaowuit bauncaiiume axcons K obpaszoganuro gemouex OAA
80CCMAHOBACHUA WHHEDPEAY UM,

18.8. HeiipoHHbie npoeximu W pa3BHTHE
3pUTEAbHON cucTembl [ 54
OrpomMHoe MHOXECTBO HEHpPOHOB TOJJOBROTO MO3ra MOXHO rpybo mojpasge/mTs

Ha CPaABHUTENBLHO HBGOHBIHOC YU CJIO ¢)’HKI1HOH3JIBHHX THUIOOB, PA3JTHIArOLIHXCA
bopMOH KNETKH, XapakTepOM e ¢Bf3ed W BhlAENAeMBIMM HReHpOMemiaTOpaMH.
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O6bIYHO Tena HEAPOHOB, IPHHAANEXALMX K OJHOMY THIIY, T'PYIIMPYIOTCH
B OAHOMN ofnacTn Mo3ra, 06pas’yIoT CXOMHOTO POJRa CBA3M H HMEIOT CXOTHYHO MC-
TOPUIO Pa3BRTHA. Takoe CKOMJIEHHWEe HEAPOHOB HA3bIBAIOT AO0POM, €CJHM HEWPOHBI
CrpynnupoBansl B BHRe KiayOxa, wim naacmunkoin, ecom onm oOpa3yroT TOHKUH,
YNIOIUEHHELA CNOH. B rososHOM MO3ry TRIMYHOE ARPO MOXET 3akjuoyaTs B cebe
NOJUIFOXWHBI PA3JIAYHLIX THIIOB REMPOHOB, 06Pa3yrOUIAX XPYTHYI0 OYRKIMORAIb-
BYIO €IUHBLY, CBA3aHHYIO C APYIKMH fAPaMH W ILTACTUHKAMKY MO3ra 6OJbOImMHA
ITY9KaMH aKCOHOB - 8040KHUCMbI MU mpakmamu. TakaM obpa3oM, Nepsblit 3Tan aHa-
TOMHWYECKOTO ONTMCAHMSA MO3ra COCTORT B NIEPETHCNEHHMH fleP M TUIRCTUHOK H YKa-
3JaRVH CBA3EH MEXIYy HUMH.

Ha cnenyroimemM ypoBHe HETA/M3IAaOMA MOXHO CP2BHUTh HEHpOMBI, [pUHAlne-
MaUMe K OJHOMY TUTY, HO 3aRUMAICLME PA3HOE JIOJIOXKEHHE B NPERENaxX AaHHOIO
A0pa (MK IUTACTHHKH), ¥ OTMETHTDb, A2 KaKHe TOYHO MecTa NPOCUMPYIOTCA UX CBA-
3u B cienyowel nonobrolt rpymme rediponos. Kak npasuno, npoexiya ObiBaet
CTPOTrO YNOPSAOMEHHONR ¥ NORIUHKETCH MPOCTOMY, HO MOTYLUECTBEHHOMY OpraHu-
33IUOHHOMY NPUHLHIY, 8 HMEHHO: COCERHAE KNETKH OJHOH IpYMNbl NpoeuspyroT-
cs Ha cocepue Mecta B ApYTof [T03TOMYy MOXHO FOBOPDHTH O HENPEPLIBHOM OTO-
6paxeHHn OOROr0 MHOXECTBAa HEWpOHOB Ha Apyroe (cM. puc. (8-51).

Kak yxe ropopHNoch, Takas OPraHW3AUMS, HECOMAEAHO, BaXHA AN Nepepa-
6oTKM CEHCOPHOR HHPOPMAMIA B 3PATENLHOM CACTEMe, I ABYMCpPHOE R306paxe-
HHEe BAAKMOTO MHPA, COMJAMOLIECCH H2 CeTIaTKe, MPOEHUpYeTCs —9epe3 PsAR Opo-
MEXYTOYHLIX HeHPOHWHEIX YPOBHEH—-Ha 3PHTELAYIO 06JacTt KOPbl TONOBHOIO
Mo3ra. [1oao6Hblii NMPAHLMA MBI HAXOOMM M B JIPYIHX CEHCODHBIX CUCTEMaXx:
B MO3ry MMeeTcs «Kapra» (MpoeKiumsy) MOBEPXAOCTH Tena, oTobpaxaouRaa KapTH-
HY OCf3aTe/IbHBIX CTUMYNOB, a TaKXeE «KapTa» CNEKTpa CIBILIMMBIX 3BYKOB, pacno-
laraéMulx B COOTBETCTBAA C KX BHICOTOM, @ T.M. BO BCeX 3THX cly9asX MHOTIOYRC-
JIcHHLIe HeHpoHLl B kaxaoi OomblnoE rpymme AeKCTBY(OT MNapaliieflbHoO,
o6pabatsiBas MHGOPMANMIO OJHOMO M TOro Xe obwero xapakTepa, HO IPUXOAA-
UIyI0 OT pa3umx objacTeli BocmpuruMaeMoro mupa. Brnaropnaps RempepuIBHOCTH
OTOBPAXEHHS HEHPOHLI, AMEIOLIHE JENO C 09EHb CXOMHBIMH CEHCOPHBIMA CHTHANA-
MH, PacHONIOXEHBI B TECHOM COCEACTBE APYT C APYTOM H NO3ITOMY MOTIYT B3aHMO-
nelicteosath npu obpabotke Hupopmamr. KpoMe Toro, ynopsao9eHHROCTh HEH-
POHHLIX TIDOEGKTMI H2 KaXIAOM YPOBHE TaPaATHPYET, 4TO KXKABIH 3JNEMEHT
nupopMaumy nocne TakoH oOpaboTikM He BbINAJeT U3 OBUIEr0 KOHTEKCTa, coXpa-
HUT CBA3b C ONPEAENEHHBIM YJaCTKOM BOCIpPHHMMaeMOoro Mmpa. [losTomy me-
NIPEpLIBAbIE HEHPOHHbIE NPOCKIME MMEIOT GyHIaMEHTATbAROE 3HATEHHE 18 Opra-
HU3aUMH MO3ra 11038oR0THBIX. Kak e o6pa3yioTcs Takie HENPEPLIBHEIEC NPOCKIVH
B Nponecce Pa3BUTASA HEPBHOW cHCcTeMEl? 3TOT Bonpoc OymeT otnpaBROHR TOYXOH
AOpH paccMOTPEeHAU (OPMADOBEHWNX HEPBHBIX CBA3CH B 3PUTEABHOM CUCTEME,

18.8.1. IlpoeunpoBanie BUIMMOro MHpa ¢ CET9YATKH HA 3IPATEIbHYIO
Kppilry (PETHHO-TEKTATbHAS NPOEKOHs) HAXOAMTCA MOX
KOHTPOJeM ReiiporAoii cneunduanocTn [55]

C T04YKH JpeHHA Pa3sBATHA JIyJUIe BCETO H3YdeHA HEMPORHAS TTPOEKUMS CETYATKH
Ha 3PUTEJIbHYIO KDhIWYy Y ambnrbu# m puil. (3puresmbHas Xpuilua, wm tectum
opticum,-3T0 061acTh MO3ra, BOCIPUHUMAIOMAA OCHOBHYIO MACCYy 3PHTEJLHOM
HUOOPMALAA Y HW3UIMX MO3BOHOYHHX.) Y MHOTEX NpeACTaBHTeseH 3THX rpymmn
XHBOTHBIX 3PUTENLHBNA HEPB, N0 BONOKHAM KOTOPONO RAYT CHIHANL OT CeTYATKW
rja3’a x Mo3ary, coocofeH percHepupoBaTh nocje Nepepe3ky. CHauana MWBOTHOE
CJIEMHET, HO Ie€pel HECKONLKO HENGNb RITHM MECSILIEB B PE3YJILbTATC pereHepanuy Rep-
Ba 3pcHUE BOCCTAHABMMBAETCY. PereHeprpoBaBIIHMe aKCONB!, NMONOOHO axCoRaM MR-
TaKTABIX XWBOTHBLIX, BHOBbL CO3ARMOT NMPOEKUAO CETYATKH B 3PHTESbHOH KphIle.
CxeMy cBa3e#i MOXHO MCCIENOBATH 3NEKTPOPHIHOMOTHYECKUM METOIOM; B pa3d-
JUMHEBIE YHACTKW 3PUTENLAON KPLILM BBOAAT PEMHCTPHPYIOUIMH 3JeKTpoa, a 3a-
TeM, flepeMelnan Nepes rJa3aMH KHBOTHOTO KakoHW-RHMOynr HeBomsmoi o6BekT,
HAXOLAT NS KAXAOr0 YYaCTKA TaKOe MNMONOXKECHHE 3TOr0 OOBEKTA B 3PHTELHOM
nose, NPd KOTOPOM B [AHHOM Y4HACTKE BOJHAKAET JJIEKTPUZECKA DPeaxuHs.
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3pHTeRvHan Kpb(wd

MNpasen
cTopaNs

fNevan
cropota

Mpoean cervarxa Nuesn comartxa

Fanr mioanuie KNETKH COTNRT KK
RIRACTO rnada Manpeannoy

CBAOH IKCOHMt K NPOTABONONORHOR
OTOPOHS IPUTONRNOA KPLIUK,
CO3ABEA Yaki YNODRADHEHHYW
ApoeRUAD (N ~n, A —on Y. o)

Pue. 18-76. Peremepauusa cesaei
MEXAY [a30M M MO3ITOM ¥y amou-
63l Docie mepepe3xy 3PUTEMLROLO
HEPBA W MOBOPOTa OAHONO rNa3a Ha
(80°. AKCOBRHW OT KaXIOOTO Yy4acTka
NEePeBEPHYTOR CeTYATKM pereHepH-
PYIOT TaKHM 00pailoM, YTO BOCCOL-
AHHAIOTCA C TEM Y4aCTKOM 3pH-
TSJILHOM KPbMIH, KOTOPhIA COOTBET-
CTBYET nepeoHauaAbHOMY MONOXe-
AWIO Tesla J3aHHON WJIETKH B ceTyar-
ke. [ToaTomy, nanpumep, CeeT, na-
AVOLIMA HA BeHTPaSIbHYI0 06nacts
TNEPEeBEPHYTOHR CETYRTKH, BOCIPHHN-
MaeTeR Tax, xax ecnn 6w om nagan
Ha ec NOpCamsHylo obnacTs.

Tpase/é 2pHTENsHLIN Hepn
nepepeasn « Npageis rnma
nosepHyT xa 180°; axcoMs!.
OTACNEHMBIE OF CETYATKIL
Neranepuoyrd Y

CBHINMOSHL(E KNBTHM KEDxAOH
NACTH COTNBTKI Aace NOCNe
NRDAME U EHMA BOCCT BHABNMERIT
CBRAYAC TOM (8 CAMON NACTHI)
IPUTENBNON KPKILWW, ¢ KOTOPOR
ONM Bulni COSAMMENEI Dity i

EcM OIHOBPEMEHRHO C Nepepeskoil 3pHTEeNbHAOrC HepBa TOBEPHYTE [a3HOe
abnoko Ha [80°, To mepeBepHyTas CeT4aTKa W B 3TOM cJlyuae BOCCTAAABIMBAET
CBOM CBA3A C 3PHTENLHOM Kpblnled, 1 XMBOTHOE CHOBA HAayAHaeT BHAeTh. OOHako
TEMEPs OHO BRXAT MHP MEPEBEPHYTHIM: €CRH, HANPUMED, Had TOJIOBOR XMBOTHOTO
DOABECHTHL MUOIY, OHO craefaeT 6pocok He Beepx, a BHU3. Kax NnoxasmBaeT 3nex-
TPOJH3INONOrHHECKOE KapTMpOBaHUE, TaKoe NOBEACHHE XUBOTHOIO 06yCrOBREHO
TeMm, 4TO Xax[daa o6JacTh CETIaTKA BOCCTAHABJMBAET CBA3L ¢ TEM YYaCTKOM 3pM-
TESHLHOM KPHILLH, XOTOPLIN COOTBETCTBORAJ e TIDH HOPMAALHOM TIONOXEHUY rnad-
Horo sbnoxa (puc. 18-76). DTo oveHb CXOAHO ¢ ABNEHWAMH, HabmonaeMuIMU npy
MOBOPOTE 4aCTN HepRHOM TpyOku (pa3n. (8.7.4), u MoxeT OuiTh 06BACHEHO HR OC-
HOBe HetipoHnofi crelM@HIHOCTH. Bee BLUISIMT TAK, XaK ecry Onl KaXawlil HeBpoH
CETYATKH B NPOLECCE PAIBHTAN NpHOOpETaN CnenAPAYecKyro NO3ROHOHHYIO METKY,
3aCTap/suolyt0 ero—rae O OH MO3XKe HM OKalajcs—YCTaHABJHBATL CBA3b
C ONpEACNEHHBIM YI1aCTKOM 3puTenbHol xpuimm. CoryacRo OCHOBHOH IHMNOTE3Ee
ACHPOHHON crelmOUYHOCTH, KOTOpas OuiNa BePEbIE NPERNOXKEHA AN OOLACHEHUS
3TUX (AKTOB, AKCOH KAXIOTO HEHpOHa CeTyaTKH Ccriocofed y3HATL COOTBETCTBYHO-
uiee eMy MECTO B 3pDUTeNbHO#R Kpbille Brarofaps TOMY, YTO KRETKY 3PUTENbHOM
KPbIMA CaMH WMEIOT Hab0op Takux ke (A KOMNJIEMEHTADHBIX) XHMMHYECKHX Me-
TOK, KOTOPLIE 3aBACAT OT NOMOXeHus Toi nym WHo# KaeTku. Ob6pa3zosaHne cuHan-
THYECKOH CBA3R TIOAYHHACTCH ClEJYIOUIEMY NPaBHY: MeTK2 NPECHHANTHYECKOLO
HeHlpoHa (T.e. aKCOHA, PacTyIUero OT CeTYATKH) AO/DKHA TOYHO COOTBETCTBOBATH
MeTKe TOCTCHRANTAYECKOrO HEWPOH2, RaXOHAAIIErocA B 3PHTEILHON KpHIUIE.

B npuHuuMne Mexawu3M HeHpOHHON creudpUIROCTA Mor O6nl AMETL YHUBep-
CanmbHOE 3HRYEHHE W NOBCIOAY B HEPBHOH CHCTEME ONPENE/ATh, XAKME KJICTKM
DOJDKREI CBA3aTHCA APYT ¢ ApyroM. Ha npakTmke xe (xoT4 AnS MHOMHX YacTeld He-
PBHON CHCTEMDB! YXe rnonyyedsl ybexuTebHbIE JaHABIE B NIOML3Y AEAPOHHON crie-
IAPAYHOCTH) OYEHbL TPYAHO TOYHO YCTAHOBHTHL, HACKONLKO BEMIKA DONb TAKOM
CrenrGUYHOCTY B OpraHmlaimu sced cucteMsl. Hepasno, omnako, Ouin caenax
BAXKHBIV LOAT H2 MYyTH K BBIACREHHIO MOJIEKYNSPHOro MexaHnWiMa HelpOHHOMN cre-
nudAysocTd. C MOMOIBIO MOHOKIOHANBLHEIX AHTHTE] Ha SIOBEPXHOCTH KIETOK
CETHATKY KYPUHOr0 3IMOPHOKA Obln HACHTUDULMPOBAH TJIMKOTIPOTEHH, KOTOPBLH,
noAo0RO I¥NOTETHYECKON MeTKe RCHPOHHOM creludHIHOCTH, TO3IBOJISI ONpene-
JATHL NPHHAMIEXHOCTE KIETKA K TOH A RHOM obnactd cervatxu. Koruenpauns
3TOr0 Mapkepa B CeTHaTKe IUTABHO M3MEHRETCA-HAa OJHOM e¢ Nosmoce ero B 35
pa3 Dostblue, YEM Ha OPYTOM, H OF NPUCYTCTRYeT NOYTH HA BCEX KIETKaX CSTYATKH.
I'paaMeHT KOHUCHTPAUKA MApKEPa MOXHO OOHAPYXHTL yXe Ha 4eTBepTblii Jesb
3MOpHOHANBLHOTO PA3BATHS, M OH COXPaHseTCs B TeyeHue BCero MepHofa pocTa
ceTeaTKH. BO3MOXHO, 4TO 3TO M &CTh NPONBJIEHAHE MOBUMOHHON METKH, KOTOpYIO
KJIETKH IPHOOPETAIOT yXe Ha PaHHel CTAalMH PalBuTHs 3MODHOHA H KOTOpas Ciy-
XUT PIIOCIEICTBAY HANPARJISIOUMM PakTOPOM NpH 0Bpa3oBaHHU HEPBHBIX CBA3CH
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18.8.2. GopMuporaHKe HelpoHHOM NPOCKIMH He HAXOAMTCH
noA abCOTIOTHO KECTKHM KORTpOJIeM HeAPOHHOH
cnemadrmocTh [56]

XoTa HefipoHHas cnemMHUIROCTE U MO3BONIET YHOBJNGTBOPATENLAC O6GBACHATDL
Pa3IBUTHE DPETHHO-TEKTAILHO! MNpoeKmHH, Oonece MOAPOOHLIE HCCNEJOBAHUA NO-
Ka3bIBAIOT, YTO BOE 3TO He TaX NPOCTo U KchO. Haupumep, MOXHO paspyumTs no-
NOBAMY CEeTIATKH ¥ 3aTEM B NOCAEAYIOMIHE AENENH M MECAUB! PErHCTPpUpOBATL U3-
MEHEHHs B CBA3AX MEXAy 3puTeNbHoN kpbiled u ocrasuiedics mnosoeAAON
ceT4aTkd. ORa3biBRETCA, OKORYAHUSA AKCOHOB COXPAHMBUIMXCH DETHHANBHBIX KiE-
TOK NOCTEMECHHO CMELIAIOTCA W pacnpeleslaroTes Ha 60sbllyo niowsaas, ¥Tobs!
3aHATH BCIO OOJ2CTL 3PHTENLHOM KPHIOUM, RO COXPAHSIOT NP 3TOM YNOPsAOYeH-
Hoe pacnonoxerue. M HaobopoT, ecmi pa3pyLUMTL OOJOBHAY 3IPUTEILHON KPbILIH,
NPOEKUMs Beelt ceT3aTKY MOCTENEHHO YNOPANOYEHHLIM o0pa3oM CXUMAETCH IO
pa3MepoB ocTaeuieiica obnacty.

O™ Aabmofennss MOXHO OBBACHUTL, NPEMTIONOKMAB, YTO CXEMA CRF3eH KOH-
TPOJIHPYETCH € MOMOILBIO HECKOLKHX pa3MYHBIX MEXAHH3MOB, a HMEHHO: 1) npy-
XOAsLIMe 2KCOHBI KOHKYPUDYIOT 32 oOpa30oBaHpe CHHANCOB; 2) HEHRHEPBHDO-
BAHHBIE MU JEHCPBAPOBAHHBIC KNETKM 3PATELHOM KPLlMM, N0A00HO NeHepBApo-
BaHHBIM MBITIEMHLIM BOJIOKHAM, CNYXAT BCTOYHHKOM CTAMYJOB, PEry HpYIOLHX
oBpa3oBaHAE NPECHHANTUIECKUX HEPBHBIX OKOHYaMMB B COOTBETCTBHH C KOJIEde-
CTBOM KAETOK-MHIIEHel; 3) MEKAY aKCOHAMM COCEAHUX KJIETOK CETHATKH MMeeTcd
KaKOe~TO CXOACTBO, KOTOPOE¢ 3aCTaBNifeT o0pa3oBbiBaTh CHHANCH MO COCEACTBY
ApYr ¢ QPYroM M NOAAEPXHBAET NMEJOCTHOCTL NPOEKUMH Jaxe TOrda, Xoraa oHa
BCA CIBHIAETCH (BO3MOXHBIE MexaHU3M 6ymer paccMoTped B pasn 18.8.7). Heii-
POHH2s cnenudUUHOCTY, JONONBSAS NelCTBHE BEPeHUCACHHMIX GakTOpOB, Mora 6Ll
ONpeaesiT AYXAYID OpHeHTAUR Beel npoexwtd. B TakoM chyvyae HeHpoHbl maH-
HOrO y9acTKa CeTYaTKH Oslaroiaps CBOMM XHMHYECKUM OCOBEHHOCTAM MOTSM 6bl
OKa3rBaTh Npu GOPMRPOBAHUA CHHATICOB npednoumeHue KJIETKAM OMNpeesIeRHOTO
yyacTka 3pHTENLHOM KphilM—6e3 crporofl obslaTemeHocTH takoro Bbibopa.

Habop nomo6HOro pona opranu3ailAOHHBLIX OPUHLHNOB, BReHCTBYIOLMX COB-
MECTHO NPE COIAARMMMK NPABHILAOH MPOEKIHH B XOAE AOPMALHOIO Pa3BATHSA, MO-
XEeT AaBaTh NPOTHBOPEMWBLIE PE3YMbTaThl B HCKYCCTBEAHBIX YCJOBUAX SKCNEpn-
meHTa. [103TOMY MHTEpHpeTanysl MHOTHUX 3KCNEPUMEHTANBHBIX JAHHBIX 34 TPYIOHE-
Ha ¥ NpHBOAAMSBIC BbIDle OOBACHEHHA OTHACTH TIHTIOTETHYHM. TeM He MeRee
PE3YILTATE! ACCICHOBARAR HA PETHHO-TSKTAJLHOW CUCTEME NPHBOIAT X TOMY Xe
obuieMy BelBOAY, YTO ¥ IAHABIE O HEPBHO-MLIMETALIX CBAIAX: REHAPOAH2N Cnenm-
GAYHOCTL CyLMeCTBYET, HO Me rocnoactsyeT GespasmensHo —obpasoBanue CuHan-

COB PErySMpYIOT W Apyrue (HaxTophL

18.8.3. Ceuizn B 3puTe/LHOM CHCTeMe AeTeHbllleil MJIEKOMHTAROLLMX
NOABEPKEHb BJHAHHIO CEHCOPHOro ofibiTa [S57]

V MJIeKOMM TAIOUHX 3IPUTETLABIE TPOCKIME CO3AIOTCS emie A0 DOXIERWA A MaJo
OOCTYMHBE [UIA 3KCHEPHMEHTRBHOTO M3YYeHHA, a NMOCJIE MEepPepe3kH 3PHTESBLHOMO
HepBa ero BOJIOXH2 ”e crocoOHbl pereHepupoBaTh. OAHAKO B MOMEHT POXACHHS
ApHTENbHAA CHCTEMA eIle HE CO3peNia, M MOXHO NOKa3aTh, 9TO B MEPBLIE MECALBI
MU TOOBS XH3KYU B HEH [IPOUCXOAAT NPOLECCHE TOHKOH, HO OMEHDb BAXHOR «IOBOI-
KW» [0 BIIMAHWEM 3PHTENLHONO CEHCOPHOTO OMbITa. EC/I B ONpeNeNeHHbIk uye-
cmsumenb eIl nepuod 3Ta CHCTEMA He TIOAYYaeT OOCTAaTORHOM 3IpATENLBEOR uHbOp-
MauMy, TO TaKas «JOBOIKa» MOXeT OblTh CephelHO Hapymena. THmaHLIH npuMep
3TOr0—TaK Ha3kLIBAEMBIA (IGRWBBIA rfa3». [leTw, CTpalgrouIde KOCOTIIa3neM, qac-
TO APUBLIKAIOT NMONL3OBATLCH TOJIBXO OAHHM Ta3oM, TaK Kak npyroﬁ NOCTOAHHO
KOCHT H Ha ero CeTHaTKe PeAKO IMOJyYaeTcsd TOTHO cHOKycmpomanHOE HIoOpaxe-
wie. Ecym xocornasye pospems uCnpaduTh H PeBEHOK HRYYMTCA N0JL30BATBHCA
obonMu rmasamu, TO B JaJbHeHmeM 06a rnmada ByAyT QyHXUMOWWPOBATB HOD-
MaJbHO. Ho ecym He cXOppeKTHPOBATL KOCOT/IA3AE B AETCTRE, TO HEHCNO Mb3yeMbIit
a3 MOYTH NOJHOCTBIO H HABCEIAA yTPATUT CHOCOBHOCTD BHOETH, H yXe HHKaKMe
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Puc. 18-77. Cxema rnapHIX 3pH-
TeNBHBLIX MyTel uenoseka. Bxonmsie
CHIFHANMKW OT OP&BOYO 4 JISBOro rJfa-
33 pacnpeacaAsioTcs TakuMm obpa-
30M, 370 undopmauns 06 opHux

¥ Tex Xe y4acTxax flofs 3peHus
nonanaer B oAy M Ty xe 061acT
mMo3ra. O6pamiTe BEMMaHMe, YTO
BCA HHPOPMAIMA, NMONTYICHRAR Ae-
BOV CTOPOHOW XaXJOFo [13a33 (co-
OTBETCTBYOUIAR TNPAaBOH CTOpPOHE
3PHTETLHOTO MOJ1R), NOCTYN3ET

B NEBYIO MONOBHHY MO3ra B waobo-
poOT.

mMB3el He noMoryT. Ilpw 3ToM BHewmud BMA M cTpochue Tna3Horo sbioxa
OCTAIOTCR HOPMABLHBIMY — IeeKT HAXOMMTCA B MO3Ty.

Jetansroe u3yUeRHe PYHXUWH OTAENLHBIX HEAPOHOB B IPATENLAOM cHCTEMe
MACKOMMT2ONIAX C [IOMOUBIO BHCKTPOQJHBHOJIOI"HHCCXGIX METOOO0B, OI'MCQ.HEHX pa-
nee (pa3n [8.5.5), nano BO3IMOXHOCTb YCTAHOBHTD KJIETOUHYIO OCHOBY MOAOOHELX
paccTPOHCTB. 3Ha9eHHe MOJydeHHbIX Pe3yJIbTaTOB BEIXOAHMT 32 PAMKM 3PMTETbHOM
CHCTEMBI, TAK KaK OHH OMEHbL fACHO INMOKa3aJm, KakuM oDpa3oM mpomnsii omert
BJMACT HA CTPYKTYPY MO3r2, a 3HA4WT, ¥ Ha ero HEATENbHOCTh. OQHHM BLIABHIAIOT
Ha nepsBbl¥ NJAH 3HaYEHHE CEBCOPBOR CTRMYyNAUMH J01a pa3BuTHA pebenka
U YXa3blBalOT Ba KJIETOYHEM MexaHKiM, 6naronaps KOTOPOMY BHEOIHME pa3apa-
XuTemu Morsm Obl OCTaBNATL CHER B MO3TY H B [EpPHOX B3POCHOH I3HM.

18.8.4. TlpoeximH ceT4aTOK 0OOHMX riaa3 oGpasyioT
B 3PHTEILHOH 30He KOPHW HepelyroltHecs nosocwr [58]

O6¢cyxHas BIMSHUE MPOLLUNOTro ONBLITA Ha 3PUTENBHYIO CHUCTEMY, Mbl COCPEROTO-
uM CBOE BHHMaHHE Ha PAaIBUTHH CHHATITUYECKHX CBA3eH, 6I4roRaps XOTOPbIM HH-
dopmatms, NpUXoaAUasd OT ABYX ria3, o6bemunsercs, obecneaunas GHHOKYNGpHOE

3perue. Jng Toro 4tobs 06BACHHTL 06pa3loBaHye TaKMX CBA3EH, HYXHO CHaYalla

ONHCaTh AHATOMMIO 3PUTEJIBHOH CHCTEMB! B3POCHAOrOo HMHAMBAAYYMA. Y TaKoro
MJIEKOTMTAIOWEro, Kak o0e3bsHa WM kxoOika, 00a rja3a BOCNPHHUMANOT NTOYTH
ONIHO B TO X€ BRELIHEEe I10Jie H NOCEIJIAKT No 3PUTETILHBIM BYTAM CHIH4ALI B MO3Tr
TaxuM 06pa3oM, HTO IBa KaRANa WHPOPMAUMM, OTHOCALIEHCS K OOHOMY H TOMY
KEe YHacTKy BPMAMMOIO MMpa, MOCTYMAIOT B OOWH K TOT XE€ Y4acTOK MO3ara
(puc. 18-77). [ToaToMy B JICBOM 3PHTESILHOW KOpE MMEIOTCA HBE YNOPANOYEHHbIE
MpOEKIMY NPaBoil MONOPUUL! 3PHTESBHOTO NOJA —OAHAa OT AEBOrO TJa3a, Apyras
oT npaporo. B Mo3ry 37# aBe NpOeKuMH HaXNAOLIBAarROTCA APYr HAa RPYra, XOoTd
M He COBCEM TOMHO. BXxoabi OT OBYX ria3 HeCKOJILKO pa3fieReHbl B MPOCTpaH-
CTBe —OHH NpencTapieHbl YaxuMi (0,4 MM) TepedyrolMMHCH M0JIOCKaMM, TaK Ha-
3BIBAEMBIMH KOJIOHKAMM TNIa3010MHHAHTHOCTH. 3 TO MOXHO [0Ka3aTh INyTeM BBe-
JEHWS B OAWH Tfa3 pPafIHOaKTHBHBIX AMHHOKHCIOT. MeveHsie MOJeKyns
NIOTJI0IAOTCA ACHPOAAMH CETYATKA H TPAHCMOPTHPYIOTCA MO aKCOHAM HEPBHBIX
KJETOK B KOPY TOJIOBHOrO MO3ra, Kakum-T0 oOpa3oM NpoXoAs depe3 CHHAAMCHI
P «NMepeJaTOYRLIX CTABIMAX» —NAaTepasiibHbIX KOJMEHYaThIX Tenax. Ha paaumoasTo-
rpadax cpe3oB KOPB!I RCHO BHORO, 4TO MEYEHBIE IOJIOCH, NOTYYaKUME BFHHOPMa-
UHIO OT «MEMEHOrO» TJia3a, NepeMexaloTcsd HEMEYEHbIMH NOJI0CaMH, MONyYaoum-
MU BXORMbIE HAaFHble QT «HeMe4eHoro» rnaiza (puc. 18-78).

Naeunr# rnas Npassif rnsa

Neace narepanwyod
KONEH4YATOR AAPO
NONYNEET MHDOpME -
UMK OY npasod
NOAOBHNL) NONA,
BUAMMOr o 060HMHM
rRAJaMu

IpHTENLHEA KOPS



Prc. 18-78. Konomxw rnazomomu-
HAHTHOCTH B 3PHTEABHOH XOPE MO3-
ra HOpManbHoi 06e3baHbL B onum
[na3 BBOIM/N PAMOAKTUBHLUA npo-
fI¥H, ¥ XHUBOTHOe XMno ewe 10
HHel, B Tederue KOTOPHIX PAAMOAK-
THBHAA METKa TPaHCMNOPTHPOBANACh
K 4acTM KOPbI, BOCIPHRUMAFOLIMM
MHGOPMARMIC OT ITOTO riasa. 3a-
TeM NPUTOTOBJIANH CPe3bl KOpHl, Na-
pajUiesLHble TIOBEPXHOCTH, ¥ TONy-
yamd pannoasTorpad. Ipw nccaeno-
BAaHWH paaHoaBTOrpada B TEMHOM
none 3pHa cepebpa, nexawme nan
PaPIOAKTYBHEIM YYACTKOM, BBIF/S-
JAAT CBETALIMM HA TeMHOM (ioHe.
[TpuroauMoe 3mech ¥iobpaxeaue
CMORTHPOBAHO M3 MHXPODOTOTrpa-
duli RECKOLKNX MOC/ENOBATETLHEIX
CPe30D, NPOXOMBITEX Jepe3 KOPY
Mo3ra na paidoit raybune. Koson-
KH TNa30ACMUBAETHOCTH, CBA3aRHbIE
€ MeYeRLIM [7a3oM (cgemasie no-
A0CH), KMElOT Ty Ke LWHPHHY, 9TO
U XOJIOHKH, CBA3aHMBIE C Heme-
YeHbIM [Aa30M (meMubie noAocsl).
(D.H. Hubel, T.N. Wiesel, S. Le
Vay, Philos. Trans. R. Soc. (Biol)
278, 377409, 1977)
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18.8.5. ?lmmniue CHHANCH! CTPEMSITCA 3aHATh MECTO HeaKTHBHBIX
58, 59

Taxo# xe MeTon paauoapTorpaddH Obl HUCMOMB30BaH NpHU H3YYEHMH PA3BMTHA
KOJIOHOK f1a3020MUHAHTHOCTH (r/1aBHbiM 00pa3oM y xomlek i 06e3bgH). B cambuil
PasHUfl MEPHOR XHIHH XHBOTHOTO HUKAKUX KOJIOHOK pa3fAMaKTh HE YAAETCs: [po-
eXUMH LBYX CETYaTOK BCHOAY NEPEKPLIBAIOTCS, W Kaxias obiacts 3purennHON
KOpsl nosyuaeT HhbOPMAURAo 0T oborx rnai. Jinum noiaxee (06kIYHO B HepBble
Heae ™ X(H3HH) JTH TNPOEKIKA pa3nengaroTcd Ha 4YCpEayrOUMECs [MOJIOCKA TaKHM
06pa3oM, TITO HERPOHBI ABYX COCEIHHUX MOMOCOK MOAy4YaroT BOmLIYK [acTh HWA-
$opMaLMK OT PasyblX r1a3. DTO CIYXHT €€ OKHAM NPHMEPOM TEPBOHAHABLHOIO
NEPENpoH3IBORCTBA CHHAMCOB C NOCNSAYOIUEH JHIKBUIALACH H3JHILIKA, KOT1a Nepe-
KPBIBAOLLKECH TPYMINMLl aXCORHBIX OKOH4YARWH PacHpeleasoTCa MO Pa3HbIM y4acT-
k¥aM. EcThL HekoTOpble pacxoXAeEHs B MASHMAX O TOM, HACKOJLKO STOT 3Tal pas3-
BUTHA 32BUCUT OT 3PHTENHHOTO BOCHPHATHA; OJHAKO TOHHO YCTAHOBNEHO, MTO
paxe Docie TOro, Kak KOJIOHKM TNa30NOMHHAHTHOCTH 06pa3oBasBiCh, CylUeCTBYET
NEPUO, XOTAa OTCYTCTBHE 3PHTEJIbALIX CTUMYJIOB MOXET NPABECTH K AX pa3pylle-
HUIO, K4K 3TO TOKA3aHO B IKCNEPUMEHTE, OMHUCAHHOM HMUXE.

Brinv B39Thi OBe 00e3bfHb! B BO3pPAcTe TPEX HEIENb, KOTHAa XKOJOHKH TiI230-
JIOMWHaHTHOCTH yXe XOopomo pasmrrMul. ORHa o6edbsHa pPa3BHBaiach NASbIIE
B OOBIYHLIX YCIOBHAX, 2 ¥ JPYrod —OAWH rnad 6Bl CEUHaNBHO 3dKPbIT HA NPOTH-
KEHMM HECKOJILKHX TNocjenylonpix Heneib. Oxasasoch, YTO TaKoe OTKIIOYEHHE
r12a3a BO BPEMs UYBCTBUTEJLHOrO NMEPHOAA BEAET K ero TOJMHOH MM YaCTUMHOMH
cjgenote. Uro xe 3To 03HauaeT Ha KJeTOvHOM yposHe? Kawaoi#t obelbsane spesm
B OIMH IJ1a3 PAZHOAKTHBAYKD aMUHOKHCAOTY M 4epe3 HEeCKONbKO ARed, HeobXo-
JUMBIX RIS DepeHoca METKM B Mo3r, ofe3bsr ymepTeuwym. Ha papyoasTorpadax
cpe3oB MO3rosoli KOpbl HOPMANTbHOH 06€3bAEbl GbINM BUAABI KOJOHKW TJ1A30100MH-
HaHTHOCTH WHPHHOHA 0k070 0,4 MM, CBA3AHHbIE C MPABbIM r1a30M, KOTOPLIE “epe-
OOBAJTHCb C KOJOHXAMB TOH Xe OMPHHBI, CBS3AHHBIMH C JIEBBIM rJia30M
(puc. 18-78). YV npyroit 06e3bsHbL Y XOTOPON ONHH rNa3 He NOMYYaN 3pUTEMLHBLIX
CTHMYJIOB, OOHADYXUNACh Cepbe3HA AHOMAJMA: LIMPHHA KOJOHOK, CBAZAHHLIX
C 3aKPLITBIM TJIa30M, COKPATHJIACH NMOYTH 10 HYN4, TOTAA KaK KOJIOHKH, CBA3AHHEIE
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Pue. 18-79. Konouxu rnaiogomu-
RAHTROCTN B 3pHTebHON kope
06eabgHbl, OAMH TNad) KOTOPOH Obln
33KPbIT BO BpeMA YYBCTBHTE/LROIO
NepHOa2z pa3BMTHA. B apyroit rnas
BBS/TH PAJHOAKTHBHAIN MPO.THH

K 33aTeM [MPUrOTOBHJIM PafsoaBTo-
rpa¢ (cM. noamxcs K puc. 18-78),
KonoHKY rima3o OMURAETROCTH,
CBA3AHNHDLIC C TNA30M, JIHLWCHARBIM
IPUTENLHOHA UHPOPMALH (memKbie
nOAOCH), OKAIAJHCh CYNHEHHBIMH,

a CBA3aHHLIC C APYF¥WM TrjajdOoM -
pacuwHpenHsIMA. Ecym BeecTn MeETKY
® rigi3, KOTOpel Oyt 3aKpwT, no-
AywyTcs obpaTHaw KapTHEA: yIKHe
cBeTable mosiocsl GyayT nepeme-
WATBCH C WHPOKUMA TEMHBLIMM.
(D. H. Hubel, T.N. Wiesel, S. Le
Vay, Philos. Trans. R. Soc. (Biol)
278, 377-409, 1977.)

¢ HOpPMaJIbHBIM Tfa30M, pacumipdimch 80 0,8 MM (puc. 18-79). D10 o3navaeT, 4TO
HeHPOHBI, TEpelaloume CHIHAMBL OT MPaBoro M JIEBOro rla3a, KOHKYPHPYIOT 3a
o6pa3oBanne CHHANCOB, ¥ PE3yNBLTAT TAKON KOHKYPEHUUH 3ABUCUT OT 3JIeKTPUHEC-
KOM AKTUBHOCTU: CHHAMNCELl, 06pPA30BAHHKIE HEAKTHBHBLIMU 2KCOHAMM, HMEIOT TeH-
JCHUHIO HCYEIATDh, TOTHA KaX AKTHBHBLIE aKCOHbl CTPEMATCA COXPAHATH YXE 06Pa-
J0BaHHbIE CHHANCH U GOpMHEPOBaTL HOBLie. [TOCKONBKY IpUTENBHOE BOCIPHATHE
OK23b/BAET CBOE ACHCTBHE. BSIMASL Hd HCXON KOHKYDEHLHH, HCHCIONb30BaHHE 000MX
a3 (HanpaMep, KOTAa XUBOTHOE PacTeT B TEMHOTE) NPUBOIMT K rOpa3io Mesee
BBIPAXEHHEIM TNMOCTENCTRBAAM.

18.8.6. CHBXpOHHO AKTHBHLIE CHHANCL! HA OXHOH H TOH e KJeTKe
YKPenIsEoT Jpyr ApYra, A ACHEXPOHAO AKTHBHbIE
KOHKYPMDYIOT 3a BbbkmBaune [S7, 60]

Bonee peTambnHbie CBENCHMA O PA3BUTHM HEPBHBIX CBA3CH, JiekallMXx B ocBOBE 6M-
HOKYJSAPHOI'O 3peHHA, OB MOJIyYeHbl B JKCYEPRMEHTAX, MPOBOAUMMIX C ULEILIO
BBUCHUTL POJIb OTACJIBHBIX KAETOK B (DYHKIMH 3PHTENbHOM kOopwl. B 3Tux axcnepu-
MEHTAX TMPHMENAIUCh 3CKTPODHIHONOTHYECKHE METOIBI, OIMCAHHKIE paHee
(pazn. 18.5.5). AxcOHBI, HECYlUFe 3PHTESbHYI0 HHPOPMANHIO B KOpPY, 06pasyroT
CHHAMNCh B OOBOM H3 €€ CPEelHMX cnoep, rae npeobnagaroT (no xpadued Mepe
y 06€e3bAH) MOHOXYAAPHbIe HEAPOHHI, T.e. TUMMYHLIA HeHPOH 3TOro €08 BO3OYx-
JAETCH B OTBET HA CTAMYJI, BUIAMLIA OJHEM rJ1a30M (NEBLIM KM BPaBhiM), HO He-
BOCIIPHHMIKBLL K CTHMYJIaM, BO3ACACTBYIOWMM Ra ApPyro# rnas. ViMenHo B atoMm
CJIOE KOJIOHKM TJIA30QCMHH2RTHOCTH BhIpaXeHH OCOOEHRO OTIeT)MBO. Brilue
A HUXE B KOPE HMEIOTCA JIPYTAE CJIOH KJETOK, YHacTBYwOWHKe B JanbHediwelt obpa-
60Txe 3puTeSbHOY HHbOPMAUMM. DTH KNeTKH B OOABLMHCTBE CBOEM OuHOK)-
AADHBI: OHM TIPUHKMAKOT BXOIIHEIE CHTHAJIBI OT 060HX I'1a3 M Pa3pAXaIOTCH C Mak-
CHMAJILHON 49acTOTOA TOJILKO TOrAA, KOraa COOTBETCTRYIOIHA CTHMYN BO3NeH-
cTByeT Ha 00a rja3a oJHOBPEMEHHO.

K xaxAM DOCIEACTBUAM AJ18 KOPTHKANBHBIX KJIETOK TIPHBOAMT JIMMEHHE 3IPH-
TEeMBLHBIX CTUMYJIOB B paHHuid nepro xu3HK ? [1pexuie scero, xax Mul yxe BHIeH,
fIpH HEMCMONLIOBAMHM OAHOTO riala HabmonaeTca NedAUMT KOPTHXAJBHEIX KJie-
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TOX, BO36YXaEMbIX 3THM TJIA30M: BO BCeX CNIOSX KOPH DOSBLLUIMHCTBO HefipOHOB
AKTMBUPYeTCA CHIHaJaMM TOJLKO OT TOrO ia3a, KOTOPhIA HOPMANLHO HCROIb30-
Banca. Ho aTo npon3soiixeT, ecm JmMumMTe aAeTeNsIla cnetmdudeckd GuHOKYNAD-
HO#l CTHMYNALAH, NIO3BOJIRE EMY CMOTPETh TeM HJM APYTHM [J1a30M B OTAELAOC-
TH, RO He 0609MH onHOBpeMeHEO? MOXBO, HANpAMED, MOOYEPEAHO 34KPbIBATHL
€My Ha L(G.l'l'b].ﬁ A€Bb TO OIOMH [JIa3, TO IrpyTOﬁ. Hocne J3TOrO OKA3BIBAETCA, YTO
KOXbIH r1a3, HCCNeNyeMblH OTHENMLHO, aKTHBUPYET KJIETKH KX KZOTO CJIOS KOpBI
TakAM Xxe oOpa3oM, kak U B HOpDME, HO NPHU OAHOBPEMEHHOW CTAMYRAUUH 06OMX
rin23 oOHapyXyRAETCA MOYTH MOJHOE OTCYTCTRHE GHAOKY/IAPHBLIX kneTok. Ouensia-
HO, 1A TOro 4Tobbl y AeTeHbllUa YCTAHOBMIKCh M ROIACPXHBAIHCE OHHOKY-
JNAPHBIE CBA3H KOPKOBBIX HEHPOHOB, HeOoOXOMIMO ONAOBPEMEHROE HCMONL3IOBaBMe
oboux rnai. OTo 03HAHAET, YTO A8 HOPMHPOBAHHA NPOYHBIX BUHOKYAAPHBIX CBS-
3eii HYXHO, 4TO6b! BCTABOYHbIE HEHPOHLI ABYX THIOB — (IPABbIE» M «NEBLIE», MOJTy-
9AI0UHME MOHOKYJHIDHYIO BXOLHYIO AHDOPMAIMIO OT KAXIOTO IJ1a3a, He TOJILKO
COBMECTAO 06pPa3OBbIBAM CHHATNICH Ha ORRON H TOM Xe MOCTCHHANTH9eCcKOR KneT-
K€, HO W TNOABEPraJMCh CHHXPOHHOHM CTUMY/SAUHM B PaHHHWA MEPHON XHIHHU.

Hacxomxo Touno# nosxHa 6u1Th cnxpornrocts? Ha 3107 BOMpOC NoO3possioT
OTBETHTHL HABGIONEHWS HAll KOTEHKOM, KOTOPOro BhipalMBajm TakuM ofpailom,
4yT0 062 €ro rnaza peryJapHoO BOCNPHHMMAM ORHH M T€ Xe CLEHb!, HO ¢ HebOMm-
UMM COBMCOM BO BpPEeMeRH. EC/IR BpeMEeHHOH HHTepBall Mexay m3oOpaxerusaMH,
TIOCTYNABIIMMY HA [PaBbii U HA REBBIA TN43, COCTABIAN HECKOJBLKO CEKYHA HIM
MEHBLIC, KOPTHKAILHBIE COEMAHEHNA Pa3BHBATHCH HOPpMAJILHO; RO, €CJTM 3TO Bpe-
ma coctapnano 10 U Gonee cekynn, y KOTeHka oTMevasnca ReduudT GHHOKYJIPHBIX
HEeHPOROB.

PeaymTaThl TAaKOTO pola HMCCAEdOBaHMH, NPOBENCHHLIX HA BMHTAKTHOM MO3Ie,
TIO3BOIOT ¢POPMYIINPOBATS Clenyrowee obulee NPaBUo: HEAPOHbI, BO36OYXaro-
UIHECH CHRXPOHEO M C MHTEPBANOM N0 HECKOJBKHX CEKYHR, HMEHOT TEHACHLHMK
P3aUMHO MOLAEPXKUBATL M YKPeILIATh CHHAMCH, 0Opa3OBaBHBIE MMM Ha OaHON 06-
niest MOCTCHHARTHHECKOR KNETKe, B TO BpeMA Kak HefipoHsl, Boabyxaarommecs 6o-
fee aCHHXPOHHO, GYAyT KOHKYPHPOBaTh 33 0OpazoBanye CHHANCOB A0 TeX [op, Mo-
Ka TIOCTCHHANTHYECKAA KJEeTKd He OCTAHeTCA MOA KOHTPOJEM JMIOL ORHOTO U3
3THX He#pOROB. [OBOPA KOPOTKO, 8 pe3yibmame CUHXPOHHOZO 8030yHCOCHUA ycma-
HABAUBAIOMCA Kou@ep2enmmble CBA3M. HazoBeMm 3TO npasuiom accoyuamugrozo
cunanmozenesa. B peayrmpraTe 3TOro pery/sapHOe BOCIOPHATHE ORHOH M TO¥ xe
KApPTMEE OGOMMM Tia3zaMM BJMAET ONpelesieHHbIM 00pa3’oM Ha cXeMmy camslei
B IpUTESBHON KOope. B 3TOM OTHODICAHM CTPYKTYypa MO3ra OTpaXaeT YRIABHU-
AyaNbELIH OUBLIT XHBOTHOTO.

18.8.7. Cxema coeaMuennii, obpaszyrouHxca B MO3ry, OoTpaokaeT
PeryJspuyio cBf3b PAlIMUELIX cobbITHH BO BuemHemM Mupe [61]

ViMeroTcq BecKWe JaHHbIE B TOJL3Y TOTO, YTO MPABKJIO aCCOUHATHBHOIO CHHANTO-
refge3a OEACTBYET M B APYIHX YaCTRX pa3BHBANOMICHCA HEPBHOE CHCTEMBI, rie OHO
MOXeT CJyXWTh LPYIMM BaxHwuiM uenaM. HanpeMep, npemmnosaraioT, 4TO 3TO
NPaBMI0 MOTNIO OBl FAPaRTUPOBATH HENPEPLIBHOCTL HEHPOHHBIX TNPOEKUMA B NO-
CNENOBATEAbHBIX KOMIIEKCAX HEPBHbIX KJeTOK. OOBIMHO OKOHMAHHE aKCOHa AN
HHHEpPBAalWM Yy9aCTKa, COREPXALIEro MHOTO KJIETOX-MMDleHei, paznendercd Ha
MHOXECTBO BeTodeK. [IBe KneTkH, PacloJIOXEHHbIE PSAOM B OAHOM HEHPOHROM
KOMTIUIEKCE, 4acTO BO3OYWIAIOTCH OJHOBPEMEHHO, ¥ TOSTOMY HX aKCOHB OymyT
NpOABJIATL TEHACHUKIO X o0pazoBaHMIO CHHANCOB HA OJHOHW W TOH Xe KJeTKe
B CfEAyIOWEM KoMnekce. B pezynsTate 3TOrO rpynnsi CMEXHLIX HEWPOHOD fiep-
BOTO KommJiekca OymyT, Kak NpaBHJIO, HHHEPBUPOBATE CMEXHbIE, BACTWYHO nepe-
KPLIBAJOLLMECS YIAaCTKA BTOPOTO.

[MpaBuiio accOIMATHBHOLO CUHATITOrEHE3d CIYXKHT, MO-BUAMMOMY, MOUMBIM
OPraRH3yroWMM (aKTOPOM [UIJ CEHCOpPHBIX cMCTeM. B mpuHmmne 3To npasuno
Morio 6r obecmeduTs oOLMA MExaM¥3M CO3JaHAS TAaKUX HEPBHBIX ceTed, B KO-
TOPbIX OTHEMbHBIE KJETKH clielbubdeckn oTBesasM Obl HA TPYNiy MNOCTOAHRO
B3AHMOCBA3dHHBIX CEHCOPHLIX CTHMYJN0B Jnoboro pona. BoimoxHo, #T0 uMMeEHHO
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TaxdM 06pa3oM MO3r HAy4aeTCs PACTO3HABATH XapakTephbie KOMOWHALMH KaKHX-
TO 3JIEMEHTOB BHEILHEero Mupa M oToBpaxarts B CcBOCH COBCTRERHOR CTPyKType
U PYHKUMM CYIUECTBOBAHHE CBA3CH MEXIY DAIHYNBIMU BHEIUHWMH COOBITHAMM.
B 3TOM 3akmouaeTcs CYHIHOCTL aCCOUMATUBHOW MAMSTH.

Henbaa ckalaTs € ONPeleNEHBOCTHIO, YTO JNeXHT B OCHOBE NPOLECCOB 3aMOMH-
HaHMS Y BIPOCJIOro MHAMBHIYYMa —CO3RaHHE M YHHYTOXEHNE CHHATICOB MM XE Ka-
xkAe-To Gosiee TORKMe Mommduxauuu. TeM He MeHee aRaNH3 Pa3IBUTHSA OHHOKY-
NSPHBIX 3PUTENLHBIX CBA3EH ACHO NMOKa3aJl, Kak NMPOCTOE MPABHUIO MOBEACHHS HeW-
POHOB MO3BONAET HHOTAA OOBACHUTL CIOXHOCTY OPTaRHAAUMH HEPBHOHA CHCTEMBI.
O MosiekynapRsIX MEXaHH3MAaX, JIEXAMX B OCHOBE aCCONHATHBHOrO CHHANTOTEHE-
32, NPaKTAYECKHM HUYErO AEe M3BECTHO, M 3TO MPABHJO CTABHT BEPeAl HAMH elle On-
Hy HepewleHHywo npobseMy B ofnacTy MosekynspHo# Guonorun xaerxku. Ho ono
RaeT TaKXke HANeXAy , YTO pelueHue 3ToiH npobreMsl npuBeReT Hac K Gonee riybo-
KOMY TIOHMMABEMIO (QYHKUMOHAJLEON OpraHulanuM Mo3ra.

3akrovense

Y amubui u puib xaemxu cemuamxu HanpasAfOmM C80U AKCONB 2aa8Hbim 0bpa3om
K 3pUMeALHOL Kpbitie, 8 KOMOPOU c030aemca YnopAROOHEHHAA NPOEKYUA EUOUMO20
mupa. Hocae nepepesxu 3pumeAvHO20 Hepeéa 3mu AKCOHbI pezeHepupylom u 8HOay
obpazyiom ynopadouexnyw npoexyww. Ecau nosepryms cemuamxy omuocumeasko
ONMuUVECKOl OCuU 2443G, De2enepupyriLyue aKCcOHy C8A3LIBANM nepeMeujerNule Hel-
POHBI CEMYAMKU ¢ MeMU e KAemKamMu 3pumeabROU Kpbludu, KOmMopsle coomeem-
CcMEosanu IMUM HEUPOHAM npU NePEORAHANLHOM NOAONCEHUU CemyuamKu,—max, Kax
byomo eoccmanogaenue ceazel onpedeanaegmcs HeaPOHHON cneyuguurocmeio. Mosc-
HO OyMams, MO HelPOHbI CEMUAMKU HECYM ONDedEALHHbIE MEMKU, 3G8UCAUjue Om
UX MECIMONOAONCEHUA, U GKCOHH IMUX HEPOHOE8 NPEONOYNUMEALHO COCOURAIOMCA
€ KAemKamu 3pumenbHOil KPblwu, Hecyujumu coomeememeyiyyo Mmemxy. B mo xce
8PeMA IMUM AKCOHAM CBOUCMBEHHB! KAK KOHKYPEHMHbIE, MAK U KOOnepamusHsle
83auUMO0eicm8un, 64a200apR YeMy ux OKOHUYAHUA YNOPAQOYUERKBIM 06pAa3IOM pacnpe-
eAfIOMCA N0 BCell UMEIOWecA NOBEPXROCMU 3PUMEAbIODL KDbILUW.

Y MAgxonumanoujux npoyeccy pazgumus 3pumeAbHOU CUCMEeMbl 62CbMA 1 Yecmeu-
MeAbHbl K 3DUMEALHON CMUMYAALUU 8 MeUeHUEe HEKOMOPO20 KPUMUYECKO20 nepuoda
nocae powcdenus. Ecau odun 21a3 6ydem auwien cmumyaoe, mo obaacms 3pumes-
HOIL KOPbl, COOMBEMEMBYIOWYI0 IMOMY 24A3Y, IAXEAMAM AKCOHB!, UAYWUe om dpyzo-
20 zaasza. Ecau mcugomroe ne ucnoasayem oba 21430 00HOGpeMeRHO, MO KOpmu-
KaAbHRE C8A3U, HeoDXOOumble OAA HOPMAALHO20 OGUHOKYAAPHO20 3DEHUR, He
YCMAHAEAUBAIOMCA. DMU AGAEHUR NO3BOAAIM NPLONOAOHCUMENbHO CHOPMYAUPOSAMYL
0bwjee npasuy nO8e0eHUA HEPBHLIX KAeMOK: PA3INbIE HEPOHb, C8A3AHREIE € ODHON
U moii e NOCMCUHANMUYECKOD KAemKo(-MULeHbIO, B83AUMHO N000epACULAOM
u yKpenafilom C80u CuHAncel Ha obwetll MUwieHU, HO MOALKO npu yCAQBUU, MO IMU
HedpoHbl 803DYHCOQIOMCA 00HOBPEMEHHO. Dm0 «NPasuI0 accoyuamusHoz0 CuRammo-
2eHe3a» CAYHCUM MeXaHuamoMm, 64a200apa Komopomy cmpykmypa mo03za Moxcem
ompaxcams C6A3d MeNHcOY PAIAUMRBIMYU COOBIMUAMU GHEWHEZ0 MUpA.
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Oco6eHHOCTU paCTUTENbHbIX
HNETOK

Kax bt 13 Hac Nerko OTNMYUT pacrexye oT 3Beps WM mTHUn. OBmTHO ReTpYAHO
Jaxe PeuInThb, KaKOMY OPraHM3My —pacTUTEeSTeHOMY HITH XHBOTROMY —NpUHaLIe-
XHT OTHESBHAS KJIETKA, XOTH 30eChb MOTYT ObIThb W NpobaeMaTuiHble cayvau. Ho
no Mepe Gonee riy60KOro NPOHMKHOBEHHMS BHYTPh KJIETKH, fIDH MCC/IEACBABHHU ee
UATOT1a3Mbl, OpTaHelUt i, HaKOHeN, MHAWBUAYabARIX XAMAYECKMX KOMMNOHEHTOB
Ha NEpBLIl 12K HAWAHAIOT BBICTYIIATL YXKE HE Pa3JIMuus, 4 YepThl CXOUCTBE MexX-~
Oy OBYMS LAPCTBAMH XMBOM npypoasl. JIMUE ¢ NOMOULIO BECBMA TOHKHUX METO-
IOB MOXHO OT/HUMTbL PACTHTESbLHLE MUTOXOHAPHUH, supa W pubocoMul oT co-
OTBETCTBYIOILIAX >XUBOTHLIX OpraHesf, a8 MHOTME KOMIIOHEHTH! PacTHUTEMbHbIX
¥ XUBOTHBIX KJIETOK, TdKUE, HANPYMep, Kak MUKPOTPYbOOUKy, NpakTHYecK Hepas-
meiMel. Coeundrka pacTUTesbHON M XMBOTHOM XU3IHM NPOABJIAECTCA He B TAKHX
PyHOAMEHTAMBLHBIX OCOBEHHOCTAX MOJEKYRAPDHON Opra#M3auMy XHBOTO, KakK pern-
mxamma JJTHK, 6uocunTtes 6Gesxos, npoueccel GochOpHAPOBaNNS B MHTOXOH-
DPHAX MIIR KOHCTPYKLMS KNeTOYHBIX MeMb6paH,-cxopee OHa cBs3ausa c Gonee coe-
LMASM3UPOBAHHLIMH QYHKUMAMN KAeTOK M TkaBeH. bombmmas macts paimaauit
Mex Xy ODOMMH UapCTBAMA BO3HWKNZ B XOAE 3BOJIOOUOHHON AMBEPreHUMH, R4
KOTODOH OTNP2BRLIMM TOYKAMYE TNOCHYXW/IH A82 (QYyHAAMEHTA/IbHBIX cOoOLITHS:
npuobpeTente cocoGHOCTH CBA3LIBATE YIJIEXUCAOTY 8 INpouecce @omocuwmesa
(cM. oL 9) ¥ mosBNeAAE KECTKOR KACMOYHOU CMehKU Y NPEJKOB COBPEMEHHbIX pac-
Termit. OTaanentsle NOCNEACTEHA BTOPOrO W3 yKa3aHHbIX coOulTAI M 6ynyT npea-
MeTOM 06CYyXnenns B 370fl rnase.

19.1. LlenTpanbuas poJib KICTOYHOH CTEHKH

KneroTnast cTexka y pacTeRu# —310 ocobas hopMa BREKIJIETOYHOTO MaTPURCA, KO-
TOpPLIA HaXOAMTCS B TECHOM KOHTAKTE C HAPYXHOH MOBEPXHOCTHLIO T/1a3MATHYEC-
Ko MeM6paHbl. Ha noBepxHOCTH BOMBUMHCTBA KHUBOTHBIX KIIETOK TOXE MMEIOTCA
pa3TUYHbLIE SNIEMEHTHLI BHEKJIETORHOIO MaTpHKca (cM. pasg. 12.3), obpasyrounie Tak
Ha3biBaeMblit [YIMKOKA/MKC, ONHAKO PACTUTE/bHAS KAETOUHAA CTENKa, Kak Upasu-
flo, TOPA3no TOJLUE U NpOYHee, HMEET BoNee YNOPANOICHHEOE CTPOCHHE H, 9TO OCO-
6eHHo BaxHO, obnanaer Goybuied >xecTkocTbio. C DOABSACGHUEM OTHOCHTENLHO
XECTKOWM KJIETOTHOM CTERKH, TOJIIMHA KOTOpo# BapbupyeT B npegenax ot 0,F MM
JI0 MAOTUX JECATKOB MHKPOMETPOB, PACTEHHS YTPaTWIM CHOCOGHOCTH NepedaBH-
raThcad M MO3TOMY He NpHOGpesM B npouecce 3BOMOUMM HM MbULILL, HY KOCTEH, BH
HepBHON cucTeMbl. MOXHO Raxe cKa3aTh, 9TO OOJNbIUAA H4CTh PAVTMIMHA Mexay
PaCTHTESILHBIMU M XHBOTHBIMH OpPraHW3MaMH — B MTATAHWH, THIIEBAPEHHH, OCMODE-
CYJISLMH, POCTE M PA3MHOXEHHU, B XAPAKTEPE MEXKJIIETOYHLIX CBS3EH, B 3ALLMTHBIX
MeXaNH3MaX, paBHO KaK K B MOP(ONOIrvu,~ 06s3aHbl CBOHM fIPONCKOXIEHHEM KIle-
TOYHOH CTeHKE PacTeHuif.

Krnetounan cTeAka okpykaeT cOGCTBEHHO K/ETKY CO BCEX CTOPOE U CIYXUT
CBA3YIOWHM 3BEHOM MeXOy Hell M COCeMHUMM kieTKkaMmM, ofecriednBas TakUM
06pa30oM eOMHCTBO M LEJIOCTHOCTL BCEIO PACTHUTENILHOTO OpPraHMima (puc. 19-1).
B KecTKHX CTeHKAX pacTUTENTLHBIX K/ETOK OODPA3YIOTCH KaHaMb], 1O KOTOPLIM LHpP-
KYJTHPYtOT XHAKOCTH; ¢ NOMOMIBIO 3TBX KHRKOCTeH OCYUWIECTBIIAIOTCS, B 9aCTHO-
CTH, 1 MEXKJICTO4HbIE BIAUMORCHCTBHA. MHLIMH €10BaMH, y PACTEHUN XJIeTOYHbIC



Puc. 19-1. DnexTponnas Muxpodo-
TOrpadus XOMYHKA KOPHA KaMBilla.
Bupna perynspras cTpyktypa, obyc-
TIOBNIEAHAA YTIOPAROYERHOR nocse-
AOBATEJILHOCTHYO JCJICEHNA XAETOX

¢ WecTkumH cTerxamu. (C mobesno-
ro paspewenns B. Guoning)

19. OcobennocTv pacTurensHmx knetok 161

CTeBKU NpH3BaABl obGecnednBaTe Te QYHKUMH, KOTOPLIE Y AHMBOTHBIX BHIMOJHAOT
CKeJIET, KOXa ¥ cucTeMa KpoBooOpatlenus. He ymBUTENBEHO MOTOMY, 4TO B XORE
3BOMOUMY PAaCTeHMM BO3HMKJM BeCbMA Pa3noOOpa3Hbie MO CTPYKTYpe H XuMUdec-
KOMY COCTaBYy THIIb! KJIETOUHLIX cTeHOK. CobcTBEHHO roBops, pacTHTENLHEIE KJET-
K1 pa3MyaioT U KNACCHPUUUPYIOT MMeHHO Mo Gopme ¥ NPBpOAE KNeTOUYHOA cren-
k1. MexXay IpO4MM, TOJICTble KJIETOYHEIE CTEHKH, XOPOLUO BHAMMBIE HA CpPe3aX
npoGkM Raxe B NPUMATHBHLIA MuRpockon, nossossism Pobepry Tyky B 1663 1.
OTKpPbITL KJETKYM, a GopMa UX B 3TOi TKauu o6ycloBANa NOABJIEHHE CAMOTO Tep-
MWHA «KJIeTK2».

B HacTosimem pa3nene Mml paccMOTPHUM OCOGEHHOCTH XH3HM DPACTUTENBHBIX
KJETOK, CDAIAHBLIE ¢ HAJMMUEM y BUX purynubix cTeHok. Ho chauana o6patumcs
K TpUpone caMo#d KJIETOYHOH CTeBKH.

19.1.1. KneToquan cTeaka ofpa3oBaHa BOJIOKHAMM MeJI/IHJIO3bI,
norpyXeuHbIME B NO.JMcAXapHIHO-Geskonbiit MaTpke [1]

B MHOTOKJIETOUHOM PacTeHMd MOJNOAble KJIETKHM OTHOCHTENLEO MANLl MO CpaBHe-
HUTO € KJIETKAMM, 3AKOHYHBUOIUMH CBOE pGLlB}{TH& Y e mruenue pa:mepoa MonoabiX
pacTyumx KJIETOK BO3IMOXKHO Oiarogaps ToMy, ¥TO CTeHka y WHX (puc. 19-2) ro-
Pa3x0 TOHbLUE, 9eM Y 3PEJIHIX KNETOK, d IpeacTaBiseT cOGoH NomyxectTkyro CTpyK-
Typy. CTeRKM pacTYmmX KJNETOK HA3LIBANOT NEPBHUNLIMH KJICTOUHLIMH CTeHKAMH.
3pesble KNETKH MOrYT COXPAHATH MEPBHYHYIO CTEHKY, MHOTJA 3HAYUTEILHO YBESH-
quBag e¢ TOMOMHY, MM Xe B PAAC CITy4aeB HAPRLMBAKOT AOMONHUTENBHbIE YNpOY-
HAIOLUME CJIOM WHOTO COCTaBa, TaX HAa3biBAEMYIO BTOPHHHYIO KACTOMHYH) CTEWKY.

XoTa nepsiYHble KJETOYHBLIE CTEHKM BbLICIOAX PACTEHHH CHMALHO pa3M9aloTCH
[ETA/iMA CBOEH OPraHM3auuy, OHM, NMOJOOHO BCEM BMJAM BHEKIETOYHOIrO MAT-
pUKXCa, HCIOMbL3YIOT OAMA OOUBIH CTPYKTYDHBIR NDHHUMN: oHM 06s3aHbl CBOei
OPOYHOCTEIO JIMHHBIM BOJIOKHAM, CBA3AHHBIM B SAMHYIO MPOCTPAHCTBEHHYK) KOH-
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Puc. 19-2. OnexTpoHRasa Muxpodo-
TOrpaduA y4acTxa NEPBHYHON Kie-
TOYHOM CTEHKH MEXAY ABYMS KJET-
KaMK P KOHYHXe KOpHA CanaTa.

(B. Gunning, M. Steer. Ultrastruc-
ture and the Biology of Plant Cells,
London: Arnold, 1975)

1 MKrMm

Pre. 19-3. Lleamonossnie
MHKPOGBOPHINE! DEPBIYHON Kie-
TonBO# CTeHkyn. Braromaps Hanmmiie-
HHIO METAJLIOM XOpPOWIO BMAHA CETh
XA0THYHO P2CHONOKEHHBIX
MHUKpOQHEPYILUT (MONexysH, obpa-
AYHOWHE MATPYUKC KNETOSHOM CTeH-
XH, yAanenn). B HeKOTOphIX THMax
KNETOGHON cTerkd MUXPOoPHOpU DI
MOryT pacriosaraTbes HaMBOro 60-
nee ynopanoderHo. (C moGe3soro
paspewenus A. B, Wardrop.)

CTpyknuio Monekynams GenkoB M nomicaxapufoB (puc. 19-3). DToT e cTpyk-
TYpHBIH NPUHIAT JIOKAT B OCHOBE CTPOSHHS TaKUX XOPOLIO M3BECTHBIX MaTepua-
JIOB, KaK Xene3006eYOR WM CTeKMONJACTAKM, TI'RE NPOYELIE CTEPXHH YA HMTH
NOrpyXeHbl B aMOphHbIA Hano/uuTesb (puc. 19-3). V poicllmx pacrednit BOAOK-
HUCTbIE 3JIEMEHTHI KJETOUHMX CTEHOK, KakK MpPaBKIO, COCTOAT W3 MOMMCAXapuna
YeAn0403b (3TO, OXANYH, cAMBI# PAaCOPOCTPAHERHBIH BHI OPTraHUMeCKMX Makpo-
Monexyn Ha 3emue). MaTpukc xe ob6palyloT B OCHOBHOM A8a TWNa TNoJMcaxa-
PUIHBIX MOJIEKYJI ~2eMuyesrso403a U nexmun (puc. 19-4). Tounsiii cocraB kinetou-
HOH CTeHKH 3aMETHO BapLKpPyeT B IABHCUMOCTH OT BHMAA ¥ TKAHY, HO OCHOBHAf
KOHCTPYKIIHSA OOMHBAKOBA: KapkacHbhie PpHODHIILI U MOJIEKYJhI MaTpUKCa CBA3AHLI
OpPYr C APYroM MpH MOMOLUM KOBAJICRTHBIX CHIFBOK M cnabuix BlamMojeHcTsmit
B eQMHYI0 OYeHb CNOMXMHYH CTPYKTypy. HeobwraHast ClOXHOCTL 3TOR CTPYKTypbl
Noka He TMO3BOJIAET HAM MONIKOCTBIO OMHCATH BCE MOJIEKY/ISPRbIe KOMIIOHERTHI Ka-
KOTO-JTA0O0 M3 HIBECTHBIX TUNOB KJIETOYHON CTEHKH, BO MHOrOM HedceH u cnocob
COEMVHEHNA 3TUX KOMOOHEHTOB.

19.1.2. Kapkachhle $HOPR/LTLI H MOJHCAXAPAALI MATPHKCA CBR3aHb

Apyr ¢ APYTOM B eJHKYI0 APOCTPAHCTBEHHYIO
KoucTpykmmo [1, 2]

Mosekyna nejLion03N NpeacTasiseT coGofl Hepa3BeTBNERHYIO OeNMb M3 HeCKOJb-
KMX THICAY [JOOKO3HBIX OCTATKOB, COEIMEEHHLIX Mexny coboidt 1 — 4-ramko-
NOHLIMHE CBA3SAMA. Takol THN CBf3eH ODYCAOBIMBAET YNIIOMEHHYI), JEHTOBHA-
Hyio QOpMy MOJIEKYSbl, XOTOP2# OOMONHWTENLHO CTaBHIM3UPYETCA BHYT-
PUMOJIEKYJIAPHBIMH  BOJODONHLIMU  cBfdamyu  (pmc. 19-5). Mexay cocenHumm
LeJUTICNO3HBIME MOJIEKY laMA TOXE OOpa3yloTcss BOAOPOLHHIE CBA3M, MTO IPHBO-
T K GOPMMPOBaHWIO O4eHb JUTMRELIX BhICOKOYBOPHAOYERHBIX KPECTANIONO-
HOGHBIX arperaTos, Ha3biBaeMbIX MHKPOPROPRATAMH; XaKAbIK U3 TaKUX arperasos
conepxut 60-70 TecHO NpuJjeraroUmMX APYr K ApYry DapajneibAbIX H ORMHAXOBO
HATIpaBJIERHbIX USIUTHOIO3RRIX nened. 3T MHKpoduOpumel (cM. puc. 12-62) oxpy-
®EHBl MHOXECTBOM MEHEe YNOpPSAOYEeHHBIX OEJUTKOJIO3HBIX MOJNEKYSL, 4 TaKXke MO-
JIEKYJTAMA reMHUEILTOSIO3bL.

I'eMHuenD01032 —3TO COBHPATEMbHOE Ha3BaHMe reTepOreHRON rpynims, o6%-
eMMASIOIEH pa3BeT8IeHHble NOMMcaXapyabl MaTpHKca. DTH fOJMCAXapuibl Cno-
cOBHBI HEKOBAJIEHTHO (HO BeChbMa MPOYHO) CBA3BIBATLCA C NOBEPXHOCTHIO LESUTO-



Puc. 19-1. Cxema BO3MOXHOIO CO-
CIMHEHNA NBYX OCHOBHBIX XOMTMIO-
HEeHTOB fIEPBHIHON KNETOMHOR cTeR-
Ky —pubpuan 1 matpukca. Mone-
KyJbl FEMMUCIUONO3D (HaOprMeD,
KCHIOTMOXaHa) NPUKPENJICHBS K No-
BEPXHOCTH UEJUNONO3HALX
MHXPOPHOPUNN BOAOPOAHBIMY CBS-
asmmi. HexoTopeie H3 3THX Monexysn
€ 7NOMOIIBIO KOPOTKAX MOJIEKY
HeATpaLHBLIX MEKTHHOB (Hanpumep,
apabuyHOranaxTaHoB) CBA3AHL TaxXe
€ MOJIEKYNaMM KACTBIX OEXTHHOB
(RanpytMep, ¢ PaMHOT2/1AKTYPOHARA-
mu). [ TUROGPOTEUHbI KRETOSHON
CTEHKR, BEPOATHO, TOXE CBAIAHDBI

¢ Moyexkynamu nexTWRa Jetasm
CTPYKTYPbl QEJULIONIO3HLIX
MUKpODHOPUIN NMOKAIAHK Ra

pHc. 12-62 ¥ 19-5.

Pure. 19-5. [Ipe ueny uemnronossl,
B KOTOPOW TFOKO3RbIE OCTATKY CO-
enutens B-1,4-cpaasmu. BayTpHMO-
NEKyngpHuIe BOAOPOAHBIE CBA3R CTA-
GHRINPYIOT RAXAYIO LEMb, 8 MEX-
MOJIEKY/IAPHbIC TIPOYHO CIIMBAKOT
coceliHe Ueny B Mukpodubpunne.
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XanayueBsnieé CLUMERH
MADELY MONOKYNIMNU
naxY®Ha

Monexymi kKneno-
7
ro NEKTWHE

,‘/ Monexyna
/ Hedypansuoro

i
. / NoXTRHA

Lennionaarxas
MHxpoduGpHnna

“Monexyna
reMULE PMONGTE

JI03HBIX MUKPODUOPHIUL, a Takxke MexOy coboft; osu GopMAPYIOT BOKPYT Kaxao#
MAKPOOUO pHILTLI CBOETO poaa 060J10UKy H € MOMOLDLIO BOAOPOAHBIX CBA3ELH CLUM-
BAIOT MX APYI C APYIrOM B CNOXHylo ceTb. M3BECTHO MHOrO paiyMUYHBIX reMUUEN-
JHOJI03, OLHAKO BCE OHU MMEIOT CXOQHOE CTPOEHWME: MOJieKyna NpefcTaBifeT Co-
6ot AIMHHYIO OCEBYIO LEMb H3 CAXAPHBLIX OCTATKOB OLHOIO THMA, COeMMHENHbIX
Bl - 4-cBa3amy, OT KOTOpOil OTXORAT KOPOTKHe GOKOBblEe UenH, 0O6paloBaHHHIE
caxapamMu Apyr¥x TvnoB (puc. 19-6). Caxapsnlie ocTaTKM B FeMEUE/UTIONO3aX Pa3-
HOTO THNA pa’idHEL BOROPONHEIE CBS3H C BHELHEH MOPEPXHOCTBIO LEJUTIO-
N03HbIX MEKpoUOPUT 06pa3yloT caxapa ocepoil ueny. PactuTemmHble kneTKM
CHHTE3UPYIOT BECbMa pa3HooOpastule Habopbl NeMHUEIONO03, B 3aBHCHMOCTH OT
BUAd PacTeHHR| H CTaJ{¥ ero pa3BHTHA.

TpeTaii U3 rnaBHRIX MOMKCAXAPUIHRIX KOMIIOHERTOR KUTETOMHON CTeHKH — MeK-
THHBI - 9TO TOXE TETepOreHHas IPYNNa; K HeH OTHOCATCS Pa3BeTBJICHHbIE CUITBAO
UAPATHPOBAHBLIE NOJMMEpPhl, COAEPKaUMe MEOTO OTPHUATENLHO 3apAXKEHHBIX
OCTATKOB raNakTYpOHOBOH xucnoTH! (puc. [9-7). Bnaromaps ceoeMy orpunarens-
BOMY 3apfAiay UeKTHHB! 3¢HpeKTHBHO CBA3LIBAIOT KATHOMBI; €CI4 K PacTBOPY, CO-
AEPKALUeMy MOMNeKYJl nextHRa, N06asuts Houst Ca’™, 3TH MOBBI CLMBAIOT WX,
9TO NPHBOJMT K XeRAaTHHW3ANHK pacTeopa. EcTh pamHbIE 0 TOM, 9TO Takoro poaa
KaJlbUMeBble CLIMBKM UrPaloT ONPEACNICHHYIO pOflb B OOBEAMHEHHM KOMNOHEHTOB
KJICTOYHOW CTERKW, OLHAKO MOJHOTO NPSHCTaBJCHUA O CBA3AX, BHUTOJHATONMX Ta-
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Puc. 19-6. Cxema cTpoesnd mone-
KY.Tol YeMHLEILUTIONO03b! U3 KIETOY-
HO® CTEHKM TMNTUYHOIO UBETKOBOTO
pactenus. Llesunonosononobunmt
OCTOB MOJMEKYJIbl COCTOMT U3 OCTaT-
KOB TJDOKO3L! U NPHUCOENHHEH

B XNETOMHOH CTeHRE BOAOPOAHBIMH
CBA3AMM K NOBEPXHOCTH WLEJUTIOJIO3-
Hoit MHXPOHUEPHIUEL. B nanHom
ciryyae HIOGPaXEH KCUJIOIJIEOKAH,

B KOTOPOM K TRIOKO3NBIM EIHHH-
0aM OCEBOMA LENM MPUCOCIHHEHD
OCTATKW KCHNO3bI; KOMDOHEHTAMH
BOROBLIX OHIOCAXAPRAALIX Leneil
Moryr ObiTe W Opyrge caxapa, Ha-
NpHMep rajakTopa 0 (pyRo3a.

Puc. 19-7. Cxema CTpooRHS XBCAOrO
nexTHha (paMAOTaNakTypORaHA) M3
KNETOYHOM CTERKH BLICIBErO pacTe-
Hus. TTokasaubl HINOMEI JIHMERHON
0oCceBOi menH ¢3 OTPHUATC/LHO 3a-
PSXEHHLIX OCTATKOB rafakTypOHO-
BOM KHCIIOTH!; 3TH H3INOMSL
00yCiIOBREHLI MPHCYTCTBHEM OCTAT-
KOB DaMHO3bi, KOTOPbIE CIyXaT Me-
CTAMB NPHXPENIIEHUA HeATpaibHBIX
MEKTHHOB, CHKILIBANOLIMX KHCSILIE
NEXTHHL! ¢ MOJIEKYNAMH NeMuucl-
Mos036 (cM. pac. 19-4).

Puc. 19-8. DnexTponEas Mukpodo-
Torpadys KJETOK 8 AMCTE ITHOJM-
pOBaHHOTO pacTenna osca. Cpegwn-
Haq [JIACTHRKA, CKPENNAIOMAN OO~
CeNHHE KJNETKH, B HEKOTOPBIX MeC-
TaX paclIemHach, OcTasup AcBons-
e BO3AyUIHyie monocTn. B nucTs-
Ax 3TH Donocth nossonsot CO,
aupdyHauposaTs NpamMo k HoTo-
cEHTE3dpyoWKM KieTkam. Tlo-
CKOJIbKY B [aHHOM Cly4ae KJEeTKH
CIIC HHKOTIA He OhJIM HA CBeTy, WX
NAacTuibt HE NPEsPpaTHIMCL

B 3pemue xnoponnactul. [B. Gun-
ning, in: Biochemistry of
Chloroplasts (T. V. Goodwin, ed.),
London: Academic Press, 1967.]

LGon 1I rAOKEEHN AZHRUIL
coRMMNOMKLIX B (1, 4) -CBRIRMHU, MOHET
MPMEPEANATRCA 8CACPOANL/ MM CBALAMM X

NOREPRHOCTH LANNIONAINOR MHKPODHOAHANN

10T KoHEU mowes Gyita
PPRCoEdrHEn K MOREKYNE
HEHTDANGMOTO NENTHHA

BricTynaouian @

OTIRCOCIXAPAIARX ULda

3acon MOTYY APHKPENAATCA (6TIM MEWTOANLNOTG NEKTHKA

- {Gus)<{Gua){Gua~Gua)~ENm) "N ek weron
raNAKTYPOHOBOI Kucnoms( (Gua ) , coeanmnerninx a (3, 4) -ceazamu;

HOKOTOPRIL HI ITUX OCIATHOBR MOrYT GbImy METMNAHDORAHL!
‘

BxNroveHMbI@ KOS-T 28 B 0CEBYI0 UM OSTATKY pamnaans (Rhm],
coagureHMbIe 1,2-CBRIAMM, COIAROT B STOR UEMM NOKANRLHLIE WIrBs!

Kyto dyHxumio, y Hac noka geT. OcobeHro foraTa NeKTHHAMB CPEOUHHAA NAACHIUK-
Ka, PACTIONIOXEHHAA MEXRY CTEHKAMM NBYX CMEXHBIX KJeTOX ¥ obecnedmBaroulasn
KX cuensienye. DTO TOT caMulif cJIoH, B KOTOpOM (GOPMMPYROTCH MEXKJIETOUHblE
BO3AYWHbIE NONOCTR (MEXKNETHWKM), XapaKTepHbE A MHOIMX DACTHTEbLHBIX
TKaned (puc. 19-8).

KpoMe Tpex MepeducNieHHBIX KJIacCOB MOJMCAXAPUIOB B COCTEB NEPBHYHOH
KJIETOYHOM CTEHKM BXOAAT Takxke HeBoymume konmsuectsa Oeska. I'nasueit Geit-
KOBBIA KOMNOHEHT COLEPKHMT MHOIO OCTaTKOB BeoOLI4HOH aMHHOKHYCIOTH! MRA-
POKCHIIPOIIHAE, ¢ KOTOPO# MBI YXe BCTPeYajmch B pasfesie, MOCBANEHHOM KOJUIa-

5 Mxm
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regy —Geixy BHEKJIETOYHOrO MATpPRKCa O KMBOTHRIX (pa3f. 12.3.3). Opuako
y pacTeuult k rMRpOKCUNIPOJARY, a TaKXe K MHOTOWHCJECHRBIM OCTaTKAM CEepUHA
NPUCOENHHEHE! KOPOTKHE GOKOBbIE OJIATOCaXapUiHble UEMY, T.e. Mbl HMeEeM LHEeNo
C IIMKOMPOTeNHAMH. [10CKOJBKY O4eHb TPYAHO KCTPAarMpPOBAThH IMKONPOTEHHb
Tak, 9TOObl He HAPYUMTh NENIOCTHOCTh KJJETOTHOM CTEHKU, MOXHO MyMaTb, YTO
3TH MOJIeKYJIbl —HapARY € UEJUTONI030#, reMHUESURONOIOR U MeXTHHAMM —COCTaB-
JIIIOT HEOTBHEMJIEMYIO YacTh OMOPHOHW CTPYKTYPhl MaTpUKCA KJIETOYHOH CTEHKU.

Ina Toro uTobb! kneTka MOTNa pactTH WS H3IMeHATbL cBO1O GOpMy, KREeTOYHAA
CTeHKa N0JokHa ofnanath cnocobHOCTLIO pacTATUBATLCA M RedpopmupoBaThes. Tak
Kak OeJUNON03HBE MAKpOGHOPRILITE —06pa3oBatHs NOBONBHO XKECTKHE, ANA [O-
OOOHBIX M3MeHeHud HeoOxoMUMoO TNepeMelleHde HX OTHOCHUTENBHO ApYr Apyra.
MNoaBckHOCTE MUKPOGUOPUILT 3aBHCHT OT UX PACOONOXEHHS B NEPBUMHON Kie-
TOYRON CTemKe, a TAKXe OT HX CBA3ed ¢ MAKPOMONEKYJIAMA MaTPHKCa K OT Coemu-
HEHMA STHX ROCACaHUX Mexay cobol. K 3aToMy BaxHOMY BONpocy Mbl BEPHEMCH
noaxke.

19.1.3. Mansle paiMepbl HOp B K/IeTOYHOH CTeHKe OrpamaiMBaloT oOmen
MOJIEKYIAMM MeXAYy PACTHTEIBHOR KNeTKOH M ee okpywemwem [3)

Bce xNeTkA MOTSIOMWaOT NHTaTe b HLIC BEIECTBA W BLIBOJSAT NPOXYKTHE CBOLTO Me-
Tabo/y3Ma vepe3 MJiazMaTH4eckylo MeMOpaHy. DTUM Xe NyTeM OHHW [OJTyYaroT
pa3z/mMYHbIe XMMMYECKHe CHTHAJLI M3 oKpyxarouled ux cpens.. Opuako p ciyyae
PACTUTEJILHLIX KJIETOK COOTBETCTBYIOUDHE MOJIEKY/TBl JOJDKHB! IPOXOIMTL TakKxe
M CKBO3b KJIETO4HYIO0 cTeHKY. [lockonmeXy MaTprKc KJIETOYROH CTEHKH TNpeAcTas-
nseT cobol CMIbHO rHAPaTUPOBARHLIN STOSMCAXapUAHLIA el (NepBHYHAR CTEHKA
COOEPXHUT no Becy ro 60% Bojet), Boma, rassl U HebosblMe BomOPAacTBOPUMBIE
MOJIEKY bl JIETKO TpeoloJieBaloT 3To upenstcTere. [lo cpaBHeHUIO ¢ UMTOMMIA3Ma-
TAYecko! MeMmOpaHO# KneToyHas cTefrika ¢ €e CeTYATON CTPYyKTypoll /MILE OYeRb
HE3HATHTENLHO 3anepkuBaeT Juddysnro Mambix Mosekyl, Takux kak H,O, caxa-
po3a um nons! K * . (Jlaxe B Tex ciydasx, KOria TOJONMHA KJIETOUHOH CTEHKH OO-
cruraeT 15 MKM, HA ee 100 NPUXOIMTCA Tonbko 109, TOro compoTUBIERMSs, KO-
TOPOE MCMBITLIRAIOT MOJNEKYNLI BOJBL, NHDKYJHMDYIOIAE MeXXY OUTOIa3MOM
W OKpYXarollled KNeTKy Cpellolf; 3a ocTanshbie 905 oTBETCYBEHHA NNa3MaTHIECKAS
mMeMOpaHa.) MakpoMomekyns NpPOHUKAIOT Hepe3 CTeHKY GCONbLIMHCTRZ pacT-
TeJILHLIX KJeTOR ¢ SosmumM tpyaoM. Kak mokazam uamepenus, s¢dextunanii
IHaMeTp Mop B KJIETOYHOW CTEHKe BapbHpyeT B Npepenax oT 3,5 no 52 um. Orta
BENMYKHA ROCTATOYHO Mana, 9TOObI OUEeHb CHILHO 3aMeMmTh Auddysuio Mose-
Ky, Macca KOTOPBIX 3HauMTeNbHO npesbiwaeT 15000-20000 aamsToR. B Heko-
TOPLIX CNYYasX OTNOXKEHHE BOCKOBOW KyTHKYNBI (cM. pHc. 19~13, B) Ha BHewHed
TIOBEPXHOCTH KJIETOYBOM cTeHKkH ewe Gornmblue 3aTpymnseT auddysnro MoNeKyIL
B npyrdx cnydasx, ofiHaxo, NOPkl MOTYT ObiTb KPYNHEE ¥ 4epe3 HuX CBOOOIHO Bbl-
XOJAT HapyXy NPOIYKTHl CeXPEUMH, HANPUMEDP KOMIOHEHTH! CIIM3H, MOJIEKYNApHAs
Macca KoTopeix MoxeT npesnmiats 100000. Tem ue menee, kak obimee npapuso,
PACTEHHAM TIDUXOMUTCA HCITONb30BATL MAITHE MOJIEKYJTbI; B YACTHOCTH, U I/ OCY-
INECTBACHHA MEXKNETOYHbIX CHIHALHBIX GYHKUMA HYXHbl BellleCTBa, JErKO Ipo-
XOARUIKE Hepe3 KNeToydyto cTeHKy. Y nelicTBUTeBHO, y GOMLUMHCTEA M3BECTHHIX
CHTBASIHBIX MOJNEKYN (TAKMX, KaK PeryisTophl DPOCTA —ayKCHHB!, LHMTOKKHUHBI
1 rubbeperumHn) MoJexynapsas Macca He npeswlwaeT 500 (pa3n, 19.4.4).

19.1.4. Boicokas npoTHOCTL KJAETOTHOH CYCHKH KO3BOJACT
KNeTKaM NOANEPKHBATL HIOLITOUHOE BHYTPeHHee JABJICHHe,
HA3KIBAEMOE Typropom [4]

Hamume npovHolt CTeHKH NaeT BOIMOXHOCTL PACTUTENbLHBIM KJeTKaM (GyHKIMO-
HMpOBaTb B TMNOTOHHYHOH BHYTpeHEEH cpefe pacTenms. DTa BEEKJIETOMHAR XHA-
Kaf Cpeja y BhICUMX pacTeHH# BK/BOYaeT CyMMapHEI 06beM BOAHON (pasbl scex
KSETOYHbIX CTEHOK H COAEPXHMMOE JUMHHHIX Tpyfouex (cocynos), o6pa3zoBaHHbIX
HYCTBIMWH CTEHKAMM OTMEPIONX XIEeTOK kcutems (pa3zn. 19.1.8). Mo 3atum Tpy6ou-
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KnerouHar crenxa
Lrronnaima
Barkyons Flapo

PacTuTenssan koeta,
OKDYMOMHER WECTROA
KNETONHOM CTEH KOA,
8 BOAE OCMOTHHECKH
cralunnsna

ECNU NOMECTHT S KAGTKY

B HIOTONANSCK MM (MO OTHO-
WHEHMIO K UAYONRazMe)
pacteop Caxapy, nporonnaecy
COMMETCA M OTAENHTOA OF
crerxu (Npouece, HaJwIBae -
MBI MNA3MAMIoM)

B npucyTeYBMY
. [VODOMHTAYECH #X
“TN N\ depmeTos KneTovnaa
| | crenxa pacrsopaercn
M NpOMCXOAKT OCBO-
BOMAEMHE NPOYONNSETY

8 usoroniveckom
pacTBope caxapa
npoTonnact crebunen

——— Nporonnact, NOMELPHHLIK
If“ i v\ B Baay, GuicTpo nabyxaer
! » nonpeTcR

Pue. 19-9. PacTeTenbHas kietxa,
JMWIEHRAA KNEeTOYHOH CTEHKH, OC-
MOTHYECKH RecTabuikHa: NIoMellleH-
Has B Bony, oHa OplcTpo Halyxaer
¥ Jonaetca. Ecim ke xneTka oxpy-
WEHA XCECTKOA CTeHKO#, OHa MOXeT
HabyxaTh ML B OrpaANYEHHOH
CTeBeHW; KIGRITOYHOE THAPOCTATH-
4ecKoe NABJICAXE. DA3BUBArOmeecH
BHYTPH KJIeTKH, NleNaeT ee Typrec-
UCHT‘HOﬁ, B TO BpeMA KaK KJEeTOd9-
HAaf CTEHKa He JaeT eA JOMHYTh.

Pue. 19-10. MuxpodoTorpaguu
YCTBHU B DMBAACPMMCE JHCTA TPOMM-
HECKOTO TPABRHMCTOrO PACTEHMA,
HOJ]}‘HBHBB[& ¢ NOMOIBIO CKARW-~
PYIOLLETO JINEKTPOHHOID MHKPOCKO-
na OpH pa3HOM ysenu4euds. Pery-
NMpyeMble TYPrOpoM NBHXKCHHKS
IBYX 33aMBIKAKOLIMX KJIETOK H3Me-
HEIOT BENUMMHY OTBEPCTHA, 8 TEM
caMbIM M MHTEHCKBHOCTS ra3006Me-
Ha MeXAay JIBCTOM W OKpyxkaromed
cpenoit. (C smoGe3Horo paspemerus
H.W. Woolhouse, G.J. Hills.)

KaM [IBHXETCH BOJAA OT XOPHe# k MecTaM ee MBTEHCHBHOI'O KCMAPEHHUSA, NMPOUCXO-
AALLETO rNaBHBIM 00PaIoM B JMCTBLAX (mpaucnupayuorrvili mok). XOTS BHEKNETOY-
HAf MMIOKOCTh COREPXUT OOJblle pAaCTBOPEHHBbIX BELIECTB, YeM BOAA BHEILHEH
cpems! (HanpuMep, MOYBEHHLIE pPaCTBOPLI), OHa BCE XXE THIIOTOHWYHA MO OTHOLIE-
HUIO K XHAKOH cpele BHYTPH KNEeTKH. B/ pa3pyumTh KAETOYHYIO CTERKY C MO~
MOWBIO LeJJBONO03bl H APYTrMX (EePMEHTOB, PacILETUIAIOUMX €€ COCTABHBIC BACTH,
MOXHO TONYIKTL NPOMONAACM — OKPYTIUBLIYIOCA «TOJYIO» PACTHTENBHYIO KNeTKy
{puc. 19-9). B rmmoToWudeckod cpene, OXpyskarolneHd paCTUTENLHYIO KIETKY
B OBLIMHBIX YCMOBUAX, NPOTOIIACTH! 332 CYET OCMOCA MOFJIOWAIOT BOAy, HabyxaioT
4 B KOHLE KOHLOS JIODAYOTCHA. B OTMHYMe OT 3TOTO KIIETKHM, UMEIOUME CTERKY,
B 3THX YCNOBUAX XOTS B HaByXaloT, HO JBILOL B OIPAHEYEHHON CTeNeHH: NPpoYRas
RJIETOYRAS CTeHKa NPENATCTBYeT NalbHeifuleMy NOCTYIUIEHHKS BHYTDb BOMbI, M
B KJIETKE CO3MAETCA NMOBLILUEHHOE THApOcTaTu4eckoe naenenue. IlosTtomy 6oJmb-
MMHHCTBY PACTUTENBHBIX KAETOK (B OTIMYUE OT XKMBOTHBIX) HE HYXKHO 3aboTHTBCH
O TOM, TTOEBY YPABHATH OCMOJIIPHOCTE KJIETOYHOI'O CONEPXHMOIO H BHEKJIETOY-
HO# TKAaHEBOM XHIKOCTH.

Boanuxarollee BCIEACTBME OCMOTHYECKOro aucOananca 3Tux ABYX cpen nabnl-
TOYHOE FRAPOCTATHYHECKOE AABJICHHE BHYTPDH PacTHTE/LHOR KJETKH, HA3biBaEMOeE
TYPropfbiM IaRJIeHHeM (UM OpOCTO TYpropom), BMeeT IJI PacTeHHH XU3HEHHO
BaXyoe 3Hauenue, TYprop—rnaBHAfl CHJiAd, PAcTAIYBAIOILIAA KJIETKY B YEDHONR ee
POCTa; OH B 3BAYUTENILHON MEpe OTBETCTBEH TAKXKe 32 KECTKOCTb PaCTHTEbHBLIX
TKaReH (CPaBHHUTE YBAMIIHA MCT 00e3BOXEHAOrO PACTEHHS C YIIPYrMMH JIHCTbAMA
pacTeHus, Monysaromero RocratoyHo bBoisi). KpoMe Toro, maMmeHewus Ttypropa
o6ycliosmBAIOT Te OrpaHHYeHHbIe ABYXKEHUSA, KOTOPHE MOXHO Habmopats y pac-
TeHUH, HaOpUMep ABUXEHUS 32MBIKAOLMX KNETOK YCThHL, PErynqpyloumdX TpaHc-
AHpaluid H ra30o6MeR Mexmy JocTbaMu M atMmoctepoit (puc. [9-10), nomeux-
HOCTb JJOBYHX OPraHOB Yy HACEKOMOSIHBIX PacTeHHI W/ JHCTHEB y «PAcCTeRnH-He-
NOTpOry», YYyTKO PEaTUpYrOUIHX Ha I1PHKOCHOBEHKE.

19.1.5. Typrop pery/MpyeTcd no NMpHHUMNY OOPaTHOH CBA3M nyTeM
M3MeHeHHs KOHUEHTPANMH BHYTPHK/IETOTHBIX PACTBOPENHbIX
BelllecTB [5]

Beugy BaxkHejilleR DO TyPropHOro AaBJIEHUS B XW3HH PACTEHUH He YAMBUTE -
HO, YTO Y PACTHBTEJIbHBIX KJETOK BLIPABOTASMCE TOHKUE MEXaHWIMEI, PEryBpyIo-
LIME Ero BeJMIMHY. DTa BeSIMYMHA CHIHO BAPLUPYET B 33BHCMMOCTH OT BHAA pac-
TeHUS ¥ THNA KJIETKH: Y HEKOTOPBIX BOAOPOCNEH C KPYNHWIMU KJIETKAMM OH4
COCTABMACT BCETO MOA-aTMOC]EpPH], B TO BPEMA KaK B 3aMBLIKAKOLUMX KJETKAX YCTb-
uu MoxeT goctirats 50 atMocdep. KneTku cnoco6Hbl nOBLILATE TYPropHOE AaB-
JIeHUe, YBE/TMIUBAS KOHDEHTPAIMH OCMOTHYECKH aXTWBHBLIX MOJIEKYS P NHTO307e—
Jnbo 3a cYeT HAKAYMBAMMA WX BHMYTPb, U3 BHEKJIECTOMHON XHIKOCTM tepes
INazMaTHIecKyro MeéMOpany, JIH60 3a caeT paclleiUieHBA OCMOTHYecKH Heak-
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THBHBIX NOMMEpPOB, B 000HX ciyyasx y3MeHeHHE TYPropHOro JABJEHHR peryJim-
pyerca no npunimny o6paTAod CBR3U.

Kax paboTaloT Takue peryasTOpPHBIE CHCTEMbI? DKCIEPHMERTHI, NPOBEAEHHbBIE
C UeJIbIO U3YIHTh OLICTPHIE PEAKUMH PACTHTESBHBIX KICTOK Ha M3MEHEHHS Typrop-
HOYO NABJIERKS, NTOKA3AH, 4TO «TEH3ONATHMKU», BO3MOXHO, HAXOAATCA B NNa3Ma-
Tnaeckodt membpane. Tak, HAanpMMep, BHE3ANHOE NOHMXEHHE TYPropHOro Rasje-
HUS UBRAYUHPYET aKTUBHbLEI NEPEHOC ONPENeSIeHHBIX MOJIEKYSl WM MOHOB, Yalle
Bcero uooB K *, BHYTpb KJETXM, TOrZa Kak NOBLIIIEHWE TYPropHOTO AaBieHus
BLI3LIBAaET OOpaTHLI 3QdekT. DT npouecchl NPOTEKAKT OYeRbL OLICTPO M, NO-BH-
IMMOMY, CBA3aHLE ¢ KAKUMMU-TO H3IMEHEHMSIMH B crietdUIeckBX TPaHCTOPTHBIX
Genxax nnasMaTudeckoil Mem6bpassl, B ormrme oT 3TOro oSpasopanue OCMOTH-
4ecKH aKTWBHLIX MOJIEXY/T K3 3alacHLIX TOMMMEPOB NPOHCXOOUT Gonee MeRNEHAO.

CHucreMb!, peryIMpPYIOLME BEJTIUUHY KJIETOYHOrO Typropa, 0cOGEHHO BaXHBbI
IR PACTEHMH, OOHTAIOLAX B Cpefle ¢ 3KCTPEMASIbALIMA WM HESIOCTOARHBIMM OC-
MOTHYECKUME CROfICTRaMH. Y POpM, NPOU3PACTAIONMX B 3aCYNUIHBRIX padoHAX
MJ3 Ha CHJBHO 3aCOJNEHHBIX MO4BAX, B TPOLECce 3BOJIOUAM BulpaboTaamch pad-
Ho00pa3uLie NpHCROCOOEHAN 119 perynsudd Typropa. HampmMep, pacTexus 3a-
COJIEHHBIX MECTOOOMTAHMA N NOAAEpXaHMS TYpropa AOJDKHLI HAaXal/MsaTh
B CBOMX XUIXOCTSX OYeHb BLICOKYIO KOHLEHTPaUMIO PacTBODEHHBIX BeuecTs. Ilo-
CKOJIbKY Hakoljienne uoHOB (Ranpumep, K*) B Takux BosmLmMX KoimMuecTBax, Be-
POATHO, MOBSMAO Ol Ha aAKTHBHOCTL XI3HEHHO BaXHLIX GEPMEBTOB, KAETKH 3THX
pACTeHMH HaKaNJMBAKOT CHeUMabHble OPTaHHYECKHE BElIEeCTBA — OJH MHAPOKCH H-
POBaHHKIE COeMMUEHUS, Takde KaK TJBNEePOs WIR MAaHHHTON, &MUHOKMC/IOTH!, Ha-
IpHMep NMpOJUH, MIH ke N-MeTHMPOBaHHLIE OPOHIBOAHKIE AMUHOKHMCIIOT, Takue
Kak roouHGeTaMH. KOHUERTpauys 3THX BElLEeCTB B LWTO30JI6 MOXET JOCTHIaTh
OYeHb BHICOKMX YpOBHeH. TakuM o6pa3oM, JUI PeryJHPOBAHHA KIETOYHOrO TYpro-
pa MOTYT MCTIONbL3OBATLCA U Suocu.l-rreruqecme MpoLecCchl B METONJIA3MeE, M TpaHC-
MOPT MOHOB Tepe3 Ma3MaTHIecKy Mem6Gpany.

19.1.6. Ilpn 0Gpa’oBAHMM CHEMHATMIUPOBAHHLIX KJ/IETOK
OPOMCXOIMT MO/R(pHKAIMS KJIETO4HOH CTeHKH [6]

Y npeTKOBOro pacTeHUst OCHOBHBIX THIOB KJETOK CPABHMTENLHO HEMHOrO, M MX
JIETKO Pa3/HuMTh N0 hOopMe M CTPYKType kieTousol credxu (puc. [9-11). Bee omm
0oBpa3yroTCs U3 KJIETOK C nepsuurofl Kiemowroll cmeHKodl B pe3yJibTaTe POCTd, 3a
KOTOPbIM o6br=mo cleayeT Nepyuojl, KOraa KJjeTOvHAf CTCHKA OpeTeprieBaeT cne-
MAM3UpoBaHHble M3MeHenus. Tlocne OKORYaHHUA pOCTA CHHMAIOTCA OTpaHM4eHys,
HagfaNbIBAEMBIE HA COCTAB NEPBUYHON CTEHKH HEOOXOMMMOCTLIO €€ DACTHXEHMUA.
B 9acTHOCTRH, KNETOTHAA CTEHKA MOXET TeNepb 3HAUMTENBHO yTouatscs. MHorma
310 yToumerue oByclioBJEHO NPOCTO OTNOXKEHMEM ROTIOJHHTE/BHELIX CNOEB MaTe-
pMata MepPBHYHON CTEHKH. B Ipyrux ciy4asx OTKNAABIBAIOTCA HOBBIE CSIOH COBCEM
MHOTO cOCTaBa, 00palyrolume 8MOPuUHYI0 KAeMOURY0 CMeHKy. B LenoM xe cTpyk-
Typa KJIETOUHOH CTEHKM TecHO CBSI3aRa ¢ TeMu GYHKUHAMY, KOTOPBIE JOIDKHEL BbI-
NMOJHATL KAETKH TOFO HJIH MHOTO CNEIMafM3MPOBARHOIO THA; HMEHAO NOJITOMY
KJIETKH KaXAOI'0 THNA JIerko OTJMYMTL o Mopdonoruu.

Broprynasa kjeTo4Has cTerka oOblYHO (POPMHPYETCR MexAy JL1a3MaTUHECKON
MeMOparoR U 1nepBUIHON CTEHKOH —9acTO MyTeM TOC/eNOBATENBHOTO Hapalnsa-
HHA C/I0EB C PalIHYHOM OpueHTauMed CTPYKTYPHbIX 3fieMeRToB (puc. 19-12). B ue-
KOTOPbLIX CJy4asiX, OHAKO, KBTOPHYHBIE» MAKPOMOJIEXYIBI BKHOHAIOTCA B COCTAB
yXe CyllecTBylollel KJAeTOYROR CTeHKH (KakK, HAMPHMep, JHMIHHK P KJIETKAX KCH-
JIeMBI) WM OTKJIATLIBAIOTCS Ha €€ HapYHOW CTOPOHe (KYTHH M BOCKH HA NOBepX-
HOCTH 30MAEpPMabAbLIX KNeToK). Hobbie nosmiMepsl, OTKAAXBIBAIOOIHECH BO BTO-
pPEMHON XNeTOMHOM CTEeAKE, 3JaMEHAIOT CUJIBHO FKADATHPOBAHHBIE IEXTHHDL,
XapakTepHble RUIA TEPBHYKHON CTEHKH; MO3TOMY BTOPHYHBIE c/ioW Topa3ino Gonee
NNOTHELI U MeBbllle FHAPaTAPOBAHL. MMeHHO BTOPWMAAN KNETOUHAA CTEHKA OTBET-
CTBEHHA 332 MEXAaHWYeCKyl0 MpOTHOCTL PACTHTENBHLWIX TKaHeH, M WMEBHO OHa
AIBJIACTCH OCHOBOM TakuUX IOJIE3ELIX MATEpHAJIOB, kak ApeBecuHa ¥ Oymara
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Konfema

NPOBOAAWNE
TKAHWU

Puc. 19-11. HexoTopble TMObI XNETOK # TKaHel BLICIUKX pac-
TeHui. CymecTByI0T ¥ ApyrAe THILS CTELMaTH3UPOBAHELIX
KJIETOK, He MMOXA3aWHLIE HA PHCYHKAX, K HMM OTHOCATCA, Ha-
NTPEMED, 3aMBIKaJolMe KASTKH YCTbBU H NePefaToNAbie KIeT-
X# (0 HAX YNOMHRAETCA B TeKCTe 3TOM iaBet). B uemom cne-
nyeT OTMETHTB, 9TO PACTEAMA MOCTPOEHW! M3 CPaBHUTEMLHO
HEMHAOTHX THIOOR KJIETOK.

B p23maHnx OpraHax BLICIIMX PacTeRHYd (SHCTBAX, cTebnax,
KOPRSX) MOXHO BLINC/IATH TPU XapPaKTEPHLIE CHCTEMBI TKa-
HeH —IPOBONALIY)O, ONIOPHYIO M NoxposHyr. Kax BuaHO Ka
CXeMaTHRECKOM MONEPEHHOM pa3pede KOHUMKA XOpHs, NPOBO-
DALLME TKAHU OOTPYXEHH B OMOPHYIO TKaHbL, KOTOPYHK

B CBOIO OUYCPElb OKPY¥aeT Ooxposnas TkaHb. C HEXOTOpEIMM
BAPHAIMAMU B PacTIONONEHHA dTH TPH CHCTeMB GOPMHPYIOT
BCE YACTHM BhICIAETO pacTeRUs. KaXzas M3 DepeTHCICHRBIX
CHCTEM COCTOMT M3 OTHOCUTESLHO HeGONLWIOro YHCNMA OC-
HOBHBIX THTIOD XAETOK, MATH M3 KOTOPLIX NMPEACTABJCHHI W3
pHCYRRax.

®10IMA ~ CAOXHLIN KOMILAEXC KNETOK TpOBOJAWER TXaHHU,
obecneyybarommil TPAHCNOPT PacTBOPEHHLIX OPraHH4ECKHX Be-
wectd. [Naprbie DpoBOAAUIME KACTKH $GNOIMBI, COCIMHEHHLIE
BCTHIK OARa 33 Hpyro#, ob6pa3yloT Tax HasplBaemble CHTO-
puwktle TPYOxn. 3peiibie CTPYKTYpHEIE 3NEMEeHThl CUTOBKARBIX
Tpy6ok npenctaBnaoT coGoH xuBble kneTky, coobirarolmecs
MExAy COOOM wepes OTBEpCTHA B TOPLUEBLIX y4acTkaX Bx CTe-
HOK (3TH Y93CTKM HA3MLBAKOTCH CHTOBHAHBLIMH MJIACTUHRaMJ)
JToCKOMbKY 3TH KNETKH B JIPOUECCE COPEBAHHA YTPAUMBRIOT
SAPO ¥ OO6abWIYIO 43CTh WHTONNAIMBL GYHKUHIO HX KHIHE
obecnevenns GepyT Ha ceBs KIETKM-CTYTHHKHM, XOTOPHIE NPH-
NeraloT K HNM H COOCLAKTCA ¢ HHMW Mepe3 MOopbl CHTo-
BUAHRIX 0OJedl - NEPPOPHPOSAHAKLIX YHACTKOB Ha GokoBof Mo~
BEPXHOCTH KJIETONHOR CTEHKM.

Kaetkn memodunna
(8 nwcre)

[
LS BO MM

N

Knerxu
ROPHEADR
MEDACTMB

l'lapenxmuue KJIETKH BIMEIOTCA BO BCEX TKAHEBLIX CHCTEMAX.
OT0 KuBKe XNeTKH, O0OBIBHO cnocobHbIe X OeeHnIo; OHR
HMEIOT TOMKYIO NepBMYHYI0 KIETOYHYYO CTEHKY W BHELLRE
MPCACTARNIAIOTCS HaMMeHee CTeUMaTH3UPOBAHHBIM THIIOM KJle-
Tox. K napeHxmMHBIM kNeTKaM OTHOCATCA aNAKaJIbHble MEpUC-
TEMATHYECKAL KIIETKH xopneﬁ n I1066!‘OB, a4 TaKKe 3eNIeHkIe
doTocHATEINPYHOMME XJIETKH JTHCTBER.
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YTOnuEHKA Cravinu

[CRGRN
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10 MM
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JNEMEHTS! MarbixX Dneritsn BONLUONG COCYAD ADEBLCHADI B
COCYA0B KI XGrvwKa PEIPEIL; BUANM VTONUSIHA CTBHKH
XOpHR

Bosonno

Kcanema — BTOpO# CNOXBLUA XKOMIIOBEHT CHCTEMYI TIPOBO IS LIHX Craepesxama 0O6RFHO COCTOBT U3 MEPTBMIX KRETOK ¢ TONCTOR
Txaded. Ee INaBpAbIMA KJeTRAMM ABIAIOTCR [MOKA33HHBIE JIECH JUrRHOUOHPOBAHHOM BTOPHIROMN CTEHXOM; 3TA TKaHL BBIMOA-

3NEMEATBI COCYAOB, NIO KOTODPLIM TPAaHCMOPTHPYETCA BOXA HAET ONOPRYIO OYHKUMIO H TPHAAET OPramamM PacTeHHA MpoY-
¥ DaCTBOPEHHLIC B HEH MHHEPANLHLIC CONH. 3pefihie INEMEHTLI HocTs. M3BeCTHL! N838 OCROBHLIX THMA KJETOXK CKJIEPERXUMEL:
CoCynoB BPEACTABAAOT coGof MepTsvie kneTku. Boxoswre 8o40kHa (CM. pHuc. 19-2), xoTopble 4acTo 06pa3ytoT nyuku,
CTEHKH WX CHJIbHO JMrHHPUUMPOBAHLI, H HA KX BRYTpPeHHAEH W cKaepeudn —Gonee XOPOTKHE Pa3BeTBIIERAbIE KITETKH, BCTDe-
CTOpOHE HMEIOTCH BTOPMH’H& yTOIﬂ.ﬂeHHﬁ; TOPUEBRIE XE YarouwHeca B oforoaxax cemgH W nonax.

Y9aCTKH CTEHOK NOYTH MOJTHOCTBIO MCYe3d10T, HTO MPUBOANT
K 00beIHHEHHIO NOCNEN0PATE/ILHO PACTIONIOXEHHABIX 3IJIEMEHTOB
B QUTHHHBIE TPYOKU -cocymml.

Konneinxmma o6pasosana XEBLIMH KJIETKAMH, KOTODBIE
CXOOHBI C KJIETKAMH TIAPSHXHMbBL, HO WMeloT 06braHo Gosee
BLITAHYTY!0 GODMY ¥ HEPaBHOMEDHO YTOJNIILEHHYIO KIETOMHYIO
CTEHXY. 3TY KNICTKH MPHAAlOT PAacTeHHtO NPOTHOCTS

¥ ARNAIOTCA INEMEHTOM ONIOPHON CUCTEMBL.
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Puc. 19-12. GopMupoBaHne BTOPHYI-

BOH XJICTOMHOW CTeHKH BOJIOKHA
(cxemaTnuecknit nonepedHelfi pas-
pe3). B nawnom ciny4ae TPH HOBBIX
CA0R MaTepudasla KAETOYHON CTeHKH
OTKA2JBIBAJNCL B OEPPHYIHON CTeH-
Kke. [1oCKOmBKY OpHEHTAUMA KEILTIO-
no3ubx MuxpodEOPRIN B KAXAOM
cnoe paisnaHa, kKNCTOYHAN CTenKa
B KOACTPYKTMBHOM OTHOLDEHMH Ha-
QOMKBAET MHOTOCHOMHYH $anepy.
VYV MuOrWX BONOKOR 0Opa3loBamrne
BTOPDHMYHON KJIETOYHOW CTEHKRA 3a-
pepuraeyca mbenpo KNeTky.

CoeavHHAR NNBCTHARE Cpeannan

Cnow gTopuyNoR nascYuMKa
MNepawyran xneToNkan RJIETOWHOA CTEHKN
CTeRKa

Uuronngama

PACTYUEE BONOKHO JPESIOE BONOKHO

19.1.7. ¥V 3peimix kJeTOK CTeHka mpHcHocoOiena k HX Gymamn [6, 7]

CTeHRH 3pe/bix A MM(PGHEepeHIMPOBAHHBIX PACTATENBHLIX KNETOK Ype3aBhidaiHO
XOPOWIO COOTBETCTBYIOT (PYHKIDAAM, BBITIONHAEMBIM TOK KB HHO# kneTkoH. Heob-
XO[UMbIE K3MEHEHMA JOCTUIAtOTCA NyTEM CTPOTO KOHTPOJHMpPYeMoro oOpasopaHus
HOBOIO MaTepHana B JaCTHYHOIO yAaJIeHMs CTaporo, TaK 9TO B HAUIEXAIKX MEC-
TdX CO3MACTCA HYXHAAA (POCTPAHCTBEHHAA CTPYKTypa. YToOBl NpOoWLUBOCTPAPO-
BaTh pasnoobpasye KIETOTHLIX CTEHOK, o6palyeMmuiX 3pefbiMK PacTHRTE/hbEAIMH
KJIETKAMH, MBIl KODOTKO PacCMOTPHM TPH TMNA CREUHAM3UPOBABHBIX KJIETOK —
KNETKE (HIIOIMBI, KCAJIEMBl H 3TAAEPMACA.

®o3Moll HA3bIBAIOT CIOXAYIO TKAAL, OTBETCTBEHHYIO 32 TPAHCMOPT NPOXYK-
T0B (QoTocunTe3da (06miSHO caxapo3rl) OT (POTOCHHTEIMPYIODMX  KAETOK
X OCTQJIbHBIM 3aCTAM pacTeHMa. [ NaBHLIM MPOBORAMBM KOMIIOHEHTOM (JIO3IMEL
ABJIRETCA CUMOEUOHAA mpybka— IIAAR2A KONIOAKA W3 XWBRIX LATRHADHIECKHX Kile-
TOK, KOTOpBIE COOBIMAIOTCH APYT C APYroM Yepe3 OTBEPCTHSA B TODHEBBIX Y92CTRaX
HX KJIETOuUHbIX cTeHOK (puc. 19-11). Caxapo3a noctymaeT B KJIETKH, Obpasyronme
BEPXHIOIO 52CTh CHTOBKIOHOHM TPyOkHM, B B PaCTBOPEHHOM BRIE DepeMelnaeTcs 0o
TpyOke BHM3, NMEPEXOAA W3 OAHOW €€ KJIETKH B APYryi0. DJIEMEHTHI CHTOBHIHBIX
TpyOOK pa3BRBAIOTCA H3 TOHKOCTEHHBIX NPOKAMOUQAbHBIX WY KamBuaAbHbIX Kie-
TOK; Mx JutdepeHLNposxa 06RO COMPOBOKAAETCA 3AMETHBIM YTOJTLEHREM Tep-
BHYHOM KJICTOTHOM CTEHKH, INABHRIM 06pa3oM 32 CHeT OTJIOXEHHA GOJBILKX KOJH-
YECTB MEJUTHONO3bl H TeMMOe/unoiodsl. OQHOBPEMEHHO B TOPHEBRIX Y4YacTKaX
KAETOYHOH CTEHKH B PE3Y/ILbTATE JIOKANLHOTO yA2/ieHus o¢ MaTepHasa obpasyoTes
MHOTOYKCJIEHHNE NMOPbL BBICTARHHLIE INA3MaTUIeCKOd MeMOpaHo# (puc. 19-13)

Keriema —eue oHa cOXHAA TKaHB, KOTOPAs TOXE BeAeT HATaNO OT TOHKO-
CTEHHBIX KaMOHATBHBIX KNETOK H COCTOMT M3 TpybHaThIX 3neMeAToB. OBa OTBET-
CTBEHHA 32 TPaHCNOPT BOAbI H PACTBOPEHHBIX MUHEPABLHbIX COJIEH M3 KOpHEH BO
BCE OCTAJIbHbIE 1aCTH PRCTEHHA. | IaBHLIE 3NEMEHTDL, BBIMOJHAIOLINE 3/1Ch TPaHC-
NOPTHYIO GYHKIMIO,—3TO cocyost ¥ mpaxeuds, O6pasyloume UX Tpybuathie KIETKH
UMeroT REOOBI9aliHO TOMICTYIO BTOPHYHYEO KJIETOUHYIO CTEHKY, YKDEMJEHHYI0 no-
KaTbHBIMU OTJIOXEHHAMM JHMTHUHA, Ha JOJIIO KOTOPOro npuxomutces oT 20 mo 30%
Beca KJIETOuHoH cTerkH (pruc. 19-13). B oT/mane OT KAETOK QUIOAMBI, ITH KIETKR
OTMMpAIOT, Nocje TOro kak WX CTEHKa OKORdaTe/bHO chopmHpyeTcs. B Ha-
yalsHuiE nepdol MMbQepeHUMpPOBKH KCHIEMbl B KJIETKAX MOJIOXONA pacTywed Tka-
HHM NMTPOUCXOOMT YTOJIIXCHHE CTEHOK 32 CY9eT JIOKAJILHBIX OTJIOXEHH It LHEJLUTFOJIO3bI.
Mecta 2™X OTNIOXEHHA ONpeRedAOTc NydKamMy MHKpoTpybosgek, dopmApyro-
LBIXCA BOJ IIa3MaTHIECKOd MeMOpadod. JI0BOMBHO 4YACTO MexAy 3THMHA DOy4xa-
MJ NeXaT 3SIEMEHTh! 3HI0MIA3MATHYECKOTO PETAKYTYyMa, MaPKUPYIOWHE T 30HBI
KJIETOTHOW CTEHKH, KOTOpbIE YTOJUNRTHLCA He OynyT. YTonlueBHble YyIaCTKH BUOC-
JIERCTBHH OYnyT YKPErUIEHb! ITyTeM OTJIOXEHUS JMIAHHA —NPaKTHHECKH AEepPacTBO-
PEMOTO [0JMMEPa, OTHOCALNEIOCA K OAHOMY M3 KJACCOB (PEHOTBHBIX COERBHEHHH.
Jiurrmr obpasyet oOUMpHYIO TJIOTHYHO TPEXMEPHYIO CeTKY, apMMPYIOILYH Kie-
TOYHbIE CTEHKH, @ HA MAKPOCKOIMMYECKOM yPOBHE MoJyyaeTcs Takod Xxopomo 3Ha-
KOMBI HaM MaTEpHaJl, KaK APERECUHA.
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KAUTONHON CTeMRw

PAJBUBAIMACA INEMEHT
CHUTOBWMAHOA TPYGKH

Hapymwsd cnoi
INHAEDMA MBI
neTaK

Puc. 19-13. Tpx npuMepa BO3-
MOXHBIX MoaMbuxaum# xneTowHol
CTeHXH TpH POPMAPOBAHNM cTienva-
MU3¥POBAHHLIX XieTok. A. CxemaTu-
9eCKAe DPOJOJILALIC Pa3pe3bl die-
MeHTa CUTOBUIHON TPYOKH (hrrosmms
¥a pasHbX cTa/ysxX passatnas. [lep-
BUYHAs XNIETOYHAA CTEHKA YTOJ-
IUAETCA, # 66 TOPUCBLIE YHACTKA
TIPCBPAMAKITCA B CATOBHAHBIE [Lia-
CTHHKY C OTBEPCTHAMH, COEMHHKIO-
WHMMH COCCTHWE 3NEMEHThl TPYOxu.
CdopmypopaBlIHECS KSIETKH COXPa-
HAIOT Ta3MaTHIECKY MeMGpany,
HO yTpauusaloT Rapo H S0AblIYyIO
yacTs ouTonmasmel. 5. Cxemarnyec-
K¥M¢ TPOROSBALE pa3pedsl 3IEMEHTa
Manoro cocypa xcusemsl, Ha Bry-
TPEHHEH ODOBEPXHOCTH KNETOYHON
CTEHKY 06pa’yloTes yTOMEHNS —Ya-
me BCEro B BYAE KOREW RAM MO-
AICOB, XOTA B UEJOM (GopMa U xa-
paKkTep 3TNX BTOPHYHBIX OTIIOXKEBWH
Bapeupylor. B konue xonuos secs
OPOTONNACT U TOPHEBbIE YTACTKH
KJIETOYHOM CTEHKH MCMeaaroT,

A o6palyeTca MONAR, OTKPHITAA

¢ obonx koHMOB Tpybxa. B. Twnmu-
Had 3pesias KJIETKa W3 3MHaepMuca
HCTA (cxeMaTmyeckuit paipes). Ha
HAPYXHOR TIOBEPXHOCTH TONCTOR
TIEPBHYHONA XSIETOYHON CTeHKM OT-
KNAILIBAIOTCA BOJOHENPORRLACMEIE
ClOM KYTWHA W BOCKa,

B COBOXYHIHOCTH o0pajyiomme KyTR-
Kyny. BockoBble oTNOXKeHMA KyTu-
KyJLl Y8CTO CO3RAal0T Ha e IOBEpX-
HOCTA CNOXRGIA pesbed.

YNRCTRAX KAETONHOR CTaMon
{CMToBMAMEIK NRACTIHKEX)

JPENLIA ANEMEHT PAIBUBANUMACA 3PENLIA INEMERT
COCYAA

A CUTOBUAOHOA TPYBKH JNEMEHT COCYAA 5

——Kyrtun

- MepausHan
(’ XMETONMAA CTeMKE

Bocx
} Kytukyns

~ 8

KiteTky JUHAepMHCE TOKPHIBAIOT HAPYXHYK) NOBEPXHOCTL PacTeHmf. Y HuX
0BOBIYHO TONCTAad NepPRYHag KIeTOgHas cTeHka. Kpome 3Toro, B mpouecce cpoei
mutepeHIAPORKH OHM 00pasyroT Ha CBOEH HapyXHOH CTOPOHE TOJNCTYIO TUIOT-
HYIO Kymukyay, NpeaoXpaHMIoIylo pacTeRue OT MH(EKUEN, NOBPEXICHAS R TOTe-
ph Bnars (puc. 19-13). Kytuxyna coctouT rnaBHbiM obpazoM 3 kymuna (Mim
cybeprHa, eci peds HOET O KOpe), KOTOPhIH npeacTasnseT co6od no/mmep BLICO-
KOMOJIEKYAAPHAIX XMPHBIX KMCJIOT; HA NOBEPXHOCTH PACTEHHA OH PacmoJslaracrTcs
B BRJE TYCTOM PR3BeTBYIEHHOW CeTkM. YacTo kyTHHOBHY ciolf ObpiBaeT MMOperHu-
POBAH M RAXE MMOKPLIT CBEPXY CJIOXHOM CMEChIO 8ockos. TaknM oOpalom, KyTHKy-
Jla pacTETE/LHBIX KIETOK MO CBoel XMMWYECKOH NMPUPORE CRIBHO OTIMHAETCA OT
Ky THKYJILI HACEKOMBIX ¥ pakoo6pa3Hblx — MOCNEIASA COCTOAT U3 OEJIKOP M nosMca-
XapHAOB.

IpusenenHble BaMU OpKMEphl THPGEPEAUHPOBAHHBIX PACTHTEIbLHBIX KJETOK
IOKa3bIBAIOT, 9TO KNETOHHAs CTEHKAa —BECbMa CJIOXHAs CTPyKTypa, dopma ¥ co-
CTaB KOTOPOH MOTYT 32aMETHO M3MEHATHCH B MMPOLUECCE POCTa M Pa3BUTHA KIETKH.
MNpx 3TOM BOIMOXHO He TOJBKO HOGaBneHnEe HOBOTO MaTepHaia, HO W yaaNieHwe
B ONPEAC/ICHHBIX MecTax MaTepHasa, OTJIOXEHHOro paxee (Kak, HanpWMep, Ipu
06patoBaHuy NOP B CHTOBKIHBIX TPYOKax BIOSMBI WM CO3LAHKH CNIOXHOTO Peiib-
eda Ha NOBEPXHOCTH MBUILUEBLIX 3eper). Bee 3T0 03Ha9aet, 9TO B LUTOMIA3IME Ka-
%108 middepeHunpyromeficss KAETKH HA CTaguH $OPMUPOBAHUS KACTOYHON CTEH-
KM NEHCTBYIOT KaKHE-TO TOHKME MEXaHH3MBI NPOCTPRHCTBEHHOIO W BPEMEHHOTO
KORTpOJ.

Jax.mouenne

Buicuue pacmenus nocmpoendl U3 02PpOMHOZ0 HUCAA KAemoOK, Komopdie coet)uuenu
Opy2 C OPY20M U YOPHCUBAIOMCA HA COOUX MECMIX OKPYICAOUUMU UX NCECMKUMU
KAEMOUKBIMU CmeHKaM. MHozue xapaxmeprvie 0cobennocmu pacmenuit npAMO usu
KOCBENMO CBR3AHM C HAAUUUEM SMUX CMEHOK, COCIMAE W CMPYKmMypa XOMODsX CUAb-
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Puc. 19-14. 4. LlutonnasMaTrdeckue
K4Hasbl, HA3bIBAEMblE RJIA3MOMECMA-
MH, TIPOHA3BIBANT KIETOYHBIE CTEH-
KR A COeNMAAIOT B €AWHOE Oesoe
Bce xferxm pactennsa B, TMnasmo-
BECMA BLICTNIGHA MATONNAIMATHYEC-
xolt Mem6paHo, 6e3 mepepbina
nepexoases 8 MemBpanr 06enx
coceauMx KJeTok; o6blTHO B Npo-
CBETC 0Aa3MOIeCMbl HAXOXHTCA
TOHKAA UHMIHHAPAYECKas CTPYKTypa,
T3K YalsiBacmas fgecMoTyOysa, ko-
TOpas ABJIKCTCA TPOM3BOIHLIM H-
JOTUIA3MATHHECKOTO PETHKYTyMa.

HO 6apsupyem 8 3a6UCUMOCMU ON MUNA KAeMOK U 8YINOANAEMBIX UMY PyHKyud.
BMmecme ¢ mem OCHOBHbIE NPUHYUNBl ROCMPOEHUA 8CEX KAEMOUHBIX CMEHOK nopa3u-
MeALHO CXOOMBI. NPOUHBIE 60AOKHA YEANOAO3Bl NOZPYHCENbl 8 CAOMCHbII mpex-
MepHBIl NOAUCAXAPUOHBIT MampuUKe, Komopeiit obpasyom céasannsie Mexcdy coboit
MOJNEKYALl NEKMURDE U 2eMUYLAADA03B. Dma MaK HA3bIBAEMAR NEPEUNHAA KAEMOY-
Has cmenka cnocobra evideprcusamy Hobuine Mexanuueckue Hazpy3ku u npoHuyae-
Ma AUy 048 OMHOCUMEeALHO Heborvuwaux mosexyd. B aodwoi cpede pacmumesHan
KAeMKQ, AULLEKNHAR KAEMONHON CMeHKu (npomonaacm ), UHMeHCUSHO nozaowaem 60-
Oy nymem ocmoca. Habyxaem u sonaemcs. [Ipu Raauvuu 1ce KAemounoi CMeNKu Ha-
byxaHue ozpanuvueaemca 61azo0apa ee ynpyzocmu. u 8Hympu c030aemcAa 0assenue,
Na3BIaEeMOE MYPZOPHLIM Oagrenuem, uwau Myp20pom (Kaemounans cmenka Odeii-
cmgyem nodobHO NOKpbluKe asmomobuAbHOll WURB, &bldepxcusaiowel dagAenue
8HymMpeRMell KaMepdl, HANOAHeHHoR 6030yxoM). Besuuuna mypzopnozo dasrenun
8eCbMQ MOHKO DezyAupyemcsi, mak KaKk nom napamemp O4eHb 6axceHn OaR pocma
KAemox U drA obecneueHUn MeXAWUNECKOL HCeCmKOCMU MKaMell m0400020 pacme-
HUA.

B npoyecce popmuposanun cneyuaiu3uUPOSAHRBIX KAEMOK, HANPUMED KAEIMOK
08YX OCHOGHLIX NPOBODRUUX MKAHET — KCUAGMBI U (PADIMBI, KAETNOHHAA CMeuka noo-
sepzaemca moougurayuu. Mozym co30aeameca CUALHO YIPOUHEHHbIE YHACMKYU, YINO
MOdcem Obimb C8R3AHO € OMAOHCEHUEM O0HO20 UAU HECKOALKUX HOBBLIX CA0es ( max
HA3b16AEMAR BMOPUNHAAR KAEMDYHKAR CMENKA). 8Mecme C mem unoz0a npoucxooum
136upamenbroe yoarenue uacmu mamepuaia cmenKy, Kax, nanpumep, npu obpasosa-
HUU HpPOSOJARUX INCMENMOB — OAUWHBIX KOAOHOK UAU MPYBOK U3 COCOUREHHBIX
8CMbIK YUAUHODUMECKUX KALTMOX.

19.2. BiauMoIeHCTBHe KJETOK H MeKKJeTOYHbLIE CBA3M

B npeaniaywem pasnene Mbl roBOPHIIM O TOM, YTO XECTKas KJeTOYHas CTEHKA No-
POXMAET BeCbMa CrenHpuyeckue NpoGneMe B CBA3M C POCTOM H Da3BHTHEM pac-
TUTENBHBIX KJjeTOK. KK poMe TOro, oM2 CHJIbHO OTpPaHUTHBAET BO3MOXKHOCTH B3au-
MOACHCTBHA KJIETOK, 3aMYPOBAHHLIX B PaCTHTE/LHOW TKaHR, ApPYr ¢ ApPYyroMm M
C OKpyXawmeid ux cperod. Beap pacTeHss He MMEIOT HEPPHOHA CHCTEMLI, KOTOpas
Moria 6b1 obecnemiTh ONEPaTUBBYIO CBA3b MEXIY €ro pa3jM4HbIMM 9aCTAMU.
B HacTOATHEM pasfieNie Mbl PACCMOTPRAM TPYIHAOCTH, ¢ KOTOPLIMMH CBS3AHO B3aMMO-
feficTBME PacTHTENbHBIX KJIETOK, H HEKOTOPbIE cnocobpl HX OpeonosieHHs, Bupabo-
TABUIMECH Y PACTECHUH.

19.2,]1. PacTuTe/LBble KJETKH COCIHHEHB! Mexly cobofl cnelHa buLIMR
LHTOILIA3MATHYECKHMH MOCTHKAMH — TAK HA3bIBAEMBIMHA
n1a3monecMamu [ 8]

32 UCK/IIO9EHHEM O4YEHb HEMHOFMX CNCUHANMMIRPOBAHHbIX BHAOB KJECTOK, BCE
XUBBIC KJNETKH Y BHICLICTO PACTEHHA COCAWHEHB! CO CBOMMM COCEASAMM NPE MOMO-
T4 TOHKKMX IUTONJAZMATUYIECKKEX KAHAJIOB, Ha3bIBACMbIX ILIAMONECMAMH, KO-

iy DHACNABIMATHYEC KA PETHXYNYM
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Pue. 19-15, [TnasMosecMur Ha
3NCKTPOHBLIX MUKPOPOTOTPaduax.
A. TaHrennmanbHsrii cpes 4epes
CTEHKXY RieTKM ud usetka Abutilon.
BAEbl MPOHNU3EIBAKOMAE CTEHKY
MHOTOYRCAEHHBIC N/1A3MOAECMDI, KO~
TOpble B JARHOM CITydYae CJTyXaT
s TpaHcnopra gextapa. 5. IMpo-
AOMBbHBA CPS3 MNA3MOACCMbI, CO-
CIBHAIOLICH NBE KJIETKM BOAKHOIO
panopoTHuka. IlnaiMaTudeckan
meMOpaHa BLICTHNAET NOpPY B He
RPEepPbIBAACE NEPEXOMMT H3 ONHOH
XAETKE 8 APYrylo. XOpomo paimm-
YHMbl 3HAOIUIAIMATHIECKERA PETUKY-
JIYM H CBS3aHHAS C HHM UEBTPaJIb-
Bag mecMotyByna. B, Takaa xe
Nna3MOACCMa HA MONCPERHOM Cpese.
(A-wa B. Gunning, J. H. Hughes,
Aust. J. Plamt Physiol, 3, 619637,
1976, B w B-c jnofesnoro paspe-
merus R. Overall)
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TOpble NPOHW3LIBAIOT pA3fe/MOUTde MX KJeTouHbie cTeHRd. Kax nokaszamo Ha
pyc. 19-14, B o6nacTH kaxao¥ MIAIMORECMB! Ma3MaTHdeckas MeMbpasa omro#
kneTkH 6e3 nepepeisa nepexoiMT B MeMmbpany coceaHeR xnetku, Cama nnasmonec-
Ma 1npeacranser coGoi  UMIMHAPUHECKMHA BLICTARHHBIE MeMOpaHo# kamas
miameTpom oT 20 no 40 am. [To ocu kanasa U3 OTHOW KJIETER B APYryH0 TARETCH
LANMAAPHaecKas Tpy6oTka MEHBILEro MMaMeTpa - decsomybyra, mpocseT KOTOpPoit,
M0 JAHHBIM  3ACKTPOHHON  MHKPOCKODMH, CoobUMIaeTcd C  MOAOCTAMM
3HIOMNA3MATHYECKOTO PETHRYIyMa obenx cMmexHbiX KneTok (puc. 19-15). [po-
CTP2HCTBO MEXIY HAPYXHOH MOBEPXHOCTREO AeCMOTYOysbl B MeMOpammEO# Bbi-
CTHJKOH nnasMonecMsbt 32T0JIHER0 ATo30)eM (puc. 19-14). Ougens wacto y oboux
KOHIOB KAHANA OTMEAALTCH CYXEHHE ITOTO KOJBUEBOTO €108 UKTONJMa3Mul Bos-
MOXHO, 4YTO 3TH CYXCHHA MIpalOT O4Y€Hb PAXHYIK POJb, TdAK KaK HMEHHO 31€Cb Ka-
XKEas Y3 KJETOK Moraa 6bl p NpUHIMOE PEeryMpoBaTh NEPEXOR MOJEKYJ U3 OAHOH
KJIeTKH B ApyTyo. B Mectax cyxeEmli B RIETO4HOH cTeHke Obimi oOHApywews:
KOJIblIEBbIE CTPYKTYPhI 43 CRNEURAIM3HPOBAHHOTO MaTepHana; 3TO HABOMMT HA
MBIC/ITE O PETYJIATOPHBIX YCTPORCTBAX KJAMAHHOIO TRM2, aHAJIOTHYRBIX COHHKTE-
paM XHBOTHbIX.

[Monaenmoniee 60 TBUMHETBO NAa3MoaecM 06palyeTcs B KOHLUE MHTO32, KOrOa
CTPOMTCA HOBasl KJIETOYHAA CTEHKE, AENAULAA POAUTENbCKYIO KJIETKY Ha ABe 32CTH
(cM. pac. 11-65). XoTa B namHedLIEM MOTYT BPOHCXOANTH HEKOTOPBIE HIMEHEHHA,
MHCIO U PACMOJIOXKEHUE [MIIA3MOAECM B KJIETOUYHOW CTEHKE B OCHOBROM ONpene-
JIAETC MMEHHO HA 3TOM 3Tane.

19.2.2. T1nazmMogecMBl DOIBOISTIOT MOJIEKYJIAM HENOCPE/ICTBEHHO
Mepexo T W3 OJHOK KJIeTKH B apyryro [8, 9]

Uro Xe elle, NOMKMO XapaXTEPHON CTPYKTYPbI, MOXET CIYXUTh CBHAETETLCTBOM
B N0Jb3y NPEdfioNIaTaeMOH pOJIM MJIAa3ModecM B Mexiierodnod cpasu? Ha sty
PO KOCBEHHO YKA3BIBAET TOT (AKT, 4TO IUIAIMOAECMEI OCODEHHO MHOTOYHC-
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Puc. 19-16. OnplT, NeMOHCTPHpY!IO-
oA npoBeficHne TOKA NJIA3MOJEC-
MaMy. B aBe cMeXBBIE KIeTKH BO-
JAHOTO NMamOpPOTHWKA BBOMAT 3MEKT-
pomnl (A); Aa OABH M3 HUX UMITYJIb-
CZMW TIONAI0OT HANPSKEHWE ¥ OMHO-
BPEMEHHO H3IMEPAOT CABUCH 3MEK-
TPHYECKOTO NoTeRUHana B obenx
knetkax (5). 32BHCHMOCTL CTEUEHH
3aTyXaHHR CHTHana BO BTOpOM
kneTke (kozgPuyuenma conpazice-
Hug) 0T obLUero 4dcna NaaIMoIecM,
COENYHTOMMX TBE KJETKH, noxaza-
ua na rpaduxe (B): anexvpHyeckoe
COTIPSIKEHUE KJIETOX HWIMEBAETCR
MPONIOPUAOHAITLHO YHCITY TLIAIMO-
aceeM. (ITo aasswm R.L. Overall,

B. Gunning, Protoplasma, 114,
151160, 1982.)

Puc. 19-17. Ha 3To#t 3nexTporBod
MRAKPOdOoTOTPaPHE BHIHO, KAK MEn-
kue chepsyeckue BHPYCHHE FaCTAUL
NEPEXoAsY MO [UTa3MofiecMe U3
omioif knetkr B apyryo. (C imobea-
Horo paspemenns K. Plaskirt)

3nexypoa pna  PervcTEYRYR WMHA
OpONYCRAMMA YOKZ  3NMextpoa
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JIEHHB! B CTEHKaX KJETOK, TPYTIHPYIOIIMXCH B 30HAaX HWHTEHCRBHOMN CEKDEemmy, Ha-
BpUMeEp B HEKTapHHKAX LIBETKOB. Y TaKuX KIETOK Ha | MKM? MOBEPXHOCTH MPHXO-
auTca 15 » Sonee nua3MonecM, TOTRA KaX Y APYIHX KJETOK 3TO MHCJIO HEpEeNkKo
OblBaeT MeHblle eqMHULLL. KpoMe TOTo, ecTh AaRHbIE O TOM, 4TO CKOPOCTL repe-
X028 PACTBOPERHLIX BEILECTB K3 OQHOM PacTUTENLHON KNETKA B APYIYIO 3aBEJOMO
Go/pme To#H, KOTOpYro MOTJIa 6wl obecneyuTh OOHA JMLL UPOABNAEMOCTD (15143~
MaTH4eckod MeMOpaHsl

Haubonee npsamMbie yK4a3aHAS Ha MEXKNETOYHMHA TpaHCNOpT [epe3 J11a3Mo-
AecMbl GblH DOJYHEHBI B SKCHEPMMEHTAX ¢ BBEACHHEM xpacuTesieH W ¢ npormycka-
AMEM 3JIEXTPAYECKOrO TOKA. Tak, HampuMep, NPOUMOHOBHIC KPACATENM JIMLIL
C TPyOOM MPOXOOAT ¥epel rla3MaTuyeckylo MeMOpaHy, OHBAKO MOCJE BBEJCHMA
HX € MOMOUILI0 MMKDOKAIMIUTIP2 B OTHY H3 KJIETOK JIXCTA 3JIOACH OHU IOBOJILHO
6BICTPO MOABAAIOTCA B COCEMHRBX kjieTkaX. TOYHO Tax Xe NMPH MOJaue IJeKTpHHe-
CKMX HMITYJILCOB BHYTPE OJIHOM H3 KNETOK 3TH WMIYJILCHI PETHCTPUHPYIOTCH (XOTH
H B OCNabseHHOM BUIE) 3S1EKTPOJAMH B cocefHmXx kierkaX. CTeneHs ocnabnewuss
31€K TPHYECKOTO CHIHANA 3aBUCAT OT IUIOTHOCTH PACIONIOXEHMA IIIA3MONECM H OT
9UCNA KJIETOR, HAXOOALMXCA Mexny i3sexTponamm (puc. 19-16). Kpome Toro,
NEKTPOA, NPHNOXKERRLIA K HapyXHOW NMOBEPXHOCTH MIA3MATHHECKOR MeMOpaHml,
HE YfIaBNHBAET CHUTHANOB, NONAHHBIX BHYTPb KJIETKM; 3HAYUT, OHY pacnpocTpa-
HAIOTCS KakBM-TO oOpa3oM B 06XOO BLICOKOTO COMpOTHBIEHAS MeMOpaHbL.
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Bnexna‘rouuuﬁ BHYTDUK N8TOWHRIR
NOBINEDTMEHT, HOMMAADTMENT,

wps AAONAACT  waw CAMANACT

Puc. 19-18. Cwmsno cxeMaTu3npo-
BaHNOe H300paxeRye TPyNNBl pac~
TATENLHBIX KJIETOK, COEIHHEHHBIX
mnasMoaecMamy, ITlnasmaruiaeckas
MeMOpaKa, BEICTWIAOIAN ML1a3MO-
AecMbl, paszfenseT pech o6beM pac
TEHXs Ba APa KOMIIAPTMEHTa: BHe-
KAETOYHLI (anomnacr) W PHYTPRA-
wnetoumsi (camnnact). A Gosms-
me# ACHOCTH CXeMBbl KJIETOYHbIE Op-
TAHEJNIMl HE MOKA3AHL).

19. Ocobennocru pactuTenbHuix wietok 175

TakaM ob6pa3oM, HMeEOnMeEcs RaHHbIE TOBOPAT B NOJL3Y TOTO, YTO HMEHHO
NI33IMOReCMbl 06ECTeTBBAOT TPAHCROPT PACTBOPEHHBIX BEUIECTR MEXIY COCEOMH-
MK PACTUTENLHBIMM KIETKAMH, NOAOOHO TOMY Kak Liefiesble KOHTaKThl obecnem-
BAIOT MEXKJETOUHbIH TpAaHCMOPT y XUBOTHhIX (cM. pasn. 122.3). XoTs kxaBan
Mia3MomecMsl 110 MeHbimed Mepe B 10 pa3 umpe MpocReTa MEEBOTO KOHTAKTa,
BPSA M 3TECh MOXET MPOMCXOANTbL CBOBOUHBIA 0OMEH MakpoMoRekyJaMH: BO
MROTHX CJIy9dasX NJa3MORECM8MH COEJMHEHB BEChbMa DPa3muaHo AK(PepeHuMpo-
BAHHBIE KJIETKH C OYeHb HecXONHOH BHYTpeHRed cpenoil MEeivm crioBamu, ruas-
MOJECMALELIA TPAHCOOPT, MO BCEH BURUMOCTH, HOABEDREH u3BHpaTesbHOMY
KOHTPOIO. DRCNEPUMEHTANLALIE JARHBIC MO3BOJISIOT DPEANONaraTh, Y4TO MoJje-
Kysml ¢ Maccoli 6oJee 800 1anbTOH He MOTYT cBOGOIHO NPOXOIATE YEPE3 NAa3Mo-
gecMbl. OQHAKO HEKOTOPBIE BUPYCH PacTeHWH, no-BumMoMy, crocobus! npeono-
JIeBaTh CyLUIeCTBYIOUpEe 6apsephl B MCTIONBL3OBATL UTA3MORECMB] IUTA OPOHAKROBE-
HUs M3 ONROWM KJEeTKkU B Apyryro (puc. 19-17)

19.2.3. V¥ BLICIIEX pacTeHH GHOJIOTHIECKHEe XKHIKOCTH pa3nesieHbl
B2 B8 GOJBIIHX KOMIAPTMEeNTa —BHYTPHK/1eTOHLIH
¥ BHEKAeTOYALIA

Bnaronaps nrasMonecMaM pacTHTEbHBIH OPraHB3M OKA3BLIBAETCH HE NpOCTOR co-
BOKY[THOCTBIO OTAEJLHALIX KJETOK, & CJNOXKHBIM COOOILECTBOM B3aWMOCBA3aHHBIX
MUBRIX npoTonnacros. [ToITOMY Bce Teso pacTeHHs MOXKHO PacCMAaTpUBATH Kax
CHCTEMY, KOTOPYr> 00palyroT 2Ba ROMIIApTMERTA: |) BHYTPHRIETOYHEIH KOMNapT-
MEHT ~T2aK Ha3bIBAcMbifl CAMILIACT, COCTORLM H3 OOBEAHHEHHOTO MHOXECTBA
OPOTOIUIACTOB (B TOM 4MCJIC TPOTONNACTOB CHTOBUARELIX TPybOK thnoiaMel) n orpa-
RHYEHABIA OOBLEAHHEHHON NNIA3MATHYECKOH MeMOpaHOH BCEX XHMBLIX KJETOK,
¥ 2) BHEKJIETOUHbLIH KOMRAapTMEeHT, Il AoIacT, BKJOOIAIOUMHA Boe KJIETOTHBIE
CTEHKH ¥ MCDPTBBIE IMYCThIE MPOBOAAMME KNECTKH KCHJIEMBL, 2 TAKXE HAXOOAWMYHOCA
B Tex M Apyrux soay (pdc. 19-18). O6a xoMmapTMeEHTa RMEIOT CBOH cobcTBEAHBIE
TPaHCHOPTHBIE CHCTEMBI, OJHAKO B ONPEAC/IEHHbIX TOYKAX OHH MOIyT cooblaTscs
Mexny coboit, a Taxke NOABEPraThCs NOKaLAROH MonAadukaum ana obecrnedeHns
KOHTPOJIS NMPOTEKAIOIINX MEXIY HUMHB OOMEHHBIX MPOLECCOB.

19.2.4. B pacraTemHOM OpraHMiMe RIKOCTH TPRHCHOPTHPYIOTCH
10 NPOBOIAIIEM 3JieMeHTaM KcijieMbl B ¢nioomul [10]

PacTutenuHbL# MUD NPEecTaBieH OrPOMHBIM MHOTOOOpasneM hopM —0OT OTHAOKIIE-
TOUHBIX OPraRKW3MOB 10 KPYTHbIX UBETKOBHIX PAacTeHmil, coctosnmx u3 (0'? xie-
TOK (3TO MPUMEPHO CTOJLKO, CKOJBKO MX MMEETCH B OPraBM3Me B3POCHOrO 4esIo-
Beka) MROTOKNiETOYHasi OPraHW3alFR, Kak M Y KHBOTHBIX, JeJacT BOIMOXHLIM
pasnesieEde (YHKUMH, NP4 KOTOPOM pPAa3jMIHbIC THNB! KJETOK NOMONHAIOT APYyr
npyra Gnarogaps crneLmalm3aUmy, sipuobpeTtaeMoil mMHM B npouecce andidepeHuB-
POBKH.

J{Be BaxReHumMe cneundIrdeckue I8 pacTeHHit QyHAKUAR OCylIeCTBARIOTCH ¢o-
TOCHHTEIHPYIOMINMH KJIETKSMH, KOTOPBiE COAEPXAT XJOPOIJIACTH! ¥ CIyXaT AiA
BCEr0 OPTaHM3Ma HCTOYHHKOM OPTaHMYECKHX BELIECTB - IPOJYKTOB aCCUMMIAUMH
YrJEpoOAa, W BCACLIBAIOMMMH KJIETKAME, KOTOPBIE NMOTJIOWAOT U3 OKpyXaromed
Cpefkl BOOY W PAacTBOPEHHBEIE MWHEpa/bHBIC BEmMECTBA. Y GO/bIIAACTBA BLICIIHX
pacTeHu 3TH ABe HYHKLUHH HE MOTYT BbIMONHATLCA OMHHMM M TEMH Xe KJICTKamu,
TaK K4K AJI% NepBO& A3 HAX HYXeA CBeT, 2 BTOpPas OCYIIECTBIAETCA B TOJINE ROY-
BBl B TeMHOTe. s kaxXIoro M3 3THX NMpPONECcoB TpebyeTcs B PAA APYrAX YCJIo-
B, DoToCHARTER, HAPUMEp, AOJIXEH NPOTEXaTh B 0COOOH MUKpocpeae, Tae cTpo-
ro peryJmpyeTca OTHOCHTeNLbHER BRaxkHocTh ¥ conepxasue CO,. Jocturaetca
3TO C MOMOLIBK YCTBHI —0COObIX OTBEPCTHIA B NOKPBITOM KYTUKYJION anuaepmMuce,
KOTOpPhIE CIIOCOOHE!I OTKPBbIBATLCA M 3aKPBIBATLCH B 3aBACHMOCTH OT Typropa 3a-
Mbikaroumx xaeTok (puc. 19-10). C npyroif cTopoHs!, aas 3¢exTHBHOTO MOTIO-
WIeHHS BEILECTB U3 MOTBB!I HYXKHA O9eHb O0onbIas BCACBLIBAIOLIAR MOBEPXHOCTH, KO-
Topyro obecrneanBaroT KOPRU; HEOOXOMHME! Takke MeMOpaHHEIE TPaHCHOPTHHIE
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Prc. 19-19. Cxematnuecxoe usobpa-
XeHHE JBYX IJIaBHRIX IPOBORALINX
CACTEM —KCANEMB! M QIO3MBL; © MX
NMOMOUILIO BOJA ¥ PACTBOPEHHBIE
BEINECTBA TPACTIOPTUPYIOTCA 0O
BCEMY PacTeHnto. JTO CUNIBHO
yIpollIeAdag cxeMa; B 9aCTHOCTY,
HA el He orpaxeR ofMed Bomoi
Mexay kcwiemoll M GaodIMoH, xo-
TOpPbIH B ASHCTBHTENIBHOCTH OCY-
(WECTBAACTCH BECbMA KHTEHCHBAO.

KneTka sngogepmel

Moncow
Kacnapw

BAKYONHINPOBAH-
\m.le KAGTKH KOPbI

Kneva

Kennema \ Kpynnuie
i

GNOIMHON Knetxa
MADEH Xihiki nepuumxna
L ]

20 MRM

KCUMEMA SI03MA

B peaynsrare hovocnHTEI A
oBpaiyoIcA c2xapa, XOTOkIE

N NOCTYM&0T B0 GROIMY H
L TPOHCNIODTHPYIOTCA KO BCEM
W/ OCTANLHEIM NACTRA DOCTENMA

Wcnapenne Bogsl ¢
NOBEDXHOCTH AHCTREE
CORNFET "NPUCICHIBAKD .
wu@l’” 3ppexT, KoTopet
obecriedMBaeT ABMKEHUS
BOLLI W PUCBOPEHHLIX
BOLLCCTE BBIPX NO
Newneme

-/
PacyeopaHHbi® 8 Boae caxape u
HEKOTODbIE MONBE NEPEHOCATEA No
Groarae O NHCTaes K XOPHAM NO
TPA/UEHTY KOHUSH TDAUMK

Boaa W paACTROPEHNBIL
CODM NOT AOWBSKDTCA M3
NONBLI XOPHAMS W

NOCTYNamY B KEHNAMY

B KOpHAx caxipa akTHENG
BLIBOARTCR KA GNOIMbLI(

CHCTEMBI, K KOTOPBIM 9aCTO JOGABRALIOTCA TPAHCHOPTHBIE CHCTEMBI CHMOROTMHE-
CXHMX MMKPOOPraHMIMOB. TaixuM 06pa3oM, POTOCHRATEIHMPYIOMIHE U BCACHIBAIOLLKE
KNeTKH B3AWMEO NMUTAIOT APYr APYyra, a BMECTE —CHabXaroT Bce OCTABHLIE HacTH
PacTEHHS MUAEPANLHBIMU M OPTAHMYIECKUMH BELUECTBAMM, HEOOXOANMBIMH /15
npoueccos 6uocunTesa (puc. 19-19).

DOTOCUHTEINPYIOLIHAE ¥ TOFOWAIONIME TKAHN CBS3aHbI ¢ KCAJEMOR U ¢nos-
Mofi, KOTOPbIE OBPA3YIOT PA3BETBIIERHYIO CETh IPOBOIATMX 3NEMEHTOB, obecneyn-
BAKOLIMX QafbHKHA TPaHCMOpT (puc. 19-19 n 19-20). B xkcuneMe TOk XHOKOCTH Ha-
UpaBiEH B OJHY CTOPOHY —K MeCTaM MCOapeHHsa Bnard. 3Rech TPaHCTIOPTUPYHOTCH
rnapHBRIM 06pa3oM MHREPATBLABIE COIH A a30TCOREPXaWMe COCMMHERAS, ROTOPKIE,
BEPOSATHO, NOCTYNAIOT CIONA B PE3YNLTATE AKTHBHOW CCKPEUMM HX CrEUMANU3NPO-
BAHHLIMHM KJICTKAMKM KODHEBOH NapPeHXHMBI. VYTe4Yka PpACTBOPEHHBIX BENIECTB
B 0OpATHOM HANPaBNEAMH 4ePE3 ANOMJACT H@ BXOMAMBIX Y4ACTKAaX KCuseMul Biroxu-

Puc. 19-20. JIpopoasimas ceTh AM3IKOOPraHHIOBAHHOro pacTe-
HMS — BOASHOr 0 ManopoTHuka Azolla (cxeMaTudeckywii nome-
pedsbIA palpes OceBOH YacTH KOPHS). 34ech Mbl HAXOUM
BeChbMa MPOCTYIO KAapPTWHY PAacnOACKERUs NPOBOMALIMX CTPYK-
TYp (#306paxennl 9eThIpe COCYRa KCWIEMBl W 9ETHIPE 3/EMEH-
T2 CHTOBHIMBIX TPYB6ok $a03Mbl), TOraa xax y Honsmwmacrea
BBICLIMX PACTERWI pacnpefieneuue XJIETOK NPOBOAAMIMX TKaHEH
ropaso cnoxuee. OBpaTHTE BHUMaHRE HA TO, YTO KCWIEM2
H (od2Ma OKpyXeHhl KIETKEMM JHIOAEPMBI M 9TO TOACKR
Kacnapk, 3aAuMaromne 8 3HOOXEPME CTPaTETHHECKHE NO3H-
UMM, NPENATCTBYIOT YTCIKE BOTLI H) COCYARCYOR CHCTEMBI Te-
pes anornact, Jetamu cTpoeAnf noscka Kacnapu nokasayw
ga pEc. 19-21.



Puc. 19-21. [loscox Kacumapa

B OBJIACTH XOHTAKTZ NBYX KIETOK
B 5AN0JACPME KODHR (CM.

prac. (9-20). B oTstu4me or obuiHoH
NEPBRYHON KAETOYRONW CTEHKM mo-
acok Kacnapu wMeeT rnagxyro
TEKCTYpy H3-33 BLICOKOTO COIEpXa-
HHA KyTRRa; TRapodiobabie cBoi-
CTBA KYTHHa JENAIOT 3TH YHacTKR
KJETOYROM CTEHKU HENPORMIIAEMBI-
My uig soawl. (B. Gunning,

M. Steer. Ulrasiructure and the
Biology of Ptani Cells, London:
Arnold, 1975}

Puc. 19-22. 3nexTpormas Muxpodo-
TOTpadns NepenaTouHON KAETKH,
YYACTBYHOLOEH B TPAHCTIOPTE META-
SoauTor u3 OBNUCTBEBHOW 9acCTH
mxa Funaria x cnopoduty. Obwas
Ioniagh €e TUla3MaTwdecKod MeM-
Gpann 3RAMMTENLRO YBENWTEHA 3a
CYET CROXHBX BHYTPEHHHX BbIPOC-
TOB KfICTOMHOH CTEHKH.

{A.). Browging, B.E.S. Gunning,
Protoplasma, 93, 7-26, 1977)
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pyeTcs Tax HalbiBaeMBIMA noackamu Kacnapu (puc. 19-21), koTopsie nmo ceoel
GYEKIMM aHANOTMYHEI MNOTHHMM KOHTaKT&M MEXIY COCCTEHMYM 3N TeMAIIbRbLIMKA
KNeTKAMH XuWBOTHbIX. Ha BLIXOAE NMPOBOAALIMX MyTeH KCHAEMBI OCOOBIE NMapeH-
XMMHbIE KJIETKH, CHROXeHHme cneundpuaeckiMn MeMODaRRbIME TPaRCIOPTHbIMH
benxamy, NEpeKauBaIOT PAaCTBOPEHHABbIE BELIECTBA B (POTOCHHTEIHPYIOMME TKaHH.
Bonpmas gacTe pacTeoprTens (BOMIBI), NPOXCAAILETO NO COCYydaM KCHNEMsI, B KOH-
e KOHUOB UCMAPAETCA —B OCHOBAOM C MOBEPLROCTH POTOCHHTEIUPYIOUMX TKaHedH
aucta. (Paamansie THb! KNETOK, YYACTBYIOIME BO BLEX 3ITHX NpoleccaX, noka-
3aHB] R4 puc. 19-11).

TpancnopT BeulecTs 1o Gpyoame —nponecc Gonee CIOXALIA, OH He OTPaRMEeH
KBKAM-TO OJHMM HATpABJEHUEM: PpacTBOPEHHblE OPraHWveckne BelleCTBa,
riaBHBEIM 06pa3loM caxapola, NMEPEROCATCA 0T MECT MX CUHTE32 K MecTaM NnoTpe6-
JIeHHS ¥ XpaHEHUs He3aBUCHMO OT TOTo, Te 3TH Mecra pacnoyoxern. Ha sxone
H BBIXOJIE NMPOBOLSUEX MyTeH 34ech ToXe paboTaroT pa3/mTHbIE CUELMAH3BPO-
BaHHBIC KJETKR.

Y XMBOTHEIX KJETKH B 30HAX HHTEHCHBHOTO MOTJIOWEHHS MM TPAHCROPTA
O6BIYHO HAMHAOTO YBESWYHBAKOT IIOMALL CBOEH NJa3MaTHYeCKOH MemOpaHobL,
obpasys MHO¥XECTBO TOHKMX OTPOCTKOB, HA3BIBEEMBIX MMKPOBOPCHHKAMH
(pa3a. 10.5.1). XKecrxaa 060j109Ka He NMO3BONKET PACTUTE/ILHBIM KIETKAM HCIMOhb-
30BATh Tako# crocod, No3ToMy OHM BLIAYKACHBLI MckaTb AAbIE ryTH. Cneumamsn-
POBAHHBIE nepedamoutble KASmKY YBEIMIHBAKOT CBOKO NOBEPXHOCTL 32 CHET BHYT-
PCHHUX BBIPDOCTOB KJIETOYHOW CTEHKH, BBICTHAHHBIX MMIa3MaTHIeckoil Membpanon
(pHc. 19-22). DTH KNEeTKH BCTPEArOTCA BO MHOTBX MECTaX, FAe MpPOACXOAHT OCO-
6eHHO MHTEHCHUBHBIA NMEpPeHOC BEILECTB HEped MIa3MaTHIecKylo MeMOpaRy, Hanpy-
Mep B XWIKAX JIMCTa, TOE Caxapo3a NOCTYymaeT B COCYAHCTYIO CeThb (PNOIMRBI
(prc. 19-23), wim B MecCTaX aKTHBROI'O MEPEHOCA PACTBOPEHHBIX BEDIECTB K3 KCH-
JleMbl B IpYyrae€ TKaHW.

CremyeT 3aMeTHTb, 4TO TPAHCTIOPT XUAKOCTER y PACTEHHI WMEET N0 MeHbIuek
Mepe ABe XapaKTepHble OCOOEHHOCTH, OTHMIAIONDBIE €0 OT AHANOTHIHOTO ITPOLEC-
ca y XHBOTHHIX. BO-NepBRIX, KHBOTHLIE UMEHOT TOJILKO OOHY TPAHCMOPTHYIO CHC-
TeMy — KPOBEHOCHY10, PacTeHRBs xe 00/12a1a10T ABYMA Pa3’JMIHbLIMU CUCTEMAMH —
$no3MoHA 1 xcusleMoH, Bo-BTOPLIX, y PAcTCHRA XMIOKOCTH HE UHPKYJHPYIOT MO 3a-
MKHYTOMY ITyTH, NOROGHO KPOBH Yy KMBOTHBIX; BMECTO 3TOTO 3IECh NOMLEPNKH-
BAETCHA MOCTOAHHBIA TOK BOIM OT KOpHER K JBACTBAM.

BarynBaHUS KNETQUHD)
CTeH kY, Bb l'_laHH

NN23MaT4ecKon pe

HanpasBnexue TpsHCROPTa
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Puc, 19-23, MNepenaTtoqarue KieTxn
B XWIXe JIMCTA. DsieMeHT CHTORHA-
HOH TpyGru ¢oamet (CT) okpyxen
wieTkaMu-cayTHukaMy (C) n pnosm-
Hoji napeaxumon (/7). O6patute
BHMMAKYE HA XAPaKTEPHHE WIS
NMEPEASTOYRLIX KJETOK BHYYPeHHME
BBIPOCTHI KETOSHOR CTEHKM.

(C mobesnoro paspeuwresus

B. Gunning.)

Knyberex

Pue. 19-24. TIpopoctox ropoxa

B CHMOHOTHIECKOW ACCOLIRALHH

€ a30TQUKCAPYOUMH BaxTepnamn
Rhizobium. Xopowo sunanl xop-
Hesble XIJYGEHbKH, B KOTOPBIX HAXO-
asres Gaxrepun. (C mobesroro
paspemwenns A. Jobnston.)

f”’ R
“ 0N a-

19.2.5. XnoponnacTsl HCOOTIbL3YHOT JHEPIMIO CBETA JUIAl CBA3LIBAHASA
CO,, 4T0 N03BoAET QOTOCHHTEIHPYIOLHM TKAHAM
IKCNOPTHPOBATL CAXAPO3Y

3cneHsIe TKAaRW pacTeHn cBoelt okpackoi 06s3ansl GOTOCUHTETUYECKOMY ITHIMEH-
Ty XJIopodHNTYy, KOTODBLIX B BBHICOKMX KOHUEGHTPALMAX COAREPXHTCA B XJOponJja-
crax. [lornomieAye cBeTa XJIOPOPHANOM 3anyCKAeT B XJOPORIACTAX SIPOUECCH
MEPEHOCA 3JIEKTPOHROB, KOTOPLIE COSPAKEHB! C MEPEHOCOM MPOTOHOB Hepe3 MeM-
6panbl TWIAKORAOB K, KaK CNENCTBHE, C 3aMlaCaAMEeM 3HEPrHM B SUONOTHYecKH Mo-
ne3no#t popme (B Buae Monexkyn ATP) M BOCCTABOBHTENBLHBIX IKBUBAMEHTOB (B BH-
ne NADPH). Tlosyaennsle taxum mytemM ATP u NADPH B cBoro ouepens
HCNOML3YKOTCA Xiloponiactamy A npeepawerns CO, B caxapa (eM. i1 9). TMpr
3TOM CHHTETHYECKAA AKTMBROCTL XJIOPOMIACTOR TAKOBA, 9TO MO3BONAET (HOTOCHH-
TEIRPYOIOMM TKAHRSM JKCIIOPTUPOBATH GONBLUIME KOJ/MIECTBA OPraHWHIECKBX Be-
LIECTB BO BCE OCTAJIBHBIE aCTH PACTEHHA. DTH BELUECTBA B OCHOBHOM IipeAcTa-
B/EHBI JHCAXAPHAOM CaxapoO3oH, NOITOMY MHAKOCTB, 3R2OOJHAIOMAA CHTOBRIAHbIE
Tpy6ru (pnosmMAbIR cok) conepxuT obbraro ot 10 mo 259 caxapoassl.

19.2,6. CumOnOTEYECKHE DAKTEPHW TOMOrAlOT HEKOTOPLIM PACTEHHSM
ycBausaTth atmocdephnii azor [11]

[TouT BCE MMHEpAJLHLIE BELUECTBA, NOFIOUAEMBle KOPRAMM pacTeRunil M TpawHc-
MOPTEPYEMbBIE MO COCYJNAM KCUNIEMBI, PKCYTCTBYIOT B NIOYBE, KYHa ORY NOMARAIOT
IJ2BHBIM 06pa3soM B pe3ysibTdTe Pa3pylDeHHs W BEIBETDPHBAHMA FODHBIX MOPOL,
Hckmogende cocTaBiseT a30T: BeCh COAEPXALUMICA B XMBBIX OpPraH¥3Max asoT
UPOBCXONAT B KOHETHOM CHETE M3 a30Tad ATMOCGHEPHL, XKOTOPBIH BKIIFOYHIICA B CO-
CTaB OPraHEYECKMX COCAMHEHHN B pedysiLTaTe mpoueccos, Tpebyommx 60msmoi
3aTpaTsl JHeprvM (BOT MOYEMY TaK AOPOrd MCKYCCTBEHHO NPOK3BOAAMBIE a30THBIC
yao6peRus). EQAACTBERHBIMM OpPraHA3MamMK, COCOOHBIMA CBA3LIBATL (dHEKCKPO-
BATh) aTMOCHEPHBIN A30T, ABJAIOTCA NPOKAPHOTH! (OTAE/AbLHABIC IPYNNnt dybakTe-
puli ¥ unanobakTepun). HexkoTopsle U3 AHX —CBOOOAHOXUBYLIHME NOYBEHHbLIE OPra-
HU3MB!, ApYIHe Xe (Kak, Hanpumep, 6aktepuss Rhizobum) BeTynaroT B cUMOHOTHHE-
CKYIO aCCORMALMIO C KOPHAMI ONpefeSIeHHbIX PacTeHHi, Hanpumep 60606bix —ro-
poxa, 60608 B kKneBepa.

13 ocyuecrienss cuM6103a BeoOX0mMMO, 9TO6BI BakTepus ¥ KOpAeBhie BO-
NOCKR pacTeHHA-XO3AWHA CHauwana y3pamm apyr apyra. Cynod no HEKOTOphbM
OaHHBIM, B 3TOM Y3HABaHHA (KAK A BO MHOIHX B3aKMOAEHCTBHAX NAaTOTEHBOro Op-
raHM3Ma ¢ XO3SMHAOM, CM. HRBXE) y9acCTBYeT Aexmut —O€JI0K X03AMHA, Y3HAMOMMH
BUIOCTIENHDUIECKHE YIIEBOONBIE KOMIIOHEHTH HA MOBEPXHOCTH OaKTepuaImbHbrx
knetox (pasd. 19.27). Ho kaxaM Onl BB ObL1 MexaHu3M y3HaBaHRs, cneunduueckoe
B3auMoAeHcTeUe GakTepHil ¢ XOpHEM 3amyckaeT CIOXHYH nerb cobuitnif, B pe-
3yLTATE KOTOPBIX DAKTEPHH JIPOAKKAKOT B KJICTKH KODHA M CTHMYSMpYIOT Hejie-



Puc. 19-25. Dnextposnas Muxpodo-
Torpad¥s TOHKOro cpela KOPHEBOTO
kayBeubxa ropoxa {cM. pue. 19-24)
AzoThuxcnpyroume 6axTeporas!
Rhizobium, oxpyxennble MemOpaHoi,
NpYHAANeKAIeH KIeTKe-XO3TRHY,
3ANOJHAIOT BCIO LUTOIIIA3MY 3TOH
xnetkd. (C yjuo6eanoro paspemenus
B. Huang, Q.S. Ma)
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HUE KNETOK KOPTHKALROTO CNOA—OOpA3yrOTCH Kophesvie KAybenvku (puc. 19-24).
Kaxabid taxodl kiybenek COLEPXMT OrpOMROEe kojmyecTBo OakTepiii, Macca Ko-
TOPbIX COCTABMSET OKOJIO MOJOBHHL! ero 00wwed Macchl. DTH 6aKTepHE yTpaTH/M
66mmIy10 YacTh COBCTBEHHOMN KNETO9HONH CTeHKH, HO TaszmaTideckas MeMOpana
y HMX COXpAHSeTCs, ¥ Kaxnas 6akTepHabHas kxieTka pRo6aBoK OKDy*aeTcs Mem-
6payoi, ABNMOIEHCS NPOAYKTOM KNeTKM Xo3sauAa (prc. 19-25). MMesro 3td Bu-
Jou3MeHeHRbie GaKTEpHH, Ra3pIBaeMbie baxmepoudamu, QakcHpyroT aTMochepHbIH
230T, KOTOPHI B KOHIIE KOHIOB WCNOJL3IYETCH PACTEHUEM.

BakTepuabHbli PepMeHT, KaTaJM3MPYIOLUMA CBA3LIBAHAE 83012, [TPECACTaBISAET
coBoH CnoxHYI0 HEKOBYIO MOJEKYNTY H HOCHT RA3BAHUE HumpozeHaswl. Y cnmbro-
TuaeckrX HopM Rhizobiwom 3TOT hepMERT KaTanE3ApYyeT NpeBpamieRne atMmochep-
HOTO 23072 B aMMMaK, KOTOPHI nepexomaT B LHTOMIA3MY KJIETOK PacTeHWA-XOo-
3AMHA, Tge NpeBpallaeTcs B T[JYyTAMKH, FIYTAMMHOBYIO KHCJOTY W Basee
B OCTaJbHbIe aMBHOKKCNOTHL. I'eHeTH4eCkui aHa/M3 Noxalajl, 9TO YCNEIUHOE OCy-
LIecTBiIeHre cuMOHOTIHHecROH aszoThHKCAUMH TpebyeT KOOPAMHWPOBAHHOH 3KC-
npeccra 60abWOro 9ycia pamIAbIX OaKTEPRABLHBIX TEHOB 1 MHOTHX N€HOB pac-
TeHKSA-XO3aHHa, Y Rhizobium 6oJmbIias 4acTh TEHOB, HMEIOLIMX OTHOLISHME
K 230T(HUKCALEH, — TAK Ha3bIBAEMBIX ['€HOB nif ~ CrPYTTAPOBAH2 B NNa3MMUIe, WMEKo-
nieiica y 3Tod Gaxtepun.

BakTepyambHad HUTPOreHa3a MAAXTHBUPYETCS CBOGOMHBLIM KUCIIOPOAOM, MNO-
3TOMY BpeMs ee Oy XK3HU Ha BO3AYXE O4eHb KOPOTKO. DTO O3HA4aeT, 9TO B Bpo-
Lecce 3BOJIOUAN DOSDKHBI OBt BbIpaBoTaThCa CNOXHBIE MEXaHA3MBI, cnOCOCHLIE
obecneanTs HaxTeponnam aRa’pobHble YCNOBKA B KNETKAX KOPHA NPH ROCTATOd-
HOM CHabXeHUH KICJIOPOIOM CaMHX KopHell. B wacTHocTH, Rhizobium wHpyuupyet
B KJIETK2X XO3RHHA CHHTE3 sezzemoza06usa —CBA3BIBAIOMIETO KUCHOpoa Genra, ana-
JIOTHMROTO MHOTIO0MAY MiekonaTaromux. Mosiekynsr serreMorno6uaa, oxpyxas
6axTepounss, UPENATCTBYIOT M3OBITOTHOMY CH2OXEHHIO UX KUCIOPOAOM.

Oyxcalms asora TpeSyeT 3HAINTENBLHOR 3aTPATH 3AEprd. PacTenns ucmouts-
IYI0T A1 3TOr0 JHEPIHIO COJIHETHOTO CBETA, Y/IaBIMBAEMYlO B npouecce GboTOCUH-
Teza. Pacuaers! nokasarym, YTo A/ CBA3HIB2aAMA Dakteponmamu Rhizobium onHo#
MoJieRyJbl a30Ta (N,) Heobxomsmo 25-35 monekyn ATP.

19.2.7. Bo B2auMHOM YIHARAHHH KJIETOK Y4ACTBYKIT cuelHpuveckue
DOC/Ie10BaT/ILHOCTH YTJIeBOAMBIX ocTaTkoB [12]

Vanasanxe knetok Rhizobium xopHsMH 6060BbIX — BCETO JMIUB OAUH MPHMEP Cre-
UMGPUIECKOTO B3AHMOIACHCTBHA PACTHTEILHOA KJETKH € NPYIEMR KJeTKaMH. JTO
MOIyT ObITh KJIETKM NpPYIdX BHIOB (RArpUMeEp, NaTOrenHslx rprboB) Hm TOoro xe
BUOa (RANpuUMep, MEIILUEBOFO 3epHa, NMONABLIEr0 Ha pbLILLE necTuka). B Hacros-
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Tabauna 19-1. HlMpoxo KCMOMb3yeMnle JeKTHHDB], MpenapaTh) KOTOPHIX MMEIOTCA B NPO~
Aaxe, H CICOHHTECKHE caxapHble OCTATKY, YIHABAEGMHE ITAMH JICKTHHAMH

JlexkTin VY3inanaemnle caxapa

KoukagapajJmA A (M3 Kadasaymu Mewe-  d-D-rmpokoda w a-D-mampposza

BRIHOHM)
CoeBblit REKTHH D-ranaxtola H N-apeTHAIraNaxkTo3aMHE
JlexTaH 73 3apoaplued MDECANITH N-aneTwIrinoKo3aMHu
JlerTHH™ A3 CeMAH I0TOCA dyko3a
Kaprodesbrurd nexTud N-aneTirIoKoIaMag

10ee BPEeMs RAKOMNEHb! y6eMTeNbAbIE JAHHLIE B DOJBL3Y TOr0, YTO COEUMIHIHOCTD
TaKoro e3arMoaeicTeus obycioBneRa CTPOTO ONPENENeHHBIMA NOCIEA0BATENBHO-
CTAMH CRXAPHBIX OCTATKOB B MOJIEKYJIAX MOSMCAXaPHAOB, INTMKOMPOTEHHOR H [JH-
KOJMIUIOB KJIRTOYHOH NMOBEPXHOCTH. B HEKOTOPBIX CJy4agX B30JMPOBAHBBLIE OJM-
rocaxaprHble OEIH, CBOWCTBERELIE KIeTKaM JAaAHOTO TATIa, caM¥ mo cebe MoryT
3aNycKaTh B KJAETKAX APYroro TUO2 XapaXTePHYRO UENb XMMMUECKHX Peakuui,
o6bYAO MPOHCXONALIMX OpH B3aWMOAEHCTBMM 3THX KieTox. Hanmpumep, omuroca-
XapHIKl KJIETOUYHON CTeBKHM HEKOTOPHIX PACTHTE ILHBIX HATOIEHOB CIOCOORB! ARXY-
LEPOBaTH TANMYHLIE 32LMTHbIE PEAKIAW Y PACTERUA-x03gMAa. XOTHA NMOKa eimle He
YAANOCH BbIACTMTL B OXapaKTepniosaTh BCE MOJIEKY/APHBIE KOMIOHEHTH! KakoH-
G0 cHCTEMBI KACTOMHOrO Y3HABAHWA Y PACTCHMH, CYATAETCA OOLIEOPH3HARHLIM,
9TO B2XAYIO POJib B Y3HABAHAM CMELMPHEICCKAX ONMTIOcaXapHOoB KNETOYHOH 1o-
BEPXHOCTH WMIPAKOT JEKTHHBS.

JlexTaHn! —3T0 6eJKY WM IIMKONPOTEMHL, AMEIONNAE ABA Wi GoJbmee TACIO
CBA3LIBAIOIMX YYACTROB, KOTODbLIE Y3HAKOT clEeLUMpHAYECKAE DOCHEA0BATEILHOCTH
caxapHbix ocTatkos. [lepoRasamEo ORY OLUIR BhLOCNEHHl B3 pacTeRdH —yoMu 6o-
raThl MBOTHE CEMEHA,~& NOIKE UX HAIUNK y GOJBIUIMHCTBA XHBbIX OpPrasH3IMOBR.
Muorue NexTHHN M3 CEMAH DACTEHMHHA NpeJCTABRSOT COBOH BBHICOXOTOKCUHHBIE
Gexd, KOTOPHIE BRMOJHAOT 3AIMTHbIE GYyHKUHA, NPEJOXpaRaa ceMeHa 0T fnoena-
AMS XWBOTHBIMHA; APYTHE BHIL! JIERKTRHOB, OO-BHIMMOMY, YHaCTBYIOT B KJIETOTHOM
y3HABAEWM. BBmay cnocOGHOCTH JIEXTHHOB CBA3LIBATLCA C  [JIMKOMPOTEMHAMHM
A IJMKO/MNOMARMY KIIETOHHOM MOBEPXHOCTH MX [HPOKO NPUMERMOT B OroxumMuye-
CKHMX W UMTOJIOTBYECKHMX UCCNIEAOBAaHMAX AJIA ONpeAesends JoKa/M3anms 3THX
YreB0ACOAEPKAILIAX XOMNOBEHTOB MA3MATHYECKOH MeMbpaner ¥ 4718 WX Bblaese-
HYS. Hexompue 44CTO UCHOOJBLIYEMBIE PACTHATEJILHBIC JIEKTHHEI B Y3H2BAEMbIC HMH
yrneBoOHbIE MOJEKYTul npuseneHsl B Tabi 19-1.

Creumdrreckoe B3auMONEHCTBAE NMLUTLUEBBIX 38PEH € PHUILUEM MNECTHKA —XO-
poILO MnaydeRRBIH npuMep GYHKUROHUMPOBAHRS NEKTHHOB. DTO BlauMoaeHcTsHe
nobOyXAAET KACTKH pPbibUa BbLIESATL BOLY, 4 YPNAKHCHHE OLUTLUEBOLO 3¢pHA
B CBOIO 09epedb RAAyurRpyeT obpaloBanne aymHHON mulibueBodl Tpy6km, neobxo-
JuMOR U183 OINIonOTBOpeRus (puc. 19-26). OkoNo NOJIOBMHBLI BCEX H3BECTHBIX
UBECTKOBBIX PACTEHME UMEIOT IeBETUMECKM JETEPMMHMPOBARHBIE MEXAHM3MB], Npe-
OSTCTBYIOUIME CAMOOMbINERTIO # TaKkEM 06paioM obecneynsaromme ayTOprmAnT.
Y KpecTOUBETHHIX, HANPAMEDP, MONEKYJIAPHBIC KOMMOHEHTH CACTEMb! Y3HABAHHA —
KPYOHBIH IMTMRONPOTEHH, NPACYTCTBYHOUMA B KJIEHAKOM CEKpeT¢ PbLIbLA, H ONO3-
HAIOOMAZ €ro JIeKTRH, HaXOASIDAHCA Ha NOBEPXHOCTR MBLIMLIEBLIX 3EPEeH, — KO-
pYIOTCA FeHHBIM KommuexcoM S. Ilnimbia mpopacTaeT Ra phuiblle @ OINBOAOTBO-
preT AKUEKNETKY TOMBKO B TOM CJIy4de, €CJM Yy CKpellMpacMbiX pacTeHuH
3KCTIPECCHPYIOTCH PasHble aJI7le)M I€HOB 3TOro koMilexca. Eciw meumsny npeasa-
paTeJibRO 06paboTaTh OMMUIERHBIM TSIMKOMPOTENHOM, BBIAESEHHMM W3 PbUIBUA
pacTers, y KOTOPOTrO JIKCIPECCHADPYETCH TOT >ke cambiit Habop anneneH, oma ne
OpPOpPAcTeT gaXe Ha PhIJILUE COBMECTHMOTrO mapTHepa. [lo-BruumMoMy, BlauMone#-
CTBRE OLINLLUEBOrO NEKTHHA CO (CBOMM TJIMKONPOTEHMHOM CIIYXHT CHUIBAJIOM, 3b-
tekTHBHO OGJloXMpYIOUMM NPOPACTaRNe MbILUEBOrO 3EPHA H, CIENOBATENLHO,
camMoomiogoThoperre, Cneuudameckue NeXTARL! B AX JRAOIEHHBIE PEUENTODEI
B HACTOALOEE BPEMS BbIJCJIEHB! ¥ OXapaKTEPRIOBAHEI AUVIR MHOTUX CHCTEM y3HABa-
HMA DACTUTEJLHLIX KJETOK.



Pue. 19-26. INsmna B8 NOBEPXHO-
cM pbuibna Brassica. Ha 3roit
MUKpPOGOTOrpaduy, TOJYYeRRON

€ NOMOLILIO CKAHHPYIOLUErO 3iex-
TPOHROTO M#KPOCKONE, XOpOLIO
PMOHA DeibepHAA MOBEPXAOCTS (ibI-
JLLCBHIX 3epeH; OOpaTHTE BAMMaRME
Ha o6pa3syeMele NPOPOCIINMU 3ep-
AaM¥ NbuibLeBsle TPYOKH. (C mo-
6¢3HOro pa3peIUcHHR

H. G. Dickinson.)
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MosepxHocTs

DbiNeUa .__\

3ak./modenne

Haruwue npoynoti, 0mHOCUMeAbHO HeNnpOHUYaeMoll KAEMOUNOU CMeHKU onpedesnem
cneyuguxy 83aumo0eicmeuA pacmumesbHuX KAEMOK Opyz ¢ Opy20M, a makxe
¢ okpymcawwell cpedoi. Bce xcugvle Kaemxu paCMEHUA CER3AHb Mexcdy coboil
NAAIMO0LCMAMY — MUHUANUODHOIMU  DE2YAUDYEMBIMU  YUMONAA3MAMUYECKUMY KaHa-
AGMU, BBICTMAAHNLIMU NAQ3MAMUNECKOU MeMDPAHOM, KOMOpbie hpoHUusbIealom KAe-
MOYHble CMeHKU U obecneuusarom nepexod MHO2UX PACMEOPENHbIX Gewjecms U3
KAemKu ¢ Kaemky. Takus 06pa3oM, 8ce Hcussle NPOMONAACMY! paACTMUMEAbLHOZ0 Op2a-
HUMA COCMAGARIOM eDUHYI CUCIeMy—maK Ha3blgaemuill cumniacm. Ocmasphoe
nRpOCMPAHCMEO, 3AHAMOE KAEMOYHBIMYU CMEHKAMU U OMMEPUIuMU «RYCMbIMUY KAem-
KAMU, no KOmopsim & pacmenut mpanchopmupyemca 6oaswiar wacmo 800bl, Ha3bl-
earom anonsacmom. Gomocunmesupyrowue Kiemxu npou3sodAm caxapd, Komophie
nepex00Am 60 6Ce OCMAAbHLIe OP2aHbl U MKAKU DACMEHUA Yepe3 HCugwe KAemKu
Pa0aMbl, cocmaensrowjue vacmy cumnaacma. Kaemxu xopwell nozaowarwom u3 no4ss
600y U PpACMBODEHHWIE MUHEDAALHBE 6Geujecmsn, MpanCnopmupyembie  3amem
K AUCMBAM Yepe3 ommepuiue KAemKku Kcutemsl, m. e. vacmy anoniacma. Tloumu secs
azom, codepmcawuiicA ¢ C6A3AHHOM GUDE 68 HCURLIX OPZAHUSMAX, NPOUCXOOUM 8 KO-
HeuHOM cueme u3 azoma ammocdepsl; asom 6030yxa GUKCUPYEMCA npoKapuomamy,
MHO2UE U3 KOMmODLX 06Pa3yom CAONCHbIe CuMBUOMUYEcKUe accoyuayuu ¢ KOPHAMU
pacmenuii. Agaenun cneyuPuueckozo y3RasaMUA DPACMUMLAbHLIX KAEMOK — 63QUMO-
delicmeue pacmewuil ¢ 6QXMEPUAMU-CUMBUORMAMU U C PA3AUNHBIMU nanmozeHamu,
u3buUpame s HOCMy NPU ONVIAEHUU Yy8eMKOSWIX PACMEHUNl U m.n.—0BYCI081eH b, 8UOU-
MO, Y3HA6AHUEM MOACKYA, CO0ePHAWUX CNeyudPuHeckue nocaedoeamessHocmu cd-
xapruix ocmamkos. Hoaazaiom, umo 6 Imux npoyeccax y3IHAAHUA yyacmsyrom AeK-
MUK —GECOMA  PACHPOCMPAREHNbBIE OedKU, OnO3HalWjue Mme uAU uHsle caxapa.
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Puc. 19-27. Tanneas nponjactuga
B XJIETKE H3 KOH4YWKa KOpHs 606oB
(3nexTpoHHan muxpodoTorpadus).
O6on04Ka NPONJIACTHALL COCTONT
M3 JByX MeMOpaH; BHYTPeRRAS CHC-
TeMa MeMOpaHRbIX CTPYSTYp ciabo
pa3suTa. (B. Gunning, M. Steer.
Ultrastructure and the Biology of
Plant Cells, London: Amold, 1975.)

Puc. 19-28. Jexrpoasan Mykpodo-
Torpatia ITHOMNACTA U3 ITHONHPO-
BaHHOrO nNpopocTka OBca. Kpucran-
Jonoao6nas cTpykTypa, obpalosaH-
Aas BHYTPEHHMMHM Membpanamu, co-
RepxHT npotoxsopopumn (C nto-

6eanoro paspewends B. Gunning)

19.3. Buyrpensssi opraun3auus pacTHTe/bHbIX K/IETOK

Knertku BbicIIZX PAcTEHMHA comepkaT Bce Te BHYTPHUKJETOMHblE KOMIAPTMEHTLL
KOTODBIE paHee ObIIH OUHCAHBY NSl XWBOTHHIX KAETOK,—3TO LUATO30Nb, aNMapat
TomsaxnA, 3HAOMNA3MATRYECKUE PEeTUKYAYM, AAPO, MATOXORIPAE, OEPOKCHCOMBI
M Jym3ocoMul. KpoMe TOro, pacTHUTe/bHblE KIETKM OBIAHalOT IMTOCKENETOM, CO-
CTORIMM K3 aKTHHOBBLIX QUNIAMEHTOB M MUKpOTPyOOoHex, KOTOPHIE HEOTHMHHMBE
OT COOTBETCTBYWLIAX CTPYKTYP B KJETKAX XWBOTHMX., OORAXO B KJETKaX pacre-
RAN AMEKoTCs B4 NONOJHATENBRbLIX MEMOPaHHLIX KOMIIAPTMERTA — 8aKY0AY U NAG-
cmudet. [locnenHye ABa THNA OPraHeNN CBA3aHLI ¢ HEMOABUMHBLIM O6Pa30M »XH3IHU
pacTeHEnil. 3T U ApyrAe OCOBSHBOCTH BHYTPERHEro CTPOCHNS DACTHATENLHBIX Kie-
TOK OyayT DpeaMeToM OBCYyXaeHus B HACTOAIUEM pa3nee.

19.3.1. Xnoponaacrn! npeAcTaBIAIOT CO0OH poa miacTHA-—
CBOHCTBEHHbIX TO/ILKO PACTHTEILHBIM KjeTkam [13

raneJLi,

V13-338 XECTKHX KJIECTOYHBIX CTEHOX PACTEHUS He MOLYT [MTATECA TRKAM € Croco-
60oM, xak >xuBoTHBIE. [TO3TOMY PAacTEHKSM NPHAXOMMICA MCMOJNb30BATL OpraHuye-
CKKe BEUIeCTBa, BbIpabaTniBacMble UX COOCTBEREBIMU (DOTOCHHTEIUPYIOLAMA TKa-
MY, YV 3eNeHnx pacTeEMH GOTOCHETEI NPOMCXOORT B XJOPOIUIRCTAX, KOTOpbIE,
Tak¥M 00pa3oM, CIIyXAT NOCTOSHABIM BHYTPEHHAM HCTOYHMKOM IMTATESLHBIX Be-
wecTs (pa3n. 9.3). OpraByyeckre NPoaYKTsl GOTOCHHTE32 MOFYT HENOCPEICTBEHHO
HCOJIE30BaThea KIRTKAMH Ui PA3JIMUHBIX MpoueccoB BROCAHTE3a, MOryT 3ama-
C4TbCSl B BRIE OCMOTHYCCKY MHEPTHLIX DOJWCAXapuaoB (0BM4HO Kpaxmaa) mim
MpeBpAlIATLCA B CPABEHTENbEO HU3KOMOJIEKYIAPHbIE caxapa (K4X IpaBUJIO, caxa-
po3y), KOTOPhle TPABCOOPTHPYIOTCS B Apyrae TKaM¥ PAcTeHun, HanpdMep KODHH,
B COOTBETCTBHH ¢ MeTabo/mMyeckuMM BykAaMu 3TRX TKAHEH

X1oponnacTel —3T0 JMUIL OORH W3 BAXOB OJM3K0 POACTBEHHbIX OpPraHesUl, Ha-
3bIBAEMBIX MJAacTHAAMH BeeM nnacTEaam ceoifcTBeR paa oOuMX UepT: mpexae
BCEro OHY HMEIoT coOCTBeHMLIH HEG0L IO reRoM 1 OKpYXeHbl 060/104X0o#, npea-




Pue. 19-29. DrektpoEHas Muxpodo-
Torpagus y3acTEa MOJOAOTO 3eie-
HE[oLWero XJ0opomiacTa #3 NPopocT-
ka obca. [lpoycxomuT peopranusa-
M MeMOPaRHON CACTEMBI 3TMO-
NNacTa: B Bell yxke ecTh XJOPo-
dbunn, obpasyrores rpamsl. (C mo-
6esHoro paspewrenus B. Gunning)

Puc. 19-30. XpoMonnacTa 43 kije-
TOK OPAMXEBO-XKEITTBIX JIENECTKOBR
Hapumeoca. 373 TJIACTHIN UMEIOT
H3BUJUCTLIT KOHTYP; MX X80THYHO
pacnoJsloXeHHble BHYTPEBHAE MEM-
6paHbl coaepXaTt OMTMENT B-kapo-
THH, OpPYUAAOUMA NENeCTKaM Xapak-
TEPHY!O OXpacky.
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crapsaroweR coboit asoiinyro MeMOpaHy. [lockolmky cTpykTypa ¥ QyEKIMA XJO-
poIIacToB GbLIM N0APOGEO paccMOTpEHb] B I/aBE 9, Mbl COCPEOTOTHM CBOE BHU-
MaHWEe Ha ApYruxX TpeACTaBATENAX To# e IPynmbl PacTHTENLREIX OPraHesL

Bee mnacTriml, BKIIOYAs XAOPOINAACTH, PA3BABRIOTCA H3 WPORIACTHIA - OTHOCH-
TESbEO MEJIKEX ODIaHell], WMCIOLBIXCA B MepucmeMamuuecKux — XJeTKax
(pac. 19-27). Jampreiiman cyas6a NpONSAcTHA ONpEAERsieTcA HyXAAMM TeX WM
nEBIX MddepeAurpoBAHEALIX KIETOK. HanpaMep, ecJ JMCT pacTeT B TEMHOTE, U3
RAXOJAUMXCH B ero KjieTkaxX DpODJACTHA Pa3BHBAIOTCA ITHOWIACTH. BHyTpemEme
MeMmOpaEs 3THOMIACTOB o6pasyroT KpucramionogoSHyro CTPYKTYpy, coaepXa-
LIy} BMECTO XJOPodRIUIa npomox0pogurr (KeTThlH NPEARIECTBEKRAK XJ10podu-
na) (puc. 19-28). Jloa meilcTBmeM cBeta w3 3THONNACTOB 06pasyroTcd XJIOpo-
nmnacTel 6aarogapa NPEBPALCHKIO NPOTOXJIOPOGHUIA B XA0PODHIIA U CARTE3Y
HOBBIX MeMOpaH, DHrMeHTOB, (QOTOCHHTETAYECKMX (EPMEHTOB ¥ KOMIOHEHTOB
3MeXTPORTpaAcNopTHOH nenu (puc. 19-29).
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Puc. 19-31. Tpn ammnonnacra
(nracTHabl, HaKaNIKMBAIOLIHE Kpax-
MaJ) B KNETKE KONYKKA KOPHS COH.
(C mob6e3noro paspewteHqa

B. Gunning)

TInacTanam TOro WM UHOrO Tula 06sA3aTeJbBRO NPUCYTCTBYIOT B KaXAOW pac-
TUTEJLHOA KNeTKe. DTO MOTyT ObITh XpomonnacTnl (prc. 19-30), B KOTOpbIX Hakan-
JIRBAIOTCA X2POTHHROWIHLIE MATMEHTBL, OTBSTCTBEHHREIE 3a XEJNTO-OPAFKEBEI HIH
OpaHXEeBO-KPACHBIA UBET JIENECTKOB # IUIOKOB y MHOMHX pacTeHufl. DTo MOryT
TakKe GBITH JIEHKOILIACTBL, XOTOPbIE, KPOME CBOEBX 00fee KpYHHBLIX pa3Mepos, He-
MHOIAM OTJIMHYAIOTCR OT DPONNACTHA ¥ EMEIOTC]! BO MHOTHX 3IMACPMANMLHBIX
K BHYTPEHHMX TKaHAX, HEe NprobpeTarolMx 3ejeHOM OKPAacKW W He CcnocobHBIX
Kk ¢otocunTedy. Pacnpocrpanennoit dopMolt ReHxoNnacror ABIRIOTCA aAMUAC-
naacmur (pac. 19-31), KoTopble CIyXaT XPaEM/MIIAMA KpaXMajia B 3anacarolpX
TKAHAX, & B HEKOTOPLIX KJeTkax cref/in, McTbep M KOPHed YyJACTBYIOT B MEXaHu3-
Me, OTBETCTBEHHOM 34 PEaKIMHA PacTeHWH Ha AEGHACTBRE CHJILI THMKECTH.

XOoT# TOMHO HE BABECTHO, YE€M OMNPEACHAETCA RPEBpalENde NPOMIACTHALl B Ty
A YHYH0 $POpPMYy ILMAaCTHA, OYEBHIHO, YTO CyILECTBEHHYIO POJb B PErySIANAHR 3TO-
ro upouecca HIrpaeT ANEPHALIH reroM. SlaepHbie MyTAURA MOTYT W3IMCHATL Hanpas-
JieANE DPa3BATHA NPONJACTHA-HANPUMEpP, BMECTO XpoMonjactoB BynyT obpa-
30BLIBATLCA XJIOPOIJIACTB WM HA06OpPOT, - B0 OnoxupoBaTh MX pa3suTHE,
¥ Torma ByayT nosydaThcs padmyEble GOpPMBI JIEHKOILTACTOB KJM Xe Belpelbie
XJNOPONNACTbI ¢ AHOMALAOK NUrMeHTanHeHW, KOTOPbiC CBOWCTBEEHbl MHOTHM Je~
KOPATUBHBIM PacTCHUAM.

Bee mmactamm conepkaT MHOXECTBEHEBIC KOrmd COOCTBEHHOro reHoMa,
A 60JLUMHCTBO B3 HMX () Be Bee) c00COOHO pa3MEOXATHCA BHYTDH KJIETKH fe-
neAmeM (cM. pasa. 9.5.2). E/AHCTBEAHBI THN KIETOK, YTPATHBIIWW NJACTHABI, —
3TO COEPMMM HEKOTOPBIX BbICIOMX DACTeHHH; TAKAE pacTeHHs (HAnpAMEDP, KyKypy-
3a) MoJIy4atoT NACTAABL! TOMLKO OT AHMIEKIETKH, U3 KOTOPOH ORH PaiBMIACH, A
B 3TOM Ciydde TUI2CTHALL NOJOOGBO MMTOXORAPHAM Y XHBOTHBIX, HACHECAYIOTCA 10
MATEPHHCKOR JIEHMH.

19.3.2. BakyoJH pacTATENbHLIX KJETOK—3TO OpraHe/Libi
¢ YIMBHTeNLHO pasnooOpaszEnivME dynkipisvs [ 14]

BecbMa 3aMeTHYHO 0cOOEHROCTh GOMLIMMHCTBA PACTHTENBHEIX KJICTOK OPesCcTas-
A9eT KOMMAPTMEHT, COCTOAOMN W3 0}].'50;1 HJIA HECKOJIBLKHX IIOJIOCTCﬁ, Ha3n-
BaéMbIX BAKYOMSMH {puc. 19-32), xoTophle oTdeNeHH! OT OKpyXawouled UMTO-
nna3Mel 0aMKovuoN MeMBpanolt — ToronaacTom. Kak npaBuio, BAKYONH 3aHHMZIOT
6omwe 50% Boero o6beMa KJIETKH, OIH4EKO 3Td BeJIYMHA BEOOCTORHHA: B 3aBHCH-
MOCTH OT THNA KJ1eTKE OHa MOXeT COCTABNMATL OT S mo 959, Bakyoymr coyxat njs
TPAHCOOPTHPOBKE M HAKOIUIEHAs MOXTATEJLHBLIX BEUlecTB, MeTabo/mTop A nHe-
HYXHBIX NPOAYKTOBR oOMeRa. B B3BECTBOM CMRICHIE WX MOXHO PacCMATDHBATL Rak
aHANIOT BHEKJIETOYHOTO NMPOCTPAHCTER Y KHUBOTHRIX.

Bakyom nepBoMadasibHO 06pajyloTcs B MOJIOMBIX ASJIALIMXCR KJETKAX, Se-
POATHO OYTEM CIMAHHA BCE 60m:mero TMCNa IMy3bIPLKOB, OTACAOLOMXCA OT 3HAO-
nNa3MATHIECKOTO PETHKYNyMa u armapaTa oasmku. Kak B CTPYRTYPHOM, TakK M
B QYHKUIMOHATLHOM OTHOWICHNMM OFR O/BI3KM K JM30COMaM XXHMBOTHBIX KJIeTOK;
B YaCTAOCTH, OBM TOXE COJEPXKAT MHOXECTBO PAMYHBIX MMApPOJMTHYECKHX dep-



Puc. 19-32. Jnekrpodnas mMukpodo-
TorpadHs KJIETOX B MOJIOAOM JIBCTE
Taaka B 3THX cANBEO BaKyOSH3H-
POBEBHBIX KJIETKAX LMTOWIA3MS,

B KOTOPOH MROIO XJIOPODAACTOR,
pacnonaraeTcs Ha TepUPEpPHY B BH-
¢ TOHXOTO TPHCTEHOYHOTU CIIOA.
(C mobesnoro pa3pewesus

J. Burgess.)
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Bakyont

CTeHKa

I -
KnerowHan /-': Py
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MeRTOB. BMecTe ¢ TeM (PyHKUMEA Bakyosed B PaCTUTENbHLIX KIETKAX NOPA3HTE/BHO
MEOT006p23Ab. MBl paccMOTPHM TONBKO ABE M3 HAX —3TO 3aMOJHERAE BHYTPHA-
KJIETOMHOTO OPOCTPAHCTBA H 3amacarollias QyBKUmA.

19.33. PacTyresbHbie KIIETKH B Opomecce CBOro pocra
3anacaloT B Bakyoasx soxy [14]

IOns pacTeARE O4eHb BaXHA QYHKUMSA 30N0AHEHUA 8HYMPEHHEZO NPOCMpaHcmad,
TAK XK8K OHH, B OTJMYKE OT XKABOTHbIX, H& MOTYT NePEABHTATLCA B NONCKAX O
W M03TOMY [OO/DKHR! YBEJIAYEBATH CBOW Pa3MEpPbI, YTOOBI JIydmie HCOONB3OBATH
JHEpro cojiHewnoro cBera. JKecTkas KJETOYHas CTeRKa B COYETaHWHM C TYp-
FOPHbIM JaBNEHHEM TIPHAAET PACTHTETbHBIM KIETKAM GOJLILYIO BPOMAOCTD, f10-
3BOJIAIOWIYIO UM QOCTHIATb BECbMA 3HAMHTE/ILHLIX PAa3MEPOB; Kak NpasKio, o6beM
KIETKH y PACTeHHA HAaMHOTO 60Jble, 4eM y XuBoTHOro. OfHaxo M8 NOCTPOCHHS
TakuX KPYMHBIX KJIETOK, CIUIOLTL 3aNOJHERHbIX UMTONIa3MOM, ¥ AR DOLREPKAHANA
X XHAHeAeTeNMuHOCTH Tpebosasnics Obl Hemasnle 3aTpaThl. M x0T HexoTOpbIE
PACTHTE/IbHBIE KJETKH, HANPYMED B 30HAX UHTEHCHBHOIO AEJICHHA, OEHCTBUTENLHO
YBEJIAYABAIOT B fIPOLIECCE POCTa Maccy CBOSH IBiTOIIA3MEI, 60JblDas 4acTb Kie-
TOX BMECTO 3TOTO MOIJOMAECT BOMY, YBEIMTHBAACE 32 CYET PACTOKEHWS KJie-
TOYHBIX CTEHOK TYPropHbIM OaBieHyeM. Bola HakammMsaeTca B MEARMX BAKYOJNAX,
KOTOpHIE 3aTeM CIHBArOTCH, 06pa3ys oaHy Boiyburyro Bakyows (puc. §9-33), xoTo-
PYro OOGBITHO 1EepeceKaloT MHONOIHCIIEHBRIE TAXA UMTOIIA3Mb. Brarogaps sakyo-
JAM OTHOMIEHWe DOBEPXHOCTH K 0ObeMy uUuTONAaiMbl y GOJILUIMHCTBA 3penbIX
PACTHTENbHRBIX KIETOK JOCTHTAET 3HATMTENLHON BermyymBLl. YacTo B TaKEX KieT-
Kax UMTOMna3sMa o6palyet JBMUE TOHKMIA clofi oKoNo kneTowHoH cTeExn. Hanpa-
Mep, B POTOCHMHTEINPYFOILIMX KJIETKAX BCE XJIOPONJIACTBI COCPEAOTOYERH! B CPABRR-
TEMBRO TOHKOM CJIO¢ NATOMNA3MEL, NPUACTAIOMIEM K BHYTPeHHEH DOBEPXHOCTH
mnaiMaTuyeckoR MeMOBpauel, 4T0 obyerdaet npoTexasHe OOMERHbIX IPOUECCOB
(prc. 19-32). MHorma sApo ¥ OCHOBAAS MACCA WMTOIIA3MEI DRCNOSATAIOTCS
B OQHOM KOHUE KfeTka, a 0oJsbinan 4yacTe BaKyoNsPHOro KOMIapTMERTa-B OpYy-
roM. [Togo6Has aCRMMETPHS SaCTO CBOHCTBEHHA XJJETKAM, KOTODBIM B CBA3M C 06-
LM [UIAHOM PAa3BUTHA OPESACTOMT ACHMMETPYIHOE AeneHne. CNeAyeT 3amMeTHTh,
OlIHAaKOo, ¥TO BAKYOJIH HE OKa3kIBAafOT PHIMYECKOrO JABJEARs Ha mAToruasmy. Io-
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Pie. 19-33. 3Ta cxemMa MOKA3bLIBSET,
RAKAM 06pa3oM MOXET MPOHCXO-
JMTL 3B3YUTETBLHOE YBEJMYeHHe xJie-
TOYHOTO o0BeMa B¢3 yseiMveHus
obbeMa DuTOMNA3MLL. PactakeRue
KJIETKH DOA HeWcThueM Typropa
CBA3aHO € OOCTYTUJICHHEM BOb

8 BakyoyH. [Ipu 3TOoM mTOMRa3Ma
8 KOHNE KOHOOB pacnpeAendcTCcs

8 BHAC TOBROTO MPHCTEHOYAOrO
CNIOR, a2 B NERTPaANbHOU MACTH KIET-
KH OCTAIOTCH JHMOIEL TOEEKWE LATO-
NJa3MaTHYeCKe T, OTXoAsnme
oT obnacTy aapa ¥ MPOHWALIBAO-
WME BAKYONIS.

50 MM

Pac. 19-34. MuxpogoTtorpadus
KJIETKH M3 OCMAAOJIA TOpOXa, NOJy-
YEHHAA C MOMONILIO CBETOBOSD
Muxpockora. Hagunaeres oTnoxe-
HWe Oenka (9epHble PaRyL No
XpasM MHOTOYMCASHHBIXN BaKyoseH).
Cemena 0060BbIX pacTeRUA Haka-
MUMBAIOT B XKAETOYHBIX BAKYOJISAX
Gonblude KOSMYECTBA 3aMacEOro
Gesmxa, KOTOPLIf HCOONBIYETCK 3a-
POOKDIEM IPH NPOPACTAHHM Ce-
Memy. (C moSeanoro paspeureHHs
S. Craig.)

TRMM UHTONNEIMLI, Ml

NEOHIIIBOWME
BAKYOMe

Knetounan cremka . //
.

Baxyons

Rapo

CKOJTbKY BCE BHYTPEHHEE COACPAMMOE KJIETKHM RAXOMMTCH B YCNOBHAX MAAPOCTATH-
4ECKOTO PaBHOBECHS, BAKYO!M HE MOTYT aKTHBHO OTTECHATb W1 AchopMHpPOBATH
UMTOTUIA3MY ; KK Mbl YBHAMM I103XE, 332 TO MJIM HHOE PacloNOXKEBHE UMTONNAZMBL
B PAaCTHATENILAOA KJETEE OTBETCTBEH €8 UMTOCKENET.

19.3.4. BakyonM MOryT C/TyXWTh 3aNaCAliUAMA Oprameuiamu [14]

B Bakyonsx MOryT HAKAIUMBATLCR A XPaHMTBCA CaMble DAalMIHBIE MOJEKYJIbL
B TOM 4¥cie Te HeoOXOIAMMBIe [J1% KIETKH BeliecTBa, KOTOpble MOTEHUMATLRO
ONACHL], €CNM MOCTYHAKOT B IFMTOMIA3MY B Goymbmumx koiomecTsax. Hanpnmep,
y HEKOTOPbIX PaCTEEHHH B BaKyOIlsiX CNEUHAIMIUPOBAHHAIX KIETOK HAKAILIMBAKOTCA
TAKAE XOPOMO HIBECTHBIE NPOJYKTHI, KAK Kayuyx ® onmuym. J[laxe sesgecyume
HOHBI Na* MOTYT CCREKTABHO HAXAINNMABATHCA B 3THX OPraHenax, raé uX oCMoTa-
YecKan aKTEBHOCTL CIOCOBCTBYET MORAEPXKAHNIO TYypropHoro nabsaedus. Vceneno-
BaBU#, IPOBELACHRBIE Ha KieTkaX Nitella, noka3zam, 4TO HaTpHMEBbiE BaCOCHI B TO-
ROMNACTE NOMIEPKABAIOT OTHOCHTENHLHO HW3KYIO KOHTERTpamHio Na™ B umToso-
7€ 33 CYeT co3MaHnA 4—5-KpaTHOTO M36bITKA 3TUX KOBOS B BaKyOJIRX. A MOCKOJIbKY
BAKYO/Tb 3aHUMaET B kietke Nitella ropazno Gosmuniii o6beM, 9eM DHTONNA3MA,
NOJTYy42eTCA, 4TO OCHOBHOM MHyN KJETOYHOIO BATPHA COCPEJOTOHEH B BAKYOJIAX.

Paimiyns » OpOHANAEMOCTH MasMaTHieckod MeMOpanrst m ToHOMacta obyc-
NOBJMBAIOT Pa’HYLY B COCTABE PACTBOPHUMBIX KOMIOOHEHTOB WMTOMMAIMEI B CO-
aepxamoro paxyormm. [TpomauaeMocTs 3THX ABYX MeMOpaH peryfimpyercs Typ-
FOPHBIM [ABJIEHHEM K 33aBHCHT OT MHOXECTBA MEMOPAHHBIX TPAHCIOPTHBIX
BeKOB, MEPEHOCALUMX ONPEACNEAHBIE caxapa, aMUHOKUCIOTH W ApyrHe merabo-
JMTRI 9epe3 JMmAnHbLIE 6ucioR (oM. r 6). Tlo ceoeMy cocraBy UMTONJA3Ma Kawge-
CTBEYHO W KOJIMHECTBEHHO OTJMYAETCR OT cOAepXmMoro pakyosH. IMockoabxy, oa-
HaKO, JMOAAHLIA Oucsioli ToHomnacta He obpafaetT MEXAHWYECKOM NMPOYHOCTBHIO,
THAPOCTaTHYECKOE JABIEANE B UTOIUIA3ME U B BAKYO/IM OOJDKHO 6blTh DpHbA3y-
TE€JILHO ONMHAKOBbIM. CJ'IE)]OB&TCII};HO, 3TH ABA KOMIIAPTMEHT& JOJDKHBI UMETL
OOMHARKOBBIA OCMOTHIECKUN GanaHc, BeOBXOMAMEIN AN NMOINEPKARWA Typropa

Cpeau NMpOOYXTOB, 3AMACAEMBLIX B BAKyOJIX, BAXKHOE MECTO 32HHMAIOT pas-
muysle MeTaGoJITR. Hanpumep, pacTeRUA-CYKKYJCHTH HOYbH NOrJOMArOT H3
BOZIYXA ABYOKUCb YI/IepOdd ¥ XPaHAT €€ B BaKyoJsx B dopMe ManaTa, Nnoka Ha
cnenyroumit genb oH Be OyjeT ¢ IOMOUBIO COJHEUYHOR JHEPrUA NPEBPALICH B ca-
xap. Opragryeckne MOJIEKYJI! MOTYT XPRHHThCA B BAKYOJIAX B B TEYECHHE ropasfio
6onee MUMTENBEHOTO CPOKA, Kak, HAaNpUMep, 3aTacHble OeiIkM B XJIETKAX MHOIHX ce-
Mg (prc. 19-34). Yacro B onHOM H TOH Xe XJIeTKE MMEKTCH BAaKyOJIM, BLUIOJAANO-



Piic. 19-35. [TnaaMmatiyeckas MeM-
6para npotomnacra Tabaxa. [1poTo-
nnacT, AMMOOHIHAOBAHALIA Ha ce-
TOYKE AJI9 DJIEKTPOHHON NMMKPOCKO-
MMM, BCKPLUTH, OTMBUIM Ero BHYT-
peHHeE COJIEPXUMOE % NOABEPIY
nperfapaT HETATHBHOMY KOHTPAcTH-
POBAHUIO ANS BBIRBJEHHY CTPYK-
TYPbl BRYTPEHHEH CTOPOHBI MeM-
6paubl. Ha cHMMxe XOpoWO BHAHKI
KOPTUKAIbALIE MUKPOTPY6OTKY

H MROTOYMCNIEHHBIE OXaMIIEHHEIE
aMku. (C no6e3roro paipemeHus
C. Fowke.)
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IMe pa3fAbie (QYHKIMM, —HANPHMEDP, BAKYOJHM JM3OCOMHOIO THDA H 3anacalolme
BAaKyOJO1.

Psa BengecTs, HAKAIUTMBAEMEIX B BAKyOJIsX, YHACTBYeT BO B3RUMOAEHCTBHH pac-
TEeARN ¢ WBOTHBIMH HIH APYTAMH DacTeHHAMHM. ARTOLMAHWHBLI, BANPAMED, NPH-
RAXOT OKPACKy JIEHIECTKAM [BETKOB, YTO CIOCOOCTBYET IPABICYEHMIO HACEKOMBIX-
omblyMTened. JIpyrue BelUecTBa BbIMOJMANT 3aWMTHble QyHkuvu. Pacrexwsa He
MOTYT MEpEeRBArAaTLCA W TakwM 00pa3oM n3berath YRWRTOXKEHAR TPaBOAAHbIMA
KABOTHLIMH , BMECTO 3TOr0 OHH CUHTE3UPYHOT OecYHCIeHROE MHOXECTBO A10-
BHTBIX BELLECTB, KOTOPbIE BBICBOGOXKIAIOTCA M3 BaKYOJElk NPB NOBPEXKICHAH Kie-
Tox. 3aech MOXHO HaiTH ¥ BbICOKOTOKCHYHBIE 2JIKAJIONAbLI, A [MPOCTO HENPHATHDLIE
Ha BKYC BEILECTB2, OTPHALATENBLHO BIHMAKOIINE Ra DAeBapeHne. Ha npoTwxennn
BOEH CBOEH MCTOPHU DACTEHMA, TAK Xe KaK ¥ XHMBOTHBIE, OCTOAHAO paszHoobpasn-
JH CPefCTBa BEJEHMA CKpbITO# XAMuUYecKOod POMHHI. PaBHOBECHE CMEWAROCH B Ty
WM AHRYIO CTOPOHY, KO[Qa, HAUDUMEp, B PACTHTESNLHOM MUPE BO3HMKAJ HOBLIA
MOIIALIA penenyicHT AN PacTHTEILEOAMHLIX BAAOB HJM, Ha000pOT, Koraa Kakoe-
HMOYAp HACEKOMOE B XOAE€ 2BOJIOUAY HAYYANOCh HEHTPATMIOBATL HJIM pa3pyilaTs
TOKCUMBLIA PACTATENbHbIA METa0OMMT B MoMy4ano Takum o6pazoM BOIMONKHOCTB
noenaTh CHHTE3ApyrolEe ero pacrenue. CaM TOKCMH B 3TOM C/lydae MOI CTaRO-
BUTLCR Y€ HE PENESUICHTOM, & ATTPAKTaHTOM.

19.3.5. Pactutesbible KJIETKH BLIBOAAT MAKPOMOJIEKYIHI
myTeM JKIOUNTO3A, HO, TIO-BHIHMOMY, Fe NOFJOWAKT HX
myTem InaomHTo3a |15]

JXMBOTHBIE XJIETKH OCYLISCTRAAIOT MEPeHOC MAaKPOMOJIEKYN Yepe3 MJjaiMaTmue-
cKylo MeMOpaHy MyTeM 3BAOLMTO3a M IK30UMTO3a (M. TiL 6). B kneTxax pacremmh
3TH OpONECCHl CMNTLRO 3aTPYAHEHH W3-33 RaJB¥Ms XECTKOW KJIETOUHOH CTeHKH
A TYpropuoro Aasnenus. OTpaHMuEHRas MPOHMLAEMOCTL KJIETORHON CTEHXW He
N03BONAST MAXKPOYACTHLEM W OORLIIMHECTBY MAaKpOMOJIEXYN BCTYNaTb B IPAMOW
KOHT2KT C BHEIUHEH NOBEPXHOCTHIO IUla3MaTRAYeCKOH MeMOpansi; m03TOMy pacTu-
TEJbBBIC KJIETKA 33 OUYCHb DEAKHWM HCKITIOYCHWEM HE MOIYT DIOTNIOMWaTh TAKHE 4a-
CTANB! OYyTEM 3EAONMTO332. DTO OlPAHFMYCHAE PACIIPOCTPAHALTCA OAXKEe HA WIKO-
da3ubi 3HMAOLUMTOZ MANBIX MOJEKYN (pa3d. 6.54), TEK KaK [1a3MaTHYeCKan
MeMGOpaHa B OOBITHBIX YCNOBAAX NPUXATA K KIETOTHON CTEBXE TYPropHbIM AaBlie-
HueM. TeM He MeHee nuasmaTrdeckad MeMOpaBa pacTHTENBRON KJeTknm oOpalyer
MHOTO4YHCJIEHHBIE OXadMAeHHbIe AMKU, KOTOPbIE, K&K IONATal0T, OTIIHYPOBLIBAOT-
cq, ofpa3ys oxadmMieHuble 3BAOUMTO3NLIE ITy3bipbku (puc. 19-35) (eM. Taxxe
pasg. 6.5.7).
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Puc. 19-36. DJleKTpoHHAR MHXPO(HO-
TOTPA@AA MOJIOAOI0 PA3BUBAIOLLE-
FOCH MMEMEHTA XCHJIEMbl TYUM-
ReJUIL. BHIHBI YTONMIEHAS KJIETOY-
HOW CICHKM, a TaKxe MBOLOYMC-
NeHHble Teipoa [OMmpAXY @ NMy3Bips-
KM, NOCTAR/AOIMNE MATEPHAT MR
06pazosanys HOBBIX CJIOEB KACTOY-
BOW CTCHKH.

B oTim9me OT SHIOURTO3a 3KIOUATO3 B PACTHTENHHMX KIETKaX pacnpocTpaBeH
JoctaTodno nmpoko. Kax Mul ysumiM, GOMLOMACTBO PACTHTENBHBIX KJETOK CMO-
cobHO cexpeTMpOBaTL pPaMIH4HbIE MAaKPOMOJEKYih, NPEABAPATEILEO «YyNakKo-
BaHHRIE» B ammapaTte I ONbpia.

19.3.6. Ilyanipbka ToibIKH JOCTARISIOT MATEPHAN JJIA 00pPAIOBAHAN
KJIETOMHOH CTEeHKH K Ofipefie/leHHbiM YHacTKaM
nIa3MaTHYeCkod MeMOpaub! [16]

Do/ LUHACTBO KOMITOHEHTOB MATPHMKCA KICTOYROH CTEHKH TPaHCIOPTHPYETCSH
B Oy3bIpbKaX annapaTa JOJLIDKH K Nsa3maTudeckodt MeMmOpaBe, e 3aTeM BLIBO-
AFTCA U3 KJSTKH ITyTeM 3K30umTo3a (puc. 19-36). Xamuueckuil cocTaB M CTPYKTypa
CTEHKM B Pa3HbIX 30HAX KNETO4HON DOBEPXKOCTH DPa3JM4Ab], 0OITOMY Ny3blpbKH
C HYXHBIMA MaTepuaiaMd RO/DKHBI W3OHpaTesIbHO HanNpaBATLCA K omnpele-
JIEHABIM Y4YaCTKAM MIAa3MaTyeckod MemMOpaHel. DTy nanpasienrocts obecnesn-
BaroT (N0 KpakHed Mepe 9aCTHYIHO) 3NEMEHTB! UMTOCKENETa ; OAHMM M3 OPHMEPOB
MOXET Iy XHTh 06pa3zoparue de novo NepBAYHOM KAETOSHOW CTEHKH MOCIE MUTO-
3a (noapoBrocTh cM. 8 L t1, pasn 11.5.14). B xomue Tenodaan Mexury aByms
NOUePHUMY SAPaMH OCTAETCH NMYYOK MUKPOTPYOOUEK, PACTIOJIONKEHHBIX Napaslileis-
HO OCH BEpeTeHa. DTOT NMy4OK COCTOMT K3 ABYX BaGOpOB nomocHeix MUKpoTpy6o-
yeK BepeTeHa, 06JaAarolAX NPo TMBONOJOXKEONR NOMSIPHOCTBIO; KOHIL MUKPOTDY-
Goyex, MpHBAMIEKALRX K Pa3sEBM Habopam, nMepexpHiBaloTcA B JHckoobpasnoit
obnacTu, HalbBAEMOM GPArMONNACTOM ¥ HAXOAAIEHCS B MJIOCKOCTH 2KBaTOpa
BerBuiero BepeTeHa fAefieHUs. TpaHCrOpTHBIE Ny3BIPbKHA, COAEPXALME DPaMIHYHbIE
NpeALDECTBEBANKYN KIETOTRON CTEAKA, B YaCTROCTH MEKTHE, NMEPEMEILIAIOTCSA BHOJD
3THX OPREHTUPOBAHHBEIX MUKPOTPYOouek B CTOPOHY 3KBATOpa W, AOCTHIHYB LEH-
TPaJIbEOTO JMCKA, CITHBAIOTCA APYT ¢ APYTOM, o6pasys x/eTOMHYI0 MIACTHHKY

Bakyons

Annapat lonbgxu



Prc. 19-37. Dnextpondas muxpodo-
torpadug ¢pparMonnacta B fcha-
Meiics pacTHTeILHOR KieTke. MAX-
poTPYGONKY HaNpanngioT ARHXKEHUE
Oy3bIPbXOB, COASPKAUINX Npeae-
CTBEHHHKN KAeToMHOH CTCHKH,

K pacTymeil KAETOMROH IL1ACTHRKE
(em. Taxke puc. 11-65). (C mobes-
roro paspewends J, D. Pickett-
Heaps.)

Pue. 19-38. Cepun nocnegona-
TeNbHBIX CRETOBBIX MUKpOdOTOrpa-
buil genameHca KJICTKA TBIYHHOUBO-
ro posiocka. LinppamMn ykasaxo Bpe-
MA B MHRYT2X, Npoueaniee ¢ MO-
MeHTa Hagana creMKH. [1y3mpbky,
CJIHAHHE KOTOPbLIX MPHBOAWT

¥ o6pa30BanHIO KNETOIRON nyac-
TWHKH, CT2HOBSTCA PA3MUYAMbIMH

K 42-# munyte. [Tnacruuka nocre-
NEHHO PACHIMPAETCA Y B KOHUC KOH-
LUOB C/IBBAETCA CO CTEHKOW MaTe-
pusckoit kiaetk. (C nwobesnoro
paipemernus P.K. Hepler.)
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(pac. 19-37). KileTouHas INACTHHXA PACLLMPAETCS 3d CYET BCE HOBLIX B HOPBBIX
My3blPbKOR, HANPABASEMBIX CHOJIAa HOBSIMM MMKpOTPyGouKamm, obpasyroummucs
ya peprdepna pparmMomnnacta, 0 Mepe TOro kak Gosee OEHTPANBHO PACTIONO-
KeHHblC MHKPOTPYBOuKR pacnamarotcs. B xoHUE KORUOB pacTyilas KJETOYRas
TUIACTHHKA CJMBAETCA €O CTEHKOM MaTepHHCKONW KieTkd, 4TO ODpHBOMT K obpaso-
BAHWIO IBYX OTAC/ILHBIX AOYEPHWX KjeTox (puc. 19-38).

TTo3xe, npu GOpMIPOBARKY BTOPUUAON KIETOYHONW CTCHKA, My TR NEepeHOCa Ma-
TepUaNoB TPAHCIOPTHLIMM Ny3bIPbKAMM, BEPOSATHO, ONPEACNIIOTCS AHATIOMH4HLIM
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Puc. 19-39. KneTka BOnocka 3eine-
A0 Bojopocin Bulbochaete (snex-
TPORAas MuxpodoTorpadus). Xopo-
wo BMAHBl 060cobieHHbIE OpYr OT
Apyra cronoxH usicTeps Ionbks

¥ My3LIPLKH, COREPKALME
aMOopQHLIH MaTepuar. B pactm-
TEJIBHBIX KJIETKAX (B OTIMYME OT
MHBOTHBIX) WHCTEPHB ToJm KR,
NPARAANCKAUME K Pa3IHBIM CTOMN-
£aM, HE CBR3aRBH MEXIy coboh

Puc. 19-40. Kperka kopHeBoro dex-
J¥Ka TUMO(eeBkH (3NEXTPOHHAS
makpodoTorpadpus). B Takux kier-
Kax aanapaT [ombike 3augT
rnasHeiM 06pa3oM BeipaboTkolt

® cekpeuded CIIU3M, KOTOPas, Bblle-
JIAACh HA TIOBEPXHOCTH KOHYMKA
KOpPHA, 06/erdaeT ero NpOABHXEHUC
B noyse. MaTepuan, HICHTHTHLIN
CONEPKUMOMY THcTepR [0ibAXE,
MOXHO BHICTh TAKXKC B ITy3hlphKax
¥ y HapyXHoOi JIOBEPXROCTH
nmfasMaTuyeckoll Membpanbt.




Puc. 19-41. V sonopocim
Pleurochrysis xnetounas crenka co-
CTOWT H3 MHOXECTBR AYCKPeTHbIX
vewryex. A. OTaempuas yewydka
(neraTMBHLIA KORTPACT); OBa mped-
cTasieT coboil anck, o6paio-
BaHHLIE CIMPATLHO PacNONOXEHHb]-
MM LESULOSIO3HBIMH MHKpOubpu-
mamu. B. Yewyfiku popmupyroTes
» upcTepHax [OJbMKH - kaxnas Me-
uTyfika B OTHNENbHON UMCTepHe-H
JaTteM BKJIIOMAIOTCA B COCTAs KJc-
TOYHOM CTCHKM MYTEM 3KIOLMTO3A.
Ha 3ToM npenapate semyifky xopo-
LHO BUIAN Onarofaps coeustdudaec-
KOl OKpacke Ha YTNCBOILL
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cnocoboM. OnHako 3aech BOIHAKAET NpobneMa, CBA3AHHAS C TeM, 9TO NY3biPbKH,
CIMBasACh C Nia3MaTRYECKOd MeMOpaso#H, no6apndioT X Reft OoMblIOE KOMIECTRBO
MeMBpaHHOro MaTepuala. B HEKOTOPHIX aKTHMBRO CCKPETHPYIOLIMX KfETkaX THCIIO
Ny3bIPEKOS, YJaCTBYIOOIMX B 3K30MMTO3€, AOCTATORHO S8 TOro, 4y1obhl 3a 20 Mu-
HYT YABOMTH NEPBOHAYAJBLHYIO MAIOLRAL M1a3MaTHieckod MeMOpaubl SlcHo, 4to
BIOBITOTHBIE MeMOpaHHLEI# MaTepHal QOJDKEH KakMM-TO o6pa3oM cHOBa MOCTY-
nate B 060poT. BepoATHO, 3TO MPOECXOIMT, KAK H Y XHBOTHBEIX (pa3n. 6.5.7) ny-
TeM 06pa30BaHHA MHOTOMMCICHHbIX OKAHMIICHEEIX AMOK, KOTOPHIE MOXHO BHIETh
B MJIA3MAaTHYeCKOM MeMOpaHe PACTHTE/ILHBIX KJIETOK.

Annapat I'osmbaky B PACTATESBHBIX KJIETKAX COCTOMT U3 CTONOK YIJIOMEHHBIX
nuctepr. OCHOBH2A ero NPOXYKUMSA — pa3HOOOpa3Hbie BHEK/IETOYHLIE MOJMCAXA-
puast. B 60 UBHCTBE CBOEM 3TO HEPACTBOPHUMBIE KOMIIOHEHTH! KJIETOYHOA CTEH-
KH, HO €CTb M pacTBOPHMYBIE IPOAYKTHI, HAIPHMeP HOJMCAXaPHAbL BXOAAIIME B CO-
CT4B C/IW3M, CEKPETHPYEMOHA KOHYMKAMM KOPHEH 1A 00jeryeHus UX MPOABHXEHHUA
8 nouse. Cronku mucrepn [ombaxu 060cobnextt apyr oT npyra, a RE COEAVHEHD,
KaKk B XHBOTHBIX KheTkax (puc. 19-39 u 19-40). Bo3MoxHO, 3TO NO3BONAET OT-
OCSILbHRIM CTOMKAM CHELMATMIAPDOBATRCA HA HITOTOBJICHAM KAKOTrO-TO OAHOICO
TMpoaykTa.

19.3.7. CunTes Ne/o/1036I HPOBCXOMHT HA DOBEPXHOCTH
PACTHTeLHRIX KaeTok [17]

Mosmcaxapuasl KJIETOTHOR cTeHkW o6bWHO obpasylotcs B ammapaTe I oJmbwkm
H BbIBOAATCS NMyTEM 3K30UMTO32, HO W3 3TOrO OPABR/IA €CTh OAHO BaXHOE MCKIDO-
qeuue: yeaa10403a y GOMIUIMECTBA PACTeHHE CUHTE3MPYeTCSs HA BHELUHed MOBEPX-
HOCTHA KJIETOK C MOMOULIO MeMOpaHOCRA3AHHOTO (PEPMEHTHOTO KOMILIEKCa, Cyb-
CTPATOM [/ KOTOPOIO CAYXHUT COCMMHEHUE CAXapa C HyRJIEOTHOOM, BEPONTHO
UDP-rmoxo3a. Hosoobpasopanunte 1e/mo03HbIe NEMH CIOATaHHO 06beARBAOT-
CR B MUKXPOGNOPHWILIBL, KOTOpPBIE 3aTeM BIUIOHYAKITCA B CIOXHYIO CTPYKTYpy KJe-
TOYHOR CTCHKW.

HekoTophle NpAMUTABHBIE BOLOPOCH NOKPKITH! CBOEOSPA3BRIMY CKOBHIAHDI-
MM uewyllxamu, 8 COCTaB KOTOPBIX BXOJMT REJUTON03A. DTU HellyHXH CHHTE3B-
PYIOTCH B Oy3bIpbkax ["OJbJOKM, MOCHe UEro BLIBOAATCH B3 KJETKH IyTEM IK30UR-
1032 V 3TRX OPraHM3MOB (GepMEHTR! CHHTE3a LE//IONIO3L! CBA3aHbl C MeMBpaHol
My3LIpbKoB (LMcTepH) I'oAb KA, MPH CIMAMHY 3TUX My3bIPLKOB ¢ [L1A3MATHYECKOH

! iy < L |
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Naaamarmueckan MaMBpaHa

Muxporpybouxn Knerounan cresika

0,5 sarm

Puc. 1942, DnexTponyas Muxpodo-
TOrpadua 30HL! KOHTaKTa JBYX CO-
CeIHUX KNCTOK M3 KOHIHKA KOPHN
MOeAUIs. BAIAL MHOTOYHCIEHHBIC
KOPTUKQJIbHWE MUKPOTPYOOUKY, TH-
MATHBIE A8 UHTePPaInNbIX KIIETOK,

Puc. 1943, Tanremmamuail cpes
KNETKH U3 KOHYHKA XOPHA THMO-
deesx. MOXHO PMRCTL KOPTH-
KANbHBIC MUKPOTPYOOYKH, Jlexaunie
004 caMofl miIa3MaTuyeckod MeM-
Opanof; OHM pACNONOXEHH MOA
OPAMBIM YIROM X OpPOAOARROA OCH
wieTkH. (C mo6e3noro paspelleHns
B. Gunning))

MeMO6panoi OBY CTAHOBATCA 94CTbIO nocnenned (puc. 19-41). Mo apanoruu 6110
BBEICKA3AHO NPEANOSIOKEHHE, 9TO M Y BLICUHMX pacTeEMil hepMeHTHhHIE KOMIUIEKCHI,
OTBETCTBEHHELIE 33 CHHTE3 UeJUNONO3N, NMONAfAl0T B MIA3MATAYECKYI0 MeMOpaHy
13 Ny3sIpbkoB [OJbIKHM, HO MepexondT B AKTHBAOE COCTOAHME JMIUL MOChe TOYo,
kaKk OyRyT 3KCNIOHHAPOBAHbI H2 RAPYXHON NMOBEPXHOCTA KIETKH.

19.3.8. OpHeHTAm@O NEJIOJIOIABIX MHKPOGEOPHN, OTKIAOLIBAIOLIIXCH
HA KJeTOqHOH NOBePXHOCTH, oNpelesifioT MHKPOTpyGoqKH
KOpTEKATbEOFO ci0n [ 18]

[ensuono3nnle MHKpoGROPHILIEE B COCTaBE KNETOTHOH CTEHKH 4acTO WMEIOT BOOJI-
He onpenesieHHyro opuenTammo. Ho oT dero 3aBucHT ux pacnojioxerme? 310
BAXHBI BONPOC, MOTOMY 4TO, KaK Mbl YBUAWM MO3Xe, OPHEHTALMA NEJUTONO3BEIX
MAKPOGUOPHIUT HIPACT PELNAIONTYI0 POL B ONpefesieRHH (OPMEI pacTUTEIsHbLIX
kneTox. OTBeT B2 3TOT BOmpoc HbUT moackalar TeM (akToM, ¥To GONBUIHHCTBO
MUEPOTPYOOdeK B KOPTAKAIBLHOM CJIO€ URTOIUIA3MB] OPAEHTAPOBAHO TAK Xe, KaK
A OeJUNONO3HbIE MHKPOGEOPRIUKI, obpasyrommEecs B JAHHOE BpeMs B HAaHAOM
ydacTKe KJIETKW

KopTRKaMbARE MMXPOTPYOOTKH, fiexkammMe OKOJIO BHYTPEHHEH IOBEpXHOCTH
nnasmaTHieckod MeMmOpaHn (puc. 19-42), oprerTHposaHbl Honbluelt qacTsio nep-
NesIPIKYIAPHO X JUHHHEOM ocH kJIeTky (puc. 19-43). Tta cucreMa nepexpbiparo-
muxcs MUKpOTpYOOdex OKpyxaeT BHYTPEHHOCTh KJETKH CIUIOLHLIM YHOPAAO-
d9eHHLIM C5loeM. B HEKOTOphIX ciydasx Mexay INa3MaTAdeckolt MeMBpaHo#
M JIeXaMU N0J Hel KOPTMKATBHBIMM MHKPOTPYGOYKaMH MOXHO BHAETL CBA-
3yIOLI4E CTPYKTYPbL.

CornacobanRas OpPMERTALMS MHXPOTPYOoYeK, pacroJIOXeHHbIX Y BHYTpPEHHEH
HOBEPXHOCTH Ta3MaTAgeckod MeMOpambl, A DE/URONIO3HBIX MHKpobrOpIULL,
06pajylommxcs Ha ee HapyxHOH CTOpOHE, XapaKTepHa AN MHOIHX KfIETOX pa3-
JHYHOIrO TUMNA M pasHol ¢opmbl (cM., uanpuMep, puc. 19-44). 3to asneane radmo-
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Puc, 19-44. TaAreHUHANLHLWA CPE3 XIETKY M3 KORIHKA XOpHA
THMO(peeBKY. 3aech BHAHO, TTO KOPTHKEJbHLIE MHKXPOTPY6OTKH
OPHEHTHPOBAHBI NAPASLIENbHO LEAION03HbIM MUKPOPuBpHI-
faM, BXOASWIMM B COCTAB MepBHIHOM XiertoyHo#t c¢renky. (C
mobeanoro pazpemenns B. Gunning.)

Aaercs npg GOPMUPOBAHEH K2K MEPBHYHOM, TAK M BTOPHIHOH KJIETOYHOH CTEHKH,
B YaCTHOCTH, MPH JIOKAILHOM OTIIOXEHRA AONOJHRTENLABIX CJIOEB, KOYJa, HATIPH-
Mep, 0o6pa3yloTCs YTO/IUEHHS B OOpPEdENICHNbIX yJacTkaX SOBEPXHOCTY KJIETOK
KCReMb! (cM. prec. 19-13).

A 97O MPORIOHALT, EC/TR NENOEMEPU3OBATE BCE MUKPOTPYBOTXE KOPTHKANL-
Roli crcTeMsl, 06paboTas pacTUTENLRYIO TKaHb KOJXAUMHOM (pasa. 10.3.1)? Bims-
Hue Takol obpaboTku Ha nocnemyroluee OTIOXEHHE UEJUION03bLI HE CTOJb OIHO-
3H29H0, KaK MOX¥HO Opto Obl oxmnarsh. Komammr Re noaaenseT obpa3osaHme
HOBBIX LEJUTIONIO3BLIX MHUKPODKOPHILT, ¥ B HEKOTOPBIX CIIyTasX KJETKA MOYyT npo-
JIOJDKATh OTKJAMbIBATL MUKPOOAOPHIIG!, OPHEHTHPOBAHHBIE B OPEXHEM Halpas-
neduy. OpHako Jnobbie E3MEHEHHS B PACTIONOKEHHA MUXPODROPUIIL, CBA3aHHBbIE
¢ HHAABUAYAJILHBIM Da3BUTHEM KJETKH, NOJMHOCTHIO OGnoxupyrorcs. Hanpmmep,
KJIETKA KCUJIeMBbl, Y KOTOPON B HOPME HA OfIpEAeCICHRON CTaMBA PA3BATHA JOJDKHBI
BO3HHKATh PErYNAPHO PACRONOXKEHHbIE YTOJIEHAS KIETOYHOH CTEHKM, B DPHCYT-
CTBHME KOJXillMHa o0pa3syeT JMI BeyOOpPANO4YEHHBIE OTJIOXEHUS BREKJIETORHOIO
MaTtepnaja. TakaM 06pa3oM, paHee CymIECTBOBABIAA OPMERTAINS MIKPOGHOpPRAILT
MOXeT COXpansThea u 6e3 MukpoTpybouek, HO Jobas cTams KJIETOTHOrO Pa3eRn-
THA, CBA3AHHAA C OTJIOXEHHEM MHKPOOUOPUIUL, OPHEHTUPOBAHHBIX TH0-HHOMY, Tpe-
6yeT HaJIUYMS MHTAKTHMX MUKPOTPYGOUEK, ONpenesifiomMX 3Ty HOBYH OpPHEHTa-
i (puc. 19-45)

Cnocofrocts MHKPOTPYDOYEK KOPTHKILHOFO €08 BIMATL Ha OpPHEHTAunio
06pa3yioumixcs QeLmoN03HbIX MEKPOGMBROPUIUT YXa3bIBAECT HA TO, 9TO TH MUKPO-
TPy6OUKH KakKMM-TO 06pa3oM—NpIMO WIA KOCEEHHO —CBA3AHbI C BHEKNIETOTHBIMU
KOMIIOHCHTAMY, HAXOASLIMMICA 1O OPYTYIO CTOPORY TUIa3MaTHYeckON MeMObpaHL.
MonekynspHas OCHOBA 3TOH CBA3M HesacAA. HamomEWMM, 9TO IWTOCKENET XR-
BOTHBIX KJIETOK TOXE HWMEET KAKYHO-TO CBf3b C KOMIIOHEHTAMH BHEKNETOTHOLO
MAaTPHKCa ¥ BIHSET Ha MX B3AEMHYK opgeHTanmmio (CM. pasa. 12.3.3).

19.3.9. B kpynEBIX pacTHTeNbRLIX KJIETKAX pal/MvHbie MaTepPARIL
nepeMelaloTcs ¢ OPHEHTHPOBAHHLIM TOKOM IMTOWIAIMbI [19]

Knetoynnlit MeTabo/m3M TpebyeT Toro, 7100 cyScTpaTh!, npoMexyTouHsle IPO-
OYKThl, KO(PAKTOPHI, CETHALHEE MOJIEKYJIEI H (PEPMEHTH!I MOTJIM NEPEMEIIATRCS H3
OMHOWM HaCTH XNIETKM B APYryro. B Menkax kjretkax, Takux xak OakTepuu Wim aaxe
GO/ UMHCTBO XUMBOTHBIX KJETOK, Andbdy3us NaeT BO3IMOXHOCTL HU3KOMOJEKY-
JAPHEIM PACTBOPCHHBIM BEINECTBAM B NOJIM CEKYHAM! NPEOMONIeBATH PaCcCTOSHMS,
CpaBHMIMEIE ¢ pazMepaMy caMoll kneTkn. OnHako pacTUTENbHBIE KJIeTkH 6rarona-
P HAUMIHIO ¥ HHX KJETOYHONM CTeHKH, Bakyoned M Typropa MOryT OOCTAraTh
BECbMa XPYMHHIX pa3MepoB: OOb/9RO kX UmMHA npesbllmaet 100 MkM, 2 B OT-
OETBALIX CAy4asX U3MepAeTCA MUIUBIMETPAMM M faxe caHTHMeTpamu. Hduddysus
3zech OTHOCHTENLHO BeI(PPEKTHBHA, T2k KaK Bpems, Heobxomaumoe mas TOro,
q9106bl KAK2H-TO MOJIEKyJa INOCTRT/IA MeCTA CBOEr0 HA3HAYEAHA C MOMOLULIO
ONBON ToJIbKO MM YUK, TPONOPLUHMOHANLHO KPAAPATY PACCTOARASA N0 3TOr0 Mec-

Puc. 19-45. PerymapHag kapTHHA YTONIEHWH XIETOMHONR CTEHKN,
CO3AArOLIARCA NPW HOPMAIBHON ME¢EpeRupoBXE KIETOK KCM-
Nembl (A), onpeaenaeTcs Hany4Y4eM YOOPAROYEHHbIX ancambied
KOPTHXAbHLIX MHKPOTPYGOYcK. B NpUCYTCTBHM KOMXMUMNA KOP-
THKATLAbIE MMKPOTPYGOYKH NEeNONUMEPU3YIOTCA H 3TO BEAeT
K HCYNMOPAAOYeHBOMY 006pasopaBal yTonwenud (B).
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Puc. 19-46. Thl4URKE UBETKOS
Tradescantia nOXPHTH ANMHHHLIMH
TORKHMH BOJIOCKAMM, KAKABIH H3
KOTOPBIX COCTOMT K3 ONHOTO psaa
KPYIHLIX KJeTOX. Heckonbko Taxux
BOJIOCKOB MMOKA3AHbI HA ITOH MMK-
poboTorpadmu, MONYHEHHOA ¢ MO-
MOIObLIO BHTedEPEHLHOHHOKOH-
TPAacTHOro Mukpocxoma Homapeko-
ro. BuaMbl TOBXde TEXM CTPysuleH-
CA IMTOMA3MBI, NEpECEKarOUMe
O%EeRb KPYMHBIC BAXYOJIH.

Puc. 19-47. Cxema TOKOB UMTO-
njaa3sMel B F'MFANTCKUX KJIeTKax BO-
popocsn Nitella. A Tlym, aBdxenns
MWHTONNA3MEl 8 L AWHAPHYCCROM
wieTke. N9 ACBOCTH OTHOCUTE:-
Has WHPHHA KIETKY NpeyBenyueHa.
b. TIponosuuuifi pa3spes yvacTka
KNETKB . 0OKA3AHO B3AXMHOE pacno-
NOXEHNE DONSHMUBIX H HEMOo-
RBYKHBIX CN0eB LUTOMMa3Mel. Cra-
THYHA KOPTUKANLHAA LATOMIA3IMA
COREPXHT XNOPOUIACTH, KOTOPbIE
NPHKPENICHB Kk JNSXKallKMM MNMOA HB-
MU DyYykaM aKTHHOBBIX (PHIamMeR-
ToB. C BHYTpeHMEH CTOPOHbLI

C ITUM CyOKOPTHXANLHBIM CNOEM
AKTYHOBLIX QUIIAMENTOB PaHUMMT
CJIOW TOJABMXHOR UMUTOIMIIAIMLS, CO-
AePX2WHR AZPA, MHTOXOHIPHH

¥ Opyrie oprasefuik. B peamsnoi
KJIETKE BaxyoQOJns HaMHOrO WP,
YEM TIOKa32HO HAa PHCYHRe.

Ta. [TOSTOMYy He YAMBHMTEBLHO, 4YTO B KPYNHBLIX PacCTHTEILHLIX KIETKax cyule-
CTBy)OT HHTEHCUBRBIC TOKR IIATOIMJIA3IMLL HCPCMCU.IHBE}OUIHB €€ KOMITOHEHTHI
u obecreTnBaAIOIHE BX LHPKYNALMIO.

Kar nokasano H3ydeHHE XWBHIX PACTUTENLHBIX KIETOK, YeM XpYIHee KIIeTKa,
TeM aKTNBAEE NBHXETCH &€ UMTOMNa3Ma. Jl1s Memmx KAeTOK XAapaKTepHbl CKay-
K0OOPpa3HbIC TIEPEMENIeHNs Oopraves/ut—caspTamdy (oT naT. saltare ~Tamuesats,
npeiraTh). Kak ¥ B XHBOTHBIX KJIETKaX, MMTOMIa3IMaTHIECKEE HaCTANB! NEpeABH-
FAaITCR 34ECh TaK, OYNTO OHM BpEMsi OT BPEMEHH MOJTYYarT CHJbHuIE TOTHOK TO
B ONHOM, TO B ApYroM HanpapyieHWy. B 6onee xPYTREIX KAETKAX TAKOE NepeMeLie-
HHE YK€ HOCHT 9aCTH4HO HANpaBfeHELIA XapakTep, a B KIETKaX, [ae WHToInaiMa
ofpasyeT JMIUL TORKWIH CINON BOKPYTr MMMAHTCKOHM UeHTPAMbHONW BAKYOIM, WaCTO
MOXHO HabGJHoAaTh NMOYTH HENPEPLIBHOE KPYrOBOE NEPEMEMECHHE WATONMA3MBI CO
CKOPOCTB}0 HECKOJILKHX MHKPOMETPOB B CekyHAy. Bee 3Ty imTOomnasmaTtHdeckne
JBUXEHHS CHOCOOCTBYIOT BE TOJILKO BRYTPHKIETOYHOMY UEPEIBIKEHUIO BELIECTB,
HO T4KXE U MEXKJIETOTHOMY TPAHCHOPTY, TAK KaK AOCTABNAIOT PACTBOPEHHBIE Be-
OIeCTBA K OTBEPCTHAM TUTA3MOMECM, COCIMHAKOUMX COCEXHME KJIETKH.

Toukue KieTku, 06paIyrOLBIe BONOCKK HAa MOBEPXHOCTH PACTEHHH, IPO3PaAYHbI,
%TO Mo3BoaseT 6e3 Tpyma HabmomaTh ABMXeHME DHMTOMNA3MB H3 XBBOM OOBEKTE.
OTY KNETKH COAEPXaT KPyMNHbIe BAKYOJIS, YePe3 KOTOPhIE TAHYTCK TOHXHE (ToJuum-
ROW OKOJIO | MKM) XryThl OATOMIA3Mi!l (pHC. 19-46). BHIHO, KaK MO 3TAM LATO-
IIA3MATHIECKHM TSDKaM BBICTPO ABRXYTCA PalsddHble YACTHILL, HANPAMEP MUTO-
xorapey. Cozmaercs BreyaTNeHRe, YTO 3TH THXM pacXOAATCH R3 obiacTy,
NexXalned No CoCceACTBY C KJETOTRBIM AOPOM; IPH 3TOM OHY HENPEPHIBHO MEHTIOT
cBOH (HOPMY M PACMOJIOKEHHE, CIMBAIOTCA APYT C APYrOM, BETBATCS, CKMMAIOTCR,
HCue3aloT M obpa3yroTca 3aHOBO.

OpnelTHPORARHOE ABMXEHUE LIHTOMITA3IMEI, BabnrogaeMoe B KJIETKAX BhICIIMX
DACTEHHM}, CKOpee BCero CBA32RO C dyHxIMed axtaHa. I'opaino Gonee mONHO 3TO
ABJICHAC H3YYEHO HA4 TPHMepe TMIAHTCKUX KIIETOK HEKOTOPBX BOAOPOCNER

19.3.10. B raraATCKAX KJeTKAX BOAOPOCJieH \HTONNA3MATHYECKHE
TOKA 00YCJIOBJICHN B38HMOJeACTBHeM AKTHHA
R muosuna [19, 20]

TuranTcKue UMIHAAPUYECKHE KNeTKH 3encHnX sBogopocnedd Chara v Nitella noctv-
ratoT 2-5 cM B IMHY. DTH MHOIOSAEPHbIE KJIETKY JEeMOHCTPUPYIOT IBHXKEHHEE LY¥-
TomNaiMbl b Haubonee suedaTiasomed gopme. beckomedTHas neHTa CTpysuleHcs
LMTOILAA3IMBI, CJIETKA OTKJIOHAACH N0 CMHPpAaJid, OXBATwIBACT BCIO KIETKY NO €€
JUIHHHO¥K ocH (puc. 19-47). HuTomaiMa IXRAXETCS BCErA4d B OAHOM HaNpaBJieHUH
€O CKOPOCTBIO 0KOJI0 75 MKM/C, yBJleKas ¢ OG0 B 3TOM HETpPEPLIBHOM KPYXEHHH
BHYTpEHHME MeMOpaHHbIE CHCTEMBL, MMTOXOHIPHM M KJETOTHLIE SOPA.

Onsako He BC MAacca OMTOILIA3MEI B 3THUX KieTkaX tedeT. KopTHkaimmbIid
CJIOH HEeMOIBIDKEH ; 3TOT CNOM, NpHJeratolmmit X Ina3MaTHdecko# MemOpawre, co-
OePXUT XJOPONNACTLL, JIEXALHE PAAaMH NAPAIEMbHO HAOPABJIEHUIO TOXA COCen-
HeHd nUTONNA3MBL M3BECTHO, 9TO CACTeMa, CO3AAIOMIAA ABIKEHUE, PACMOJlaraeTes
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Puc. 19-48. MepemewueHye xnopo-
INACTOR B XJETKAX JHCTA y MXa
OPH H3MCHCHHH YCIOBWHE OCBelle-
Hys. CBeTOBOR NOTOK Ranpasics
nepnes AMXYASPAO K MJIOCKOCTH npe-
napata. 4. TIpn cnabom oceewenun
JckoobpasHWe X10pORacTsl pac-
noJAratOTCA TaknM obpa3oM, YTo6L!
norxomexsic Ceera BuINO MakcH-
masHsM. B, Tocse 30-MuHyTHOM
3KCMO3HIMA TOrG X& ywacrka jJmcra
HA APKOM CBCTY XJIOPOIIACTH Oepe-
MeCTHITMCH, ¥ PacnoioKeHbl Tenepb
y KIETOYHBIX CTEHOX, NMapaJiNesibHbIX
najayoliuM ayvam. B. B wraetxe
(BpIicSIcHAa KOHTYPOM), KOTOPYHO
MEPECEXaeT MPAHAUA OCBELUEHHOTO

# 33TEMHEHHOrO YYacTKOB (Mpepbi-
BACTas JIMHUA) XNOPOMJACTE paclio-
SIOKEHbl B Pa3HBIX YYacTKax MO-pad-
HOMY. DTO OO3IBOJIRET AyMaTh, YTO
cI0cOBROCTL pearuposaTh HA H3IMe-
HEHYE YCNOBUA OCBELIEHMA TPHCyIua
OTHACMLHLIM XJOPOTUIACTAM, a He
knetke B uenom. (C nwobesHoro
paapewenrs B. Gunning,)
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KaK pa3 Ha rpaEyIe CTATAYHOTO, CONEPKAMEro XJIOPONIACThl ROPTEKCa K NOABIX-
HOTO CJION UMTOMAA3IMBI. YXKE ¢ MOMOWBIO CBETOBOMO MEBKPOCKONA HEnocpen-
CTBEHHO TOA CNOeM XJIOPOIJIACTOB MOXHO PA3JIHIHTE TOHKHE GuOpHIIBLI ToMUIM-
HO¥ OokoJ10 0,2 MKM. DJIEK TPOHHO-MHKPOCKOIUYECKUE HCCAEIOBAHUA TOKA3ATIH, TTO
310 Gubpusm npeacTasagroT coboil MydKat aKTHHOBHIX GRIAMEHTOB, OPUEHTEPO-
BAHABIX OQMHAKOBEIM 00pazom. [TONapHOCTE AKTARROBLIX PUITAMEHTOR TakoBd, 9TO
nepeMeuicHRe BAO/b HUX APYTMX — MUO3WHOBBIX —(DUJTAMEHTOB MOTIJI0 6bl CO3MaTh
pabmonaemslii B KeTKe HATIPAB/ACHHBIA TOX IMTOmNAIMbl (pada. 10.5.11). Takmm
06paioM, He HCKMOYEHO, 9TO OPTaHesUB! B ABHXYIMIEHCA MATOTIMA3ME CLENNEHb
C aKTHHOBLIMH (QUMIAMEHTAMM, HO Be NPAMO, a 9¢pe3 MOJIEKyJbl MMO3HHE, KO-
TOpLIE, UCTIOML3YA dHeprrto ruaposmia ATP, ckOMB3AT BAOJL AKTHHOBBIX (HJa-
MEHTOB, yBJiekast 332 cobBof oprasesuml

Hanm cseaenns o CTpykType MHMO3MHA PACTeRMHA NMOKAa AOBOJLAO CKYAHLL Of-
HaKO TY9KN aKTHHOBHIX (HNIAMEHTOB HajieHi B CaMBIX Pa3HbIX PaCTHTEIbLHERIX
KNeTKaxX, B TOM 4Yucile ¥ B TeX, YT0 GOPMHPYIOT BOJNOCKH. TOT ¢akT, ¥To B 60/L-
LINFHCTBE KJETOK BLICHUHX PACTEHMH LATOIUIA3MA MOXXET ABUraTbCA BO MHOIUX Ha-
TIpaBJIeHEAX (B OT/M497e OT OJHOHANPABNEHHOrO TOK4, XapaKTepHOro /A I'ArauT-
CKHX KJETOK BOAOPOCIEH), TIO3BONAET XYMATb, 9TO COCEAHHE NY9IKH AKTHHOBBIX
¢bHIaMeHTOB 31ech MOTYT MMEThb NPOTHBOHOJIOKHYIO NOJIPHOCTS.

19.3.11. OTpe/bHble YIACTKA UHTOCKe/eTa PACTHTE/bHOW KJ/IeTKH
MOrYT MOJBEPraThCH PeOPraHM3AlHH B OTBeT
HA palJAfibie MeCTHhle Bo3jeficTeas [21]

Muorue k1eTK¥ pacTeHHii O0JamaloT cOOCOOGHOCTBIO RIMEHATH PACHONOXEHHE
CBOWX XJIOPOTINMACTOB MPH M3IMEHCHHY KRHTCHCHKBHOCTH CBE€TAa H HAIPABNERUSA Ma-
[NAOLIHX Jyueh B ycnoBasx AM3KOH OCBEIMEHHOCTH XJIOPOMNIACTBI EMEXOT TeHAEH-
OHI0 PACTIONIATATBCA B BMAE MOHOC/OMA, MEPNCHIMXYJAPHOTO K JIyMaM CBeTa, YTo
DO3BOJISET UM NOTNOWATL MAKCHMAIJLHOE KOJIMIECTBO CBeTOBOH 3Heprun. Haobo-
POT, Ha APKOM CBETY BO3HHKAET 3aNMTHAS PEaKOM$ —XJOPOMIACTHl MHIPAPYIOT
W BbICTPAMBAIOTCH BAOJNb XJETOUHLIX CTEHOK, PACTIONOXEHHLIX MapaJUleflbHO Ma-
JAOLMM JTy9aM, TeM CaMblM yMeHbImasd ux 3dipekt (puc. 19-48). DT apuxeHus,
OYTE HABEPHAKA CBA3aHHblE ¢ PaboTof aKTEHOBLIX (puNaMenTOB, Hanboses DONHO
Golym H3y4YeHB! HE8 JBYX BMA2X BOAOPOCIHEH.

Y Vaucheria—uT4aTOW BOJOPOC/M, KpYOHBIE KJIETKH KOTOPO# conepkat
MHOTO XJIOPOILTACTOB, OCBEMEeANe HeGOMLIMOro ydacTka 3aTeMHEHHOM KIETKM 3a-
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Pue. 1949, Cxema, wiunocTpupyro-
as IBHXEHUA XOpOIJIacTa

B KJIETKe 3eieHOl BOAOPOCIY
Mougeotia. LluaMnapHyeckue kaeTKH
3TOH BOAOPOCTM CONEPXAT OIMH-
CIMHCTBEeHHBIN XxJoponnactT ynno-
HIEHKOA $OPMBLI, KOTOPLIH NOROPa-
YMBACTCA B COOTBETGTBMM G ycho-
BHAMY OCBEINCHWS, PeCYNIUpYs Tem
CaMbIM KOJTHIECTBO MOMIOUIAeMOTo
ceeTa (A). YacTe XJ10ponnacTa, Ha
KOTODYIO MANacT QYeHb APXHi CBET,
cnocobHa WIMEHWTh CBOKO OPUEHT2-
QM0 HE3aBUCUMO OT OCTAJILHOMA ero
K4CTH, YTO YKAdBLIBACT HA J1O-
KaJbHBIA McXarK3IM peakunu (5).
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CTABJIRET XJIOPOMNIACTHl MUIPHUPOBATE B OCBEMIEHHOE MeCTO. MUrpanwmd HaddHAET-
ca yxe depe3 10 MUHYT M CONPOBOXIAETCA JIOKAJIbHLIM 00pa3oBaH@eM CETH AKTH-
HOBBIX (PRJIAMEHTOB B OCBETICHHOM yd9acTKe.

Y Mougeotia xaxnas OTHIABAPUYECKAs KJETKA COMEPXHAT TOJLKO OAFMH TNOC-
KME X/IOPONAACT. Y 3TOA BOJOPOCIR XJIOPOTNACT MPA H3IMEHEHAE YCNOBHH OCBe-
IICHMS NMOBOPATMBACTCH H U3MEHSAET CBOK OPACHTAUMIO TAKMM 00pa3oM, 9TOOLI
ReXaTh BAOJIb NMANAIOLIX NySeil WK MEPOeHAMKYNAPHO K HUM, B 32BHCHMOCTH OT
cHibl cBeta. POTOPEHENTOPHOH MOJNEKYJIOH, MO-BUIEMOMY, CIYXHT 37ech HHTO-
XPOM (pa3JH4YHble (UTOXPOMb! YHaCTBYIOT BO MHOTUX PEaklUMSAX PacTesulé Ha
ceeT). OH HAXOOMTCS B CaMOA [UIA3MATHIECKOH MeMOpaHe WJE O4YeHb ONE3KO
K Heil. BozneficTee Ha Hero CBeTd NPUBOJAT XK MECTHOMY MOTJIOMCHAIO KIETKOR
uorop Ca’*, kOTOpble AKTHBAPYIOT MOJIEKYJAPHLIT MeXaHu3M, OTBETCTREHHBIH 32
noBopaynsanye }ioporacTa. Ecm odeHb y3kuM MUKPOSTY4OM OCBETHTH JIHUIL
He6OMBIIYI0 YaCTh KJIETKH, MOBEPHETCH TOJILKO OCBCIUEHHAA 9YacTh XJAOPONNacTa
(puc. 19-49).

DY 1 nopobHLIe UM NPHMEDE! CBHAETENLCTBYHOT O TOM, 9T0 MHTOCKENET pac-
THTebHOR KIeTKM MOXeT chemududeckuM ob6pa3oM pearypoBaTh HA BHELIHME
CTHMYJBI. Bosiee Toro, pa3/M4HEle Y9acTKHM DUTOCKENIETa ORHOE M Tol Xe KJeTKH
MOTYT PearkpoBaTh HE32BHECHMO APYr OT Apyra. Takod peaxTUBHbLA LMTOCKERET
OCOOEHAO MONE3CH BMEHHO ANA PACTHTEJLHBLIX KJIETOK, KOTOPblE H3-33a XKeCTKOH
KNETOYHOR CTEHKM He MOIYT NEpPENBHIATHCA.

Jax/ovenne

Hea muna opzaneAr—naacmudsl 4 8aKYOAU— CEOUCMEEHHB MOALKO PaCcMumess HuiM
Kaemkam. [1aacmudsl cOCMA8ARIOM HEOBHOPOOHYIO ZpYNny OPeaHeAA, U3 KOmopsix
Haubosee uzgecmnsl omocunmesupyrougue xA0PONAACMbI, UMEIOWUECA 80 B8CeX 3e-
Aenblx mxanax. Baxyois npedcmagasem coboil XPynHyl GHYMPUKACMOUHYIO NO-
A0CMY, 3ANOAREHHYIO 800HBIM PACTMBOPOM MOZO UAU UHOZO COCMABA U O2PAHUMEHH IO
MeMBpanoli, Hasveaemol moronsacmom. Pacmumeasnvie xaemxu ucnoavsyiom aa-
KyoAU 8 CAMBIX PA3HBIX YEARX — HANpUMEPD, OAA 3KOHOMHO20 3ANOAREHUA EHYmMpUKAe-
MOURO20 NPOCMPAHCIMEA NPpU POCME, OAA XPAHEHUA 3ANACO8 NUMAmMeAbHblX 8ewecms
AU OAR HAKONAEHUR @DeORbX npodyxmos o0mena. Xomn camu pacmumenshele
Kaemxu He 06.4a0aom ¢nocobrocmsio d8uzambCa, UX yumonaasma, 0cO6eHHo & Krem-
KRaX ¢ BoAbUILUMYU 8AKYOARMYU, NOCIMOAHHO nepemewuusaemcs & peiyssmame noddep-
HCUSAeMBIX 8 Hell HanpagAeHHuX nomokoe. Iloxaszano, ymo no xpatinei mepe 8 He-
KOMOPBIX CAYUAAX OBUNCEHUE Yumonaaimsl C6A3AHO ¢ GyHKYued yumoniazmamuye-
CKUX aKmunoguix dusamenmos.

Brympennaa opzanusayus KAemxu u ee yumocCKeiem u2paiom GaNCHYK) poAb
6 dopmuposaruu x1emounot cmenxu. KoMnoreHmel mampuxca KaemodHot CrmenKu
avipabamwgniomca u sKkcnopmupylomcs annapamom oavdsicu, a Yeanoroznve Mmu-
Kpoubpuarsl cunmesupyromcs na nosepxnocmu xaemwxu. Kax mecma omaoxcenun
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Puc. 19-50. Ha sto#t cusmHO ympo-
LUIEHHOR CXeMe Opra’u3aluMy Beicloe-
ro pacTeHus DOKa3adO PaCoNONXe-
AWE TIABABIX MEPUCTEMATATECKHX
30H. AXTHBHOCTbL GNUKAbALIX Me-
pucTeM XopHed M no6erod orTmeT-
CTBEHHA 32 POCT B AJIKHY. TOfaa
KaK flaTepasibHble MepucTemu 06ec-
NeYHpaloT YTOJNMEHME PA3NUIHLIX
yacTell PacTeHHus.
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Pa3AULHBIX KOMIONEHMOE CMEeRKY, MAX U OPUEHMAYUA YeAr003IHBIX Pubpusr onpe-
dearomca MuxpompybouKamu KOPRUKAAbHOZO CAOA. DAemennisl yumMocKeaema cno-
COGNbI peazuposams Ha pPA3AUYHBIC SHEW(HUE CMUMYAL, HWMO MONCem, Hanpumep,
npugoduNb K Mepemeujerus0 XAo0ponaacmos nod sAusxues cgema.

19.4. Poct W J1ejienHe KIeTOK

Pasnuminbie opraHel pacterus oO6pasyroTcs B pe3ysibTATe CHOXHOIO npolecca,
B KOTOPOM peaJii3yeTcs reHeTHYecKas NMpOrpaMMa HeSeHWS KAETOK, HX CefleKTHB-
HOro pocra u, Hakoden, auddepeHnAposkH. [TOCKOMKY PACTHTESLHMIE KAETKH
AMEIOT PUTHARYIO KIETOTHYIO CTeHKY W He MOTYT MEpeaBRTATECA, B obmactH Mop-
¢doreHesa pacTeHnit ocobm mBETepec npHobpeTaroT ABa Bonpoca: 1) yeM AeTepMH-
HUPYETCd CTpOTas NOCJIeNOBATE/LHOCTL KJETOUHBIX JEJEEHH, MNPOUCXOIAMX
B OOpeleNieHHLIX NIOCKOCTRX? B 2) KakEM O00pa3oM perySHpYyIoTCs CTedelb M Ba-
npagliedie pocTa OTAEMBHBIX XieTok? Kax Mbl yBUOAM, 33 TO R DpYyTroe no Kpaw-
Hefi Mepe 4aCTHYHO OTBETCTBEHHKI 0cobrie ancaMbau MUKpPOTPY6OUeK, HMEIOLIEE-
C4 TOMBKO B pACTATENBABLIX KieTkaX. TpeTRH acnexkT pa3BUTHA —KJIEeTOYHAN
mabdepeHIHpOBKa — peryNupyeTest FopMoHaAMRA M akTopamy BREmHEH Cpelbl
B aToM pa3nene Mul paccMOTpUM B oBmmx depTax TO, TO ceffqac U3BECTHO O fle-
Jerny, pocTe H AuddepeHunpoBKe PaCTUTEMbHBIX KIIETOK.

19.4.1. BOJBLUWMACTBO HOBLIX KJIETOK BO3BMKAET B COENHATBLHBIX YHACTKAX,
AAIBIBAEMBIX MepHCTeMamu [22]

Bo ppeMs pocTa pacTeHds KJIETOUHOE AejleHUE NPOUCKOART MOMTH MCKTIOTRTENLHO
B CNeOMaMIUPOBAHAHIX ydacTkax —MepucremMax. Ovm  ObiBaroT JBYX THIIOB:
1) amaxanbHble MEPUCTEMEB! Ha BEPXYLUKaX pacTyumx no6eros M Ha XOHYHKAX KOP-
Hedt, oBecnesBarOlME [1ABEbIM 00pa3oM POCT PACTEHHS MM €ro Hacrel B LIBHY
(BHCOTY), H 2) NMATEpANLHBIE MEPUCTEMBI — MIAHAPHYIECKHE OPOCNOHKA HE3pesIbiX
KJIETOK, [IAfOIIHe HAa9aNi0 TAKMM TKAHAM, KAK JPEBECHAZ M Xopa, B ofecneunsaro-
mpe pocT B TommEHy (puc. 19-50).

MepacteMbl 060MX TUNOB COCTOST B3 KJETOK, AHAJIOTHYHBIX XKBOTHBIM CTBO-
JIOBWIM KJIETKAM, Tak¥M, HalIpAMEP, KaK CTBOJIOBLIE KNETKY KPOBHM PUTH SIHJAEPMA-
ca (pa3n. 16.4). CTsosoBLIE KIETKY (MM uHuyuaaw, KAK UX YaCTO HA3LIBAKOT y pac-
TEHHH) UMEIOT TOHKYIO CTEBKY W NPH AeJieHud Aar0T Havasjo ABYM KieTKaM: OfHa
H3 HAX OCTAETCA CTBOJIOBOM WM COXPAHSET cnocofHOCTh K HEOTPaHMHYEHHOMY Aeje-
HWO, 8 Bpyras OBbi1HO MPOXOANT €me HECKOJBKO MHTO30B H B KOHUE KOHUOB
IHpepeHIRPYeTC B CNEUAAM3NPOBARHYIC KIIETKY. B psife ciryddep—HanpaMep,
B KOH4YHKE KOPHS BOAJHOTO NaNOPOTHHX2 Azolla-ypanoch MPOCNeauTb BECb XOA
OOCNEeOBATENLHLIX AEJIEHME CTBONOBOM XneTkM (pHC. 19-51), mogobuo ToMy xak
970 BBNO cpemaHo mna AemaTomml (paza. 15.8.2)

Puc. 19-51. CxeMaTuveckuli APOROILHEIA pajpel KOHIHKA KOp-
"5 BOAAHOrO NanopoTHHka Azolla. CTpeskamMM NOKa3aub re-
HeaJIOrM4eCKHe OTHOLIEHHA MeXUly KJieTKaMM: KaXA0¢ Pa3neT-
BJICRHE COOTBETCTBYECT KNETOWHOMY XeschHHw. Kpynras amu-
KambHag CTBONOBAA KAETKAa HE/UITCA TOCNENOBATENLHO B TpeX
NNDCKOCTAX (Ha paspese BHAHBI TOJILKO ABe A3 AWx) Jlouep~
BYUC KIETKH B AasbRCHIIEM MPETEPEEBAKOT 3aNPOTPaMMHPO-
BAMHLIA pAN He/ICHBA B CTPOro ONPEACACHHBIX OAIOCKOCTAX,
TAK YTO B OPUFIBINE MOXHO NPOCICIHTbL POAOC/OBRYIO JIFO-
Boji U3 NPUMEPHO BCBATH TBICAY KJETOK, COCTARMAOWNX KO-
penb. KopHu BRICMX pacTewuit B GONbWIMHCTBE Cayvacs
YCTPOEHMK! FOP23No0 CJOXKAEE W COREpXAT BaMAOTo Gombme
KNCTOK, ONHAKO ¥X POCT U PA3BHTUE ONPEACHAETCA TEMM Ke
3aKOHOMEPHOCTAEMM. [II NPOCTOTH KJIETKH XOPHEBOIO HexJd-
K4 Ha8 CXEMC HE DOKA3RNWLI.
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Pue. 19-52, CTpyXTypHO-(DYHKUHO-
HaJbHaf OPraHM3ALMA XOH4AKA pac-
TYWEro XOPHA (TTORa3aH y4acToK
AnmHof 2 MM). BecoMa npuGmHan-
Tens80 0603HAYEHE MPARMULL TPeX
30H, B XKOTOPLIX NMPOMCXOAUT CO-
OTBETCTBEHKO NCJCHUE, POCT ¥ AHG-
hepeHUMPORXA KJICTOK.

Pue. 19-53. Tpumep nepenndpepen-
MMPOBXKH IPESBIX XNETOK in Vilro. A.
Mexanuseckd HI0NHPOBAHHBIE KNeT-
KU aycTa Zinnia. D10 3pemsle $ho-
TOCHHTEARPYIOUME KIETKH ¢ 60JL-
[DMMB BARYOJISMHA W MHOTOMMC-
JIeAHbIMY toponnacTamMu. B. [Tocne
B-mHeBHOA WHKYGanwuK B COOTRET-
CTBYWOINEA Cpelle kNCTKY, He Nepe-
XOIA K HeNIEHWIO, YBSTRININCh

B pasMepax, YTPATHIH XROpoO-
NAaCTel U CHOPMIPOBATH CHCTEMY
PeryNApHLIX YTOJUIEHUH KJIECTOYHOR
CTCHKHK, XapaKTepHY$o IUIA COCYN0B
keunemsl. (C mobe3anoro paspewe-
RYa J. Burgess)

| _UeHTROMHNR UMNUHAR

CONENMAT PAIBUBAG - -
LIYHOCA KCUIEMY W DRodmy
30HA ANSSEPEH- |
UMPOBKYU 1 .
KIETOK /L/ . KopNoBsie BONOGKM
-| 4 N
_ll_———Kepa
- 3nunepmnc
30HA POCTA ~ 2
KNETOK
A0HA NENEHWA
KNETOK A ansmnen
MEDACTEMD -

KopHes ol wkxnuK

BosmweACTBO KeToK, 06pasyroumxes B XOPHEBO# MepHcTeMe, DPOXOIHT TPH
deTKHe CTAJAHA Pa3BETHA: 1) xeNerme, 2) pocT Aym yanuaenwe ¥ 3) andwpepenusn-
poeky. Pasjenenue 3THX TpeX 3TaNoOB BO BPEMEHH M NPOCTPAHCTBE CO3NAET XapaK-
TEPHYKO APXATEKTOHWKY KOfYmKa KOPH# (pmc. 19-52). HecmoTps Ha HexoTopoe
NepeKpLIBAHHE, B KOHYHKE KODHR CPABHATENLHO JIETKO MOXHO Pa3JMIATh JOHY e-
JIEENA KT TOK, 30HY pOCTa (30HY yRTHHEHHd, HJIA PacTAXEHHS, KIJCTOK) B 30HY KJe-
ToyHo¥# auddepeHnposki. Yacro. omaako, nponece mbpdepeHInpORKH RATRHALT-
CA elme TOrMa, KOIAa KJeTKa MPOJOJIXacT YBeayMBaTbca B pasmepax Ilocne
3apepmeRusa THQQEPEHIMPOBIU KIETKH HeKOTOPIX THOOB OCTAIOTCH XHBLIMH (Ha-
opuMep, KBeTKH GJodMul), a Apyrue OTMHPANT (KJIETKW COCYIOB KCHNEME!
¥ Tpaxeunml).

CrenyeT 0TMETHETDb, YTO KJIETOYHOE AESEHME—HE ACKIOTUTEHHAA NPABUIICTHS
MepicTeM. HekoTopsle O4Yesb KpYIHBIE, CUIBHO BaKYOJM3HPOBRRHbIC KJIETKHA (a
WHOII2 U NOJHOCTHIO JMAPGEepeHIN pOBAHHBIC) TOXKE CHOCOOHB AcmMTHCS. 3TO Mo-
#eT OMTh ECTEeCTBEHHBIM XONOM COObITHIf MJIM e OTBETOM Ha KaKUe-TO BHELIHWE
CTHUMYJIbl, HaNpUMEDP Ba NOBPEXACHRE Oimarnexatel Tkann. COXpaHEHNE IpesiMu
KNeTKAMRB CITOCOOHOCTH OeMiThCa —3TO oasa n3 obumx ocobesmocTeil pacTeHmiL
Y ¥UBOTHBIX MHOTHE 3pesble KJIETKH TAKXKEe MOFYT OEJMTbCA, OJHAKO 3peible pac-
TUTENbHbIE KJETKM OTIMYAIOTCA HeobbluahHo¥ cnocobmoctsio aenudbepernmpo-
BaTbCH H CHOBA JaBATL Ha4ayjO JUOPHOOTEHTHBIM KAETKAM, HOTOMCTBO KOTOPHIX
MOXET MOMTH MO COBEPIDCHRO WABIM NyTam mibdepermiposkn. Mroraa B ycno-
BHSX IKCTIEPMMEHT2 BO3IMOXEH Haxe [epeXoj] OJHOrOo KJETOYHOIQ 'fHOA B JAPYro#
6e3 npomexyTouEex aeneyuilt (puc. 19-53). OTa 0c06eHHOCTH, MO-BHIMMOMY,
obycronnesa TpebOBAHMAMH anaNTamEAM: PACTEHHUSM, KOTODbIE HE MOTYT JBUIATh-
e ¥ TakuM obpasom ybeperatn ceba oT OBPEXACHHH, OCOGEHAO MOJE3HO HMETh
hpexTUBHBIE MEXAHU3IMBI pPereHepauMy KNeTOK M TKaHEH.

19.4.2. ®opma pacTHTe/LHOA K/ETKH Ompelie/iseTCs OpranH3aliMed nermo-
Jo3ubX Mukpodubpuan [23]

dopMa PaCTHTENLHON KIETKM—3TO DE3YMLTAT e& XKOHTPOJHMPYEMOro OPHEHTHPO-
BAHHOIMO POCTa, KOTOPHIl HIPaeT BaXHYHO DOSb B OMpepelieHyd HOPMBI BCCro
B3POCAOro pacTeHHs. HemocpeaCcTBeHHOH MexaHWueckoi NPUHUHON YBe mdeHms
KNeToOTHOoro o6BeMa CHYXWT Typrop, KOTODBIE M3AYTPH «PACIMAPAcT» XJICTKy



Puec. 19-54, Ha stolf cxeMe moxaza-
HO, kakaM 06paloM OpHeNTaALUuS
LE/UTON0ABBIX MUKPOPHEPUIN

B KJETOYHOH CTEAKE RIMAST HI Ha-

UpaBJieBUE, B KOTOPOM YRIBHSETCH
kaerka. Ecmn BHavane Onim e
KNEeTKR OmuHaKoBOd Gopmbl (wns
NPOCTOTHI OHX H300paXeHbl
KyOUMECKHMK), HO C pa3nuvHOM
opucHTauMel MHXpobUEpUWILT B Kilc-
TOYHOH CTeHKe, TO TYPropHoe aa-
BJICHHC OyneT pacTAr#BaTb UX

B Pa3jHBLIX HapPaBJICHASX —Neplesad-
KYNSPHO HANpPABACEHIO MHXPO(DH-
opwL B cBolo OuepeAs OKOHYA-
TesIbHAaA GOPMA TOTO WM MMOTO
Oprara pacveuud, Rampumep Dofera,
CyOeCTBCHHO 3aBMCHT OT TOTO,

B K2KOM HANPaBICHHHU YITMHAOTCA
ero KAeTKH.
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C OOMHAKOBOHW CHJIOM BO BCeX Hanpapnesuax. Kakmm xe ob6pa3oM 3Ta Hewarpa-
BJICHHAs CAJA UCIOJBL3YETCA AR CO3NaHMS AaCHMMeTpuTHOM dopmbl xneTka? Bee
N0 31eCh ONATL-TAKH B CBOMCTBAX KJIETOWHOW CTEHKR.

Mb! paccMOTpHM B KadeCTBE MpUMeEpa MATHHAPKHYECKYIO KJIETKY —OAHY U3
caMbIX OOBLITHBEIX HOPM Yy pacTerui. B HOPMAIBHLIX YCNOBUAX Takad KIeTka 1O
Mepe pPOCTa yBE/MUNBAETCH B JJMHEY ropa3no Oosbmre, YeM B TOMIMHY (CM.
pec. 19-33). Tlockonbky Oe/iNoN03able MUKPOOHOPHIUIE! KIeTOSHON CTEHKH Hepa-
CTSKHMBL, OHH JQOJDKHB! CKONB3HTL OTHOCUTENBLHO APYr apyra, 9Tobh KjeTka Mor-
JNa pacta. Muxpodubpusuisl NeXaT B IUIOCKOCTH NEPBAYHOH KJIETOYHOW CTEHKH
M 9aCTO OmpefeSieHHBIM 06pa3oM OPHEHTHPOBAHBEL B OKPYriBIX KJIETKAX Pacnoso-
XeBre MHKpodROpRIN HOCAT Gonee WIM MeHee CiydalfHLIA XapakTep, HO B YAJH-
HAOLMXCS [U/IMHAPHYECKRX KJIETKAX B HOBOOOPajJOBAaHHBIX CHOAX KIETOYHOR
CTeHXY OHY OObITHO JIEXAT NOJ OPAMBIM YIJIOM K JUIMHEOH OCH K/IeTKH, 0Opa3ys
BOKPYF BCETO TMMBApPA MEOXECTBO NEsUTONR03BkIX 0bpyuelr. [To Mepe oToxenns
HOBBIX CIIOE KJETOYHOM CTeHxH (HawBosiee «cBexue» CAOH —Omxalnme K nnas-
MATHYECKOH MeMOpage) CTeneHs yNOPANOYEHHOCTH LE/UTIONO3HBIX MBKPODHOpUn
B Pa3HbiX CNOSX CTAHOBUTCA HEONWHAKOBOW: B CAMBIX CTAapRIX, HAPYXHHIX CROSX
B pe3ybTaTe PACTRKEHUS CTEHKH MUKPODHOPBILILI 4acTO Tak HIMEHSIOT CBOE Ha-
NpaBfieHye, 9T0 OT NEPBOHAYANBRON OPraMW3alMy He OCTAETCHA CIIEHOB.

OGpyTn M3 GeJUTONO3HBIX MUKPOGUOPHIUT B HOBOOOPA3OBAHHBIX CIORX K-
TOYHOR CTEHKH He NO3BOJAIOT KJETKE 3aMETHO PACTV B LIMPHRY, HO He MEmaroT
¢fi MOCTENEeHHO pacTATHBATLCA B ANWHY NOA NEHCTBUEM TYPropHOTO HNABJIEHHS
(pvc. 19-54). OnHaxo POCT KNETKU MOXET NPOAOJDKATECA JMUML A0 TeX flOp, Noxa
TYpPropHoe asjieAie eme cnoco6HO mpeonoseTh CONMPOTHBACHHE KNETOTHOH CTeH-
KM DACTATHBAIOUMM HArpy3kam. [103TOMy pacTMTE/MbHAS KNETKa Morya Obl yBeSM-
TMBATE CBOM pa3Mepsl XBYMA crnocobamu: NOsbIWaTh TYpProp KN ocnabnats
B OnpeieSieHBuIX Y9acTKax KNeTOXHY cTeHKy. EcTh y6enrTenbHue JaHELIE O TOM,
9TO PAaCTeHWA HCNOJHB3YIOT BTOPok cnoco6. Ocnabneuye KIeTOYHOB CTeHkH JOCTH-
raeTcs JOKasbHOR cexpeuuedl B Hee npoToroe (H *). INpu soAmxkenan pH B ka-
KOM-JM60 yqacTke KJIETOYHOR CTEHKH yMeHbloaeTes 4wicno cnabblx cesied, Ae-
CTBYIOLUIMX B 3TOM YHYACTKE, 1 MAKPOMONCKYMADHBIA KapKaC KETOUHOR CTeHKH
HayuHaeT Kak Obl pacnomaTsees NoA AecTBHeM TyPropHoro RaBneans. PocT kier-
KH{ 00JIeryaloT 1 xpyrue, 6oJiee COXHBIE UIMEHEHHS B ¢ CTEHKe: NPORCXOMAT ax-
TEBanUS QepMERTOB, MAPOMIYIOUMX [IAKO3NAHBIE U WHLIE KOBANEBTHBIC CBA3MA,
M B TO XE€ BPEMA YCHJMBACTCH CEHTE3 H CeKpelMs BOBhIX MMXPO(DHOPMILL H kKOM-
TTIOHEHTOP MATPHKCA XNETOYHOK CTEHKM.

3axnmanxa cremAadWHEcKOH OPraHM3ayy KJIETOYAON CTeRkH, onpeaenstomed By-
aymyro GopMy KIeTKH, YacTO NPOHCXOJMT HAMHOIO paHblle TOH CTaimH KJeToM-
HOIO pOCTa, Ha KOTOpoHd 3Ta GopMa pear3yercs, VHLIMU CNOBAMY, KJIETKY MOTYT
kak Gbl 3apaHee NNAHAPOBATH CBOK Dymyuryio Mopdonorwrw. UeMm onpenensercs
BCA CJTOXHAA KapTHHA OTJNIOXCHUSA MaTepHaa KJIETOYHOH CTEHKH, 10 KOHIIA HE RC-
HO. Kakx Mbl yxe roBopH/M, pelalowias poss 31eCh, O9EBHARO, MPUHALNSKUT M-
KpoTpy6OYKaM KOPTEXAJLHOTO CJ108 UATOMNA3MbI, HO KakMM oOpa3oM pactH-
TeNbHEIE KJCTKA KOHTPOJMPYIOT pAacCNofOXeHUe CaMMX 3THX MHMKpPOTpybBodex,
HEX3IBECTHO.

19.4.3. [NuockocTh Gyaymiero JefleHHsi KJeTKH Onpefesfercs NOJIOKEHREM
opepodasyoro mMmyuxka MEKpoTpyGouex [24

s KOOPAMHMPOBAHHOIO POCTa BCETO DACTEHAS HYXHO, RTOOLI KNeTKM B HEKO-
TOPLIX €r0 9aCTAX AefMIHChE B OTpPENENICHHON IUIOCKOCTU U B ONDPEAENEHEOE Bpe-
Ms: 3T0 obecneunBano 6u1 GOPMUPOBAHHE NPABUIBEO PACHONOXEHHLIX TPy KJie-
TOX. MUKPOTPY6OYKkM ATPAIOT BXHEHINYIO DO HE TOJBKO B pafoTe MUTOTHYE-
CKOTO BepeTeHa, B 00pa3oBaHMA KICTOYROA INMRCTHHKK H B ODHEHTANORM
LELTIONO3HBIX MHKPOPKOPUILY B cOCTaBe KAETOTHONR CTeHKH (puc. 19-55 u 19-56):
ONpeAcNicHHEe NNOCKOCTH ¥ TOYHOFO MecTa AENeHHs KJETKY —Toxe OyRKmus
MHKpPOTPYOOTEK.

V BbICIONX pPacTEHUHE OAHMM M3 PAHHUX [IPU3HEKOB TOTO, YTO KJIETKA COOKHpaeT-



Puc. 19-55. OauHoyHas kieTka
MOPKOBY, pacTyRas B KymbType in
Vitro. 310 CHMLHO BLITAHYTAR UA-
Agrapraeckan wietka Gwina o6pa-
60oTaHa QPNyopecUUPYIOWNMH ANTH-
TenaMy X Ty6ymmHy, 9TO NO3BOANO
BLIABUTL OMOACLIBAKOUIHE €€ KOJb~
UCHBIE ITYWKM MUKpPOYPYEOoUek.
Opuentalns MUKpOTPyOOdek B Ta-
KHX XJIETKAaX ORpenefiAeT OpHENTR-
UMK UETUTIONIOANLIX MArRpOduOpuLL,
OTXIANLIBAOMMXCH B KIESTOIHON
crerke. (C nmoGeaHoro paspelleHus
C.W. Lloyd.)

Puc. 19-56. MukpodoTorpadpuu oT-
AESTbHBIX KJETOK M3 KOHYHKA KOPHA,
06paGoTaHHLIX GUTyOpeCUHPY FOUBIMU
auTHTeNaMy K Ty6ymny. Buana no-
Kamiaons MuxXpoTpybouek na pa3s-
HbIX CTAAMAX OACJCAHA PacTHTE-
Holt wieTk. A. [lpenpodasymi my-
oK MUKpOTpyboHek (mokasax
CTPITKEMH) OTIORCHIBACT KACTKY Ha
CTa/M4, HENOCPEACTBCAHO MPEdecT-
BYIOMER MHTO3Y; APYFHE MHKpPO-
TpyGouxu oxpyxatot sapo. 5. Tloc-
ne TOTo Kax KNeTKa MpycTymuia

K MUTO3Yy M XPOMOCOMB! pazjieid-
JHes, MuKpoTpyBouxy obpazosas-
wierocs GpparmMonsaacTa HHUUHADPYIOT
NOCTPOEHHE KJIETORHOA MIACTHRKA
B Hauane uukToKKHeza. Ha 3To# cra-
OAM He OCTAETCS HHKAKHX CNIGAOB
npenpogasnoro nydska. B. Ha 6onee
MO3AHCH CTAAMM LUUTOKWHEIR MMUK-
pOTPYEOUNKM KOHIEHTPHPYIOTCA Ha
nepudepun KIETOSHOA NNACTAK-

Ky —B 30HE e¢e pocTa. CpashuTe

c pHe. 11-65. (C mobeigoro paape-
wexus S. Wick.)

Puc. 19-57, DaekTpPoOHHaA MUKpodo-
TOrpadus KIeTKd THIYHHOMHOTO BO-
JIOCK2 HeMOCPeACTBEHHO Mepej Ree-
nuem. CnpaBa d CreBa MOKA3AHA
06nacTb ONOKCLIBAIOLLETO KJIETKY
mpenpoda3koro nyyka npy Goab-
LIEM YBEIHYCHUM. B KOPTUKANLHOM
CJI0C BHAHL! MHOTOMHCJIEHHME MHK-
potpybouku. Tlonoxeuue 3TOro
nydxa onpeneiseT MecTo coeauHe-
HUA HOBOA XNETOMHON CTEHXU cO
GTCHROM, OCTABIUCACS OT MAaTEpHH-
CKOH KJIETKH, NPH 32BEPLUCHAUY H4-
Ttoxnuesa. (C. Busby, B. Guoning,
Eur. J. Cell Biol. 21, 214-223,
1980.)
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VHTEP®A3A NPENPOGA3A VHTEPGAIA
Pue. 19-38, CxeMa NepepacnpenefleHHs KOPTAKANBHLIX MHUKPO-
TpySotex B Xone MHTOTHHECKOrO oixna. B untepdase xoptw-
KaJbKble MHKPOTPYOOUXY pacnonarajoTcs pPaBHOMEPHO OO
Bceht nepndepnn kneTkw. B openpodaie ONM KOHOEHTPHPYIOT-
€3 B BHIE KOMIIAKTHOTO MYYRa, ONOACHLIBAMKINErO KAeTKY. DTOT
apenpodalHelii Mysok MAKpOTPYDOYEK TOGHO OnpedensieT Mec-
TO COCOMHeHsS HOBOOOPAlOBAHHON M MATCPHHCKON KNcTOTHOR

CTCHKH NPH TOCNIERYIOMIEM HOeJICHUMN.

Pre. 19-6. DT CCpAA INERTPOHHBIX
MukpodoTOorpadult d0HAE PMANLABIX
KJIETOK JIMCTA CAXAPHOTO TPOCTHHKA
JIEMOHCTPHPYET CTporyw nocneao-
BATEJLHOCTL CHMMCTPHYHLIX

M ACHMMETDHIHBIX KACTOYHMX Acfe-
Hul, npoucxoasumx nps obpazosa-
HHA ycTbuna. T1nockocTs kaxaoro
NeJeAys TpenonpenenseTcs Mnpenpo-
GAIHBIM NYYKOM MUKpOTpybouex. A.
Ha cpeoneM §oTo: BEpXHAA KAeTKa
TOTOBYTCH K ACHMMETPHYHOMY MHK-
TO3y, B pe3ymbTaTe KOTOPOTO OTAC-
NKUTCA NOBOYHAA XIETKA (HUXKHASL
KNETKa YXXe pajgesmnach, obpaio-
BaB APYryr NO609HYIO KAeTKy)
TonoxeHue mpenpodaiHoro myvxa
OTMeTCHO cxofxaMu, a meTanm ero
CTPYKTYphl NpA 60JLIEM yBeMMye-
HHA DOKa3aHM Ha OTO clieha

® cnpasa. 5. BepxHas xneTka BeTy-
mna » MeTadasy; npenpodalHbril
Mya0K pcded. B. B mepxsed kierke
o6pa3yeTcs KJIeTOTHAA TITACTHHKA;
ee Kpas 3arubaroTes BHA3, K MecTy
6er3mero npempoalRoro MyaKa.

B 7o »e BpeMAa KpyRHas lleHTpams-
Haf KJETKA - ((PEALIECTBEHAALA 3a-
MBIKAIOMAX KJIETOX — FOTOBHTCS

K CHMMETPHIHOMY AEfeHHIO; DOJIo-
Xexye Tipenpodasroro mydka ykasa-
HO cxobkamu. I'. B Bepxnclt kiaetke
UMTOKKRHEI 3AXOHYEH, 8 B KJeTKe-
MPCAWECTBEHHMIE JAMBIKATOLIHX
KJIeTOX 6MM30X K 3aBEpIIEHHUIO.
Chopmuposaslunecs yeTsulia
usobpaxenw ra puc. 19-10. (C mo-
6e3noro paizpewenns C. Busby.)

19. OcoBerHOCT PACTUTENbLHBIX KMETOK

Mpenpodainnii My4oKR
MHKPOTRYBOYeR

Puc, 19-39. CxeMaTHuecKoe H306pa-
KEHNE YIUTHHEHROA SMHAEPMaTbHON
KJIETKM KODHA, Mperepriesatouled
ACUMMCTPHYHOC JENCHUE: MIOCKOCTH
ZACTICHH OTIPEAENIACTCA NONOXKEHHEM
Ipeapoda3ROro Nyyka MUKPOTPYGoO-
uek. B pesymTate Taxoro nesienus
64/blUas AOUCPRAR KMETKA OCTALTCA
anMAepMaibRO#, a Menblas audde-
PEROMPYCTCK B KJICTKY KOPHEROIO
BOJIOCKA.

__Npeawect-
BeHHnLa
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Pue, 19-61. CTpyxTypBbie popMyIm!
NPEACTABHTENEH Pa3THIHBIX KIACCOB
(HUTOFOPMOROB.

OR
HO

Csl pa3eNMTbCs, CYRHUT CKomJeHue MUKpoTpybodex (qacto ux Buisaer Bosee cot-
HH) B KOPTHKAJILHOM CJIO¢ B BHAE Y3KOTO Nyyka oT | o 3 MkM [MPHUHOH, KO-
TOPHIA ONOACHIBAET KINETKY, pacnojarafck nof camMoOl miasMaTuyeckod Membpa-
Ho¥ (puc. 19-56,4 n 19-57). DTOT mioTHEIN Oy40K, MOABILIKOLLMACK HA MecTe
O6bMHO HEMHOTOYMCIEHHBIX KOPTHKAMbHBEIX MUKpoTpybodex, obpasyercs nepen
npogalor MUTO3a, M MOITOMY ero Ha3blBaloT mpenpodaliM oyuKoM (WIN mpenpo-
da3zubmm nosckoM). K pagany cobetBeHHO MATO3a Tipenpodasnbii NMyvYok ncyelaeT,
OIHAKO OH OCTBBJSET B KOPTEKce KAeTKM HeKMH CJEA: KOTAA B nosiMed rtenodase
obpa3yeTcs HOBas KJETOYHAS [UIACTWHXA, OHa PACTET M0 HANPaBIECHMIO K MepHde-
DM ¥ CJIEBACTCH KaX Pa3d ¢ TOH 30HOH MAaTEPHHCKOH KJICTOTHOW CTERXH, TAC PaHb-
ule Haxoaufcs npenpodasnbil myvox (puc. 19-38). {axe ecym rnocne HCHeIHOBEHUS
npenpoda3Horo nyaka cMECTHTL BCE COACPXHMOE KIIETKU NyTeM UeHTpudyruposa-
HMA, PACTYIUAA KJIETOMHAA IUIACTHHKA HaiineT o6paTHbI OyTh K TOH NIOCKOCTH,
KoTOpas 6bUla HaMeyeHa Mpenpoda3HbiM NYIKOM.

HesapucumMo oT Toro, Oyner M nAefleHWe CHUMMETDHYHBIM KJM acHMMe-
TPUYHBIM, OyJIET S OHO DONEPEUHBIM, NPOJOJILHEIM HITH TAHTEHUMANbHLIM, PACTH-
TeSIbHAS KJIETKA EIE 00 HA4GAd mMumo3d 3apaHee ONpeAesnseY, FA€ WMEHHO OHO
npousoiner (prc. 19-59). Hano monaraTte, ¥T0 MMXpoTpyBouxu Hpenpodasnoro
fTyyXa, BCYE3aroUMe K Ha%aly MHTO32, OCTaB/IAIOT O cebe RexAi NOKAJILHBIA cief
B MOJICKYNAPHOH NMaMATH. BaxsoCTs Taxod CHCTEMb! XKORTPOJIA KJAETOTHOTO Aeje-
HHS OYEBHIAA, OCOBGEHHO BBUAY TOTO, YTO CHIIBHO RCHMMETPHYHOE REJICHME 9acCTO
NPUBOMMT k OOpaloBaHWIO JBYX HOYEPRUX KJIETOK C Pa3HOi OHTOreHeTHYeCKOl
cym00if: HanpuUMep, KJeTKH YCThWL, KJICTKH KOPREBLIX BOJIOCKOB WM TeHEpa-
THBHbIE KIIETKH ObUILLEBLIX 3€peH PA3BUBArOTCH M3 MEHbLOMX 1O BEJHAYHHE NPO-
AYKTOB aCHMMETPHIHOTO fenexus (puc. 19-60). Boamoxmro, 4To 3Ta ocobenHocTs
JeNeHUs paCTHTENLALIX KJeTok oBycioBaesa yTpaToit uMu noaswxHOCT. [Ins He-
NOABRXHLIX KJETOK BaXHO, YTOOM ObUIM TOYRO ONpefeSieHbl MeCTa W IUIOCKOCTH
HX ACNEHKS, TAK KaK HATHTHE KNETOUHBIX CTEHOK AENAET NPOCTPAHCTBEHHYIO PEOp-
TaHN33dUHNIO NOCJIE MHTO32 HEBO3IMOXHOM.

19.4.4. Pocr[n A3IBHTHE PACTEHHH HAXOIATCH MOA FOPMOHALOLIM KOHTPO-
neM (25

KoopauuupoBaumble MPOKECCH KNETOYHOTO AENEHMR, POCTA M AHGQEPEHLY: POBKH,
nexaume B OCHOBE Pa3BUTHS PACTATENBHOIO OPraRM3mMa, KOHTPOJMPYRHOTCH Xax
BHCIIHHMK, TaK W BHYTDEHHMMM (akTopamp. K grewnum gaxmopam oTHocATCS,
BaOpUMeEp, MPABHTALHSA, TEMIEPATYpa, NPOAOIKHTENLHOCTh U UATEHCHBHOCTL OC-
BEIICHHS. Mexaun3Mbl BO3JEACTBEA 3TUX HAaKTOPOB HA NPOLECCH PA3BUTUS OYeHb
CNOXHEI, W Myl Be ByaeM Hx 3mech KacaTbCs. Buympentue ghakmopel, yaacTRYIOLE
B DETYAIMM DPOCTA W Pa3BHTHA DACTEHHN,—3TO TAK HA3BLIBAEMbIE (HHTOTOPMORLI.

M13B€CTHO TOJIBKO NSATH K8CCOB TAKHX NOPMOHOB: AYKCHABLL, rHOGepe MHbl, UH-
TOXHHHMBL, AGCUMIOBAA KHCMOTA H ra3 >tHied. Kak mokxasano wa puc. 19-61, soe
370 HeBOJbImMeE MONEKYJIbL, COCOBHBIE JIETKO NPOXOONTL YEPE3 KJIETOTHYIO CTEH-
KY. OTH BewecTBa BbipaGaThbiBAFOTCA B PACTUTENLHBLIX KjeTkax M oObYHO TpaHc-
[IOPTHPYIOTCA NO OMNpEAENeHHbIM NYyTAM K KAETRAM-MHUIEHAM. Tak, Hanpumep,
CyMMapHBIH TIOTOK ayKCHHOB B NMoBerax HaupaBJIEH OT BEPXYWKM K OCHOBAHHIO
(cxopocTe ero okosno | cM/u). HecMOTPA Ha OTHOCUTENBHO MAJIOE YHCIIO T'OPMO-
HOB, DacCTCHHS CMPaBJAIOTCH CO CBOMMM DPeryJIITOPHBIMK 3ajlayamy Onarojaps
MEOr006pa3HOMy WMCROJL3OBAHMIO KAKIOIO FOPMOHA: MX KJIETKH, KaK MpaBuso,
pearapyroT Ha ofNpeleneHHse KOMORHALNN U3 IBYX Bym 6onee ropmonoB. Kpome
TOro, BEKOTOPLIE TOPMOHAI UCOOBLIYKOTCA B Pa3BBIX KOBLEHTPALMAX (BO3MOXHSI
(0*-10%-kpaTHBle Pa3MYHA), B 3ABACAMOCTH OT THNR KJETKH-MHIOEHH. AYKCHH
¥ rubbepesng, HanpuMep, o6a CTUMYMPYIOT YHUIMHEHME KAETOK B cTebasx,
4 AYKCMH B COMETAHMH C UMTOKHHHHOM KOBTPOJNPYET pocT 6oKOBLIX mouek., Heko-
TOpLIE TOPMOHB MOTYT TaXXE AEHCTBOBATH COBMECTHO ¢ HH3IKOMOJIEKYJIA PABIMH
MeTaboMMTaMK : HanpHMep, 6aNauc KOHUSHTpaUMi dyKCUHa ¥ caxapo3bl, NO-BUIH-
MOMY, MrpaeT peMAIOWYI0 POJib B PEry/siuyil pa3BRTWS KCUAEMBI H (NOIMbIL

Bee TOopMOHE ¢MOCOOHR! BBI3BIBATH B KSCTKAX-MHLOCHSAX Kak ObICTpEHIE, Tak



Puc. 19-62. Mexanuam achicteus
ayKCHHA. DTOT FOPMOH AKTHUBUPYET
NPOTOHHBIE HACOCH! MMA3MaTHYCCKOK
MeMOpanbt, B pelysTbTaTe Yero mpo-
TOHbl BHLIXOAAT M3 LIATONIAIMBI

B TONMY KNeTowHol cTenkn. KHc-
f1aA cpena ocnabnger cBRaw B nep-
BUYHOR KJIETOYHOH CTCKKE, M MO-
CNENHAR PACTAMBACTCR floa Jeid-
CTBHEM TYPropHOTO gaBheHus. Ha-
NpaBNEHHE 3TOFO PACTMKEHUS ONPe-
ACNACTCH OpMEHTAUMEN Lenaro-
NMO3HbIX MUKpOdUOPHAN B KIETOY-
HOW CTCRXe. AYKCHH BSI3LIBACT

B KJleTKE TakkKe W paa Gonee
AonrospeMenAbix 3ddexTos.

PereHepupoBarHbie
KNeTKU PRo3met
K KCHUTEMBI

i
Mpoboaaiude nyuxu
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YMEHBWEHVIE
MNepanvnan B80D3AEACTBUE WECTKOCTW
KNBTOUHAR CTEMKA AYKCUHA KNETOMHOM
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Beixon npoTomoR B ToNwy
KNTIONKOA CTERKA
YanuHeHae
RNEYRN Noa
nenrcrBMem Typrops

A OTROCHTENLHO ACNTOBpEMEHTbIC peakumy. Kak nonararwT, 6u1cTphle peakiMy Aa
FOPMOH BO BCEX CITyuasx CBA32AEI ¢ U3MEeAEHHWEM NPOHATIAEMOCTH II1a3MaTRIECKOH
Membpanbl. HanpuMep, npH BO3AEACTBUY AYKCHHE HA KJIETKY YKE 4YEPE3 HECKOb-
KO MHUHYT AKTEBADYeTCS MeMODaHHEOI MPOTOHHHIA HAcOC; MECTHOE 3AaKHCIICHHE
KJIETOYHON CTEHKH B Pe3ysbTaTe BbIXOZA B Hee ROHOB H ¥ NMpDHBOOKMT X yMeHbille-
HWO €€ NPOYHOCTH N3-3a OCIAOJICHHS HEKOTOPbIX XHMHYECKMX CBA3Ed M, KaK ciel-
CTBHE, K paCTMKEHHIO KJIETKM 00R neiicTBUeM Typropa (puc. 19-62). Aykcum
OKa3uBaeT U Gonee JmTeNbHOE AeficTBHE Ha TakHe pacTyIIne KJIETKH —OHO Chsida-
HO C W3MEHEHMAMP B TPAHCKPHIOUMM T€HOB H C CUHTE30M Y CeKpelMed HOBOTO Ma-
Tepuana JNA YyNpOYHEHUA KICTOUHOM CTeHKH. DTE >hPexTnt yKe, 00-BHAMMOMY, HE
3aBUCAT OT AKTHBALMK NPOTORHOTO HAcOCa, K JIEXam@e B MX OCHOBE MEXaHW3IMBbL
HEU3BECTHBI.

19.4.5. Meron Ky/muTypnl Tkadeidl obJiersaer HlyveHse MeXaHH3IMOB
KeToTHOH fHdrbepeRIHPOBKH Yy pacTerwi [26]

J118 XACTOK pacTeHWH, B OTJIMYHE OT OOJBUMHCTEA XHBOTHEIX KJIETOK, AUDPEpeH-
UMPOBKA MOXET H¢ ObITE KOHEYHbIM 3TaNOM PA3IBUTHA. B ONpeneaeHHbIX YCI0BUAX
MHOTHE W3 3pelbiX PACTATENLELIX KJIETOK COXPaEMOT CIOCOOHOCT: AemThes, a
B HEKOTOPBIX CyYasx MOTYT JaXe BCTYIMTh Ha HOBbIH MyTh Pa3BUTHS. DTa 0CO-
6eHHOCTb PAaCTUTENBLHBIX KJIETOK HAT/SUTHO NMPOSIBIAETCS NPH TIOBPEXIEHUH TKaHY,
HanpHMep npu Hagpeze crebna. HexoTophle xieTkM B 06JaCTH NOBPEXICHUS Aa-
HMHAIOT ACJMTLCA H 3aKPHIBAIOT PaHy, APYrHe Xe MOTYT NOLBEPraThCs Depeaud-
(deperimposke. Hanpumep, KJIETKH KOPbl MOIYT NpPEBPAaTHTLCA B KAETKH KCHNEMBI
¥ Tax¥M 00pa’0oM BOCCTAHOBHTL HENPEPLIBHOCTL COCYAOB B 00NacTH paHbl
(prec. 19-63). Monobusle mpoueccst nepemudbepeETHPOBKK KNETOX BOIMOXHBI He
TOJIBKO B UETIOM PACTEHHH: EC/IM XYJbTHBHPOBATH PACTUTC/MLHYIO TKaHb B CPRIE,
coaepXxalled HeoOXxoIMpie IMTATENbHBIE BEUIECTBE M TOPMOHBI, MHOIUE M3 ee
KNETOK HaWiBAlOT AEMMTHCH;, OAW CMOocobHb K HEOTPaMHYCHHON f1pOsmdepaltnu
4 B KOHLE KOHTIOB 06pasyloT Maccy OTHOCHTETbHO BeAM({epeRIMPOBAHHLIX KJe-
TOK, HA3LIBAEMYIO KAJLTYCOM.

Puc. 19-63, Peakusy Ha nospexacHWe y PaCnpoCTPaHEHHOLO
KOMHATHOTO pacTeHus Coleus (nponoibAuA cpe3 cTebns, cee-
Tosas muxpodororpadns) [posoasmme nmyuxu B obnacmn
paHsl Gbinv nepepedadbl. Cemb OHed CRYCTA B pelynbTaTe
CTUMYNSUYH KICTOYHOTO AcheHus W aepenrudidepeHuUs poBKA
6nu3nexalIHX KIETOK KOPH BO3HHK/IO MHOIO HOBBIX XJIETOK
Kcunemst ¥ GROIMH M Obna BOCCTAMOBIEWA HEOPEPLIBHOCTD
MPOBORALIAX CTPYKTYP B obmacTv rnospexnaeHus. (C nmobesHo-
ro paspewenns N.P. Thomson.)
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Puc. 19-64. Peakuua xanmyca Ha
ropMosisl. 1 ReboNbwmx Kycoykos
crebnn Freesia GbUTH NOSTyYeHD!
KANTYCH!, KOTOPBIE 3aTeM KYJbTWBH-
POBANTX 8 CPeac ¢ AYKCWHOM (MHIO-
STHITMACAISHON KHCSIOTOM) ¥ UM TOXM-
auroM (GerwrunamuHonypnuom). Cos-
MeCTHBIH 3pdekT ITHX ropMOHOB
3BUCEST OT MX KOJBYECTBEHHOTO CO-
oTdoleHus B cpene ¢ sbicokuM
CORePXAHWEeM ayKcuRa (2 MT/n)

H HUIKMM CONEPKAHMEM IHTOXY-
HARA (0,25 Mr/n) paisuBarnBcs Xop-
uH (A). TTpu HM3KOA KOHUEHTpauMA
aykcuna (0,25 Mr/n) ¥ BLICOKOH XOR-
UcHTPAaUWA OETOXUHMHA (0,5 mT/m)
nporcxoauno obpaloeanue noberos
(B). (C mobesnoro paspeweHus

G. Hussey.)

Puc. 19-65. Byripauysarye nenoro
PAcTeHHA W3 KYTbTYypPsl Kajutyca.

B kymeType xamuyca Freesia (A) #Rn-
NYIpOBATH CHaYafad paibUTHE NO-
Serop (B), a 3aTeM xopuei (B), ua-
MERSA KOJIMYECTBEAAOE COOTHOIIE-
Hue ropMonos a cpene. (C mobes-
roro paspemermsa G. Hussey.)

KyibTypel Kajutyca, NOJTyMEHHBIE W3 CaMeIX pa3MYHBIX pPacTeHMil — Tabaka,
IUTATaRa, MODKOBH H MHOIMX JIDYIHX,— OKa3a/HCh Ype3BLMakHO NONE3RBIMU NpH
H3YYEHUM KJIETOYHBIX OCHOB MOpPdOreHesa Y MO3BORMIIM MHOIOE y3HaTb O TOM,
KaK BJUAOT Ha ITOT npouecc GuToropmMonn. HanpuMep, B 3aBUCHMOCTH OT COOT-
HOIICHNA KOHIEHTPAUN ayKCHHA ¥ UMTOKMHMHA KyJIbTUBUDYEMBbIE KJCTKW MOIYT



Pue. 19-66. KymbTypsl xamtyca
MOXHO NMOAACPXNBATH B XHUAKON
cpene B BY¥AE CYCMEHIHH OAMHO4HEIX
xnerox. Ha MukpodoTorpaduu oo-
KalaHel 11B6 TAKHE KICTKA A3 Kaj-
fiyca naatada. J7T0 CRJILHO BAKYO-
JM3UPOBAHHbIE KNETKH C XOPOWO
3AMETHBIMA LHTOTUTA3MATHYECKAMHY
THOXAMY, pacxonsauimuca oT obnac
™ 3apa.

Pue. 19-67. M3 rmumuesoro 3epra
MOXHO BbIPACTISTL PACTCHWE C raf-
fonaAbiM HabopoM xpoMocoM. Cie-
Ba NOKA3aR0 HOPMANIBHOE NHI-
JopaHoe pacteHse Tabaka, a cnpa-
BA - FAMIOKAHOE, BLIPOCILEE W3
OQHOCO MBUILLEBOrO 3¢pHa. [an-
NOYANBIE PAcTERHA, WHOYAA BOIHM-
KaOWHME B NpApPOne, 06bLIYHO OTTU-
HAK0TCA OT NMANOKMOHBIX MEHBIIHMH
pasmepaMu. (C mobesroro paspe-
nieHus J. Dunwell))

19. OcobennocTu pacTuTensHex knevok 205

NapaTh HAYaJo KJeTKaM kOpAeH HIM noberos (puc. [9-64). Kpome 1010, B Ky ML TY-
pax Kajuryca MOXHO WHAYUMpOBaTh o0pajoBaHHe 3aponbnuel, kaxami y3i xo-
TOPEIX CNOCO6en NaTh H24aNo UeNOMy pactemmio (puc. 19-65)

Kasunye MOXHO MEXAaHMYECKH DA3fIeIATL HA ONYHOYRbLIE KJIeTku ¥ Hebosmlme
KOMOYKH KJIETOK W BbIpalIMBaTh WX 3aTeM B cycneH3uohHolt xyasmype. B Takoi
KYJLTYPE KJICTKHA OYEHL NOXOXH APYr Ha ApYyra: BCE OHU HMCHOT TOHKYHO NEpBHY-
HYRO KJIETOYHYIO CTEHKY M KDYNHbIE BAKYOSH, NEPECEYEHAbIE TOHKHMHM LMTOILTA3-
MATHYECKUMH HUTAMH (puc. 19-66). B paae cityyaes U3 OAMHOMHBIX KJIETOK, BblC-
SIEKHBIX W3 CYCMEH3WH, yHaBajoCh BLIPACTHTL 11E/10€ B3IPOCIOE PpacTeHMe. DTa
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Puc. 19-68. Csetoran mmtxpodoTo-
rpadMs NPOTONNACTOS, NONYHEHHBIX
¥3 3efleHbIX XJETOK MCTheB Tabaka.
Kretxy, muwennbie KteTo9Hol
CTEHKH, OKpYTJHAIOTCH; WX MOXHO
COXPaHUTH TOABKO B HIOTOMUHE-
CKOM DACTBOpe €axapa, ypapHOBeWM-
PAOILEM OCMOTHUYECKOE AaBJEHHE
ux paTonmaaiMel. Ha nepudepau
KJIETOX BHAHK MHOTOYUCHCHHBIE
xnopongpactsl. (C mobesHoro pape-
wenns J. Burgess.)

3aja4a TpebyeT TATESbHOK OTPaboTKH yClIOBMil KYJIL THBHPOBaHH:, B YaCTHOCTH
OYEeHb TOYHOTO YNPABJECHHA I'OPMOHATLHLIM GATaHCOM. Y iavHble pe3ybTaThl Obl-
JOM MOJTY9eHbl C KNETKAMM TakMX PACTEHHH, Kak kapTodens, Tabak, NETYHHA U MOP-
xoBb (cM. puc. 8-75). CrocobHocTe OfHON eAMHCTBEHHONW 3pesIoH coMaTHyeckoi
KJIETKH DATH HAYano LEAOMy PaCTeHUIO, B KOTODOM MOXHO HaiTW Bce OObIYHbIE
ANt Hero TUIMbl AU(GEPeHUHPOBAHHBIX KIETOK, NOKA3bIBAGT, 9TO B fIpoLecce HOP-
MLTLUOM KNETOYHOM AndbdhepeHIUPOBKY Y 3TUX PACTEHMP Be NMPOMCXOJMT yTpaThl
W HeobpaTUMON HHAKTHBAIKKN KaKHX-JOO TeHOB.

Cpem pabor no auddeperiponXe OTALTBEBIX PACTHTEIBLHbLIX KJAETOK B KyJlb-
Type OCOOBIH HHTEpeC MNPEACTABIAAOT ISKCMEPHMEHTHI C HE3PENLIMH  KJIETKAMH
MBUISOBI (MBKPOCNOpaMH). DTH BHICOKOCIELMAIH3UPOBAHRbLIE KNETKH, obragaro-
DME ranNOMIHLIM HAOOPOM XPOMOCOM, ¢ OMONLIO PAAa 3XCHEPHMEHTAILHLIX
Nponeayp MOXHO 3aCTaBHTh NPONMPEPHPOBATL ¥ AATh HAYANO LEIOMY PACTEHHIO
(puc. 19-67). Tamnouauble OpraHU3Mbl, BeIpalleHHble NOR06HHIM 06pasom, MOryT
MMETh OTPOMHOE HAy4HOE W TIPAaKTHIECKOE 3HadeHWe JUTA TeHETUKH W CeReKIMH
pacTeHui. Ycnetuybie SKCNEPHMEHTHl ObLIIM DpPOBEAEHbI B 3TOM HaNpPaBJIEHHH
¢ pacTenMsmu Tabaka ¥ puca.

19.4.6. IMoche ynasleHHSt MECTKOW KAETOTHOM CTEHKR € PACTHTE/IbHbIMH
KJEeTKaMH MOXKHO paboTars NmpEMepHO TAK ke, KK C KJeTKAMM
KHBOTHBIX [27]

OnHa n3 TpymrocTel paboTsl C PACTEHHAMH U JAaXe C UX HI0TMPOBAHHLIMU KJIET-
KaMH COCTOHT B TOM, 9TO KJICTOUHBIE CTEHKH 3aKpBIBAlOT MpPSIMOM JOCTYN X MJja3-
MaTiyeckoit MemOGpaHe. 3meck Ha MOMOLWL HPHXOAAT (EPMEHTBI, CMOCOOHBIE THE-
POJIM3OBATL CBA3YM B [0JUCaXapHiax KIETOYHOE CTEHKM; KRNETIH, 06paboraHHbIe
TRKMMH (HCPMERTaMY, TIOJHOCTLIO JIHIIAKOTCA CBOEH XecTKo#t 060JI04KH, ONRAXO
OCTAIOTCH XHIRECTIOCOOHBIMY, €ClM UX MOMECTUTb B Cpely, M3OTOHUIHYO 0O OT-
HOILEHHIO K UX LToMIa3Me (CM. pUc. 19-9). Takue «roimbie» pacTHTENLHBIE KJIETKH
cepraeckoH HopMbs, HA3BIBAEMbiC MPOTOMJIACTAMH, B KY/JIbType in Vitro moroe
BPEMS COXPAHAIOT METab0MUYECKYrO aKTUBHOCTD, 4TO TA€T BO3MOKHOCTL JKCIEPH-
MECHTAPOBATHL C HUMH IPHMEPHO TaK Xe, Kak ¢ XWBOTHbIMHK KJeTkamm (puc. 19-68),
NTO B Dffie C/Iy4aes BecbMa BKHO. Hampumep, H3ywaTh BAPYChl pacTeHHil Onlno
6b1 ropazno Tpyanee 6e3 HCROML3IOBAHKA DPOTOONACTOB, NPH PaboTe ¢ KOTOPHIMU
MOXHO CHHXPOHHO ARGMHIHMPOBATL BUDYCOM BCIO KJIETOYHYIO NOmysismumio. Buute-
JIERUE XE€ W3 NPOTONNACTOB MHTARTHBIX OPraHeslI, TaKMX Kax XJIODOIUIaCThI HJH
BAaRYOJM,~- cefiyac o6biuHoe neno. B HacTosulee BpeMa GOJLILIOR WATEPEC K MPOTO-
I1acTaM oByCIOBJIER ewe H TeMm, 9TO OHM CnoCOOHBI CIMBATBCA APYT C XPYroM (B
CIMAHMH MOTYT y9acTBOBATH IPOTONJACTH KaX ONHOTO BMAA, TaK W pa3HbiX BH-
IIOB); Npx 3TOM 00pasyroTcs cTabuibhble rTHOPUIRbIE NPOAYKTHI — TAK HA3bIBaEMbIE
reTepokapyoHsl. Takue rUOPUITHBIE MPOTONNACTD], TaK Xe Kak M obblaHble, MOTYT
in vitro pereHepHpOBATH KIETOYRYHO CTeHKY (puc. {9-69) m HayaTs memThes. Bo
MHOTHX CIfy4HasX, ¢CJi¥ (IPOM3OUII0 CJIMAANE He TOJLKO IUTONONA3MBL HO H agep
JABYX NPOTOILIACTOB, DPUHaMIeXaWMX K pasHsIM BUJaM, U3 oOpaszoBaBmerocs re-
TEpPOKAPHOHA MOXET PA3BUTLCA LEAOE PACTEHUE —coMaTHYeckdH raGpHx 3THX ABYyX
BunoB. TakuM 06pa3oM, MyTeM CIMSAEWSA MPOTONJACTOB PA3HBIX BUNOB PACTEHUM,
KOTOPbIE O6LMHBIM CNOCOGOM He CKPELYBAKOTCS, MOKHO B KOHETHOM CHETE MOMY-
YHTH COBEPLUEHHO HOBOE pacTeHMe. B OONbUMECTBE CiTyHaes, OJHAKO, CO3BAHWIO
reHeTHYECKH CTAOWIBHOR rMBpHOEO#H hOPMBI NPENATCTBYIOT REKOTOpbIE TOKA el
MaNlo u3yueHHbIe (PAKTOPDI, BLEBLIBAIOLIIC 3THMHHAAIMIO XPOMOCOM MM oBycsos-
JIMBAROLINE HECOBMECTMMOCTb KapUOTHIOB.

Jak./xodenne

PacmumensHble Kaemku AulUdeHbl NOQBUNCHOCMU u3-3a C80ell HCecmKold Xiemoumon
cmenxu. IToamomy @opma 83pocaozo 0pzaHu3IMa y MHO20KIAEMOYHO20 DACMEHUR
onpedeafRemea He CAOMCHLIMU MOPPO2eHEMUUECKUMU JBUNCERUAMU U MUZPAYUS MU
KAEMOK, KAK y HCUBOMHBIX, a4 MOYHOU NPOCMPAHCMEEHNOR opueHmayueli Kamncdoz20



10 MKM

Puc. 19-69. MuxpodoTorpaduu
npotonsactop Tabaka, noyydeRHbe
€ MOMOULLKO CKAHHPYIOUIEro 3Mek-
TPOHHOrO MMKpocxoma. Tombko 4TO
BbiJIe/IENHbIR cpeprYECKUA NPOTO-
nnacT (A) CXOmeH ¢ fIpoToNnacTams,
H306pKeHHbIMU Ha puc. 16-68.
KneTounas cTeHxa NONHOCTLIO yaa-
JICHA, ¥ BHAHA OTOJICHHAA Ma3ma-
THaeckas MeMOpara (5-oma xe
mpH GombLIEM YBeludeHnn). Yepens
HCKOTOPOC BDEMA HAYWHRAELTCA PEre-
Hepals KJeTOMHOH cTeBkm (B); ra
MOKa3aHHOH 31eck panHed cTaaum
3TOT0 TpOLEcca Ha HAPYXHOR [o-
BEPXMOCTH NMNA3MATHYECKOH MeMm-
6paubl XOpOmO BKRHA HOBOODpaszo-
BAHHAA CETh USJUTIONOIHHIX MEKpPO-
¢ubpunn. (C mobeanoro paapeine-
Hua J. Burgess)
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KAEMOUR020 0LACHUR U CMPO20 KOWMPOAUDYEMbIMU npoyeccamu pocma U dudepern-
yupogku kdemox. [esenug npoucxodum zaa8ruim obpasom 8 cneyuasuzuposaHHMX
yyacmKax Op2aNu3Ma, HasbleaeMuix mepucmemamu. I1aocxoems Qenerus onpede-
1Aemca ancambaeM KOpmUXaAsHuIX MUKpompybOUeK, HOCAWUM HA36AHUE npenpo-
$aznozo nyuxa; ocobenHo NazZAADHO MO NPOABAREMCA & CAYHaE PAOA GANCHBIX
ACUMMEMPUUHBIX KAemOUHbIX OereHuti. OXOKUameAbHaAa (HopMa Kiemku 3agucum om
cneyluduvecKkol opueHmayuu YeAN0A03IHLIX MuKpoPubpurs 8 KiemovHOR Cmenxe,
KOMOpAas & CBOK 0uepeds onpederfemca OpueHmayueis MUKpompybouex 60 8pemA
onuoxceRUA 0aHHO20 cAor cmenku. Koopounayua npoyeccos desenun u ougpdepen-
YUPOBKI KAEMOK HAXOOUMCA NOD XOHmMpOAem Haxmopos enewrHell cpedvl u cob-
CIMBEHHBIX pOCMOGHX PAKMopos op2anusma—gumozopmonos. Hocrednue npedcmae-
A810m C060% HUIKOMOAEKYAADHbIE dewjecmaa (KA, HANDUMED, QYKCUHLI U {UmMOKU-
HUHBL), KOMOPBle COBMECMHO OKAILIBAIOM GAUAHUE HA npoyecch pocma.

Mnozue acnekme! pocma u pazeumus pacrmumeAbHvIX KALMOK BbiAu UCCACO08AND
HA KYABMUGUPYEMBIX KAEMKAX —KAX OOUHOUKMIX, maK U 8 cocrmage xarayca. Haubo-
fee  ADKUM  NPOABABHUEM MONMUNOMEHMHOCMR MHO2UX COMAMUUECKUX pacmu-
MEALNBX KAEMOK AGASEMCA NX CnocoGROCMs dasamp HAuAA0 yeAOMY PacmeHulo.
I pomonaacme: - pacmume AbHole KAEMKIU, AUULEHHbIE CBOQI HCECMKOT CMEHKU,~ MOXNC-
HO U3Y4amy in DilrO memu H#ce MemodaMu, ¥mo U KAemKU HCUBOMHBIX, OHU MOMHCe
CnocobHbl pezenepupoéams yeaoe pacmeHue.
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15-21, 25, 28-30. Cm. maxxwe Kpucru

BryTpuxnetomnle Membpanst I: 39, 154;
[: 133-138. Cm. maxmwce KneToaume
MeMOpaHbl: MATOXORAPRAMLHBIE MeM-
6panbl; XytoponnacTal; JHA0NMa3IMATH-
yecku¥ PETHKYJYM

—— okonosaepume I: 43; IT: 252

—— OTHOCHTENbHOE coaepxkaHue [1: 136,
137

—— poct II: 171

—— cmunane I1: 181

BryTpumembpansme vactuos 1: 175, 176;
II: 84-85

Boga, peaGcopbums ® noyxax III: 265

- cTpyxTypa # ceowcTsa [: 64—65

Bonopoaune wonst (pH) I: 65

— cos3u I: 64, 113

—— MEKAY 2MUHOKHCA0TaMK B Benke [:
133, 136

-—- GemxamM® W HyxmeoTmaamm II: 213

~—— BenxoM ¥ Jurangom I[: 148

Bo36yxaaroUumA NOCTCHHANTHYECKUH MO~
Tennman (BIICIT) V: 103

Bonoxaxctne Tpakrsl Vi 147

BoaocxonMe xaeTk® (BHyTpeHBero yxa) I:
174; 1I: 111, 1t7; V: 121-123

BopoTterie TokH V: 84

BoporAwmit MexamysMm V: 80

Bocxa V: 171

Boccranoeniesne I: 84, 93, 100

Beacmsatoume xnetkn V: (75

BTopuauas meseuxuma IV: 58

~ cTpyxTypa Bermxa I: 139, 140

Bropme mocpeamuks [H: 271: V: 104

—— yCWIeHUe BHEKNeTOTHNX cuTHanos 111:

BricokosHepreTracckne ces3n 1 86

Tanakto3a I: 75, 176, 178; [11: 231; V: 180

D-Tanaxtozamun 1I1: 231

Tanakvoswnrpancepasa (I: 176

Tanaxroucpebpoana I1: 73, 74

lanakTyporoBas gucnora V: 163, 164

FAMK csm. y-AMUHOMacCAHAA KHCAOTA

FaMetnl cu. TMonobre xieTkm

Fanrmuu cm. HepBHule raurmme

Canrmmosamer 110 74, 75

[aHrmosbse xaetxn V: 126-129

Tannouasoe Nnoxoneuue, ranjsonaHas gaa
IvV: 7-8

Fannonarue pacreaua V: 205

FanTennt V: 14

[acTpoBackynspwas nomnocts I: 49

Tacrpynauns IV: 54, 56, 66

Iexcoan I: 69, 70

I'eym BHexnetownoro marpuxca IIT: 221,
233

~—— o6pasosanue II: 236

I'ens —~ 20ms, nepexomst 111: 118

Fesw3onmr 1110 121

Fems-paasTpama I: 194, 195

Temarrmorunny 11 163

Fematoxcuwnun I: 167

Temmunesunonosa V: 162-164

Temornobur I: (315 I1: 23, 24; 1V: 73, 168

- reHeTHdecknil kouTposm II: 260

- 3pamouna 11: 298

FeMosm3 NokansHutit V: 20

TeMano3TiIeckas (KpoBETBOPHAS) CTBOJIO-
Bax xietka IV: 160

Temur 10 150
ey cam. Tenm
- src 11 154

- V) (Vy-cerMent) V: 38-40
FeneTnaeckue nokycw 1V: 9

~— kxoMmmeke bithorax IV: 81
Teneruveckuit kop 1: 26, 128-129

—- phpoxnaexHocTs 11 129; II: 16

—— opranmean II: 58

-~ pacumdposka I: 191-192

TeHHbIe CerMeHTh,, XOAWPOBAHME Jerkok



H Tokenofl uened V: 36—40

Tenomnvie xaTaxmamm I1: 302

Fenome I1: 300; 1V: 74-75

- supycos II: 4249

- AMnaonaxoro suaa IV: 13

- apozodrim 11: 224-225 296, 304

- xykypysw 1I: 304

- mutoxonmpu# I11: 62

- nepectpoixn Il; 291-294

Tenm I: 119, 127. Cm. maxsce Tennnie cer-
MeHTBl; MyTauun

- ajnespyuie IV: 9

- aHTHTEN V: 3642

- l\a}apg%&m;ﬂoﬁ ¥ KOHCTAaRTHOM oBnacTel

- BKIBOvEHHMe, BRIKNEO4cRHe I: 42; I1: 282,
286, 289

~ ructonos II: 280, 300

- rimxonpoTeros MHC V: 59

- mepenpeccia II: 263

- xnerounoro nesenns II: 169-17t

- noxanwszamks 1: 215

- MuTOXOBApHAILKEe [TI: 60

— HObble, BO3RHKHOBCHHE, BAUSHAE HA 3BO-
mouuro 1: 140, 11: 298; IV: 10, (2-14

- nepexpsipatomeca Il 50

- pacnpocTpaMerHe B nomysaauws IV: 10

~ perumdxanxs 11 125-126

- PHK 11! 273, 300

- ;aﬂnemno nopTopsioumecs [; 245, 273,
74

- yasoenuc IV: (3

- axcrpeceus I: 21, 42; 11: 259, 261; [V: 73,
171, Cm. maxsice Peryaauus ax THBHOCTH
FeHOB

Tenaparcympar 111: 231

[emapun III: 231

Fenatomntet 11: 143; TV: 143-146

— CRaJXU¥ INA0MNB3MATHYECKAA PeTHXY-
gyM B Rux 1I: 155

- xoMnapTMenTamM3atma II: 136

— meneewe kKonTakTs [11: 219, 220

Tereporentas suepras PHK (raPHK) II:
233, 234 239

Ieteposurots [V 13

lerepoxapwon I: (86; TI: 87

Cerepoxpomarun I1: 282-286; III: 166

~ XORCTHTYTUBHbIA TI: 283

- daxynsTaTueserd I1: 283, 284

luaypounnaza I1I: 233

l‘ngaypOHom aciiota (ruanyponar) [I1:

I'n66epestmnnt V: 202

MuOpwmamra xnetox I: 186; [I: 87

— Hyrneusosbix xucror [: 208, 213, 280

———in situ I. 21§

I'n6puamste wrerku [: 186; M1: 87, 88

Tubpuansti pucredes II; 304

Tubprgomer I: 205

Curantcknii Helipon xansmapa V: 80, 108

Tuapa I: 49-52

Tanprao-wor 1: 90, 91, 99, 100; IM: (7

Muapoxewmuaun IT1: 222, 224

I‘ugnpoxcum;uu rpynna (—OH) I: 66-68,
9

Muapokeunposwmn 11: 149; 111: 224

unponass (MapomTHYeckHe GepMerTEI)
II: 186-194

I'naponua ATP I: 86, 95-98, 153, 159; II:

14, 37; I1: 22, 26

I'napopumHbe Monexynw [: 64

I'napodobxuie paanmoneiictena I: 65, 113,

114; TI: 76

— xonouku I: 193

- mostexyamt I: 64

Tuneppapnabesmunie obnactu V: 32

- netym V: 35

l'nn2e7pnoupnaa.uuﬂ MemOpaHw V: 80, 123,
1

Tunoxcanar 110 28

Manotanamye ITI: 246, 249, 250

Funodu3s 111: 246-250

- woxwxa TIT: 246, 247

Cupasa II: 271

Imetamun I1: 119, 120

— xax xumuaeckyf Memiatop IIT: 248, 254

- po/lb B CBA3bLIBAHMM aMTHrena V: 25

I'ucrupm 1: 75, 76

Ineron (cm. taxxe HcTORRI)

- Hf II: 208, 211, 274

- H2A 1I: 206, 211, 232, 274; III: 163

- H2B II: 206, 232; IM: 163

- H3 II: 206, 232; 1: 163

— H4 II: 24, 206, 232; 1IT: 163

MicronaneTrnaza II: 210

I'scrobmeanetmnasa II: 210

Tucronn 1:43,46; 11: 41, 151, 204-211, 232

— auetnmMponanne 1I: 210

- BKIKoYeHke B XpomaTrH III: 161-165

- reteporennocts 1I: 209-2[1

— AykJjeocomune II: 206

- peryasumus aktuprocTH teHos I: 215

AaBHLi KOMILIEKC MECTOCOBMECTUMOCTH
(MHCQC) V: 57-64

Cnafkne Muimuy (raaaxas MyckyfaTypa)
III: 86-87; IV: 170

T namcri S3HAONNA3IMBTHYECKHIH PETRKYTYM
II: 136, 152-157

Inas I: 57; 1V: 133, Ca maxoce 3pemne;
3puTe/LHAN CHCTEMA

CaazonomaBanTHocTs V: 151-152

Imiamyple xnenon [10: 123, 124 V: 75

—— meuxenne OJ: 118

—-— paauanbHble V: 139

I'manbuufd ¢ubpunaspustd Gestox T1: 123

Tmuxoren 1: 74; I1: 142-143, 176; IIL: 265,
271-273

ImuxorencuureTasza I1: 142; TI: 273

Fmxorendocopunasa I: 182; I1: 142; 1I1:
264, 271

I mixo3amumormxkanw I 221, 230-235

I'mrosuwnrpaschepasa I1: 166, 176

Mmukokaymxe 11: 97

Cruxosms 1: 31, 89, 90, 105-109; 111: 33, 48

Cmuxomruasl Gnonorwdeckux Membpan
: 67, 73, 96-98

mxomtuyeckue peakuuu [: 106

I'maxonpoTenast 1: 73, 74, 179; 11: 96-98,
(62, 165, 175, 178

— pypycHol obosnouxs 1I: 138, 163, 177

- TNIABHONO KOMILIEXCA [HCTOCOBMECTHMO-
ctv (MHC) V: 58-64

— KB8K CHTRaJbHBe Monerkyms 1L

—~ xposeTBOPELIX xneTox IV: (69

- aduexnerox IV: 43-47

Mokochunromnyae I1: 73, 74

[mxodopun I1: 79, 81, 86

Tuoxcwnatowii nyte I1: 193

I'maoxcacomer 11: 193

Cmamepamsaerma-3-gocdaT 1: 89; M1: 40,
46

249

I'muucpoa f1: 73
Cmumn 10 77; 1T 222
- xax Heiipomemuarop III: 248, 254

NpeareTHnié ynaatens 213

— cTpykTypa V: 102

Tnobumut 11: 298: IV: 10

nobynapubte Sesxu I 136, 144

Iiy6okoe Tpasmenwe I: 176

Fnytamum 1: 77, 98

IlyTaMyHOBast  KkMcs0Ta
8 moary ITI: 254

—— cxnaTes I 98

—— ctpyrTypa I: 75, 77; V: 102

Iyrapategesug 1: 171

Inytatuor I: 134

Imoxaron IIT: 265

Imoxoaa 1: 86, 159, 11: 75; I11: 13; V: 180.
Cm. makxce Tmaxomus; Tmoxo3usidi Ha-
coc; I'moxoHeorenes

— n3oMepw I: 70

- mepenoc 1: 99

- cTpoenue I: 69, 70

D-T'moxo3samun I: 71

nioxo3nni macoc I: 159, (60

moxoneorenes I: 105, 106

D-I'moxkypouosas kucnota [: 7(; TI1: 231

Tonosacrax narywssu II1: 252

Toavdncu armapat I1: 135-(37, 172

~~ neliponos V: 131

-- HoBooOpasosamue I: 148

—— OTNOYKOBMBaKHe ym3ocoM II: 188

—— copTuposxa Geaxos [1: 182, 194-195

—-- ctpoeude II: 172-174, 184

——y pacresnt V: 191

——~ yyacTee B TpaHcrnopTe Monekyn II: 69

- M;é’roﬂ oxpacky HeppHo#l Tkauy V; 74, 75,
|

- nyaupbku V: 188

- cromkn (muxTocomxut) I1: 134, 172, 173

- unerephn 110 129, 173

T'oMeo3ucHBIE (FOMEOTHICCKHE) MyTanau
IT: 268, 269; IV: 80-81

'oMonoruaunte xpoMocoMs LV:

Conagnste Baymxy IV: 122

FovapoTpomMAK  (roBanoTpomHnle Trop-
moust) IV: 32, 33

Towanmet TV: 27, 118

T'opH3oHTahHAIE KIETHH CETIATKH V: 126

Topmon pocTa cm. COMATOTPONHH

- WMTOBHAHON Xeneabt (TAPEOHAULIA Fop-
mon) 111: 247, 250

I"opMoN-peuenToptibie komanekens I11: 257

Copmonm [: $4; T1I: 149, Cwm. maxoxe
BTophle MOCPeqUUKY ; 10 HAIEAHUAM OM-
OeAsHBIX 20PMOR0OE

— gefcTene, onocpenyemMoc cAMP 111t 265

- KaK CHfHa/IbHAE Monexyam 111: 249-250

- cganuemne ¢ HefipomeamaTopamu 111:
253

[paamenT BemmnEm cargana IV: 98

— koHUeHTpauuy I: 159; II: 101

- naotxsoct I: 190, 191

pavumumn A II: 115

CparynounTa 1V: 161

Iputer 1. 39

I'pyasod mpotok V: 1

Mpynnut 3xpusanenTrocTd IV: 119

Cyamunarnnxnaza [1: 277

Tyarmm (G) I: 80, (20, 122; II: 23

— CNOATAaHHOE Je3amMyHuposatme 11: 28, 29

[yano3anmadocdhat (GDP) I 92

[yanoanntpudochar (GTP) I1: 144

- ofpalopakmue B UMKAE JTAMOHHON XHC-
notw 1@ 92

I"yauomﬂ;pud;own-cnnabmawumﬁ Ge-
nox (GTP-csaapsarommin 6esox) 111:

(riyramar),

15-18



214 [MpeameTHslii ykazaTens

266, 277, 278, 283

Ty6xu I: 48; II1: 207

Cymopansuetii oteer V: 6

G cm. Tyanun

GDP ¢cu. T'yauosnnangoctat

GTP cu. Tyarosuntpudochar

GTP-ceasuparoumii 6enok cum. [yanosmn-
Tpudochar-casibreatoimi Gesok

Jdaywa cuwgpom I1: 293; 1V: 35

Huoimas crupans JTHK 1: 120-123; I1: 28

- ~- xOHpopMauns, B- n Z-popmer [: 123;
I: 213-215

- —— paconeraume [1: 271-272

—-—— paspble 4 BOCcoegMMende II: 52-53

—~— peHaTypamds in vitro [I: 53, 55

—--- cTynemsaToe coeaumenue [I: 52

-- PHK, A-¢opma I: 123

——— «mmimska» I1: 11

Hsymepaslft 3nextpodopes 1: 197

Hernapataums (xonpeucanys), peaxusy I:
97, 98, 101

7-Bernapoxonectepoa 1. 100

Heandepertprposra I1: 260

Heszamunauposanue 11: 25-29

HesoxcuprGosa 1: 80

Hezoxcupuboryxneasn (AHK-a3w) IT: 207,
216, 217

HeaoxenpuOOoHYXJIICsHORAR KACKOTA  CAM.
OHK

Hezoxcnpuboryrneosnarprpocpatyr  11:
30; I 2¢7

Hezoxcnpubonyxneotuasn 1. 125

JHeaoxcnxonat MI: 29

Henenue npoxapsoT LI: 195. Cu. maxoce
Bunapuoe neserme; Knetouroe aenenme

Heneunn I1: 291

Hevatypamss Gemxon I:

- AHK I: 213

Herapntur 1 56; V: 73, 74

~ xoHyc pocta V: 133

- nepenada curuanos V: 110

- TpascnopT Bemects Vi 132

~ maTockeset V: 131

HevepBaimg, BIOLHWE Ha MOHHME KAHAIH
V: 112

—-- A MpopacTaxNue akcoros Vi 145

Hepma IV: 111, 135

Hepmataucymsdar IT: 230, 231

Hecencubusmaanya (agarranns) KIEToK-
Muniered 1: 281

Hecvmua 111: 84, 123, 124

Hecvocomsy T11: 124, 211-213; [V: 154,
155. Cm. maxsce Mexxetouusle KOH-
TakThl; TTosTynecMocomnt

~ onoscmearoumie II: 115, 211-212

- «Toneypey [MI: 211-213

HecmoTybyma V: 172, 173

Hecrabumizupyrousme Genkn (cps3biBaro-
wpe ognouenodcarywo [JHK, SSB-6en-
k) 11: 36-37, 39, 53-56

Hetepreatm II: 77, 78

Jerepmmrawra 1V: 73

- onpexaesneune 1V: 75-76

~ CTBOJIOBLIX XJIETOX xporu [V: 165

——— 3magepmuca [V: 153

Nuabetr IM: 282

Huaxuues 1V: 18, 22

}Zlnlrgnocoma (ctonka [omsmxu) I1:
7

Hnmepsl 1; 143

Ouuevn I11: 92

133. 11: 77-78

172,

- Bepereua II1: [86, 187
Muuensonsle pyaxy III: 92, 94
uitpodreron (JH®) 111: 33; V: 14, 5§
IUIONTHOE MOKOACHHE, AMORoMIHas ¢a-
3a IV: 7-8

Hannowmrsie pumst 1V: 11-14
JHurutotena IV: 18, 20, 22
Nucaxapums [ 69, 7t
Z-Ruckn HI: 76, 77, 84, 125

Huacynsbummie cra3n (S—S-moctuxn) 1:
133, 134

Rudpaximonunie xaprunn I: 177-179

Judparums outndeckan 1 166

— peuTreHoeckux naywedn I: 12, 177-182

Juddepenunponka xaetok II: 260-261,
269, IV: 73

-~ reHernyeckas peryasuxa II: 269-270

—— H obuosnenue knerox IV: 143-180

—- pacTterni V: 203

HAuddysus u cxopocth peaxuri 1: 153, 154

— poas B MOJEKyASPHOM yanapannu I: 116

AmrtHraamunodTRUgesURON03a  (ADAD-
nesunosiosa) I: 194
OHK 1: 22, 28-29, 80; I1: 6, 259. Cum. max-

e [esoimas cmpans JHK;
Omouenoseraan JHK;

- B coctase xpomMocom II: 205, 207-208,
211, 216, 226

- B afiuckaerxke 1V: 31, 48 49

- Bupycos n bBaxtepuodaros IN: 45, 301

———- prodeEAE B reHom 11: 46, 50

— aexomuposakue IV: 7

- gesemuu B fgyumxavud J1: 291, 298

- xax Matpsma I: (24-125; IT: 8-1}

- xaorupobaude 1; 208, 210, 212

- womupyromas I: 128; I: 205, 227. Cm
maxsice [eHpl

— xoJrduecTeo B knerTke I 43; H: 226-227

- xoAsmeBaa Monekyna 1: 39; TII: §7

— KOMIJIeMeHTapHOe B3AUMOJCHCTBHE Me-
¥y OMMHOYHONA B ABOKHOR CriMpaniMu
II: S5

- JHmxxe xoumm 1 210

- mMeTesmposarme [1: 287; TV: 136

- MHTOXORAPKA M xnoponsacton III: 55,
61

- Rexommpymowas J1: 226

- wyxneauns 110 S3

- obpa3opanuc pgouepuedi meny I:

— OHOUeroMNeYHKe pa3puieu IT: 54

— oprammsampa » 3sontonus II: 295

—— nerespuag It 216

~ nepectpoixku V: 37, 39-40, 4

-~ soxasbHuie I11: 289

— MOBTOPRIOIMECH [OCNENOBATE TLHOCTY
(OIHK-nomtopwt) I: 214; I1: 295-301

- npn apoGnesuu sifua TV: 27, 54

- «npobnema xpydeuna» II; 37-39

— MPOKApHOT M 3ykapHOT, cpaBHenue I: 39

- pexoMbunanTras I: 207, 217, 260; I1: §6.
Cm. maxmce Pexombruanus reseTunde-
ckKasa

—— pa3paboTxa MeToONOB ¢¢ nonyueHus I:
208

- pemapawnx I1: 7, 22, 26

—— ces3agHan ¢ pekoMbBumauaed II: S8

- perymxamua 1: 126-127; 11: 2, 30, 33; I11:
57;1V: 26. Cy. makxce Perumkaumonnas
BuKa: PemsmkammoBHLIi raa3; ®aza S

-- 8 ooumte IV: 29

-- Hanpaenemue 5’ — 3" II: 33, 3§

-— npu xpoccurrosepe 1V: 25

xIHK;

125

—— vouxy Hadajta lIl: 158, 164

——y Bupycos Il: 47

- pectpukuus 1: 209; V: 37
- caTeumTHas 11: 284 256

- caaTeTHRECKar II: 34

- cnovTanusle nospexiaenns I: 25

- cTpyxTypa 1: 120-127; II: 205, 214, 215

- cynepmnpa:m:al.uﬂ 1:

- dpparMentn I: 212-213; 11: 33

- meATpoMeEpa 1I; 184

- «nmasku» IT: 36

- @roucravaasm [1: 301

OHK-remxasnt 10 158; 1I:

HAHK-rucrosossti komnnexe II:

IOHK-308x 1: 213215

ARK-xormm (kIHK) I: 212; II: 262

IOHK-mraza 1: 210; 1I: 26

JAHK-nmonuMepasza 1: 125, 212; U: 26,
30-34, 38; 11I: 160

JAHK/PHK, rub6punnas crmpams I: 212

AHK-conepxaume supycm (IHK-sppycer)
11: 48-49. Cs. marxce Ouxoredubie
BHPYCH

AHK-Tonowlomepasst 1: 37-39

OHK-rpasckprntsr I1: 301

AH® cm. Huastpodenon

Nonemwncynsgat Ratpur (QCH)1: 195; 11:
77-19

-— crpyktypa 1l: 77

26-28, 137
211-213

Honmxon II: 166

Homenst 1: 139-142; V: 33-36
Hodbamuu I11: 254

- cTpyxrypa V: 102, (04

Hpobnenue wina I11: 174; 1V: 27, 54-55.
CM. maxxce TacTpynsuns

-- nposodwmr 1V:

-— maexonuTaroumux IV: 67

-- crupanasHoe (yiuTke) IH: 132, 133

HOpoxxm I: 20; III: 58, 157, 158

- MyraHTH “petite” IIT: 60

Rpo3oduna, speane I: 56-58. Cu. maxxce
Drosophila

~ MyTadTH [V: 94-95

— pa3BuTHe, AeTepMuHALME B Anddepen-
unpoeka IV: 77-92

ACH cm. Honeunacymmpar Ba

[lyn}ymxamﬂ (AHK, reros) I1: 2
13-14

Omxatemuaa gens 111: 10, 16-20, 24. Cm.
maxxce [lepenoc mpoToMor; [lepencc
3K TPOHOB

—— OKHCAWTEMLHO-BOCCTAHOBHTE/ILUNE
noteHmras 1H: 30

—-- ¢cpMedTHble xoMmnekcn IIT: 29

Apsixaresuanit xowTpoms II1: 33

A3A3-uenonosa I 194

ns
;IV: 10,

Enynvna 3sontouaonuoro ppemenx [1: 24

EcrecTBeHBas HMMYyHOJOTHIECKaS ToJe-
paHTHOCcTE V: 17-18

EctecTBeHHbit oTO0p KmeTok TV: 182-183

—-— CAMOPENMNUUHMPYOLMXCA Mo deky 1; 24

—-— 3MHMMMHALMA Bpeaublx MyTaunji 11: 23

Krytuku JII: 88

- baxrepun 11I; 88, 286

- cnepmmes I11: 9, 88; [V: 35-36
Xenesocepunie xomnmexcsl I11: 18
Kencaw [: 45; 1V: 112, 113
Kenrox IV: 28 29, 31-32
KnupotHne 1: 39

Hupupie xucnot 1 22, 68



—— HaCblEHHble, MeHachimenHue 11 68
—- okucnenue ITI: 19, {3

-— cAHTE3 B xnoponnacrax II: 47

-— mHnu 1: 72-74

XKuposan txame III: 265

3amuBka Tkauu I: 167
3amopokeHneie cpeast 1 168
3amMopaxuBaRUE —~ BBICYLIMBaHKe 1:
176
Sagifpaxnnanue—ckanumuc 1: 174; 11:

175,

3aMopaxupanrde — Tpasiende I: 174

Samuikaroupe xoutakTat III: 211

JanacHuii Gemox V: 186

3apoasiuensie KeTku I: St

3ayarkoeulf nyrs [V: 8

3ecatAn V: 202

3eneHnie Boaopocau I: 47

3urota I: 52; IV: 8, 4

3uroTena IV: 18-22

3uMoredoswe rpanyast II: 180

3nmorenn 11: 150

nroxaqecTsedtbie onyxosm IV: 183

3pense crepeockommuzeckoe V: (25

3putennraqa kopa cm. Kopa ronoenoro
Mo3ra

- cheremMa V@ 125, 150

—— HeTeHblwed MnexonuTaroumx V: 149

-- aposodunst I: 56-58

—-— paleuTHe V: 146

l{nno:»;n —3HTHBANOTHN, BIaNMOAeACTBIE

V:

Nmonont V: 43, 51

WUaypounnasa II: 190, (91

Hayporosar xuciora III: 231

Hamenemie cBoGommol aueprin I: 96-98,
119; T: 22-23, 27

H3onerumn 1: 77, 105

HaodepMenTal I: (0S5

HaoanexTpuueckas Touxa 1. 197

H303nexTpuaeckoe dpoxycupoparde I; 197

Umarrnaneirsle gascks [V: 77-8(

- xnetku I1V: 77

MmMmymuTeT X BHpycam V: 65

~ KneTOUHAs OcHoea V: 7

HmMMyHrHas cuerema V: 6

—— M XHMH9eckoe ysHapahie [: 53

Ummyuruii mamaop V: 65

- oteeT V: 6-18

—— ryMopasbHel V: 6 B. Cm. maxxce
AHTHTCIE

~— BTOpHuHbM V: 5, 22

-— xaerouumd V: 7-9, 51

—— nepeuwHsl® V: 15 23

WmmyrornoSymus (Ig) T: 136; 11: 163; V:
19. CM. maxaxce AumnTena

- Kak aATHTeHW V: 44

- crpyxtypa 1: 299; V: 21, 26, 31

- IgA V: 23-25, 40, 43, 4

- 1gG V: 24, 26, 27, 35, 40, 43, 46, 47

- IgD V: 23 43

- IgE V: 23, 25, 33, 43

- Igh V: 23

- IgM V: 23, 24, 33 40-44, 46, 47

- J-uenn V: 24, 25, 38

HMmmymonorudeckas namate V: 15

- cems Ve

- ToJNepaHTHOCTB V: 16-19

HwmmyBonorus V: 6

HnMmynoumToxamas 1: 204

Umnyecuas mertxa 1: 202, 203

Hubpenuste mrmy V: 8, 60

Hnparmmanus 1V: 57-60

Hx-}%azsmnuﬁ poCT, MeTaCTaIHPOBakKe [V:

Musepeun 1V: 21, 24

HurubnTope! cilTe3a Genka I1: 21, 144.
CM. makace no HoI8QRUAM OMOEAbHBIX
unzubumopoé

——- B mToxongpusx Ill: 67

-— PHK II: 21

Huaosmn-3-ykcycHan xucioTa (ayxcumn) V:
202

Wwnoam V: 197

WwmmraTopusnt komiere MPHK o pubo-
comut [I: 19

HHcepmuonnelt MyTarenca I11: 153

HUHcTpyxTeeHan runoresa V: (2

Hrucymn 1I1: 249, 251

— MOCNEeAOBATENBLHOCTL aMKHOKHCIOT 1:
127

- ggnuuauuc ¢ peuentopamu II: 126; I11:

1

- cexpeuns I; 148; II: 116

MnTterpasa 1I: 47

Hutepkanaunry npaswro IV: 106-110

Hnrepncikaust V: 54

HnTepHeiponst V: 71

Wntepemnuamsuuil poct TV; 175

HUurepdhasa mefoza 1V: 23

- muroaa III: 139, 177

NurephepeHunonHbit Muxpockon I: 168

Hatepdepenums cserosulx soymm It 166,
167

HATposs (METPOMHKIE N1OCTEIOBATELHO-
CT#; HeKOOHMPYIOWME, BCTABOYHEIE OO~
ClIEROBATENLHOCTH TeHOB) §: 211, 214 11:
236-241, 244, 299-301

~ axnenTopsnt W Aouopesit cafitm IT:
239, 240

- Beipesamne I1: 239

— ¥ KOmpoBanue UMMyHOrI06ymEOB V!
34

- muToxoRgpnanbHod JHK III: 61

Hugopmawsonusie (MaTpyaapie) PHK
(MPHK) I: 128, 191-192; TI: 7, 1],
143149, 232, 241, 161, 301. Cm. maxxce
Konpomwr; Mpoueccasr PHK

-- kaouuposamme 1: 21t

—~ KOBJICHTEbIC MOAX(UKAIMH («K3TIH pO-
pamrue») T1: 233-235

—— S-xoneu II: 147-148

—— muToxoHapsd III: 61-64

-— no/muMcTpoRHas cTpykTypa [l: 148

-~ poly (A}nocneaosaresmuoctn 1I: 147,
235, 236

-~ TIPOKAPHOT M’ 3ykapuoT, cpasschue I[:
147148

—— npoueccnnr IT: 235-241

—- cBs3biBaHMe ¢ Oenkom II: 146

—— CBHTE3 cM. TpaHCKPHILIRA

—— cogepkaHnHe b knetke II: 232

-— cuuTaisande I: 128-131

-— xyoponnactos III: 58

—— 3KcnopT » waronumaaMy I1: 244, 261, 281

Undopmamnsa B makpoMmosekynax I: 113

— remwergyeckan I: 20, 123-128

-~ aexoauposanue II: 7

— sTpu OGuocauTesc Gemxa I: 131

— cencophas Vi 118; 128

Undyaopun I: 41, 42

Hounsute slaumogeiictens I 113, 115

MpeaMeTHbii ykasaTene 215

- rpamedtsl I: 160; IT: 109; V: 78

—- B CONPAXEHHBIX XJETKAX (MOHHOE CO-
nmpskenye) 111 218

— xamanpr 12 53; I1: 112-115; IT1: 262; V:
80-86. CM. maxxce ALCTRIXONMUH-3aBH-
CuMbIC  kaHansl; Kasmepne kawWalbl;
Kanbumesme xaramel; HaTpuebble ka-
Hasbl; [loTeRIAan-3aBHCHMBIE XaHalibl

~— ¥ mamsTs V: 112

—— HEPBHO-MBIOEYHOr0 COEAMHCEMA V:
98-100, 112

—-— «c poporamu» V: 76, 82, 103

— Hacocs! 11 53, Cu. makoxe Kamimessiit
Hacoc; Harpueso-xamuesnlif Hacoc

- cosau It 115

~ Toxm V: 76-84

HonooOGmeunan cmona b: 195

- xpomatorpadusa 1: 193-195

Honoobmennnte xosmonku I: 193-195

Honopoper I1: 115; TTI: 33

~ xadanooBpazytomme II: 113

Houm II: 99, Cm. maxmce Bomopoamusie
wonw ; Kanei, vourr; Kambouit, Bousn!;
Hatpu#i, HoHBI

- BMMARAEC Fa OMIOAOTBOpeHHe IV: 44

- TpancnopT depe3 MemOpamet II: 99,
103-115

Kamesne xamamt Guctpeie V: 109

~— Menneuusnie V: 85, 85, 108

-- nposommMocTs Vi 79

Kasuwu, noust (K *), rpaauent xounextpa-
uuy 11: 103. Cu. makowe Hatpuceso-xa-
JIHEBBIA HaCOC

Kamnyc V: 203-205

Kamemomxysnur IT; 120; I11: 87, 102, 276; TV:
47

Kansysesnie xanamy 111: 269

—- noTeulyan-zagdacuMuie V: 96

KamsuMenntn Hacoc II: 108. Cu. maxoce
Ca?*.ATP-aza

Kanbouit, wonn (Ca’?* ), pimsmuue na arpe-
rauio xnetox IIT: 208

~—- Ha xoudpopmamnro Hesmos III: 275

--- mga muo3ud III: 115

——— ua MuilueTHoe cokpamerne I11: 85-87

- - xoHmeRTpauus B afuckneTke 1V: 46, 49

—— TIepeKavyBaIHNE U3 TUTO3ONA B MUTO-
xonapuio 11T: 21

~-~ y4acTue B MEXKJICTOYHOH XUMHYeCKOH
curasm3amm 111: 261, 268, 271

——— B pankmkeHuu renei IH: 119

Kanpmuii-3apucumsie xawasne V: 108

Kansaui-cpassiparoume Geymu II1:

Kambuansusie knetku V: (70

KananooOpaszyouse (TyAuebHne) ey
11: 104, (02

Kananet cm. VloHBble KaRaIn

Kanunnapst TV: 148-15t

Kancuan 11: 44, 50, 138; III: 151

yv-Kap6oxcuarnytamat [I: 149

Kapé)oxcum.uaﬂ rpymma (—COOH) I: (4,
66-68, 72, 152, 197

-~ nanbMHTHHOBOW kucaoTel I: 74

-- nepeHoc 6HoTHrOM I: 99

-- po/mnentiaiot neng 11 11, 15, 18, 19

KapGoxenMeTwnlesutronosa (KM-uenno-
noaa) I: 194

Kap6onoesie xucnotm I: 75, 90

Kapasonmumun JI: 168: I11: 10

Kaprotun II: 219

- 4eniosexa Il: 251
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Kapuotunuposayse no nosocaM Xpoma-
mvuHa II: 218-222

Kapxacuule pubpram V: 162

B-Kapotun V: 183

Kacnapu nosckn V: 176, 177

Kaccetuein mexanuam II: 290, 291

Karabouim (xarabommmecxae peaxmsm) I:
85, 87, 105; I1: 192

- xoopauuauua ¢ Ouocuuteaom I: 102

— OKECIHMTe LWL I: 90

Karanaswt I1: 192

xJAHK (AHK-xoous) I: 212; 1I: 262

Kepataucymspart IT1: 231

Kepatunosble dunamenTs! (8Bonoxua) (10~
Hobumamentw) II1: 123-125, 212, 213;
1V: 155

Kepatumet I: 137; I11: 123, 1V: 73, 154, 156

Kepatormamm IV: 154

Kerorpynna 1: 70

Kunnepnt (K-xnerxu) cm. Knerku-xunatepsl

Knnoxanopns I: 113

Kypaza nerxkmx ueneii 111: 86-87

~ d)ocg»opnnaau Il: 271, 273

—— cybvemwrumm II1: 274, 275

Kaneroxopw I1E: 77, 181; 1V: 25

Karocvemxa [: 169

Kucnas docharasa I1: 174, 187, 188

Kucnopoa I 83

KucnotHocTs pacrBopa I: 65

Kunenorw I: 65

Kumwetnan cresxa T1I; 203

- Tpybka IV: 57

Knwevuononoctaeie I: 49

Krwewmp smtemait, xpante TV: 182

—~ obnonnenue xnerok I11: 143; [V: 151,
152

—~— YYBCTBHTEABHOCTH K
L: 67

Knmxa 1V: 61

Knarpur I1: £22-124, 182

Knatpuuopag obonouxa II: 124

Kotetkn 1: 11-17, 34-135, 102 Cm. maxace
Aubdepenposka kierox; KymTypa
KieToK; Murpamia knetox; Crponosme
KNETKH

- amre3ua II1: 131, 151, 209, 210

~ SJLTPYMCTAYECKOE  TOBEJeHHe Iv:
182-183

- sianMoneiictede V: 172. CMm. maxoce
MexkaeroTHule B3aRMoaeAcTBAA ; Mex-
KJIETOTHLIE KOHTAKTH

- mewxenne 10 13-17; TI: 114, 117, 133,

Cm. maxnce Jlamesmononrn: Muxpo-

nmnn; Pubpobnact, asuxerue

uMaruyanshee IV: 77

kONHYuKka xopus III: 140

xposn I: 45; 1V: 160

Jlaurepranca 1V: 154

Jedaura II; 152

Mepxkeas 1V: (54

- MeToan u3ydenus I; 165, 167

— MHIIEnH xMMHMECKHX cirianos [11: 245,
251, 253, 254, 259, 281

— HeMATONB!, HCCNEROBABHE MX CYabOm
B npouecce passutus IV: 113

~ nepmaHeRTHmE IV: 137

- TlepMHCCHBHbIC, HenepMAceHBHble 110 48

— paimepn 1: 166

- peaklus HA JumMleckdd curman lI:
247-251

~ poct u nenenue III:

- catennytnt IV: 173

TETPANHIUTIHY

| S I B |

139, 169, 171

- CRHTe3 cuTHANLAEMX Monekyn III: 148

- cymxpoHras nomyaaugs 11I: {43, 144

- cmnawue TV: 121

- cmsiame I: 186; I1: (21,
TeTepoxapHousl

— cymoHHBIX Xened [1: 222

— cpeunaymsanua IV: 75

- mnw I: 44-45, 52, 188; TV: 183

- %paxunounpomme I: 188; IV: 70

epaepa II: 191

- XuMHveckBH coctas I: 61, 68, 111

— 3sonouus I: 21

- 3M6prOBRJILALIC, MMCCOMAANNA U arpe-
ragua IT1: 208

KneTxu-3epHa V: 74

Kaerxu-knnepw (K-xnetkw) IV: 161; V.
29, 65

- ecrecteennsie (NK) V: 65

Knetxst-xopmmmusr I'V: 31, 22

KaeTku-mpeamecTecHiuxy V: 15-16

T-Kneten cm. T-Jlumbountei

T-Knetxku-cynpeccoput V: 19, 52, 55-56

Knerss-appexropar V: 1516

I-Knetoynas 6one3ns II: 190

Knerounas obonouxa cm. Timroxasmixc

~ mamarme I: 50; I1: 266, 282; TV: 75

- maacruuxa I11: 178, 192; V: 182-183,
199-200

- nopepxsocts 11 240

—- pazymyese T- v B-wietox V: 10

—— CONCpPXARHE  TITHKO33aMHABOTINKAHOB
I0: 231

- curvaymsams I: 156

~ crerka I: 30, 35, 48, 172, 179; I11: 236, V:
160-166

—— sTopuunas V: 161, 167, 170

—~ marpuxc V: 161-165

-~ monuguxaipis V: 167

-- ofpazoBamne V: 188

—— yromuenue V: 192-193, 198

— Teopun I: 165

Knetoanoe aesenne 11 39; 11: (21; I11: 139,
175. Cm. maxawce Mekos; MuT03

~= ckopocru I1I: 4]

-~y pacTenuit V: 189, 197, 199

- mmxanne Ul: 23

- %po 1: 35, 36, 39, 172; 11: 135, 136, 196,

Cm. makmce

-~ nepecagka 1V: 73-75

—— criepmun 1V: 37

Kaeroanste kironst 1: 50, 185, 211

- xononuu I: 47-48

—— XPOBETBOPHBIX 3/eMeHTOB 1V: 163

- nxwuy b: 185

Knetownsie (6wonoruseckne) memOpanbl
II: 71, 75. Cm. maxosxe BHyTpHukie-
TO9HbIE MembBpasst; MuTOXOH-
ApHaTbHble  MemOGpamni;  OxonuaThie
memGpanw; MaaamMatuaveckas membpa-
ga; IpecunanTudecknc pembpansl; SH-
ROMAAIMATHIECKHE PeTUKYTYyM

—— acummerpus 11 72, 96, 170-172

-~ runcprionapusamus V: 80, 123, 127

-~ penoaspusamus I1: 112; 1V: 45-57, 49;
V: 80-81

—— «3acternpanne» II: 128

—— 3oup caunmanms 1I: 196-199

-~ xpyrosopot II: 180

-— manwERi coctas II: 71

-- MexmeMOpaHHoe npocTpadcTeo [k
196; III: 8

- - npoucxoxuenue 1: 26

—- nposxuaemocts fl: 99

—— cunanuge n cuanume II: 116-122

—-- TpaHcnopT Manmx Monexyn II: 99

~ pelleNTapH ¢M. ARETRITXOMH-CienUby-
qeckue peuenTopsl; Peuentopm

Knerosrufi nentp 111 97, 106, 130, 158,
177. Cm. maxoce [lenTprom

- ko I 139-153, 169

~— AMTeMHOCTL (BpeMa renepausu) IT1:
141-145

- - nocnegosarersnocTs cobuitui I0: 169

—~ perynsmusa IT1: 139, 145, 147, 149, 150,
174

—— a3 1T0: 139-145. Cm. maxxce o Ha-
3paknaAM a3l

KnomanbRaa cenexkmas V: 12

Knouuposanue rewos 1V: 74

- OHK I: 208, 210, 232

- xnetok I: 185

Kios, pasputre 1: 5t

KM-nenmonosa esm. Kapboxenmewmuen-
J0103a

KosanemTHule cBa3x I: 63, 66, 113, 152

- CWHBKA xohnareHz M 3nacmmsa  [lI:
227-230

Komiposanne Gesxon 1: 43, 128. Cm. max-
nce TeHeTuweckuit xod

Konoust (Tpurneter) 1: 129-131; 11: 13, 16

- AUG II: 147-148

Koxa IV: 111, 124, 135, 15]

— cexperoprue kaetxm IV: 158, 159

- coflepXaHue rmko3amudornuxasos I11;
231

~— gosnarewa III: 222

Konbouxn (cersatim) IV: 141; V: 123

Konnarey I: 148; I11: 221-229, 237; TV: 10,
133, 175

- crpyxrypa [: 138; 1II: 224

- munm 111 222, 223, 237

KoJunarenasa I: 188

Konnareroeme sonoxha IIT: 223

~ tubpum IT1: 223-229

—— B3AaMMOJEHCTBHE C OPOTEOTMKAHAMM
IIT: 23§

—— xosaNeHTHble cumskn [11: 227

—— pHCOONOXEHHE MONEXYN KoJulareHa
I11: 225-227

Kosaneuxuma V: 169

Kononnanshele oprauuamer I: 47

Kosonueobpasyrounic eaRBRLUL
1V: 165

—— 3puTponanoro pama (KOE-D) IV:
167168

Kosxnouu TIL: 98, 129, 130; V: 193

- crpyxTypa III: 98

Kosmuemma [II: 98, 107

Komarupmett norennman V: 80

KomMmuTHpOBaKHe wieTok TV: 168; V: (2

KoMnaprmeHTannanus peaxusi metabo-
mama [: 108

KomnaprMents I: 28

— B KBCTKAX BhICUMX oprawnamos I: 108;
1 133

- B amOpuonax HacexoMmmx [V: B85-88

— pHyTpukaeTouHsle I: 154; II: 135-138

~ copmupomxa tdepmenTon I1: 194

Kommaement V: 23, 29, 45

~ akTusauus V: 46-50

—— anNbTEPRATURHLIE MyTL V: 46, 48

—— KnaccH9eckud oyTh V: 4647

- xacxan V: 49

- no3aEue XOoMNOHeHTH V: 46, 49
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- cBa3blBanye V: 28

KomnnemenTapHoe MaTpuaHOE KOMUPOBa-
gme I: 23, 122, 123

Komniementapusie nenu 1: 122

KonamByman 111: 279

KonBeprenuas Hepaubix cpsied V: 128

KomBsepTazml V: 46-48

Kownrenusle mmun V: 60

Kouxanasam A 1: 137; V: 180

KonxypentHomi gurpbutop I1T: 280

Kotmekconnt II1: 218

Konrcranta Mixaamca (Ky) 10 152

- pasrosecust 1: (18, 119

- fxolp%creﬁ accOUHAUNH W AMCCOUMALMM
< 11

- cpoactea I: 118

KovcratHTHan ofnacts V: 3f, 37

KorctutyTusume nponecew II: 120

Konraxtroe Topmoskeuse IIT: 147-148;
V: 180

Konyc pocta axconos u aesunputos 1: 56;
V: 133138

Konntorauus raniommistx xnetox I1: 290

- xpoMmocom TV: 15, 16, 18

-~ nonorsix IV: 26

KoonepaTyusnoe casaeranme [: 156; IT: 209

Koomnepauns xnetox 1: 48

Kopa ronosHoro Mosra, apuTenseas iowa
V: 126, 180

Kop3uuaatas xnetka V. 74

Kopuepo#i qexymx V: 190

Kopuepste knySenskd V: 179

Kopmuson III: 250, 257, 258, 265

KoptuxasmeHaa peaxums JV: 46, 49

KopmuxamHbie rparyns 1V: 28, 33, 4547

Kopmakanbunii cnoft ame6 4 ¢ubpobia-
croe LI: 117

- nﬂd)zaopm I: 42

-— gina IV: 28

Kocornaape V: 149—150

KocTrag TkaHb, wnusuwe ropmonos I11:
265

—— cogepXanne
111: 231

~-— xosnacena II: 222

Koctran# Matpake IV: 175-179

- moar [11: 67; 1V: 161-165

Kotpancnauorumit nmnopt 11: 65

Korpancmopruste cucremur 11: 100

Kodepmennt I; 99, 150; II: 118

Kolagcbtbnm{enr ceaumenTawm (S) I:

1

- conpsokerus V: 174

Kpaxmasn 1: 74

- B rumacTvaax I: 37; III: 37; V:

Kpeatwn 111I: 81

Kpeatuuxunasa I11: 81

Kpeaturdochar IT1: 81

Kpeamuadocpoxnnasa TV: 171

Kpucrannaum IV: 73, 139

Kpucrasumeckas pemetxa [ 177

Kponenocunle cocymsr 1V: 146-149

——l l(imlze l)xaunc TTEKO3a MAHOT TAKABOB

-~~~ xonnarena J1I: 222

Kpoperpoprpic Tkamm V: 9

Kposansie mnacTuyku (TpoMbonytm) IM:
99; TV: 160, 164, 1

Kpoccurroeep 11: 51-53, 56, 57; TV: 17-27

~ M\c’:my HECECTPHHCKMMH X POMa THAAMU
Iv: 17

KcenorpaHennautaimsa V: 57

TABKO3AMHHOTIJIMKAHOB

190,

(82, 184

Kcunema V: 165, 169-171, 188, 193

— OBHXeHue »aaxocred V: 175

- pereHepanua V; 203

D-Keosoza 111: 231

KynsTypa kretox (r Txanch) [: 183, 187

—— HanpsokeuHule vyt OI: L[S

~~ pacMMTe/bHbX V! 203

—— COKpaTAMEIe 3femeHTH ITI: 11§

Kymaceu cuumii 1: 167

Kypuhniii sM6puos, Mrpalns xietox TV:
122125

-—- passurdge IV: 65, 96-104, 122-125

-—~ komegHocTH IV: 93, 96-104; V: 141

-—= nepyep IV: 112

—~ peredepais xouexHoc [V: 104-109

Kytukyma V: 171

Kyrun V: {70, 177

«Kam (xonmagox), «@amuumy 1L 91-93
147-148, 233-235

Kamapyroimme Gesnem ITI: 103, 121

Jlazepras mmxpoxspyprus IV: 117

JlaxTtoaa I: 42; 11: 264

JlaxTosusld onepon II: 263, 264

Jlaxronepoxcnmasa [I: 86, 87

Jlamennonmomuy I: 12-15; I1T: 114, 117-118

- pmasaMe xomaauwua II1: 130

Jamuuay 111: 221, 239

Jlatepansuoe konewwaroe sapo V: 126

- TopMoxenue V: 128

Jlerremornobun V: 179

Jlerxae nemw (L-merm) V: 20, 26, 31-34, 40

Jleixoa 11 294

Jletixornactal V: 184

Jewxownter I1: 126, 127; IV: 160-162

~ nomMopduosnepruie II; 126, 127

Jledunu IT: 77; 1V: 142

JlexapcTBeRHBIE TIpenapaTal, MHTHORpYto-
ume Gemconwmii cuutes I11: 67

Jlexkur 11: 90; V: 178, 180
Jlen I1: 302-304
JlenroTena TV: I8, 19, 21, 22

Nurang-3apdcuMBle xanamet V: 99-100
Suwramam 1. (41, 142, 148, 151; 1I: 90
- wHakTHRaIHA peaentopon I11: 282

~ uurubupoeanMe TpaHckpHmuuu I[I: 265
— meuersle I 261

- cursambase I1: 264

JIngepHas nocnegosaterpHocTs (It 160

Jhmun I: 75, 76, 10S, 199; III: 224

Jluszorenus II: 46

Jluzorennas undexuns II: 268

Jlnzocommste Ganesnn I1: 189-190

Jlusocomnt I: 34; II: 122, 127, 135-137,
185-188

- sTopuunble II: 187

— reTeporexnocts I} (86-188
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Jumpatueecxme yam V: (1|

Numoponansie Tkauy V: 7-9

JInmboxunn V: 54

NpeaMeTHbid ykasateny 217
Tasapounny 1V: 131, 160-166: V: 7-19.
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- «omaury 1; 91

- Manwe V: 10

~ obonouka II: 97

— CTUMYAAmMS aHTRreaoM V: 10

B-Jitmboun Tl (B-wietkn) V: 8-12, 20-21
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Topw) IT1: 253

—-—- paapywense JII: 252

JromaGepuy 111: 249

Jrorenunanpyroumi ropmon (JI1) T11: 249,
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- — BanaHue (ubpouexTuna II1: 235

- xnMmudeckan curHamaauys [I1: 245, Ca
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TInoTssie xoRTAKTLL; [IpoBOAALAE KOK-
TakTHl; Cunancy; Xumeaeckue
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cOM; X¥a3Mbl; Ha36anuA omdebuux a3

- B oorexeae 1V: 30

~ B coepmarorcrese IV: 36, 37

BTOpoc aeneHne IV: 16-17, 26
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M%lﬁpamme 6emxu I: 160, 176; I1: 71, 75,
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—-— neprmaasMartddecxue [I: 112
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5-Memwnsrosun 110 287

Memwmras rpyma (—CH,) I: 66-68
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Mukpomuae 1V: 45
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Muxpockomus 1: 165
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~ WH3IHeHHwd wukn JIE: 205

MaxcommaueTe! 111: 204, 285
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Mno6nactt {V: 171-173

- murpama IV: 122

Muornobar I: 136, 137

Muoszur IN1: 80—86 IV: 171, 174

- B roaaxux smesuax 11: 86

— B HeMmumnieuamx xnetkax I1I:
120, 123
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nci 1L 119

- crpoenne 11I: 80, 81

- wwapHupHule ytacTku 1IT: 83
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- Genxoselie xomnorenTer I11: 84
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Muarotraecxue gertpw 111 177, 181, Cm.
maxoxe LleHTpuosm

Muyrtotyaecxdi anmapar I11: 175

- nnaexc I11: 142

MurtoTHueckoe (kneToauoe) sepereno 1: 13,
41, 46; TI1: 130, 177, 179-182, 189, Ca.
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— curnanst II: 244

Monmocku TV: 9
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Mopyna 1V: 67, 68, 70
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- mubenp V: 144

- pa3putue V: 139, 142 {43
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40
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~ bitoraxoid 1V; 8}

~ petite T: 60
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~ B 106aBoyubix konusx rewos TV: 13, 14

~ spemanie II: 23; IV: 11-13
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- ucopamicune I: 216
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— mnana crpoens [V: 82
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—-- Monens ckoNbisumx Hureld Ul: 77-78
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—— BimaHue ropmonos II1: 265

—--— [NeHEPBAIMA B peEmMeppauau V:
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-~ H!;:lepnauuﬂ n middpepenumposka IV:
1
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III: 8, I
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~— HepBHHIX knetok V: 76

Hatpresuie xahanam V; 79, 81-83

~— KOH(POPMAWHOHHLIC MIMeHeHHn V: 85,
88

- Hacackl B ToHonnacte V: 186

Hatpueswii paBuoBecHBIf noTenuman V:
78

Hatpnit, voust (Na * ) s siinexnetxe [V: 48,
49

—— BnuwHye Ha obpaszosanue Gnactouens
IV: 55

HeraTvBroe xorTpacTHporanue I: 176

HeszamennmMble aMuHOKHCAOTH 11 94

Hedputa V: (33-137

HespomemiaTopst 1: 54; 111; 245, 248, 250.
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B cuHance III: 201; V: 93, 10(, 104

- Bo3byxnaroumwe III: 254

- puicBOGONUIEHNE «xBaHTamu» V: 97
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- cmenudiyauocTs V: 142-143

Heitpornnse npoeknuu V: 146
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— Becnolsosoynnix V: 110, 111

— GWROKYAAPEKeE ¥ MoBOKYJIApHbIe V! 152
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- murpanss V: 139
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— mopedeHvie B KyabType in vitro It 55-56

—~ Pa3PHTHE M COXPAHEHHE CTPYKTYpH V:
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- cencoprue V: 72, 117, 137

- cervaTxu [V: 140

- camnamaueckue 11I: 256

~ CKOIUIEHMH B MO3ry (sapa) V: 147
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— AMAKPUHOBRIX kjeTox V: 126
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Hexommpytomue  (BCTaBOYRBIE)  HyKJTe-
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TPOHRB!
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HemaTtopa IV: 113

HeMenaenesckoe (Q¥TOMNa3MaTAYECKOE)
Racneaosauue II: 59, 60
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—~ cucteMa [: 54;1V: 62; V: 71. Cum. maxace
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spuTHe I: 55; IV: 125
erynanua cexpenud ropmounop III:

247

—-- genobexa 1: 55, V: 72

~ TRans I 44

- Tpybka IV: 62-64, 111; V: 139

Hepauo-mpimeanoe coeamuenne 1: 52; 1I:
113, 182, 183; V: 94-101

—— passnTRe V: 138

~— pacOpeflc/ICHHE MOHHBbIX KaHanow V:
162-117

Hepsubte pamixu 1V: 62

- raurmm V: 72

—— cencopeble V: 137

— BMOYNbCH ¢M. TloTenuman pedcreus

- knetku cm. Hefiponn

- oxonunanus III: 248, 256. Cm. maxxce
Cuyancn

- cBa3y V: 128

Heprunit rpebens [V: 62, 122-125; V: 139

-- murpaims xaerox [11: 202, 204

Hepnema ypaeueune V: 78

Hecectputcksie xpomaTam [V: 17

Huko THHAMA 1A Je BURDAHYKRE0 T

(NAD*, NADH) I: 89-93, 99-101, 107;
ul: 13—19 33, 43, 48, 50

Huxomuamqmeuunm{ Ko THAPOC-
¢at (NADP, NADPH) I: 99-10t; III:
38-41, 43-4S5, 47, 49

- ctpoewre I: 91, 100

Hni;pa-r\ BOCCTaHOBCHHE A0 MyrrpuTa [II:

Hutporenaza V: 179

2-Hurpo-5-momuanbensoat I; 199

Hopagpewamau I11: 248, 254; V: 104

~ erpykrypa V: 102

Hyxneaaw I1: 27, 207

Hyxnennostie kucstotnl 1: 79, 80, 119, Ca
maksce JHK; PBK

-— xax 30HRL [: 211

—— penmmkaums I: 24-26, 101

—-— ctpyxTypa 1. 120-121

Hyxneoswnmidpocdatst cu. AneHownan-
tbocdaT; Cyanownanpocdar

HyxneosuarpudocdaTter 1: 92. Ca. makxce
Anenommvputochat;  TyamosudTpu-
docpat

Hyxseoawms 1: 79

Hyxneocommbie vyt I1: 208

Hyxneocoms: 11: 41, 206-213, 225; 111: 162

- pacrionoxeude B xpomocome II: 216

- TIOBeJIcHHe BO BpeMs Tpauckpumumy II:
232, 274-275

- cTpoenme I1: 208

- dasmposarue 1I: 215 216

Hyxneomua-caxapume coemmuenns I1: 166,
176

Hykneomwmisle ocaomamna I: 75, 78, 79,
120, 122

—- cnapuparme 1@ 125

~ mociefosaTelbHOCTH [: Cm
maxoice [lomHykneoTHms

-~ prene, onpeaencuue 1: 128, 212; I1; 244

- - nomsaxmbie 11: 60-61. Cm. maxxce Mo-
OMILHME reHETUYECKHE 3NMEMENTH

—— caMoromILteMenTapume 11: )1

Hyxneomwam I: 22-24, 75-80, 122, 125

- Gaxtepuampuol kieTxm I: 68

- muapoyma : 98

~ KOBaNeHTHad Moavdsukaums II:

- geobprunbie II: 16, 17

—~ cunTeTHyecke 1. 287

NAD, NADH cu. HuxkotvHammiagenss-

127-131.

{617

JHYKEOTAR

NADH-gerugporenasa III: 29

NADP, NADPH cm. Huxotumammaane-
)-nmmmyxneommboocbar

(Na* +K*) macoc cm. HaTpwebo-ka-
SeBLI HACOC

(Na* + K*)»ATP-a3a cM. AEHOIMHTPH-
docpaTasa

Obnerdcanas anddysns I1: 101-103

O6Men pemectd cM. Memabomsam; Ilpo-
MEXYTOUHBIH 06MeH

Obosnowka onmnoporsopeuqa IV: 46, 47

O6ousTemsaeil anurenni IV: 153

O6paTuas cBa3b, DpumMD I: 1S5

- Tpanckpyroyg I: 212; 11: 49; II1: 152

Of6ywenne 1: 56

Opamn6ymun I1: 279

Osynauua 1V: 29, 31

Omiouenoyednas JHK I:

Oxasarku ¢parmentnl 11: 33

Oxafimnernante myasipekd 11: 122-126, 173,
181-184. Ca. maxsice onbpuw ammapat

- svxy 0@ 122-126, 182, 183

—— B pacTHTeNbublx kieTkax V: 187

Owucnexne 1: 84, 100

- B muToxonapurx IIl: 10

O eI TeBbE0-BOCCTAHOBHTEIbHME [0~
TeHIHAJIN (peaoke-noTeHumansl) 11: 30,
44, 50

OxmcrmresmHoe  pochopnimposaume I:
91-94, 108; II1: 10, 15, 20

—- XeMHOCMOTHYeCKas runotezs III: 16,

124; 1I: 36

—- asosuouns IM1: 50

Oxonvatuie MembBparml 11: 257

Oxcanoanerat I: 91, 93, 99; III: 14

Oxcapaser 11: 192

Oxcntouns IV: 159

Oxcornmyrapat I: 93

OmuronerapoudTht Vi 75, 91

Omgocaxapunbll 69,71, 185 11: 162-166,
1

- npoueccuur I1: 176-178

— ¢ $pocoprMPOBAUHBIM OCTATKOM Maf-
Ho3nl II: 190

— cnoxune 1I: 175, 176

Ommatmn I: 57

OyxoresH»ie (ONyXONepoaubie) BHPpychl 11:
47-49; 1I1: 150

- - BOMARMe Ha nmTOockener III: 129

—- JAHK-copepxamme II: 48; I3: 151-152

-- npoucxoxuaenne I11: 156

K-cogepxanme (perpornpyct) II:

47 111 151-155

Onxorens MI: 153158

- u3 onyxosieli genosexa II1: 157

Qoreues IV: 29-30, 34

Qoronnn IV: 28, 29, 31

OomwTh 1V: 22, 27, 29, 30, 33

- aMimpuxauug renoe I1: 292

— Xypuuhle, 06pazopanne xenrka 11: 123

- NATYUIKH, OKOHYAaTBIE MeMOBpatbt 11: 257

Onepatop H: 263

Oneponnt cm. JlakToIumi onepoM

OpuaTtunie peuentopw I1T: 283

Onnonoteoperne 1V: 7, 40. CM. maxowce
O6on09xa OMAOQOTROPEHUR

— in vitro IV: 48

Onogcriparoman necMocoma I11: 211, 212

Oncyn V: 124

OnTaveckas audpaxumn I:

Ommgecxue waomepn I: 76

166, 179

Onyxonesas Tpanchopmaumns cM. Heonna-
crMYeckan TpagcopMamus

Onyxonepoansle Bupycsl cM. OlKorenHbie
BUPYCH!

Onyxom (omyxonesnle knerxy) I11: 149;
TV: 182-183; V: &4

- nobpokagecTsenube 1V: 183

- MexaHuam Bosuukuobenns II1: 156, 157

Opradvennyt 11: 133, Cu. maxxce no nassa-
HUAM OMOeASHNX Op2aneAn

- accommailga C umTockesieromM I11: 128

- néc“pememmc B PACTUTEMLHOR KkiieTxe V:
1

- npokapuoT 1: 39

~ pacnpefie/IeHHe MeXTY J0TePANMYH KjeT-
xamu IV: 194

- ¢ XBoHupMn MemGpanamu I1: 196

- ymbTpaneHTpudyruposande 1: 189

— 3nexTpoBRag mMukpockonma I: 172, 173

— 3yxappoTRYecKkuX Kjerok I: 34-39

Oprayngeckas xumues [0 63

Ocmoc [: 65

Ocuomanns [: 65. Cm. maxxce Hyxneo-
THAHBIE OCHOBAHWA

Ocrartounoe Temene IH: 177, 191

Octeobnacral I: 42; 1V: 176

Ocreount cm. Koctimit MaTpuxe

Octeoxmact IV: 176-180

OcteonextvH IV: 176

Octeonutnl IV: 176, 177

Orrerense (B 3JIeKTPOHHON MAKPOCKOTIHK)
1: 174, 175

INanouxu (ceryaTxn) 1V: 141; V: 123-125

- peueneHoe nojie V: 127

MNamMmuTuHOBad xucuota I: 74

[JamaTts ¥ NRacTUYHOCTL cHBancos V: 115

~ M PpacOpelle/leHHe MOHEBLIX  KAHAJIOB
B TIadMaTH4eckoii MeMOpane V: 112

- WMMyRonorudeckas V: 15

- xneroqnax 1t 50, T1: 266, 282; IV: 75

-~ xpaTxospemMerHas V: 116

TManawn IIT: 81; V: 2), 22

Tlapameuns II1: 284, Cm.  maxxce
Paramecium

{IapacumnaTnyecxue raurmu IV: 124

[Japarropmon UI: 249, 265

TlapanpmToBumune xenean IIT: 249

[TapenxaMarie xietxn V: 168

ITaprenorenes I11: 108; 1V: 44, 7}

INaccuenmit Tpsucnopt II: 101, 112

Maxyrena IV: 18-22

[Texuna LI 236; V: 162-164

TenTo3m 1: 70

Mencur V: 22

Tlentuguntpancpepaza II:

[Tentuamz-TPHK II: 15, 19

[Tenvmppn-TPHK-cpaanIBaIOUME yIacTOK
(P-yuacTok) II: 15, 18

{lentummie csran 1: 76; 11: 19

- xapter 1@ 199-200

- ¢parmesTnt 1: 199

IMenTuaormxanm II: 197

Mentuam kak memuatoph 111 248-250

[Mepsrinas kneroddas crenka V: 161, 162,
167

— pecangxa I10: 107

MepepapyBanve nuom IV: 143

[NepenaTosnwe knetkn V: 177, 178

INMepeaudpdepenmponka IV: 136-137; V:
198

19, 144

IlepexpecTabie peaxiy V: 65
[lepeuoc rpymm 1: 99



- npoTOHOB B MmToxoHapusx III: 28-34.
Cum. maxsice XeMHOCMOTHYSCKAR THNIOTE-
3a

-- B xsopomnactax III: 46

- 3nextporor 1. 93; II: 30, 31, 33, Cm.
makice JANXaTenpHas mens; DNeXTPoH-
TPaNCIOPTHAA LeNb

—-- B xnoponnactax IIf: 42, 52

~=-y Gaxtepu#t III: 52

-~y CHMHe-3eneHmix Bogopocie# III: Si

-- 3pomouns III: 48

Ilepecasxa cu. Tpaucnnanramys

[leputyxacapyoe npoctpascrso 1I: 252

IMepunnasMaTtuaeckre Gerxn I11: 287, 288

I'It:lpuunazuamqecxoe npocrpancreo [l:

12

Tepuxorapui IV: 175-177

IMepuUeHTPUONAPELLE  MaTepUa  LMTO-
nnaamer 111: (09

JtepMeada (M-6enox) 11: 11

Mepoxcuaasa [1: 121

- xpesa V: 142

[epoxcucomer I: 34, 39; II: 135-137, 151,
185, 192-195

TleTensHbie NOMERL! (NETELEAS CTPYXTY-
ga, neTeymabd xpoMaTvn) II: 216-226,

72, 275-280; III 162

—— pa3sopaduBanue II: 275

MMegens 1: 109; I11: 249; IV: 61, 143, Cu.
makxce l‘ena‘rouum

- pmsupe ropmorod [1I: 265

- COMlepkaHne rMKo3aMAAOT iMKkanos IT:
231

- mappos IV: 146

[MurmenTnan xcepogepma 11: 24

IMurMenTHble kKneTkd IV: 124

IMur™MeHTHEIA 3mH TeSBIH (ceTHaTRu) TV: (33

«[Iunr & nonr» I: 159; TI: 103, 10S

Menomutos I: 116-117

Mrpavynare xaety V: 74, 131

Mupsnokcampocgar I1: 149

{IupumuauHoBEIE OcHORauns I: 67, 78, BO

Tlupodocdar 1: 96, 98; II: 3), 166
MNupysar I: 88, 90, 99, 107; II: 107
Mupysarneruxporesasa I: 107; HI: 13

IupysaTkapboxcwiada 1: 99

[MumepapeTembunie depmentn [V: 73

[Mnasysas mioTHocTs 1: §90

Inasmamiueckas membpana 1: 28, 176; I1:
65, 93, 137. CM. maxksce MexkneTounsle
KOATaKkTH ; MeMbOpaamyii moTennman

—— benxoBbte xaHans 1I: 112

—— Benxomuiit coctap I1: 71, 75

—— B rereporapronax II: 87, 88

—— B MECTax MeXKJIETOUHLIX KOHTAKTOB
InI: 213-219

-— BoaaeicTBME xOMILemenTa V: 49

—— mmnEaHbiR Omcoo# I1: 65-73, 81, 56,
100, 170

~~ MHEJMHOEBIX BOJIOKOH V: 9t

~~ obmoryenme 11: 92, 93; 1IT; 134, Cm.
maxsce DKIOUMTO3. DHOOLMTO

—— paasmogecm V: 173-175

—— nporormnacra V: 207

—— pELEeNTOPHl QI CUTHAMLHLIX MOJEKYT
11T: 261-268

-- poi> B omjjopotTeopeHHu [V: 41-44

~— crmsnue 110 87, 120

-- conepxanue rauxkomMmuaos I1; 67, 73

—— crpoenne I1: 66, 67, 84

—— Texy4ects I1: 70, 88

—— TPaHCTIOPT MAaxpPOMOJIEKY]l H 9aCTRL

II: 116. Cx. maxxce Dx301mMTO3; IHAO-
wTO03

--- MaJex MoJekyn II: 99

—— TpaHchopMEPOBERNBIX KieTok [11: 151

-- yraesomRmif coctab 111 96-99

—-- 3puTpounToB II: 66, 78

InasMatnaeckue xaerku V: 10, 31, 37

Inasmunw 1: 208-211; I1: 50

[Mnasmonecmms 1: 48; I11: 193; V:

[MnaH cTpoerna Tema IV: 64, 82

IMnactums V: 182

IMnacTunxy npuxpenachus 111: 116

MnacToxkmon IU: 44, 45

INnactoxmanmy 111 44, 45

IMnauears [V: 66

Monosas  Myuika
Drosophila

INnoaosoe Tano 1: 47; 111: 204-206

Mnovie xonrtaxTar I11: 211, 213

—— 6macromepos IV: 55, 56

—— aneTtenns I1: 95

IMnoTamsl MaTpuxe 1V: t75

[ToBeneHue xupoTumx I: 56, 57

INMosepxHOCTHBIE peuwenToph ci. Penen-
TOPH K/1€TOYMOH NOBEPXHOCTH

MonpwxyocTs XaeTok 1: 12-16. Cm. max-
sce KneTxn, asmwenne

{Tonpuxunie nepeHocanke woxom II: 115

~ (MOGHSILHBIE) eMEH TR (TeHR) ca. Mo-
GHNLHBIC FEHETHHECKMUE SNEMESTH

Nomxemymouuaa xenesa 1I1: 249

[Nosnouornas mapopMawks 1V: 96

Mosnunonnwe chrHams II; 148

172-175

e Jpozodwna;

[MomaxpyiaMuneil reas 1: 195-198
Mombenxy 11: 148
[Momine30XCHTBMUIHNOBAA KHCAOTE

[poly(dT)] 11: 236
IMomsu3onpenongm 1: 73
Hor;‘?mggwuue Y4acTXH (¥ Apo3oduml)
poly(A)}Tlosmmepasa M: 233
TMomMepw (6uonornyeckne) 1: 22, 101-102
nommogguw cbanancyposaHmnlg TV: 13

[TosmMopdHOSAEPEbE  JIEAKOUMTR  CM.
HeAtpodwm
[ToMANYKReOTHRAB!  (TOJIMHYXJICOTHAHBIE

NIoCACAOBATEMLHOCTY, UuehH) 1 22-26, 32,
101, 124; I1: 22, 214, 215

- BNTUMNapaedbhbie [ 123

- xak 3aTpamka II: 31

-- MaTpuua [: 23

- pensmxaums I: 24-26, 98

— cuyteTaecxye I1: 236

- CCA I: (30

- poly(A) I1: 147, 235, 236

[Mommnesmims (romnenTuanse uenw) I:
22, 28, 75, 139; 11: 1§

Mompubocombt car. Tlomicomsy

{Tosnwcaxapramo-BexoBeIf MaTpUKC (Kle-
TOUHOH cTemxy) V: 161

MNonucaxapunes (Nomicaxapuassie neny) 1:

, 71

- wierounoR crevxn Il: 176; V. 161165

— obpazosaye reneit TII: 221, 233, 236

- cwutes [: 101

Momacomur 1: (31; 11: 143146

Tlomncnepmua 1V: 45-47

[TommTeHtnie xpomocomul 11: 217, 222-226;
IV:31. Cm masxce X pomocoMHbie nydet

—— OQACKU H MEXAMCKOBLIE Y9acTKH l'l:
224-225, 275, 276

-~ pacmonoxeupe B fmpe II: 258, 259

NpeametHuiA ykadavens 111

IMosmypuminoras kucnoTa [poly (U)] I: 23

Monosoe pasMmoxedge I: $2; 1V: 7-13

Nosospte knetwd (rametw) IV: 7, 15-17,
7, 181

-- murpauns 1V: 122

-- uemaTton IV: 118-119

-- nepsymLe [: 51

- xpoMocomm 1I: 284; TV: 20, 26

«Ionoca 1y 1I: 79, B2, 85

TNMonynecMocomsi IT1: 213, 214

Nonapras masMa IV: 27

TMonspmsie rpanym IV: 27

TMoposud kaman II: 256

- xommnexe 5 256

IMopwt KneTouMol crenxu V: 165

[locTcHBanTuuecxas xnetka V: 73

- Mem6pana V: 95

NocrenuanTuleckuii notentgan (TICIT) V:
103-108

- - nepexoauponanme V: 107

[MocTTpancnsumonnbnii ummopr II:
I11: 66

IMoTeHuman nelicTens (HepBHEIN WMDYIILC)
I: 114; IT1: 263, 281; V: 73, 76, 96

~- pojumMxkHopenue V: 85

~- 3ax0H «BcE WM Huvero» V: 86

—— pacppocTpaHenwne no akcory V: 88~91,
107

- noxos V: 77

MoTewoyan-iasucumMule Kadamt V: 76

NoTorme Keneawt IV: 158

MNouewnnle wiySowm III: 238

IMouru (ebinessiTesmumi opran) IIT: 263

Tlouxopanue (y mamper) 1@ 20; IV: 7

{IpaBssiiio accounBaTHBHOYO CwWHAaNTOreHeaa
V: 153-154

{Ipafimepnr 11: 34, 35

[1pe-B-knerxa V: 41

[MpecuuanTuveckas xieTks V: 73

-~ Mem6pana IT: 183; V: 95. Cam. maxxce
HEPBHO*MBI’!}JCTH’HE COCNMHEHR A

TlpecunanTugecxre eurHasel V: 106

[MpecmanTuieckoe ob6nerdemne V: Lt

- TopMoxenue V: 111

IMpeunnmranns V: 21, 28, 29

IMpuBrxanne V: 16

TMpuxpermTensubiit mscx 1V: 22

MpumMopamansrbie posaaxkysm IV: 32-35

«[Ipuuunn nommwyca» 1. 147

TNposepycur II: 46, 47, 50

Tlposonsmme xonTakter II: 211

Tlporectrepon IM: 265; IV: 32

Mpouncyvy I: 1

IMponcxoxpende >kuauu 1: 2(-22; [I: 11

[MpoxaMbrambante xneTxkn V: 170

{IpoxapyoTHyeckue pomopocsm 1: 37

- xaetxy I 29-31, 39, 43

-~— CPABHEHHC C IYKAPHOTHICCKHMH XJIST-
xamn 1: 39

Npoxosutaren I11: 224, 225

[Ipoxonnarengenmaasw I11: 2235

IMpomw I: 77

Ipomdepatvpubie epiviml [V: 154~156

IMpomdepamma xneroxk [V: 87

~— Monouuoji weneit IV: 159

-~ neuenn IV: 146

—— cTeOROBLIX [V

—— 3HROTE/MaMbHLIX TV:

- Muobnacros IV: 171

[TpoMexyTognbie punamenTn ITI: 75, 115,
121-523, 190

-— MMMYHODITYOPECUCETHAS  MAXPOCKO-

161,

151-152
148
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nua TI: 124-125, 133

Tlpomeradasa I1I: (76-178, 182, 183

TIpoMutoxosapus I1I: 60

MpomoTop (cTapT-curHax) 11: 8-11, 36, 228

- ¥ peryafuHs Tpasckpunuuy 11: 263-265

Iponyxneycm IV: 34

INponnacruam V: 182, 183

NMpocsemparonmi  (TpaHCMHCCHOHHLL)
3{,1cxrponu.uﬁ mukpocxon ([TOM) 1. 170,
(W)

IMpocTarnanauue I11: 248, 252, 253

INMpocrefiume 1: 41

[poTevtomaasw 1: 107; 11: 149, 150; II:
129, 155

— poan B denewn kxetox II: 173-174

- cySvemunumun 111: 271, 272

~ Ca?*-3apucmpre I3I: 146

- cAMP-3asucemeiie 11 271

INpoTeundocparaser IT: 150

IMpoteormxanu I1: 97; 11: 230, 234, 235

Hacgreommqecxue pepmerTnr 11 140; IV:

INpoTeomteacckui xackan V: 46, 50

IMpoucrs 1: 39, 41

ITpoToERy@ nacoc II: 83; V: 203

- rpaaneHT a MToxoHapuax I1; 8; I11: 16,
19-21, 33-34

—— B xsmoporuacTax 11 44

Iporowoneixyuas cuaa 111: 20, 27

[IpoTonodopsr (Mowodopw) II1; 33

IpoTons: (Bonopomesie nous, H* ) IV: 48,
Cu. maxice Ilepenoc npotonos; Ipo-
TOHHBIY rpamHenT; TIpoTOHOABUXYIUAR
CHJIa

TIpotonnacret V: 166, 171, 206-207

TMpotodnramerts: I1I: 89, 94

TtpoToxsropodunn V: 183

TMpodaia Medora TV: 22, 23, 26, 30, 35, 36

— muTtosa III: 174-178

Ipodwmun I1I: 99, 121

IMeesponogwn ameber II: 117, 118

— KJIETOK NepBHYHON MedeHXuMBL 1V:
56-58

TMcopwas IV: 157

Ilypunoswbie ocaopamms {: 67, 78, 80

Myprunve xaetxw V: 74, 130

Nypommuan I1: 2f, 144

TMypnypuaa membpaua I1: 83

Tydrr cm. Xpomocomtsie nydst

Mumpoesnie sepHa V: 171, 181

—— NOJYYEHHE TANMOMAHBIX PACTCHMIA W3
Hux V: 205

ITaryuny 11: 90

PapuosecHe xuMudeckmx  peakasdl  I:
117-118, 153

Pagnoaerorpadus 1@ 204, I1: 30

- reTepoxpomatuea [I: 283

— HKCTIONb3OBAHHME AR U3YYERHUs MOMMpM-
xauun yraepogos 1I: 165, 178

- nygop 1 275, 276

- 3nekTpoHwas 1l: 165, 178, 179

PagnoaxTususie uzotonm I: 201-204

PagnosMMynHpll anammus V: 27, 28

Paipytne, reneraecksit xonTpons IV: 7.
Cu. maxsce IME6puorenes

PaiMHokenye (Bocupoudnencuve) I: 5t;
IV: 7. Cm. maxxce Tonosoe paamuoxe-
ure; [Tosxonamme

Pajobwmaionme sreHTn 111: 33, 34

Paln%(pﬁgme omyxosn) I1: 24, 48; I1I: 99;

- HECUMMYHOSIONUYeckadl MeXaHWsM  3a-
amTes V: 65

- TONCTOro xmmeduuxa I1: 24

Pamxy cudrtbipanys 1: 128) 129; II: 19

Pansse nepexsatsl V: 92, 93

Pacrenua 1: 39. Cu. makxce Pacturensuue
KJIETXH

- C,, C, Il 41

Pactytemsibie xnerkm V: 160

— - apykeywe uuTonnaszMm V: 193

—~ crpoenue [: 34-35; V: 182

Perenepamyonnas Gmactema IV: 104

Pererepauns uuTepkaiapras (BCTABOTHAS)
IV: 105-110

—— xnetovHoit cremkd V: 206

— xounegsoctest 1V: 104109

neyenm IV: 146

MpaBHa MHTEPKAJALHY, HeTpPepLBHO-

cH, pocta IV: 106-110
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268-275, 281, 286-291
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4
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56
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53
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— obmax II: 51-53, 58
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Penatypauma PHK I: 213; I1: 53
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—-— Genkon I: 134, 148, 178
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1 16t
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Pecauaxu 1. 147; I11: 88, 95
- mawxenue 111: 88
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Pecrpuxipm rouxa I1I: 142, 143
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- pankpeatuyeckas I1I: 233
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PubonyxieosnaMorodocdatn 11: 8
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mexeyy) I1: 233
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~— cudres II: 245
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- BepesieRde ¥ oamcrxa II: 236, 238

- meyxnenovequbuid yqacrox I: 123
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- pefuiyRamusa 1: 47

—~ nponeccurr I: 214; 1I: 10, 17, 204, 228,
235, 237, 241, 281; U1I: 63

~ cuHtes It 39; 1I: 811, 228; TII: 169
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PHK-monmMepassr 11: 8, 228-235, 241, 247
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— BBINEMUICBHE MWHTPOHHLIX NOCJAEROBA-
reaeaocreit 1: 239

- WIMEHERYE KOHNEBBIX yiactxop l1: 280
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- gfepxamie rimxo3aMyrorsmKkanos 111:

-~ xoJutarewa Il1: 222

Pogavwm I: 204

Pogonew I1: 94; V: 124, Cm. maroxce
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- obpasyronmie xop osturocaxapumos 1I:
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Cexperophnie xnetxu I:

-~ xoxu 1V: 158, 159

- ny3npexy II: (73,
Compaxu annapar

CexperopHepd KOMMOHEKT (B aMTuTElax)
V: 24, 25
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231

Cepun I: 74, 77, 104, 107, (49, 152
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— nepBoro nopsuka 1V: 36-3%
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- cmysmMe ¢ sinewterkost 111: 98-99
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Crnaficnsr PHK 11: 204, 236, 238, 243, 244
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Cnopw (Baxtepui) I: 42

Cpeaunnpag miracTurka V: 164
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Cyxoxunug, cagaky IIf: 222, 235
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Tay-6enxu 1II: 106
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Tenomepw 11: 294
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- meto3a III: 176-178, 188

Temuossie peakitin 1; 82

Tempononsnas maxpockormus I1: 190
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Tengopag suepras 1: 81
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Tepatoxapmyoma 1V: 72

Teparomsr IV: 71, 183

Tepmynanenan cets I11: 110

Tepmumupyrompe xonous I1: 19. Cu. max-
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1-82
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Terpapa 1V: 22

Terpaoxcna ocmua 1: 171

Terpamgmmy I1: 21; II1: 57, 67

Terpayrunammonntt V: 80
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Turaxounuas mem6pans I11: 36, 38

Tunaxomanoe npocrpaucrso [I1: 36, 38

Tunaxoums I11: 36-38

Tumumun [: 204; T11: 142, 217

- BKSIOYEHME B MYTAHTHWe KneTky I11: 217

Trvuaubmnaza 111 217

Twwvur (T) 1. 80, 120, 122, 128; TI: 28

- ofpazosanve aamepos II: 25
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Tupeornobynunu II: 165
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BHOHOH XeENe3nt

Tupeoaubepun I11: 247, 249
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Tuposwy I 77, 107, 199
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Tpancaerepmubauus [V: 79
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-~25_’mmﬂuue crepoumHsx ropMouos I1:
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Tpaucnamir PHK I: 1S5, 43, 131; II: 7,
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[TpoMoTop
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CHTHAN

TpaucMemGpanunle Genku I1: 76

Tpaucmembparuuil rpajguewT V: 78

- 10K V: 8

Tpaucaupawsonunif Tox V: 166

TpaHconautaT, oTropxkeuue V: 57

— OpOTHB Xo3dmEa V: 57

TpaHCONARTALMOHHDIE AHTHTEHBl (AHTM-
feHbl TUCTOCOBMECTHMOCTH) V: 57

Tpaucnnastaws [V: 97-103

— 30Ha NONApK3yrmen axTHeHocTa IV: 08

- OpHAKBAaEMOCTb TpaHcnManTaTa V: 16,
17, 87

- agep [V: 73-75

Tpancnosoust 11: 304. Cm. maxxce Mo-
6UIbHEIE FEHETUYECKME 3JIEMEHThI

Tpancnopt II: 99-132. Cm. maxoce Ax-
TABHBIA TPaHCOOPT

— B 30Hax cJmnanug Mem6pan I1: 198-199

8 PpaCTUTESLHOM opramime V: 175

- xkansuMs UI: 21

- perporpambii V: 132, 142

— € OOMOIULIO NOCTTPAHCAALMOMHOTO UM-
mopra 1i: 161

Tpaucoopminte Gexm [I: 82, 84, 86

— nyipvxy I 169~170, 199

19-21. Cm. maksce

- PHK (TPHK) 1: 129; 1I: 7, 11-19, 143,
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-— A3MeHense kondopmammy IT: 12

- - udnusaTOopHbe 110 20

—- cef3preanne ¢ prbocomoit II: 18, 19

—— cuyTes II: 245

-— dennnanannuossie 1: 130

Tparchexuns 111: 153-154

Tpaucpopmauna II: 126

Tparchopmmponarunie kaeTkd 1: 185; 11I:
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Tpaxenaw V: 170

Tpemvanunr IT1: 103

Tpeonunn I: 77, 105, 107

Tpetuunan crpyxTypa Geska I: 140

TpHaUNRC IHUEPOITL] (TPHTHLUEepymb) 1: 72,
74; 11: 141, 142; III: 12, 265
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Tpuymuepuast ca.  TPHADRITIMLUE PO

Tpumaetnt csm. Koposs!

Tpuncuu 1; 140, 178, (88, 199

Tpuntodau 1: 77, 199

Tpuckeanount [1: 123, 124

Tpucomus 11: 293

Tputor X-100 1I: 77

TpuTOHbLI, percAepauss XoHeuHocTy V:
104-105

TPHK cs. Tpaucoopmwe PHK

Tpombur 1: 140

Tpombountt csM. KpoesHele MiIacTMHKH

Tponokonnaren Ul: 222, 225

Tpooomnoaun IIl: 84-86; IV: 171, 173

- Aempimensnii 111 12f

Tponomun III: 84-86, 276: IV: 171, 173

TpodoaxTonepma IV: 68

T-Tpy6oaxu I1I: 85

Tybymme I11: 89, 92, 98

- nomameprsawma 111 100

— cpaeHenre ¢ akTuHom IIT: 91

~ «TpeaveumH» 110 103

— apomorms IMI: 122

Tymmxamawm 11: 98, (94

Typrop (TypropHOe naBjeBne) V:

— pmusHMe ayxcnHa V: 203

~ perynsmms V: 166

Tqugrg[e knetxa I1: 119; I11; 248; IV: 165,

—— ceaA3siBaNKe aHTurewa V: 25
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I 231

Triapuogusle BoNocku V: 189, 194, 200

Taxemnie uerrn V: 21-26, 31-34, 40, 42

165
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®ymMaposas xucnora 1II: 50

157, 158, 160

Xanor (xeinon) IV: 157

Xenampytoume coeamuenns 111: 188

Xennepeue dakTopst V: 56

T-chz:pu (T-kaeTkn-xemepwl) V: 52-56,
62—

Xemmocmoc III: 7-8, 16

XemuocMoTHYeckas runoTesa 111 34
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