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B kuHre pacCMOTPeHH BHYTPHKJeTOUHHE GHOXHMHYECKHE 1POLEC-
Cel B Xxole pa3BuTHA u aAnddepenunposkn. Manoxenwm obwune npea-
CTABMEHUA O peryasnfau ofMena BeuUleCTB, aKTHBHOCTH (epPMEHTOB H
reHeTHYeCKHX CHCTEM, LAHHBIR 06 HHLYKIMH ¥ PenpecCcHi reHoB, MHTO-
THYECKHR [HKAAX B KNeTKe NPOKapHOTOB M osykapuotos, Hcnoassya co-
BpeMeHUble NalHkle 0 AMHaMHUKe BHYTPHKJIETOUHLIX MPOLECCOB, aBTOP
[BITAETCA PACKPHITH MEXAHHIMbI, feXKalne B OCHOBe BpeMenHolt H npo-
CTpaHCTBeRHOA AndhepeHHpOBKH KIETOK.

Tpeanasiadeda Ans 6HOPHIHKOB, GHOXHMHUKOB, 9L16pHOJIOI‘OB MO-
JeKyJIApHEX GHONOTOB, a TakXe ANA MATEMATHKOB U NPYTHX cneuita-
BHCTOB, HHTEPECYIOUIHXCA BONPOCAMH pa3puTua opranuamos, [Jocryn-
Ha CTYACHTaM CTAPUIMX KyPCOB M acCmupaHTaM,
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NMPEAUCIOBHE K PYCCHOMY U3JAHHIO

Kuura B. I'ynuna ¢AHanuThHueckas GU3HONOCHS KJETOK M pas-
BHBAIOLIHXCS) OPraHH3MOB» — 0JHA H3 cTpyeK B OGIIUPHOM NOTOKE
MONBITOK CO34aTh TeoperhuecKkylo Onosoruio. [loka Takoit ofjaacTu
HayKH He CYIIeCTBYeT — MOXHO CKa3aTh, uTO OHOJOTHS emle XKAeT
csoero HpioTona. Buosornyeckass «reopufi» B HacTosillee BpeMs
yAe pasBuiach 10 CHOCOGHOCTH 3a/lHHM UHCJIOM YAOBJETBOPHTENLHO
OODBACHATE MOUTH N00O0H 3KCNEPHMEHTAaNbHBIA (akT, OAHAKO kO
BO3MOXKHOCTH MpPeACKa3HBaTh pPe3yNnbTaThl HETPHBHAJLHLIX 3KCIe-
PHMEHTOB ellle Janexo. Dosee Toro, MHOrHe HccnenoBaTeNH CUH-
TalT, YTO B CHJY cneuH$UKH OHONOrHHM co3fdaHHe B Hell JHCIHM-
JHHEL, aHaJOrHUHOH TeoperHueckoH ¢(usnKe, HeBO3MOXKHO. Bce Xe
HaM Kkaxkercdl, uTo B OyAymeM YLACTCH NOCTPOHTL TEOPETHUeCKYLo
6GHOJOTHIO, HCHONBL3YIOUY0 Hebo.1bluoe WHCJAO OCHOBHBIX NPHHIHUIOB
1 crporufi popmanbHHE anmapart LJs J0rHYECKOr0 ONHCallus BCel
KapTHHB XHBOMO MHPA M ANA NpelcKa3aHHA pe3ysbTaTOB KJioue-
BLIX 9KCNEPHMEHTOB.

B cBoefi kHure I'yABHH pacCMaTpHBaeT BONPOCH YCTORYUBOCTH
H caMOQpraHH3alHH B MOCTENEHHO YCJIOXHSAIIeMes pANy, HauHHAA
OT BHYTPHK/IETOUHOro MeTabosu3Ma U Konuaa mopdorenesoM. Knura
COLEpPHT HHTEPeCcHHA H NpeacTaBUTebHEI HAa60p HOBHX IKCHEpH-
MeHTaJbLHHX HNaHHHX, KOTOPbLie aBTOP BCIOAY DHITaeTcsl TPAKTOBATh
¢ nomolbio popmancHoro annapara. B G0JNbUIMHCTBE CAYyUuaeB 3THM
annapaToM fIBJAETCS TEOPUN LHHAMHUECKHX CHCTEM, XOTfl Bpems OF
BPEMEHN HCTIO/NB3YETCA TEOpPHS KOHEUHHX aBTOMATOB H CTATHCTH-
yeckas MeXaHHKa.

B neppoii rjaBe paccMOTPeH XODOLWIO W3BECTHHI MaTepHan, H3-
JOXEHHBLIH Ha NOCTATOUHO 3JeMeHTapHoM yposHe. OcHoBHoll 3ama-
yeill ABAAETCT O3HaKOMJeHHe uHraTeas ¢ JAeficteBHeM o6paTHoft
CBAI3H B npoctoil pepMeHTaTHBHOR nenu. Bo Bropo#t rnase paccmar-
puBaercs 3HauHTeNbHO GoJee CJI0KHAR CHCTEMa 3MHreHEeTHUECKOrQ
KOHTpONA, ABTOp MOKa3bIBaerT, YTO CYUIECTBYET HeCKOJbKO YpPOBHeH
PeryasiuHH, NpHYeM HH3LIHe YPOBHH OXBATHRBAIOT MPOCTHE NOLCH-
CTeMBI H HMEIOT XapaKkrepHble BpeMeHA NOPAAKa HeCKONBKHX MHMHYT.
Buiciune ypoBHH, CBfi3aHHBIE ¢ CHHTE30M HOBRIX MaKPOMOJEKY.,
OXBaThiBaloT Oonblive CHcTeMBl, rpaduueckH H300parkaeMbie ce-
TAMH, C XapaKTepHHIMH BpeMeHaMH DOPHAKA 1eCATKOB MHHYT HJIH
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HECKO/MBKHX 4acoB. 3jech aBTOPY YxkKe He VIAAeTcs nocaeloBare/bHO
HCMOJIb30BATh GopMasbHBIf annapar. 3aTo Habop NpUMeEpPOB, HIIIIO-
CTPUPYIOLIHX PAa3MuuHEIe MOJEKYJAPHbIE MEXaHH3Mbi, BK/IIQUEHHBIE
B MHOIOVPOBHEBYI0 CTAadUNU3AUHIO, BECEMA NTOYYUTEJEH.

Ecau B nepBHX ABYX r1aBax pacCMaTPUBAIOTCH TOJNBKO BOMPOCH
ycTOHuHBOCTH, PopMabHO CBA3aHHBIE ¢ YCTONUHBOCTBLI) CTALMOHAD-
HEIX TOYEK, TO TPeTbfl [J1ABA ONHCHBAET 3HAUUTENbHO 6oJsiee CHOXK-
HOe, XOTH H CTalHOHAPHOe NOBeJeHHe. DTO KJIETOUHHIH LHKJI, CBS-
3aHHBI ¢ MeTaGo/IHUeCKHMH aBToKoneGauuavu. Caeayer OTMETHUTD,
UTQ B 3TOH rjaBe nponecc JeleHHS HIH NpeAllecTBYIOLIee eMy
yneoenne JJHK paccMarpuBamoTcsl Kak CyulecTBeHHast 4acTb 1IHKJA
aBToKo/qeGanufi. TeM caMbiM KJETOUHBIH WMKA OpefcTaBjdeH Kax
2aBTOHOMHasl aBTOKO.leGaTeqbHAsl CHCTeMa, He 3aBHCANLAS OT TaK Ha-
3EIRaeMBIX OHOJIOrHUECKHX 4aCOB, OMHCAHHLIX B CJEAYIOUIEH TJaBe.
Mexny Tem cymecTByeT nojpo6Ho paspaGoTanHas CenbKoBbiM [4]
THNOTE3a O €JHHOM MeXaHH3Me KJETOUHLIX 4YacoB, HAYUIHX KaK B
NOKOALMUXCA, TAK U B JEJSLIHXCS KJAeTKaX, IPHUeM MEXaHH3M 3THX
aBTOKoJieGaHHll He CBA3aH C CHHTE30M HYK/JEHHOBBIX KHCJAOT. ITH
yacel MEPHOIMYECKH NOLAIOT CHrHAJ Ha JefeHHe KJAerTKH, KOoTopoe
OPOHCXOIHT HJAH HE NPOUCXOAHT B 3aBHCHMOCTH OT APYrHX YCJOBUI.

[Tpo6nemMa BHYTPUK/ETOUHHIX PHTMOB HHTEHCHBHO paspabaThi-
Baercss B nocjaeaHue 20 JeT, oJHAKO OKOH4YaTeNbHON uerkofi Kap-
THHBI TaX W He cO3%aHo. KpaTKo H3/oXeHHBle B KHHIe ONHTH Ha
TakoM 3aMeuaTesbHOM OCGBeKTe, Kak aueraby ispHf, IOKAa3HIRAIOT,
YTO B 3YKapHOTHUYeCKOH KNeTKe CYIIECTBYET HECKOJbKO OTHEJNbLHDIX,
HO B3aMMHOCHHXDOHH30BaHHHIX aBTOKoJeGaTenbHHX cucteMm. Pac-
KpBITHE HepapXH4YecKOl B3aHMOCBSI3H pPas3jHUHBIX BHYTPHK/ETOUHBIX
pUTMOB ABASieTCA HHTepecHelImeH 3afavell OsauiKafimero 6yayuero.

AHa/u3 NPOCTPAHCTBEHHHIX B3aHMOJeHCTBUA B GHONOTHYECKHX
cHcTeMaxX peryiasimHH BHepBHIE NOAB.isleTC B TpeThbefi riase H B
NaJbHelillleM CTAHOBHTCH TrNTaBHOH TeMOl M3JOMKeHHS, 3HAKOMSA UH-
TaTeas ¢ leHTpaabHOH npobGieMoil CoOBpeMeHHOH GHOJIOIMH — MOpP-
¢dorenesom. ABTOp paccMaTpHBAaeT paclpeleseHHbie CHCTeMHl, TIe
coueTaHHe OHOXHMHUECKHX IpeBpalleHHil ¢ RHbbY3Heldl Moaery.
NPUBOJUT K NOABJEHHUIO NPOCTPAHCTBEHHO OPraHH30BAHHBIX KOHLICH-
TPAuHOHHHX noJiefl. X0l pasBUTHA OTLENBHLIX KJETOK ONpene/siercs
BHeK/MeTOUHON KOoHUeHTpauuel 3deKTOpPHLIX MOJIeKyJ, KOTopas B
CBOIO OUEPeRb 3aBHCUT OT pacnpefesieHHs pasJHUHBIX THNOB KJIETOK
B npocTpaHcTBe. Tak BO3HHKAeT NPOCTPAHCTReHHO-BpeMeHHasd CBA3b,
ofecneyuBaloan YCTOHUHBOCTL CTPYKTYpnl TKanu. Paccemarph-
BAWOTCH KaK CTalHOHApHHeE BO BpeMeHH rpafHeHTH wMopdorena
(nanpumep, Tak HasbiBaeMas mpobieMa TpexipeTHoro ¢rara), Tak
W nepHoAMuecKHe Geryline BOJHBI KOHUEHTpPAUHH PeryJATOPHLIX Be-
mecrs. OnHoft H3 MyyIUuX WIMOCTPAUHH moclemfHero THHA NOBeje-
Hust ABAserca MopdoreHes MuKcomuuera Dictyostelium discoideum,
rie pelarolyio poab HCPaloT nepHoLHYecKHe BOMHE NAM®D,
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Boofuie e 3Ta 4acTh KHHCH NOJHUMAaET ropaso Hojblie HHTe-
pecHHX BONPOCOB, UeM RaeT FOTOBHX OTBeToB. Ho TakoBo cocrosi-
HHe 3Tol ofacTH GHOMOTHM, H HaM Kaxercs, 4To KHura 'yasuHa
fygeT foJe3Ha TeM, KTO coOupaercsd aKTHBHO B Heli paborark.
B eute Goabuieil crenmeHd 3TO 3aMeyaHHe OTHOCHTCS K HocCaefHel
rnaBe. 37ech aBTOP UCMOAB3YET MHOIQUHC/IEHHBIE AHAJNOTHH M Ma-
pajjes, TOKa3ulBas CBOM TE3HC, YTO >KHBLIE CHCTEMH MOTryT GHITH
onpepeneHH Npejae BCEro H IJABHBIM 00pa3oM Kak CHCTEMH, HC-
noJb3yoie HHPOPManHo IAs CaMOCOXpaHeHHS,

CrpeMJjieHHe COCTaBUTb HEOOXOAMMHEIN H IOCTAaTOYHHH Habop
onpejieJleHHit, BHIAGNAIOMIMX JKHBblE CHCTeMBl, C AaBHHX MOP fB-
JSieTcd OTHPaBHOH TOUYKOH BCAKOro OHOJIOrHUECKOrO TeopeTH3upoBa-
#us, CTOMT OTMETUTH, UTO HH QH3HKH, HA XHMHKH He UCNHTEIBAIOT
CTOMb HACTOATEAbHOH HYXABI BHIAENHTH OOBEKTHl CBOEH HAVKH.

OxBar CTodb WHPOKOH TeMbl B HeOOJbLION KHHre HeH30eXHO
NPUBOJUT K OnpejeleHHOH CYGBEKTHBHOCTH B M3/10XKEHHH, H KHUrA
T'ynsuHa He ABJASETCA B 3TOM CMBIC/Ie MCK/MOUYeHHeM. My xotenn 6u
NOMOUb YHTATENIO B KAKOH-TO CTEMEHH NPeoROJeTb 9Ty CyObheKTHB-
HOCTb, MPeRJaraf CIHCOK KHHI Ha PYCCKOM f3bIKe, B KOTOPHIX 6osee
noApoGHO PaccMaTpHBAKTCA MHOTHe H3 mnpobieM, 3aTPOHYTHX B

3TON MOHOrpagHH. )
A M. )Kaborunckuii
. H Arayaraxanos
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TTocsawaerca npogeccopy
K. ¥Yoddunerony

Ho genoBeky nomxno yerpemantscs
3a Te Tpefie]iel, YTO eMy NOCTYIHH,
Huave 149 dero me "edeca?
P. Bpaynune, «Anupea penv Capro»

NPEAUCIOBHE ABTOPA

B sToft kHHre s monuiTancs MOCTPOMTL KapTHHY (H3HOMOrUye-
CKHX CROHUCTB KJETOK M PA3BHBAIOUIMXCH OPraHH3MOB, OCHOBAaHHYIO
Ha NpencTaBJeHHAX MOJeKy/AsapHol OHOJOrHHM ¢ OnHOH CTOPOHEL, ©
MaTeMATHUCCKOTO  MOJEIHPOBAHHST — ¢ apyroil. Hcnonb3oranue
TepMHHA aHAJHTHYecKas (u3nonorus» Gasupyercs Ha 3TOf ABOH-
CTBCHHOH OCHORe, T. €. aHAJH3 NOHHMAETCH KaK B €ro 3KCHepHMeH-
Ta/J1bHOM CMBICJE, TaK H B MaTeMaTHYeCcKOM, KOTOpHE B3aHMHO f0-
NOJHAOT APYr ApYyra.

B nepBpix Tpex ri1aBax KHHrM CBOMCTBA KJETOK ONHCHBATCHA
B TEPMHHAX TEOPHH YNpaBJEHH#, TAe roOMeoCTa3 U ajanTauHs pac-
CMaTPHBAN0TCA TJaBHBIM 00pa3oM KaK IpOfiRJIEHHe IPOIeCCOB ¢
MOJIOXKHTENbHEIMH H OTPHUATeNbHBIMH OOpaTHBIMH CBSI3SIMH, 4 CTa-
CHALHOCTD XHBHIX CHCTEM NOHHMAETCS CKopee B MHPOPMauHOHHOM,
YyeM B 3JHEPreTHUECKOM CMEICJAe, DTH NpeicTaBjeHHs BO3HHKJAH B
50-e rofibl, H WX DPa3BHTHe NPHBEJO K <«30J0TOMY BReKYy» TEOpHH
yapaBiaeHHs H KHOepHeTHKH B OHOJOrHd, HO cefiyac oHu GObICTPO
npeBpallaloTcs B HEUTO HOBoe, ellle He HOJTYUHBINee Ha3BaHHA. Bos-
MOXKHO, 3TO paclReT COOCTBeHHO OGHONIOTHUECKOro NOAX00a, B KOTO-
poM npeoGaajaiowas poab MNPHHAANEKHT MOHATHAM CTPYKTYpH,
¢opMLI M TpaHchopMauHH, a HE KOHUENNHUAM UHCTO LHHAMHUECKOH
cTabuibtocTH. [lo-BHAHMOMY, 3TOT nyThb pa3BUTHS HaHGONlee CoOOT-
BETCTBYET IyXy GHOJIOTHH ~— HayKH, B KOTopoid Mopdo.orus Bcerna
MeJa TNepBoCcTeneHHoe 3HaueHHe. [IpuMeHeHHe aHANHTHYECKOTO
NOOX0Aa K H3YUEHHI0 OPTraHH3alMH XXHBHX CHCTeM OOYCJIOBHII0
nosiBJICHHE B TOC/MefHHe NeCATUJIETHS TeHNEHIHH NPHHHKATb pOJb
CPaBHHTENbHOH aHATOMMH H OMHCATenbHON SMOPHONOrHH. JTa TeH-
JeHuHs Gblia HEOTLEM/JIEMON UacTbi0 Pa3sBUTHA MOJEKYJIAPHOH OHo-
JOrud. D PheKTUBHOCTE aHAJNHTHUECKOro MoJAX0AAa OPOH3BOLAHT Y-
Goxoe BHeuaT/eHHe; 3T0 OLHO H3 Hando/ee 3aMeuaTENbHBIX ROCTH-
JKeHIIH 32 BCI0 HCTOPHIO GHOJIONHH.

OpnHako mpencraB/ieHHs o6 opraHuiMe, KOTOpbie Mbl 0OJyuaem
¢ NOMOUIbIO MOJeKyJapHOil O6HoJ0riH 4 TEOPHH YIpPaBJIeHHS, He
JAAlOT 1I0JHOW KapTHHH, H 0 Mepe U3/JoXXeHHS MarepnaJfa 3TO cra-
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HOBUTCS Bce GoJsee oueBHAHBIM. [Toka peub HAET O YHCTO TOMEOCTa-
THYECKHX M alaNTHBHLIX CROMCTBAX KJETOK, MOXHO NPAaKTHYECKH He
KacaTbesi CTPYKTYPHI H MOP(OIOTHH, HO Jlaxke B 3TOM CJiyyae CKOpO
CTaHOBHTCA SICHO, YTO pasMepbl H Gopma JAOMKHE APHHUMATLCST BO
BHHMaHHe XOTH OH MHHHMAaJbHO. TIpH U3yyeHHH Ke cTaOHALHOCTH
TKaHeH H ABJeHMH pereHepaunun u MopdoreHesa Bonpoc o ¢opMoos-
PasoBaHHH CTAHOBHTCH OCHOBHBIM, a IHHAMHYeCKHe acnekTol Qusio-
JIOTHH OKa3bIBAIOTCH CBA3aHHBIMH C MpOUECCaMIl, pacnpeneseHHbIME
I OPraHH30BaHHHMH B mpoctpaHciBe. Hauunas ¢ ra. 4, paccmotpe-
HHIO TAKHX NPOCTPAHCTBEHHO-BPEMEHHBIX OTHOIIEHHH ylessieTcst BCe
Gosnblie BHHEMAaHuA. [JHHaMHuecKHe MOJeTH NPOLECCOB Pa3BHTHA,
paccMoTpeHHble B II. b 1 6, Bce ellle OCHOBBIBAIOTCS HA MOCTYyJaTax
MOJIEKYASIPHOH OGHOJOrHH, HO B 3THX MOAENAX HAYHHAIOT YYMTH-
BaTbcsl AHGDY3AA H pacnpocTpaHeHHe BOJIH KaK BaXXHBle YNOPAMO-
"HBAWOLKe NPOCTPAHCTBO Npolecchl. 3a moc/jeiHee BpeMs AOCTHTHYT
IHAYUTEJbHBI mporpece B NOHHMaHUH MeXaHH3MOB MopdoreHesa, H
B 6/HxKafiye roAbl Mbl, KOHEUHO, CTAHEM CBHIETENAMH KOPEHHHOro
H3MEHeHHs CcylecTBYIOINHX cefiuac npeicrasiennfi. [loxa emte npe-
ofaanawiye B 3TOH 06JaCTH MOJLeNH, XapaKTepH3YOILHecs OTHO-
CHTEeIbHO CTATHYHOI OpranHsallHed, YCTYNsiT MeCcTo rubGKuM JIHHaA-
MHUeCKHM [POCTPaHCTBEHHO-BPEMEHHBIM MoOAe1siM npoueccos. He-
KOTOpble CBOMCTBA TaKHX Mone/ell s nuTAlOCh MpeAcKa3aTh B 3THX
riaBax.

Crpemsick 06beAHHHTL HAEH, Pa3BHBAEMbIe Ha NPOTAXKEHHH BCeil
KHHCH, H OMBIC/AHTL NPeNesbl HX NPHMEHHMOCTH W CBA3b C APYTHMH
ofsacTAMH HeceAoBaHuit, 6anN3KuMu, Ha Mol B3rJfAj, 00 cBoef
npupofe K GHONOTHH Da3BHTHSA, fi paccMOTpes B nocienHel riame
MOAXOML K H3YUeHHIO MOBENECHHS! OPraHH3MOB, B KOTODOM AesaeTcs
noneITka 06heXIHHUTL (GEeHOMEHOIO0THUECKYI0 NO3HNHIO C aHAJHTH-
yecKkoil B yXe COBPEMEHHOTO CTpyKTypanH3ma. IIpu 3ToM opraunsu
paccMaTpHBaeTcsl Kak Mo3Halouas cHcTeMa, afanTupyloulasca H
Pa3BHBAIOLIAACA C YUeTOM HH(POPMAIUK, KOTOPY0 OHa MOJyuaer
0 cefe 1 cBoeM OKpyxeHnH. JIHHaMHueckne pOPMb MOBELEHHSA Opra-
HH2Ma TPeACTABJEHBl KaK MPOABJIEHHA KOONEepaTHBHON, HAH KO/NEK-
THBHOI, 8KTHBHOCTH Y3HAIOUIMX eAHHHI, a Da3BHTHe MOHHMaercs
KaK ynopsaoueHHoe pa3BepTbiBaHHe 3THX QOpPM B mpefesax CTPYK-
TYPHO CTaGHABLHOH CHCTEMEI, HCMOAb3ywolleHd HHpOpMauH.

OCHOBHOH  MOTHB KHHUI'H — PacCMOTPEHHE KOHIENTya/tbHoro
(BK/TIOUas 3KCNEPHMEHTANbHBIA) H MaTeMaTHYeCKOro aHalH3a B MO-
CTOSSHHOH B3auMooboraualome# CBA3H, XOTH OHH H MOryT GHTH
pasaeleHHl COrMacHO BKycaM yuTatensi. B orsinyme or npenmayutei
KHHTH, B KOTOPOi Moe BHuMaHHe OBL10 NOr/JOLIEHO MOHCKaMH $op-
MaJabHOrO ONHCaHHSl (PH3HONIOTHUECKHX IIPOLECCOB BHYTPH KJeTOX,
MarcpHaJ, NpeRCcTABJCHHRIA B 3TOH KHHre, B OCHOBHOM 0HOJOTHYe-
CKMH, ¢ NpHBAeYeHHEM DSiia MAaTEMATHUECKHX NPHEMOB, HCNO/Mb3ye-
Mbix aas GoJace NOAPOSHOrO aHamH3a HEKOTOPHIX ocoGeHHocTedt
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NOBEJeHHS KJETOK M pa3BuBaowHXcs cHcrem. Mos HayuHas Jefl-
TeJbHOCTh HAyHHAJachk B poJiH OHOJOra-skcnepHMeHTaropa B 00-
snacth ¢usnonoruu. [NosnHee f Obl/1 OTBJIEUEH OT 3TOTO HaNpaB/JIeHHS
dopmanbHoli KpacoToll MaTeMAaTHKH H H3AUECTBOM CTaTHCTHYECKOH
TEDMOJIMHAMHMKH, H MHE KaXeTcs, uTo npeobiaaHHe B 3TOH KHHre
3KCNEPHMEHTANbHEX MpolsieM oTPpakaer B KakKoH-TO Mepe BO3Bpa-
IIEHHEe K MOHMM MepPBOHAUYA/JLHBIM HHTepecaM.

Yro Ke KacaeTcsl CTPYKTYpPbl KHHrH, TO MaTepHa/] OPraHH30BaH
HepapXHuecKH, Kak H nozofaer GHOJNOTHUECKOMY aHnanusy. 3a Kpar-
KHM OMHCaHUeM NpeJCTaBJeHHH o CBOicTBaX yCTOHYHBOCTH OHO-
XMMHMUECKHX CeTeH, NpeAllecTBOBABIUHX HIESM TEOpDHH YNpaBJeHHS,
cleIyeT pacCMOTpeHHe MeTaGoJHUeCKOH H MaKpOMOJeKyaapHOH
peryJsiniH, KJeTOYHOro WMK7Aa, GHOJOrHYeCKHX 4aCoOB, NMPHHIHIOB
ynpas/eHUs K1eTOWHoH monynsuHell u MopdoreHe3a B OLHOKJIETOU-
HHX M /MHOTOKJIETOUHBIX OpraHH3Max. BoJjbuiasg yacTb 3TOro MaTe-
pHajda BXOAHT B Pa3iHUHHIE KYDPCHI, NPOUHTAHHBIE PALY NOKOJEHHH
CTYHeHTOB YHuBepcHTeTa B Caccekce; f Grarofapes MOHM Caylia-
TeJIAM 33 HUCOPaBJEHMA M B3aHMHBIe 06CYXKIEHHA, KOTopble MO3BO-
JHNH BHECTH fICHOCTE B e bifi papg npobaem. [Ipencrasiensuil Kpyr
BOUIPOCOB He ABJAAeTCH Bceo(beMJOIWUM: orTbop ompenetsercs
MOHMH JIMMHLIMH HHTEpeCaMH, T. €. Cyrydo HHIUBHAYaseH. Bciony,
roe 310 OLII0 YMECTHO, § CTPEMMJCST BLIPA3HTh MO0 NPH3HATeJb-
HOCTh, HO GoJsiee Bcero f OaaroflapeH N0AAM, KOTOpblM o6f3aH
cBouMH 3HaHHAMH. OcobenHo GearpaHHyHa Mosl 6JarogapHoOCTL No-
KoiiHoMy npodeccopy K. YOLAHHITOHY, KOTOPOMY H OCBALIEHA 374
kHura. MiMeHHo ero Bepa B aKTya/ibHOCThL TEOPeTHYECKOrO aHaJ/ii3a
H MaTeMaTHYeCKOro MOJENHpPOBaHHA B GHOJOrMH na/jia MHe 67aro-
NPHSTHYID BO3MOMHOCTH 33HHMAaTbCs HCCJAEOBAHHAMH BHe TeX
uaefHBIX TOPH3OHTOB, KOTOPLIMH 5 OrpaHHuYeH B 3KCMEPHUMEHTAJb-
Hoft paGote. Biarozapst VCHAHAM YOINHHTTOHa GBI OPraHH3OBaH
pan xondepeHuuil Ha Buase CepGestonu Ha o3epe Komo, xoToprre
OpefcTaBJasAgH cOO0H HeoOLIUHbIA ONHT O6CYANEHHA BONPOCOB, Ha-
XOAAWHXCS HA CTLIKE PAa3NHUHBIX AHCHHNJIMH, H MPHBEJH K nosBJe-
HHI0 Ha cBer KHHTr «Ha nytw x reopernuecko#t 6Guosorun». «Ha
NyTH» B 3TOM 3arJaBH#l ObLI0 CO3BYYHO MBICTH YOIRHHITOHA, KOTO-
past Bceraa CTpeMU/Iach NPOHHKHYThL MO TY CTOPOHY OOLIeNPHHATHIX
npeACTaBieHHH M NPHBOAKHNA K MOCTOSIHHOMY «3aHrPLIBAHHIO» C
eperuyecKNMi unenmd. OfHaKo 3Ta Urpa C epeTHUECKHM OlHeM
OCHOBLIBaJIaCh Ha IVIy0OKOM NOHHMAaHHMH 1eTaJbHOro YCTPOHCTBA H
GYHKUHOHHPORAHNA JKMBHIX OPraHH3MOB. DT0 KaK pa3 Takol Tun
pPaBHOBeCHA MeXNY 3HaHHeM H npelBHIEHHEM, K KOTOPOMY =
CTpPeMaloch, ¥ BCe, uero MHe YyAaJdoChb ROCTHYDL B 3TOM OTHOIMEHHH
H YyTO HAIJIO OTpaMeHHC B 3TOH KHHTre, 06yCJAOBAEHO B 3HAUHTE]b-
okt Mepe BJAHSHHEM, KOTOpPOE NPAMO WIH KOCBEHHO OKa3aJs Ha MeHd
K. YognuHurron. MHe XoTes0oCh 6B Taxkxe nobjaarofapHTh COBET MO
Hay4yHBIM HCCIefloBaHK#M BenukoGpuranuy, ubs meapocTh B GUHAH-
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CHPOBAHHH HCCEI0BATENbLCKOR rPpynnbl aHAJHTHUECKOH GHOJIOTHH B
Caccexce nana BO3MOHHOCTb NPHBJAeYb K paBoTe JHIL C PA3HOCTO-
pOHHEH HayuyHOH MOATOTOBKON H TBOpYeCKHM MOAXOJOM K HCCAEHOo-
BaHHIO NpobJeM, OTHOCALIHXCA K 061acTH GHONOTHUECKOrO aHa.IHu3a
TAKOro THIIA, KaK ONHMCaHHbl B 3TOfi kHHre. J MHorum o0#3aH u
MOIIM  IpPY3bSiM H KOJJIEraM [0 YHHBEDCHIETY, OCONeHHO h-paM
Hx. Oaymeny, O. ¥36crepy u K. Oyrau.

[TocienHss rnaBa KHWIH OCHOBAaHa Ha HesX, pa3BHUTHEM KOTO-
pHIX f 3aHUMAJCS B TeueHHe roia, cBoSofHOro oT Jexknuil, B Hauuo-
HaJabHOM YHHBepcHTeTe Mekcukn. CopmecTHan paGoTa, BbINOJHSAe-
Mas Tam (H3HKaMu K OHOJOraMH, KMeaa NN MeHs orpoMHefyIo
HeHHOCTb, H 51 OueHb GnaropapeH n-pam M. Bepporgo, . Koxo,
O. Hosapo, P. Ilepec-Tlackyane, P. Tlepec-Tamaiio n I'. Buausrpa-
I'onsanecy 32 MHorouHc/eHuse ofcyxnenns. Pykosonurensam otne-
JIOB TeopeTH4yecKoll (PHIWKH H OGHOMeIWUMHCKHX HCCJeLOoBaHHMA,
a-paMm M. Mowmmdckn u Jx. Mopa, s 00si3an 3a rocTenpHHMCTBO
u nomolun; Koposnesckomy oflecTBy s OaroiapeH 3a npenocTas-
JeHHc cpelacTB H3 ¢oHaa JIuBepxyama, 4To a0 MHE BO3MOX-
HOCTDb NOCEeTHTH MeKCHKY B KauecTBe MpHriailleHHoro npodeccopa.
U, HakoHel, 1 ocobeHHo OaaronapeH Mcrakkuxyaraio H [Tonokare-
neTJIo, XOTSl CKOopee Bcero HM 3To W Oe3pasjinyHo. M3 cBoero okHa
B Toppe ne Credcuac s Hepelko JOGOBAICH HX CNOKONHBIM BejH-
yHeM H KPacoToW, W ouil CAYKHIH A1 MeHs HCTOUHHKOM BROXHO-

LeHHA.
5. T'ydsun



«Cad seraauyuxcs TPON — He COBEPUIEHHbIE, HO U He
ACKHCHOUE 0Bpas mupa, Kok eeo npedcrasaaa cebe lswo
[lenw. B orauuue or Hosorona u Ulonenzayspa Baw npe-
dox ne sepun e eduwoe abconiornoe spems. ON gepun
8 Gecroneutoll paQ 8PeMer, 8 pa3sUBRIOUYIOCR Olle-
NOMARIOUYIO COTb PACXOORUUXCA, CXOORUUXCA U napat-
AenbHbLX 8pemer. ITa ceTb 8PeMeH, KOTOpbLe COAUNCANUC
Opye c Opyeom, passersasruce, obpui8aruct UL Hu4eeo
He 3HaAu Opye O Opyee 8 Tewenue CToAeTul, 0X8arTsLi8aeT
8ce 803MONCHOCTY apemeny. B Goavwuncrae us srux spe-
MEH MbL He cyulecTeyem; 8 HeKoTopeix acusete Bei, Ho He
A, 8 uHbLX — A, HO He Bet, 8 uneix — mor 06a. B Huwnew-
Hem 8pement, KoTopoe GiazonpusTHas cydsba nodapuira
mne, Bew npuwnu 8 moul Gom; 8 dpyzom, npoxoda no cady,
Bbl Hauwiau mens mepravim; 8 NPOUINOWY 3T HE CA084,
HO 78— gceeo auuib nA00 6000PANCEHUR, NPUIPAKS.

Xopxe Jlyuc bopxec, «J1aGuprATLI»
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YCTOMYUBOCTb M PEMYAALMA
METABOJIMHECKOW CUCTEMbI

Mertaboanueckas ceTo

Hcropus Bompoca HauHHaeTcs B rOAL, HENMOCPEACTBEHHO npel-
[eCTBYIOUIHE BPeMeHH BCeoOUEro pacnpocTPaHEeHHsT TEOPHH Ynpas-
JdeHufi, T. €. Jo Hauana 50-x rogos. B 310 Bpems HauGosee cyiic-
CTBEHHBIE UePTHl KJIETOYHOro MeTaboJH3Ma NPEencTaBIsTHCh BeCchMa
TYMaHHO. DHOXHMHH noHano6H/J0Ch TPHANATH JIET AJS TOrO, UTOObI
CTajla BBIPUCOBBIBATLCA SCHAsl KapTHHA, ONHCLIBAKILasd B3aHMOCBA-
3aHHble MYTH NpPeBpalleHHA MeTab0HTOB B KHBLIX OpraHu3Max, rae
KaXJas peakida KaTaJH3HpYyeTcs chenHasbHuM pepMentom. Crano
OUYEBH/IHLIM, 4TO B KaXIOH K/JeTKe [JO/KHE CYUIeCTBOBATh COTHH
pastH4HBIX (epmeHTOB. B ¢BA3H ¢ 3THM ObLTO BHICKa3aHO MHEHHe,
yTO MeTaboJIHIECKOoe COCTOsIHIe N0O0H KAeTKH CTPOrO ONpeleserTcs
THNaMH H KOJHYECTBOM 3THX OpravHUeCKUX KaTaju3aTOpOB, a TaK-
e KOHUeHTPanHAMH NpeLiuecTBeHHHKOB MK NHTAaTeNbHBIX BELECTB,
HMeouHxcs B Kaetke. [To.lesHas, HO HECKOJBKO HETOUHASl KapTHHa
ITHX pa3BeTBJEHHBIX B3aHMOCBS32HHBIX MeTaBONHUeCKHX NyTci
naua Ha puc. l.1. DT0 IpoCTO KMHETHUECKOE OMHCaHHE CXEeMEl MeTa-
Go.1nuecKHXx nyTel ¢ HEKOTOPHIMH BBEACHHLIMH MHOI0 YNPOULEHHAMH.

MoxHo npencTaBHTb cebe Takylo CXeMy JAJs1 COTHH pasjHuHBIX
MeTaBboJuTOB S; ¢ COOTBETCTBYIOUIHMH KOHCTAHTaMH CKOpocTeH nps-
MHX U OOpaTHBIX peakKuHi. STH KOHCTAHTLI ONPENEATIOTCH KOHIUEH-
TpauuaMu ¢GepMeHTOB, MO3TOMY MEPBOE NOMYyLIEHHe, HCMNOJIb3yeMoe
B paMKaX TakKoi Meralo/iHueckodl CXeMbl, COCTOMT B TOM, 4TO KOH-
LeHTpanuu ¢epMeHTOB He HaMeHsoTcAa. [IpH NMOHCKax aHaJUTHYe-
CKHX BHpayKeHHil, OIHCHIBAIOUIHX KO/JEKTHBHOE NOBeJeHHe KOHUeH-
Tpauuii NPOMEXKYTOUHBIX NPOAYKTOB MeTabosn3Ma, B IepBYIO oue-
penb BCTaeT BONPOC O BpeMeHH, B TeueHHe KOTOPOTO AONYCTHMO
noJsaraTh KOHUEHTpau#y ¢depMeHTOB HeusMeHHBIMH. [TouTH B Teue-
HHe CTOJeTHS H3BECTHO SiBJieHHe (epMeHTaTHBHOH aganTalMH, KO-
TOpOe COCTOHT B TOM, UTO KyJ/bTypa MHKPOOPraHi3MOB npucnocad-
JMHBAETCA K HOBOMY HCTOUHHKY YrJiepo/a (HanpHMep, ranakroae
BMECTO TIMIOKO3bl), BhipaBaThiBas B KJeTKax HoBulH depMmeHT. dTo
TOBOPHT O TOM, YTO aKTHBHOCTH (pepMeHTOB B KJeTKax AelicTBH-
TeNbHO H3MEHFIOTCA, HO Y TaKHX OPraHH3MoB, Kak OaKTepHH W.AH
OpOKH, aToT mponece TpeGyer or 20 MHH 10 HeCKOJbKHX YacoB.
Moxuo cunTaTh, u4TO BepXHHH Npefe] BpPEMEHHOro HHTepBa.aa,
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B TeyeHHe KOToporo ¢epMeHTaTUBHbIE aKTHBHOCTH ¥ TaKHX OpPraHH3-
MOB TIPeJNO/NOKHTEIBHO OCTAIOTCS IOCTOSIHHBIMHM, paBeH HECKQJlb-
KiM MHHYTaM, Tak Kak Hac HHTepecyioT H3MeHeHHSl KOHICHTPaIHH
MeTa60.auToB (S;), Mbl LOLKHBL BtOpaTh HHXKHIOW TPaHHIY BpeMeH-
HOTO MHTEPRAJA H3MeHEHHS 3THX nepeMmedHbIX. Ee Mbl MoMeM oite-
HHTh H3 4HCIa 060pOTOBR (epMeHTOB (CpelHee YHCJIQ MOJEKYJ
cyfcTparta, KOTOpoe MoJIeKy.1a depMeHTa MoXeT NpeBPaTHTL B NPO-
LYKT B OLHY CeKyHay). DTa BeJHUHHA JIEKHT B mpejenax 102—I105;
qalle BCero ee 3HaueHHe papHO ~ 103, nmosTOMY 1/18 M3MCPHMOrO
. \
’ \
/ - \
! Hyraeurossie
J Kucsomst
] \
| k 1 2 .3 1.
Sos 5,32 Sy S5 S 1S5
o Ka i
ksVk

[}
1
i ske. K kg
{ Sg _E Sq A Sg v—n:Sg
\ ‘Eﬁ r *- k—d:’

kY k Ql k.g 2

\ Sy £ S /

\ “kyg o Feaxu

Puc. 1.1. JInHefiHaA CcXeMa Da3BeTBJAEHHBIX pe4KIHH, ONUCHIBAKIMAA MeTaboguue-

CKYK CcHCTeMy KJaerkH. [IyHKTHpIEIC ANHHUM — 3TO KJjerouHile MemBpaHul;, S, Ss

u Sg— cyberparel, nojaBaeMble H3BHe; Sz H Sy -- MPeRUIECTBEHHNKH B CHHTe3e
6e/KOB 1t HYKJEHHOBMWX KHCJOT COOTBEICTBEHHO.

CABHIa KOHIEHTpaLHH HeKOTOPOro MeTaboMHTa, HanpHMep TIKO30-
1,6-nudochara unu acnaprara, norpebopanocs 6uf o KpaliHeidl Mepe
HECKOMIbKO ceKyHA. Tarkum ofpas3oM, B paMyax MeTaBoJuuecKol
CXeMbi THIA [IpeACTaBJACHHON Ha puc. 1.1 MBI paccMaTpHBaeM TOMBLKO
Npounecchl, NPOTeKaloulHe B HHTEPBAJAC BPCMEHH QT CEKYHA 10 MHUHYT.
3To COOTBRTCTBYET XapaKTepPHbLIM BpeMelaM dKCHepHMeHTa, HCNOMb-
3yeMbIM B IH3HMOJIOTHH H NpH HCCIeLoBaHHH MeTaboJHYECKHX Npo-
1EeCCoB.

Haw noaxox MoxHO cienath GoJee aHaJTUTHUHLIM, €CH HCNOJIb-
30BaTh HEKOTOPYIO NONUJHHTE/bHYIO HHpopManuo. Jas aToro Heol-
XONHMO 3HaTh, KakoBa OMXHIaemas KOHUEHTpanua MeTabojuTa B
KJeTKe, a € CPAaBHHTE/NbHO NPOCTO OUEHHTb H3 KOHCTaHT MHXas.Hca
115 ¢gepmenrtoB. Koncranra Muxasinca RaeT 3HaueHHE KOHUEHTpa-
Ui cy6cTpaTa, npH KOTOPOH CKOpocTh (DepMeHTaTHBHOH peakunu
paBHa NOJOBHHe MaKcHMalbHOH. MoXXHO OXHAaTbh, 4YTO 3Ta KOHUEH-
Tpanust COOTBETCTBYeT 3 deKTHBHOMY YPOBHIO MeTab0JIHTa B XKHBOIl
cucteme, rae paboraer (epvent. KoHeuHo, 370 Bcero JHIIb OUEHKa,
TaK KaK CBOHCTBa QuHINeHHOro depMenTa in vilro nouTH HasepHsKka
OTJIMYAIOTCA OT ero cBoficTB inm vivo, HO TONMBKO OUEHKZ HaM noxa
u HyxHa. TunHuHas KoHcrauta Muxasauca — 1072 M, mosromy
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fyneM CUHTATh 3Ty BeJHUHHY CpelHUM 3HaUeHHeM MepeMeHHod S
[anee, HaM HYXHA OLEHKa KOHUeHTpauhii ¢(epMEHTOB B KNeTKax.
PasymeeTcsl, OHa CHJIbHO BapbHPYeT L5 PAa3IHYHBIX (epMeHTOB, HO
cpenHee ee 3HaueHHe — ~ 10-% M, Hcnoaesys cpeanee uucno oGo-
potoB tepMeHra, paBHoe 10° (MoOJeKyJ B CEKYHAY), MBI MOJYUHM,
4TO CKOPOCTh H3MEHEHHS KOoHIeHTpauuu cyberpara, o0yc/oBJIeHHas
depMedToM, cocTaBiager 1078 M X 108 ¢—1 = 10-% M.c~!. PaccMorT-
pUM Tenepb ypaBHeHHe AJAs OIHOH M3 CTaiHH Llend peaxuH#, H3o-
GpakeHHbIX Ha puc. 1.1, HanpuMep YpaBHeHHe )5 npeBpaileHus S;:

id\_gt—‘ = /foso—l- k_lsg -— klsl. (1.1)

Mu cuntaeMm, u4To So fAIBNAETCA KOHCTaHTOH, COOTBETCTBYIONLEH
KOHIEHTPAallHH HEKOTOPOro HMCXOZHOTO cy6GCeTpaTa, Hampumep IJO-
ko3bl. [TosoxuM, UTO S, TakxKe ABJAAETCHd KOHCTaHTOH — 3aKOHHOE
NONYUleHHe, eCaH CJerkKa OTK/AOHHTb CHCTEMY OT CTalHOHApHOro
COCTOSHHA, HAMEHHR S| (CKa)KeM, MHbekIHeli), H 3aTeM Hab/OAATh
JHIUL HayaJbHblE CTaNHH BO3BPalleHHA K COCTOSHHIO PaBHOBECHS.
B 3ToM ciyuae MH MOXKEM Pa3peluvTb YpaBHEHHe OTHOCHTENBLHO Sy,
3anucaB a = keS¢ 4+ £—Sy 1 cunTas a KOHCTAHTOH, Mbl NOJYYaeM
ypaBHeHHe

1S

Gr=a—kS, (1.2)
peiueHreM KoToporo Gyner

Sy =5+ be™™, (1.3)

rae b onpenejsieTcs M3 HauadbHEIX ycaopuii. Ecau skcmepumenT 3a-
KJIIOUaeTCsl B BO3MYIIEHHH S, KOTOPOE BHI3BIBAET KPATKOBPEMEHHOE
a

'E >
TO BeNHYMHA 3TOTC OTKJAOHEeHHA pasHa b. Mcenmoan3yst Haluu npensa-
PHTE/IbHBIE ONeHKH BeNHUHHb S;= 103 M U CKOpPOCTH M3MEHeHHA
wonueHtpanuu cy6erpara £1S, = 107°M.c7!, Haxoaum, uto & =
= 10-2¢c~!. Moxno 3anarh Tenepb 6oJee OnpeReNeHHbIl BOmpoc:
CKOJIBKO BpeMeHH noTpeGyercs, uTOObI HauadpHOE OTKJOHEHHe
YMCHBIIMWJAOChL B € Pa3 OT CBOEr0 HNCXOAHOro 3HaueHHs? OueBHIHO,
3TO BpeMs onpejenAeIcs 3HaueHHeM !, NpH KOTopoM Rif =1, T. e.

1
i =T=102 ¢, HIH OKoNo 2 MHH. DTO ecThb BpeMs pesaKcaluu
1

cHCTeMBl, onHcniBaeMoll ypasienneM (1.2). Taknm o6pasom, MHE no-
Ayauau Gosiee TOMHBI OTBET Ha BONPOC O XapaKTepHOM BpEeMeHH
MeTa(01HUeCKUX KCIEPHMEHTOB H Tenepb MOKeM HCIOJIb30BaTh 9TO
BpeMms 1151 onpefe/fieHHs TOro, 4To TakKoe MeTaBogH4YecKas cHCTeMa:
9T0 Takofi naGop R3aHMOCBA3AHHBIX NepeMeHHHX, MOABepKeHHHX
KaTanutuueckoMy HAe#cTBHIO ¢epMenToB, .M, Gonee 0Go6IEHHO,

OTKJOHeHHe S BBEPX OT €ro CTaUHOHAPHOro 3HaUEeHHs, paBHOrO
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npeBpaileHUsIM, ONOCPENAOBAHHBIM OeNKOM, KOTOPHIH 3HaUHTeNbHO
MEHsIeTCsl 32 BpeMeHa, CHIIKOM MaJble I CYleCTBEeHHbIX H3MeHe-
HHA B KOHLEHTpauuax MakpoMonekyst. ECIM Mbl XOTHM DOJYUHTH
NUHAMHUECKOe NpeAcCTaBJjdeHHe 0 ()YHKUHOHHDOBAHHH TaKOH ClOX-
HO6l CHCTeMBI, KakoH @BJafeTcs KJeTKa, Heo6X0oauMO HCMONb30BATD
aHaJUTHYECKHE NOAXOLbI, KOTOpPLIE LaBajH Obl BO3MOKHOCTL H3Y-
yaTh CHCTeMy Bo BpeMeHH. TpagHuHOHHbIE GHOJOrHUECKHE NHCIMN-
JHHBI B HeHCTBHTEJNbHOCTH ONpEJeHJHCh HMEHHO HCXOASE H3 3THX
KpHTepHeB, CTPEMACh NPABHALHO OTPA3UTh TO, UTO, KAK Mbt (Ipeano-
JaraeM, fIBJfeTCS OPraHH3aLHOHHBIMU OPHHUMNAMH CaMoil KHBOI
cHcreMbl. Bcee Bbillecka3aHnoe sBAAETCA BpPEMEHHBIM aCIEKTOM
HepapXHyecKod OpraHH3alHH, KOTOpas BCerLa pacCcMaTpHBaJach
KaK 0CHOBa GHOJOrHYeCKoH ynopsnoueHHOCTH. Mbl yBHANM, KaK 3Ta
OHHaMHyeckad HepapxHs pacKpbiBaercsl B XO4e Hallero aHaJuaa,
noMoras HaM IOHATDL MOBeJeHHe CHCTeMBI IPH alanTallliy H Pa3BUTHIL.

YcToHuHBOCTL H 3aKOH AEHCTBYIOIHX Macc
8 MeTaboauueckoil cucreme

Ypasuenne (1.3) conmep:KHT 3KCHOHEHUHAALHEIT u/leH ¢ OTpHLA-
Te/IbHARIM [TOKa3aTeneM. JTO IOKa3bIBAET, ITO CTALHOHAPHOE COCTON-
HHe KHHeTHJYecKo# CHCTeMH, onucbiBaeMoil YparHeHHeMm (1.2),
ycToituiBO K Bo3MyuleHHI0. OTBeT cHcTembl H306paXkeH Ha puc. 1.2.
Takoe noBeneHye ABAAETCSH pe3yabTaToM PyHAaMeHTaNbHOro npe-
MOJOXEHUSA O XapaKTepe KMHETHUECKHX PeaKiHH, BONJIOLIEHHOro B
3aKOHe 1eflCTBYIOIHX MacC: CKOpPOCTb peakUHH NPONOPLHOHAbHA
KOHIEHTPALHH peareHTOB; 5TOT 32KOH H NPHBOJHT K OSBJICHHIO
ynega —~&S; B ypasHenuu (1.2). Takum ofpasom, uem Gojblie
cy6etpata S, Tem GLicTpee OH Mperpalllaerca B CBoi NPOAYKT. IT0
CrpaBeAdHBO A5 BCeX CTafHi uend peakunil, u3ofpakKenHoH Ha
puc. 1.1, T. e. MOXHO NPeNNOJI( KHTb, YTO CeThL TAKOro pPola YCTol-
yHBa K RO3MYUleHHIO M0G0 ee flepeMeHHOH MM Ha)<€ K BO3MYlle-
a0 Joboro Ha6opa nepeMeHHEIX. COpaBeNWBOCTb 3TOTO MOJOXKE-
HHA Gbla nokazana XudpoHoM (Hearon, 1952), a npuuunnoit ycroii-
YHBOCTH SBJIAETCA HMEHHO 3aKOH ReHCTBYIOLIHX MaccC.

PaccMoTpuM Temepb CJAeACTBHS BTOPOro NpPeANOJIOMEHHSA, HC-
NOJb30BAHHOINO NPH NPEACTABJAEHHH NPOMeXyTouHoro MeTabosnsMa
B BHAE cxeMH puc. 1.1, rae Kakpas peakiMs pacCMaTpPHBaeTcsl Kak
peakuMsi NepBOTO NOpALKa OTHOCHTEJbEO CBOMX Cy6CTpaToB. Mu
3HaeM, YTO MHOTHEe peaKUHu GHMOJeKYJSIPHLI: HalpHMep, B PeaKIHIO
noJyueHHst KapOaMOH/IaCnapariHHOBOH KHCJOTH, KaTalH3HDPYeMYo
acnaptaTkap6amouarpaHncdepa3oil, BOBAeUeHb 06a COELMHEHHS —
acnaparuHoBasl Kicaora u KapOamoundocdar. [Ipeanonoxenne
0 TOM, 4TO in vivo Takue peakiHH MOTYT GHTb KBa3HJHHeHHBIMH,
Tak KaK ORMH Cy6CTpaT HpPHCYTCTBYeT B (aKTHUeCKH HAachiLIato-
LMY KOHIUEHTPAlMsAX, MO-BHAHMOMY, HecocToaTe1bHO. [lo3Tomy
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vpaBHenus THna (1.1}, KoTophle Mbl HCIOJbL3yeM LMl ONHCAHHA
KHHEeTHKY, 6ynyT B obuieM c/iyuae BK/IOUAaTb NPOH3BENEHHS KOH-
lleHTpauuil ABYX HIH GoJee nepeMeHHBIX BMeCTO TOro, 4ToGbl GHLITH
AuHefiHbiMu.  Pesyanbrar Xupowa 6w noJdyuer AJA8  JHHEHHBIX
CHCTeM, LA KOTOPLIX CYLIECTBYET eRHHCTBEHHOE CTaluHOHapHoe pe-
ruerne. Ias mMetabosndeckolt cHcTeMb ofmiero BHEA ¢ KBAaJpaTud-
HBIMI YJEHAMU H wJieHaMH GoJee BLICOKOTO TMOpSAAKa B KHHeTIve-
CKHX YpaBHeHHAX HHKAKHX TBePAbIX BLIBOAOBR [0R00HOrO pPoZia

5

g S~

Bpems
Boamyuweriue

Puc. 1.2. OTBeT NpOMEXYTOYHOro nponyxga S, Ha Majoe BO3IMYyHIeHME aMIIH-
Ty Abl

CHEJaTh HEeMb3A, NOTOMY UTO HPOCTO HERO3MOMKHO MOJYHHTL ObuUIHe
pelwenusl H NPOBEPHTb yCTOHUMBOCTL Pa3JHUHBIX CTAHOHAaPHBIX CO-
cTosiHUH. B cayuae TakuX HeMHHeHHBIX CHCTeM MBI HeMme[LeHHO
CTAJKHBAaeMCs C Cepbe3HBIMH MaTeMaTwyecKnMu tpynnoctaMmu. Cy-
IIECTBYIOT, OMHAKO, HekoTophle coofparkeHHs OOWIEro aHaJHTHYe-
CKOro XapakTepa, KOTOpblie YKa3bIBaloT, UTO HedHHefiHbie CeTd BCe
’Ke GYyIyT MMeTb JIOKaJbHO YCTOH4HBBIE CTallHOHApHLIE COCTOSHHSA.
[Ipumep Ttakoro poma npusefseH Hbioomenom (Newman, 1972);
lipefcTapaser HHTepec H Oojee PaHHIA JUTepaTypa MO 3TOMY Io-
Bopy (Kacser, 1957; Denbigh, 1948), no npu paccmorperun obumero
cayuad OHa HeaoKa3zatedbHa. CoBpemeHlioe NHCc/leLoBAaHHE KauecT-
BEHBIX THIOB HEYCTONYHBOCTY, KOTOPHEe HAONIORAITCA B XWMHYe-
CKYX CHCTeMaX BTOPOroO H TPeThero NOpsAKa, NPOBeIeHO B HHTEpec-
ot craTtwee Taifcona u Jlawra (Tyson, Light, 1973). B paGore
Hardanno 0OKA3aHO, UTO A1 TaKHX CHCTEM XapaKTepHu TOJbKO
O"eHb OTPaHHUeHHKle HOPMbI QOBELEHHS, KPOME HIBECTHLIX aCHMMNTO-
THUeCKH YCTOHUMBLIX COCTOSAHHII paccMaTpHBaeMoro HaMu THIA
(npuMep Takoro 0TBeTa NokasaH Ha puc. 1.2). MoXHO ckasaTb, 4TO,
HECMOTPS Ha OTHe/bHble, IYCTh LUXKe 3HAUHTEJbHBbIE ycTexu, npos-
JeMa aHa/M3a CJOXKHDIX HeJHHefHHX cHcTeM W ceffuac ocTaercs
nouTH Takol e TpyLHOH, KaKoff oHa Gblna B Hauane 50-x ronos,
U X0Opoilg, yTo MOHMMAaHHe OpraHH3alUHH MeTabOJIMUECKHX Npolec-
COB B KJCTKax 3aBHCeN0 He OT TeOPeTHYeCKOro aHanusa, a of



18 Trasa 1

—

skcnepuMenTa. B Hauwane 50-X ronok OblIH [O0NY4EeHB HEKOTOpbIE
JaHHBIE O CBOHCTBaX MeTabo/HYECKHX MYTAHTOB GaKrepHH, KoTopbie
B KOPHe MeHfljii cxeMy, H300pakeHHyIo Ha puc. 1.1, Bo3meutas apy
KAGePHETHKY B KJETOUHON (PH3IHOJOrNH.

Waruéuposakne mo tuny o6parHoil ceaA3u
B MerTaboaMyeckux CHCTEMaX

PaccMoTpHM, Kak Morsa Obl BecTH cebs cHcTeMa, H306paenHas
Ha puc. 1.1, B OTCYTCTBHE H B IPHCYTCTBHUH 3K30T€HHOTO HCTOYHHKA
HEeKOTOporo MeTtaGogauta, Hanpumep Se. [Ipeanonomum, uto Sg— 310
aMHMHOKHCI0TA, a Halla cucTeMa — OawrtepHs, ckaxem Escherichia
coli. Ecng aMUHOKHCJIOTa NPHCYTCTBYET B KyNLTYpaJbHOMl cpelc, To
OHa Gyner TPaHCHOPTHPOBATbCA yepe3d GakTepHaabHYI0 MeMOpaHy H
NOCTYNaTh BO BHYTPeHHUH Nyn aMHHOKHCJIOT, 0G03HaueHHbI Ss,
NOCTYMHBI AN aKTHBAUMH # BKJHO4YeHHS B Genok. Tak Kak Me-
TaGoNHYeCKHe peaKIHH TePMOAHHAMUYECKH OOpaTHMBI (KOHCTAHTLI
CKOPOCTH A5l mMpAMOH M 0OpaTHON peakUnil He paBHLI HY/IH), aMH-
HOKHCJIOTA MOXeT npeBpawmiathess B S7, Sg u 7. 1. EauHCTBEHHBIM
pesyabTaToM TPHCYTCTBHA Sp B CHCTEME SIBJAETCA CHABHI CTaLHOHAPp-
HOro COCTOAHHA. Bee mepeMenHble SyayT MO-NpeKHEMY NPUCYTCTRO-
BaTh B CHCTeMe, HO 3HaueHHUA CTALHOHAPHBIX KOHNEHTpPauH#t OynyT
BLILIE TeX, KOTOpble GBLIH B OTCYTCTBHE S,

[Tocae otkphiTun JlepepGeprom B 1946 r. nona y 6akTtepuii nas
H3yyeHHs MeTaboqH3Ma OaKTepHil CTajdH LOCTYMHHB leHETHUECKHE
METOIL aHalni3a M Haya/Jcs NepHol HHTEHCHBHBLIX M upe3BbluailHo
IJIOAOTBOPHBIX HecaenoBaHuil B 31oft oOnactd. K 1955 r. 6uao o6-
HapyXeHO, YTO Y MYTaHTHBIX IUTaMMOB OaKTepHii ¢ BHYTPEHHHM
GaoKHpOBaHHeM IenH OHOCHHTe3a, OGYCJOBJEHHBIM NPHCYTCTBHEM
nepektHoro ¢epMeHTa, HaKanNHBaJAHCh NPOMEKYTOUHBIE MPOAYKTH
cragufi MetaGonn3ma, npepmectByiomux 6soky (Roberts et al,
1955). Hanpumep, ecau 6bl MYTaHTHBIM Obll QepMeHT, KaTasusH-
PYIOWHI peakuHio

ks

S7 = Ss-

k_q
TaK uto K7 = k_7 =0, To MBI 6bl YBHIEJH, UTQ NpEnIIECTBEHHHKH
Sg v S; IPUCYTCTBYIOT B OTHOCHTEABHO OOJLIMIHX KOJNUYeCcTBaX., Bak-
TepHd, KOHEUHO, He CNOCOGHBEI PACcTH B OTCYTCTBHE K3OMCHHBIX aMH-
HOKHCAOT. DTO XOpOUIO coraacyeTcsl ¢ Hamell cxemoli, eclH ToabKo
UPeRnONOKHATL, UTO peakuusd oT S; K S AB/IAeTcA K3eproHHIecKon
(euigensionlefl cROGOAHYIO 3HEPTHIO), TAK UTO PaBHOBeCHe CABHHYTO
B CTOPOHY HAKOM/EHHS NPOMEXYTOUHLIX NPOLYKTOR, NPHBOAALINX K
06pa3oBaHAI0 Sg, KOHEYNOro MPOAYKTa IenH. OnHako 3ateM ObLi1o
NOKa3aHo, YTO eCJH KOHeUuHBIH MPORAYKT NOJAeTcsl HIBHE, TO npen-
IUECTBCHHHKH HCYe3aloT, a Gakrephu npuobperaor cnoCobHOCTbL K
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pocty (Novick, Szilard, 1954). 9to pacxonnres ¢ Hamed cxeMmoil,
TaK KaK npH k; = k_; = 0 mpHCYyTCTBHEe UJH OTCYTCTBHE Sg B KJeT-
Kax He JOJKHO 6hl10 6bl CKaswlBaThbC Ha Sg ¥ S;. Buuto pemeno,
uTo KOHEUHBLIH HpOLYKT ofsajaer crneuHuuyecKHM JAeHCTBueM Ha
(epMeHT, KaTaNH3HPYIOLIHil NEePBYIO CTAJHIO — peaKuUHio npespaiie-
HHA 52 B SG.

[IpsiMoe noaTBEpKACHHE 3TO nosyunao B 1956 r., Korpa Ymbap-
rep NMOKasaf, 4To TPEOHHH]e3aMHHAa3a, MEPBLIH (PEPMEHT u3 NATH
B MCTabo/iMvecKol LENH OT TpeoHHHA K H30/eHUHHY, CHABHO H Cle-
uyprueckd uuHrubupyercs L-H30.1eHi1HHOM, KOHEUHbIM RDPOIYKTOM
nend. OH Haspast 9TO AABJeHHEe HHrubGHpOBaHUEM KOHEWHDLIM NPOLYK-
toMm. B 310M ke roay Hleiitc u IMapau (Yates, Pardee, 1956) coo6-
UHAH O cherudHyeckoM HHrubHPOBAaHHH IHTHAHHTpHObOCHaTOM
acnapTatkap6amonsiTpancdepassl, nepeoro GepMenTa B 1eNH peax-
uHil oT acnapratra K nupuMuauHam. MHTepecHo oTMeTHTH, UTO OpA-
Mble PeakuHH B 060OHX THX NPHMEPax 3HEPro3aBHCHMB, UTQ AesaeT
HX (QU3HONOTHUECKH HeOGpaTHMLIMH (T. e. CyllecTBeHHO HeoOpaTH-
MBIMH TPpH (H3HONOrHUECKHX BpeMeHHBIX MaclITaGax W yCJaoBHSX).
BriBeneHHe KOHeWHOro NpoOAYKTa H3 MeTa0O/IHUECKOro MYTH NPOHC-
XOAHT JAM60 C NOMOLLLIO BKJIOUEHHS! €ro B MaKpoMoJeKy.an (Genox
HAH HYKJEHHOBYIO KHCJOTY [AJ51 COOTBETCTBYWILHX (epMeHTOB),
JuB0 33 cyueT AErpajfalHu, uTo JAaeT, CAefOBaTe/bHO, ONHOHANpaB-
JeHHBI NOTOK BAOMb MyTH GHocwWHTe3a. FIMeHHO 3TO CBOHCTBO OLHO-
HanpaBJEHHOCTH ofecHeyHBaeT BO3MOXHOCTL YMPaBJEHHS CKOPO-
CTbIO NOTOKa OZHHUM (epMenTOM. DK3eProHHYHOCTL MEPBOH cTazun
fesaer ee TepMOJHHaMHUecKH 3(QQPeKTHBHLIM MeCcTOM YNpaBJ/eHHS,
K ToMy Xe 3aK/MIOueHHIO NPHBOAHT JIOTHKa MeTab0JIk3Ma, TaK Kak
ecsid HMeeTcs NPYrof HCTOUYHHK KOHEYHOTO NMpOAYKTa (HanpuMep,
ndtaTejJbHas cpena), TO He notrpefyeTcs HH OZHOrO H3 HHTepMe-
IMATOB 3TOr¢ NYTH MeTabo/MH3Ma, MOCKO/bKY OHH HYXHBL TOJbLKO
1718 TMPOU3ROACTBA KOHEWHOI'O NPOAYKTa. Bitaronapsa ofHapyxeHHUIo
OpraHH3MOB, KOTOpPLIE, IO HAWIHM MPelCTaBAEHHAM, Bedyr cefs H
JOrHUHO, H 3 PeKTHBHO, Mbl MOXKEM CUHTATh, UTO NOHAJNH MO Kpaf-
Hell Mepe OJMH H3 WX CYUIeCTBEHHBIX NMPHHIMOOB opraHusanun. M-
TEpPeCHO, K UeMy BeJleT HeBLIMOJIHEHHe 3TOTo npHHnuna. PaccMorpum,
4TO CQayyHsaoch Obl, ecan Obl, HanpuMep, JaKTaTAerHiporeHasa
(JIAT) wuHrubupoBanach JaKTaTtoM, NPOLYKTOM BOCCTaHOBJIEHHS
nupyBata B peakuuH ¢ HAJ-H. Drta peakuus ¢uznonorunuecku
ofpaTHMa, 4TO AaeT BO3MOXKHOCTL MPH HEKOTOPLIX YC/JOBUAIX (TaKuX,
KaK CHJbHasl MbllIeYHasl aKTHBHOCTL) HaKan/JIHBAaTL JakKTar, a 3a-
TCM, KOTZ2 MO3BOMAT YCJAOBHSA, OKHCAATD ero. ITocKoJIbKY s Jjak-
Tara He CYULeCTBYeT APYroro myTH NMpeBpalleHusl, KpoMe Kak uepes
NHpyBaT, To HHrHOHpoBaKHe naxkratoM JIAT npueesno 6w k o6paso-
BaHHIO MyNha «nOAMaHHOTO» NPOAYKTA U K 3HAUHTEJbHLIM (U3HOMI0-
FHuecKHMM paccrTpoficTBaM. TakuM 06pa3’oM, Mbl BHAHMM, 4TO IS
CYlllecTROBaHHst (QH3HOJOTHUECKH OOGpPaTHUMHX CTagHH HMETCH



20 Faasa 1

BeCKHe NPHYMHH H 4TO 00paTHMOCTh HECOBMECTHMA ¢ yrpaBJeHHeM,
00€CNeyHBAIOMHM HAJHUHE KJANaHOB B OJIHOHANpaBJEHHBIX NyTAX.
Hmerotcs, xoneuHo, MeraboJHuecKue NYTH, B KOTOPbIX MOTOK
MOXeT Teyb B J0OGOM H3 JABYX HampaBJAeHH{I B coraacdd ¢ (u-
3HOJOTHUECKHMH NOTpeBHOCTAMH. KnaccuueckHM npHMepoM Taxkoh
CHCTEMB! ABJSIETCA TJHKOJH3—TiKOKOHeoreHe3d. MoXHO ObLio 65
RPEAMONOKHUTD, 4TO B ITOM CJydae HHKAKOH peryaAndu He MpOMCXo-
ILHT H 'ITO 3aKOH LeACTBYIOLIUX Macc 3ajjaeT CKOpPoCTL obmero mno-
TOKa NPOCTO B COOTBETCTBHH ¢ KOHueHTpalHed merTaboaliTOB Ha
mo6om konne nytH. [Ipy sToM cuereMa paGorana Gbl HEKHUM TIPHCY-
maM eff, T0BOJIBHO HHEPTHLIM CNOCO6OM, HO SCHO, 4TO 3TO GLIIG OB
oueHb HespPeKTHBHO. BOT nouemMy HekoTOpHE H3 cTafMil, HAIpUMED,
TJIMKO/IM33a MO HeOGXOZHMOCTH 3K3epProHHYecKHe [B 4aCTHOCTH, Ka-
Tanusupyemoe docthodpykrokurasoin pocdopuanpoBanue GpyKTo30-
6-dbocdara (P6®) ¢ nomowbio ATP ¢ o6pasopanuem dpykT030-1,6-
pudochara (OP)]. O6paiuerne 31ofl peakuuH TOJNLKO ¢ MOMOILIO
3aKOoHa HAEHCTBYIOWHX Macc M0Tpe6OBaso Obl HAaKONJIEHHS OUeHb
Goabitoro kondectea O @, uto Hapymnao 661 pH 1 ocmoTHueckoe
LaBJeHWe BHYTPH KJETKH, a TaKXKe NpHBeJo 6bl K KOHUEHTPHPOBA-
HHIO GoJabluell 4aCTH SHEPrHH B OLHOM KOMMNOHeHTe cHcreMbl [lo-
3ToMy Tpefyerca Apyras cTpaTerus, JHIIEHHAS ITHX HeLOCTaTKOB;
OHa cocTouT B nmpeBpautenun PP no apyromy nytu. KieTkH nias
3TOro HCNOJAb3YIOT Apyroft nyts oT ®1® 1o ©6®, Ha KoTopoM npo-
HCXOIUT THAPO/IH3, H, TakHM 00pa30oM, HaHHaf CTalHs CHOBa fB-
JSIeTCSl 3K3eproHHYecKod. Karanusnpyer npeBpalueHHe depMent
dochaTtaza. Takum o6pa3oM, mpelcTaBIseTcs, UTC NOTepst CBOGOI-
1ot 3Heprun npH rHapoause ¢ P, ricrofoKAAWIMEY HEeOpPraHHYe-
ckuil docpar Bmecto AT®, kak 310 00bIYHO HMEET MeCTO R JIPYro#
peakiliH, sIBAfgeTca MAaTofi 33 TO, 4TOOb ROCTHTHYTL 3¢ dekTHBHOR
O6pATHMOCTH 3TOH CTajHH B IOCJENOBAaTEJbHOCTH peakuuit. Pep-
meuTs dochodppykToKHHA3a H docdaTasza B 3TOM CJAydyae CTaHOBAT-
¢ MOTEHUMaJbHbIMH YYacTKaMH MeTaloJHYeCKOIrG YNpaBJeHHs C
MNOMOUIbIO TaKOTO Npouecca, Kak HHrHOHPOBaHHE KOHEUHbiM NpPOAYK-
TOM, 4 NO3XKe MBI B 3ToM yGenuMmcsa. Taxkum o6pasoM, perynfiis
MOXKeT 0POHCXOIHTH H B 06paTHMOfl mociea0BaTeIbHOCTH MeTabonH-
yecKHX CTaAufl, HO OHa OCYILIECTBJIALTCH COTMIACHO TeM XK€ NpPHHUH-
naM, 4TO M pery/nsuHsa HeoGpaTHMON WJIM HEPa3BeTB/EHHOH CHCTCM,
TaKHX, KaK pacCMOTPeHHBIE BbIie MyTH GHOCHHTe3a, BK/AUAIOUIHE
TpecHHHJe3aMHHaA3Y HJH acnapTaTkapiaMouaTpaucdepasy.

Annocrepuyeckie CBOHCTBAa (epMeHTOB

Cpasy mnoc/ilie OTKpbITHS HHFHOHDPOBAHHA KOHEUHBIM TPOLAYKTOM
CTano0 SiCHO, UTO B OcloBe HYHKUHOHHPOBAHHA (PEDPMEHTOB AOXKEH
JexaTh CYLleCTBEHHO HOBbIH MPHHuHN. HuHrn6uposanwe depmenra-
THBHOH aKTHBHOCTH KOHKYPEHTHBIMH HMrHOHTOpaMH ObIJIO H3BECTHO
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JABHO M H3YYaJOCh B TedeHHe MHOTUX JeT; 06a siBiedns Obiin Jo-
¢TaTOUHO XOpOLIO MOHATHL. KJaccHUeCKHM CIyuyaeM KOHKYDPEHTHOro
uHruOHpoBanHs sBASETCA HeHcTBHe Ha CyKUWHATAerHApOreHasHylo
aKTHBHOCTL Ma/lOHOBOH KHCJOTH, CTepHuYeckd nonobuoll sHTapiof
gucaote (puc. 1.3). KnHeTHuyeckasa cXxema B3aHMONEHCTBHA dep-
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Pnc. 1.3. fuTapkas H ManonoBas KHCJIOTH CTRPHYECKM OUeHb NOXOXH H NO3TOMY
KOHKYPUPYIOT 33 aKTHBHHA UEHTP CYKLUMHATICTHXPOreHasnl.

meHTa E M ero cyGerpata S 4 KoHkypentHoro muruburopa I cae-
ayromas. E coegunsiercst ¢ S, RaBas npoMeXYTOuHbt Komnaeke ES,

KoTopbiH 3aTem upeBpaulaercs B E -+ P (¢pepment nmmoc npo-
AYKT), T. €,

E4S—>ES M ELP, (1.4)
13

~1

rie Mbl paccMaTpHBaeM TOJNbKO Haua/bHLIE CTAagHH PeakiHH, Korna
KOJMHYecTBO P eme HemoCcTaTOUHO BeNHKO, uToOn Oblia 3aMeTHa
ofparhasa peakuus oGpasoBaHusi ES. Kpome Toro, pepment coenu-
HAieTCs ¢ MHFHGHTOPOM, HaBasi HEAKTHBHYI (OpMy Mo cxeme

E41+% EL (1.5)

k_g

Comacno 3THM peaKuHusiM, Mbl MOXKEM 3&HﬁC8Tb CAe/lyronie KuHe-
THYeCKHe YPaBHEHHS:

d(ES] ,

—ar = FRIE][SI— (4.1 + &) [ES] (1.6)

L = R [EI (1] — & [EIL (1.7

H

l’lmee'rc;i TaKiKe 3aKOH COXpaHEHHA.

[E]o=[E] + [ES] + [EI], (1.8)
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rie [E]o— ofmce ko.aMyecTBO ¢epMeHTa, mepBoHauadbHO 106aB-
JeUHOro B pcakmiio. B crallioHapHLIX  YCJIOBUSX CTIPaBelniHBBI
YpaBHEHHS

d[ES] _ d[E]

= a =0

M3 rpex ypaeuennit — (1.6), (1.7) n (1.8)— moxueo HafiTi [ES]
kax Qynknuw S w I M3 (1.6) Mbl moayuaem

[ES] = " (B} [S] = K, [E][S), rze Ki=-—"

byt k!
a u3 (1.7) Haxozuum

e =20 g (B 1), rre Ko=

Honcrasie otaoga [E] u |EI] B ypaBnenne (1.8), Mul umeeMm
[ES] (ES] K2 [ES] (1]

[Blo= sy + [ESI+ K [E] ] = psy + [ES]+ ey

OTKYLa

UR S F 1+ K (7K, (S) . T+ K IS1+ K 00 °

[TockoabKy ckopocTh peakutu V = £y|ES], noayqaem, uro -

. B, (ELIS)
V=TT ST K 1T (1.9)

[Mpexnonaras, uro cyGeTpaT NPHCYTCTBYET B H3GBITKE, TakK UTO €0
KOHIEHTpau¥sd Ha HadaJbHHX CTafHAX peakiHH 3aMeTHO He Me-
HAIeTCS, Mbl MOXKeM CUHTAThb S KOHCTaHTOIl H 3alHCaTh COOTHOIIeHHe
mexxay V u [I] B BHIe

a

e AT (1.10)
rac a = kK, |E|oS, a 6 = 1 4 K [S]. M3 310T0 npocTOro Bhipaxe-
HUs CPa3y BUJALIO, KaK BJAHAIOT Da3/HYHbBIE KOHUEHTPAUHUH KOHKY-
peHTHOrO HHruGHTOpa, HalpHMep MaJjiOHOBOH KHCAOTHI, Ha mna-
4aJbHYI0 CKOPOCTh OKHCIHTE/IbHOH peaKuHH, KaTalu3HpyeMmo# cyk-
UMHATIErHAPOreHa30H, COrNAacHO MOMAEJH, XapaKTePH3yloueHcs
vpapreauamu (1.6) —(1.8). I'paduk 310l 3aBHCUMOCTH NpeacTaB/ieH
Ha pre. 1.4. 3To mepeBepHyTOe H300paKeHHe XOPOLIO H3BECTHOrO
COOTHOIICHHA Muxasauca — MeHTeH MeXJy KOHUeHTpauHeh cyo-
cTpaTa M CKOPOCTbio (epMEHTATHBHON peakund, KOTOpPOe MOXKHO
noayuntb H3 Bhipakenus (1.9), monoxus K, == 0; rpadux 3Tofl 3a-
BHCHMOCTH nphuBeacH Ha puc. 1.5, O6e kpueme npu > oo uanm
S — 00 COOTBETCTBEHHO CTPEMATCA X CBOEMY NpenesbHOMY 3Haye-
HHMIO, 4TO XaPAKTEPHO A siBJeHHH THNa NOBepXHOCTHOH axcoplunu
WM CBASLIBAHHA JBraHma, JeammHX, KaK cuHTaerTcd, B OCHOBe
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MaKpOMO/JEKYIsipHOro KaTaju3a. HekoHKypeHTHble HHTHOHTOPHI,
panpHMep TAXKe/ble MeTaadabl WK XelaThl, JefcTBYIOT Ha (YHKuUHH
depmenTa HecnenHduyeckHM o6pa3oM. X KnHeTHueckue 3dextni
no cyulecTsy noJdo6Hnl 3¢¢pexTam, ONHCAHHLIM A KOHKYDPEHTHBIX
HHTHOHTOPOB, He Tpe6yloT BBeLEeHHS HOBLIX MPHHUHNOB GYHKIHOHH-
pOBaHHA (epMEeHTOB H [AK0T 3aBHCHMOCTL MEXJY CKOPOCTbIO ¢hep-
MEHTaTHBHON peaKUHH H KOHUeHTpauHeH HHTHOHTOPa TOro iKe THMA,
qTO U NpeiacTaB/]eHHas Ha pHc. 1.4,

Varu6upoBanye KOHEUHLIM NPOLYKTOM, OJLHAKO, BLIIBASET HO-
BLIfl NPHHIHI B OYHKUHOHHPOBAaHWH (epMEHTOB, NOTOMY YT0 peax-
uHs HHTHOHTOpa ¢ ¢QepMedToM sBAfieTcs crneiuduieckodl (Hanpu-
Mcp, HHTHOHPOBATHL acnapTaTkapOaMouaTpaHcdepasy OVAYT TOJBKO
LIT® u 6au3KHe CcTepHUeCKHe aHAJOIH), HO CTepHYECKH 3TOT IHTH-
ONTOp COBePIIeHHO He MOXOX Ha cyGeTpar (repMeHTa. DT0 ACHO H3
cpaBHEHHS NPHBeJEHHBIX Ha puc. 1.6 cTpykTypHHWX dopmyn cy6-
cTpata M HHrubutopa acnapratkapfamouarpadctepass (AKT),
AefCTBYIOILIErO N0 MPHHUHOY MHIHOUPOBAHHWA KOHEYHHM IPOLYK-
tom. HoBoe cBoficTBo depMeHTOB, JczKalllee B OCHOBE HX Cnoco6-
HOCTH Y3HABaTh Ba H.H 0osee cnenudHYecKHX cTepHUeCKHX Kaacca

Yp

t7]

Puc. 1.4. Cxopoctb peakunn V, katannaupyemosi tepMedToMm, Kak GyHKumus Kod-
LeHTpallud HEKONKypenTHOro nHrubuTopa I.

[sy
Puc. 15. Cropocre peakuun V, katasmaupyemosi depmentoM, Kak (YHKUHA KOH-
uenTpauny cyberpara S, cornacho cxeme Muxasauca — MenTen.
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MeTaBoMHMTOB, N0 OUEBHAHBIM 3THMOJOrHYECKHM NpHUUHAM 6bLIO
naseaHo Mono u )Kaxodom (Monod, Jacob, 1961) amsoctepuve-
ckuM. [Ipousoiwno 3T0 He3a40Jro 0 TOro, KaK HHTEHCHBHBHIE Hecle-
IOBaHHS JaHHOro CBOHCTBAZ NOKa3aaw, uTo (epMeHTh — HaMHOro
fosee c1oXKHan CHCTEMa, ueM NpeAnosaranoch pasee; 3T0 3aCTaBHIO
NOJHOCTDIO NepecMOTpeTh KHHeTHKY Muxasnnca — MeHTeH H CTHMY-
JHPOBAJ/IO CO3LaHHE HOBBIX MONesneR (YHKIHOIHPOBaHNA dep-
MEHTOB.

OKcnepHMEHTaNbHble HCCAENOBaHHUA, JeXaliie B OCHOBE 3THX
JOCTHXXEHHH, HaUHHAMHCh ¢ BBIIEJCHUS! H OUHCTKH aJMOCTEPHIECKHX

153
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Puc. 1.8. Acnaprtar, oanit 3 cy6cTpaTon acnapraTkapBamonaTpaHcdepast, CrpyK-
TYPHO COBEPUIEHHO He NOXOX lla HHTHOHTOp uWTHEMHTpHoOCchaT, AeHCTBYIOWIHIT
N0 THRY MHCHGHPOBAHHR KOHSUHHM MPOAYRTOM.

depMenTOB H3 L. coli W W3yueHnsi MX KHHeTHYeCKHX CBOHCTR. ['ep-
xapt u [Mapau (Gerhardt, Pardee, 1963) nccnenosanu Takum crmo-
cobom acmapraTkap6avonarpascdepasy, a IHamké (Changeux,
1963) — TpeoHHHe3aMHHa3y. DTH paboTbi BEIABHIH, UTO peaKIHH
C yyacTHeM OYHUICHHBIX HATHBHBIX (epMEHTOB He CIeYIOT KJAacCH-
veckolt kuHetnke Muxasanca — Mented. Ha puc. 1.7 npencrasnena
33aBHCUMOCTbL CKOPOCTH peakuilH, xartasusupyemoit AKT, ot xon-
LUeHTpauHy acnaprata (CpenHsf Kpupas); TPeOHHHIe3aMHHA3a Ka-
yecTBelHO BefeT ceGa nofobHLIM o6pasom. Buecro kpusoi, seasio-
uieiics wacTero rumep6oant (puc. 1.5), Mbl HMeeM KPHBYIO ¢ TOYKOf
nepern6a. Hannune Taxoll, kak ee HaspBAWOT, CHIMOMIHON KpPHBOW
BCeraa TOBOPHT O TOM, YTO KHHETHKa laHnoro depventa cloxHee
KMHETHKH CHCTEMbi, KOTOPYI0 MOXHO NPEACTABHTL Kako#-1u6o Mo-
LeJbl0 ¢ eIWHCTBeHHLIM KaTaJHTHUECKHM ueHTpoM. Hpyrue cmofi-
cTBa, OOHapyXeHHbie y aJJOoCTepHUeCKHX ¢epveHTOB, OKa3asHCh
emte GoJiee HEOBLIMHBIME H TOTpeGoBald Pa3paloTKH COBePLICHHO
HOBOII KHHeTHueckol TeopuH. [epxaptom n llaxmanom (Gerhardt,
Schachman, 1965) 6bL70 MOKAa3aHO, YTO pa3autHAbie BO3NEACTBHSA Ha
AKT, conpoBoXaioLlHecsl pa3pblBOM BOZOPOAHBIX cBA3ell (Hanpu-
mep, nmporpeBanne npu 62°C B Teuenwe 10 MHH ¢ Nocaexywmuv
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OBICTPEIM OXJIaXKAeHHEM BO Dby, HHKYOanus ¢ MOUEBMHOH, I'yaHH-
AMHOM HJH f-XJO0PMEpKYpHOeH30aTOM), NPHBOIAT K TOMY, 4TO ¢ep-
MEHT KMHETHYECKH HAuHHaeT BeCcTH cefs B COOTBETCTRHH CO cXeMoH
Muxasnuca — Menten (puc. 1.7, Bepxnas kpueas). [loreps curmo-
ULHOCTH, MO-BHAHMOMY, 06yC/JOB/€Ha AHCCOUHalHed (pepMmeHTa Ha
cyObeIHHHIE — NPEANOJIOKEHHe, MOATBEPXKACHHOE BbiAe/leHHEM
KaTaJduTuuyeckHX cy0begHHHMU M3 pacTBopa ofpaGoranHoro ¢ep-
meHTa, ClleflcTBHeM 3TOM JQHCCOLHAUHH fBjfeTCS MOTepA WYBCTBH-

ér Obpadomarrsid
Pepmexim

Hamushowt gepmern

2x10°* M UTP

Cxopocrms

| ! ! !
5 10 15 20 25
Konuermpawus acnapmama, mM

Puc. 1.7. Ckopocts peakudn, xaTandsnpyeMoR acnapTaTKapGamouarpaucdepasof,
kak OyHKIHA KOHUEHTPaUMd acnaprata NpH PasAHIHHX YCJAOBHAX, OMHCaHHHIX
B TEKCTE.

tensHocTH pepmedta K LIT®, nuruburopy, nefictayiomemy no npu--
NHNY HHrHOHPOBaHHA KOHEYHLIM OpoayKToM. B mpucyrctBuu 10— M
HT® natuBHbll depmenT BeneT ce0sl B COOTBETCTBHM € HHXKHe#
KpuBoit puc. 1.7. OH HMeeT Ty Xe KHHeTHKY, 4TO # HaTHBHGIH ¢ep-
MeHT B orcyTcTBHe LIT®, HO KoHueHTpauus cyGerpaTa, HeoBXOXH-
Mafd 05 NOJyueHHA CKOpOCTH, paBHOH NOJOBHHE MaKCHMaJbHON M
oGosnauenHoll [S]os, Bospacraer or 6 a0 10 TM, uTo naer cremenb
naruéupopanua. [locse nuccounauun (CpMCHTa KaTagdHTHYeCKHE
cyObeiHHHLbl 6oabie He pearupyior ¢ IT®.

dpaknnoHHpoBaHue cyObeiHHUL depMeHTa # KpucTaniorpadH-
HeCKHe HCCIe[0BAHHA TMOKa3ajd, 4TO CTPYKTypa depMeHTa HocTa-
Touno caoxua. OKa3anoch, UTO PeryIATOpPHAN CYGbEeAHHHIA COCTOHT
13 aByx moaunentHaubix ueneli (Rosenbusch, Weber, 1971), a B
KaraauTHueckoil cyGbenrnduie umeerca 1pu uenu (Nelbach et al,
1972). KownGeprom, TMaitnxerom u Illaxmanom (Cohlberg, Piget,
Schackman, 1972) 6nuia npendomeda JOrHYHas CTPYKTYpHAS MO-
Aesb HaTHBHOrO (hepvMeHTa, COLIACHO KOTOPOH KaTadHTHYECKHe
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NOJNHNMEeNTHAbI OPraHH30BaHbl B ABE CHCTEMbl TDHMEPOR C CHMMeTpHei
PaBHOCTOPOHHEI'O TPeyToJbHHKA, 8 pery1ATopHble NOJIHNENTHAH pac-
NOJOKEeHbl MOMAPHO BOKPYr KaTaJHTHYECKHX cyObeAHHHMI, o6pa3sys
BTOpoOIl, Goablnil paBHOCTOPOHHHI TpeyroNbHUK. LletocTHOCTD 3TOf
CTPYKTYpPbI 32BHCHT OT NPHCYTCTBHS HEKOTOPLIX NMEPEXOAHLIX 3Je-
MEHTOB, H3 KOTOPBLIX [VIaBHYIO POJIb MrpaeT UMHK. TakuM olGpaszom,
MBI BHOHM, UTO HATHBHBIH (DepMeHT — cj0KHas CHCTeMa, BEICOKO
OPTaHH30BAaHHBLI MAaKpPOMOJEKYNADHHIH aHcamOab €O crneuHQHye-
CKHMH Y3HAIOMWHMY HEHTPaMu A5 Pa3THUHBX MOJEKYJ, pacHoJio-
XEeHHbIMH Ha pa3Hbix cyfbenHHunax. [ToBeneHue 117070 HECOMHEHNO
OTJAHYACTCH OT NOBeNEHHS ero COCTABJAIIIHX, UTO NPH HONLITKE
oGBACHNTD KHHETHKY HaTHBHOro ¢epMeHTa NMPHBOAHT K HOCTY.JaTy
0 B3aHMOAEHCTBHM MEXAY OTIeTbHLIMH uacTsiMu. CyuiecTBeHHOH
YacTLIO Npouecca SBJSIETCS Y3HaBaHHE HA MOJIEKYJSPHOM VPOBHe, C
NOMOIBIO KOTOPOTO UEHTPHI HJH crnenudHuecKHe rpynnsl B Maxpo-
MoJieKy/Je B3aHMOLEHCTBYIOT C OTAENLHLIMH MeTaboJIHTaMH HIH JIH-
raugamH, MpHyeM cBOICTBA 3THX UEHTPOB H3IMEHAIOTCA NPH CBA3LI-
BaHUH JPYTHX JHraHAOB ¢ IPYTHMH NEHTPAMH TOH XKe MaxKpoMmoJe-
KyJqbl. B3auMoneficTBHA MeXIy PasIHYHBIMH 4aCTAMH OLHOR H Tof
Ae MoJeKyTb 0OLUHO HHTEPNPETHPYIOTCH KaK KoH(popMauHOnHbe
H3MEHEeHHS. DTO CAYHKHT YyI06HLIM TeOMETPHUECKHM RNpelacTaBJe-
HHEM TOTO, UTO, BooOGLle roBOpA, ABJAETCA NepepacnpeleseHHeM
3HepruM B MaKpOMOJeKY.Ie.

KoonepaTHBHan ¢epMeHTATHBHAA KHHETHKA

PaccMoTpHM cHauaJja, Kak OOBACHAETCS CHrMOMIHLIH XapakTep
kuHerukd AKT. Mpbl 3HaeM, uTo HaTHBHHE (pepMeHT HMeeT [IecTh
UEHTPOB CBS3bIBAHHS aCTIaparMHOBOM KHCJOTH, NO3TOMY pa3yMHO
NpoI0/LKHTD BHAOH3MEHEHHs! KJIaCCHYECKOH (epMeHTaTHBHON cXxe-
ML, OPOCTO YBEJHUHBAs CTeXHOMETPHIO peaKuwk ¢epmenta ¢ cy6-
ctpaToM. B ofuem ciyyae aas cTeXHOMETPHH NOPALKa 1 MH MOXeM
3amHCaTDh

E 4 nS w=ES" 2> E + nP. (1.11)
k

-1
1o npHBOAHT K Al depeHIHabHOMY YPaBHEHHIO

LIEST — &y [E](SI" — (koy + ko) [ES7].
B CTAUHOHAPHDbIX YCJOBHAX
ke 4 k2 [ES®] . {ES™]
(B1= (=) v = wrsr

rae
PO
R PR A
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HMcnoibe3ysa ycaoBHe

[E]y=I[E] + [ES"],

nosydaem
By =37k + [ES",
OTKyAa .
s = 15
Torza u3 ypassenus (1.11) noaywim, uto
V=G = nky [ES7) = M LEL A IS (1.12)

QueBHaHO, YTO nNpH n =1 MH OydeM HMeTh ypaBHehHe Muxasnu-
ca— MeHTeH KoTOpOe nonyuaercs M3 cooTHowenus (1.9), ecau no-
JOXKHTD Kz'_O KakoBa dopma kpuBoil npu n# > 1? [Ipocrefimuit
cnoco6 BbISIBHTh KauecTBeHHble ocoGeHHocTH V kak ¢yHkuun [S]-—
3TO HAUTH TOUKH MaKCHMYMOB H MHHHMYMOB H BCE TOUKH nepernfa.
Jas storo waliieM mepBylo M BTOpPYyo npoussoaHbule. [Tosoxum
ke[E]oK = a, rne a— KOHCTaHTa, H ONYyCTHM KBaJpaTHbLIE CKOGKH
B 0603HaueHusx koHuenrpauuit. Torna

dV___ n%aS" (14 KS") — n%a8"KS""! _ nlas™!
as (1 + Ksny? (LRSS

(1.13)

3nauenus S, KoTopbie 06PaWAOT 3TC BEIpaxeHHe B 0 H ompenensoT
MHHHUMYM H MAaKCHMYM (YHKUHH, PaBHLI COOTBETCTBeHHO 0 H oo;
npH oCTaNbHLIX S B 3TOM HHTEpBaJe MepBafd NMPOU3BO/HAA MOJNONKH-
TelbHa. DTHM BHpaxeHHe (1.12) oriuuaercss oT ypaBHeHHs Mu-
Xa3/uca — MeHTeH, 118 KOTOpOro, KaK 3To BuaHo u3 pHc. 1.5, npu
S = 0 HaxkJoH MakcHMajeH. Haamude y ©OYHKUUH eLHHCTBEHHOrO
MaKCHMYMa H MHHHMYMa O3HauaeT, UTO MEXAY HUMHW 0DA3aTeNbHO
HMeeTcsl ToOyKa meperu0a. Uto6ni Hafitu ee, nponuddepesurpyem
(1.13):
d® _ n(n—1as" (1 £ kS —2n’as I (1 £ KSP P

as* = T T RS
— n2(n — 1) asn—? (1 + st.‘.) — K g _
B T+ KS™p =
_n 2,802 [(n -1 (l + KS")—QnKS"]
o T+ KS7)?
1o BbipaKeHHe obpaiutaercss B 0 npu 3HayeHusXx S, PaBHbIX KOPHAM
YpaBHEHHS
(n— 1) {1 4 KS") — 2nKS" =0,
U

(n—1)~—(n+ 1) KS"=0,
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OTKYZa

% n—1
KS"= T (1.19)
flcHo, uTo Y 3TOr0 ypaBHeHHS HMEETCSl TOJBbKO OAHH MOJIOKHTEND-
HBIH KOpeHb, a C/MefOBAaTeJLHO, H OfHa TOuKa neperuda y PyHRIUHH
(1.12) nas S > 0. U3 (1.12) BuAHO, 4TO CKOPOCTb, paBHas NDJO-
BHHe MaKCHMaJabHOH, JocTHraetes npu KS% = 1, B To BpeMsl Kak H3
(1.14) caenyer, uro TouKa neperafa Bcerfa AOCTHraeTCs NMPH MEHb-
lieM 3HaUYeHHM KOHUEHTPanHu cyberpaTa, npubanmasck K (S)os
TOJbKO B Npefefe, Korna n-~>oco. Jns n =6 (3HaueHHe n paad

5
AKT) touxka neperufa HMeeT Mec10 NPH KS"=-7—. Temepr Mbi
MOKEM KaueCTBeHHO NOCTPOnThL rpaduk dyHkuuu (1.12) (puc. 1.8).
Jpyroil BaxHpIfi BOIPOC, KOTOpLIH HEOBXORUMO BLACHHTb, — 3TO

BJaHsSIHHE DPA3JHUYHBIX 3HaueHHH CTEXHOMETPHYCCKOro MNoKasarteJs n

Vmaz |-

Toura
repezuba

Sas (sl
Konyenmpauus cybermpama

Puc. 1.8. 3asucumocte V ot [S], onnceiaemas ypamuenuem (1.12), npu n > 1.
Cnnowuasi KPUBAs COOTBETCTBYeT MAJHM 3HAYEHHAM 7, a MYHKTHpHaA — 60/b-
mAM.

Ha MAaxKCHMAaJIbHBIII HAaKJO0H KPUBOH, KOTOPLIH HMeeT MECTO B TOUKE
meperu6a. Uto6ul onpefenutb 3Ty 3aRHCHMOCTb, MOACTaBHM (1.14)
B (1.13); B pesyabTare NOJYYHM COOTHOIIEHHE

ﬂ] — ralln—1/K(n+ py|in—tin
das ks = (n=vin+1: T CEaNE .
OueBHAHO, UTO NPH N ->00 3TO BHLIPANKEHWe TaKKe CTPEMHTCH K

GeCKOHEUYHOCTH; CAeLOoBaTeNbHO, 045 0UcHb O00JbIINX A KpHBasi B
TOYKe nepem6a npnﬁnmxae"rcn K BEPTHKaJH. Taxkan 3aBHCHMOCTDb
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naobpaxeHa Ha puc. 1.8 (nyHkTupnasi kpusan). PepMeHT, xapak-
TepU3ylOlLIHiicd nOBeJleHHeM TaKOro THNa, JeHcTBORAN Obl Kak
cBOETO polla MeTafonnuecKuil BuIk/OUYATeNb;, A0 TEX NOP MOKa KOH-
neHTpalua cy6erpata He npubausurcs K [S]os, €0 aKTHBHOCTB
6bna O NPpaKTHUECKH PaBHa HYJHO, a 3aTeM ObICTPO BO3pacTasa
6 RO MAaKCHMAJbHOrO 3HayeHHsl B 0UeHD y3Koft 06,1aCTH KOHIeHTpa-
uuit cyberpata. Ha nepsuiii B3rsa Cyu(ecTBOBaHHEe Takux depmeH-
TOB KaKeTCsi HEeRepOATHLIM, HO yXe ceHuac nokasaHo, 1To pan dep-
MEHTOB HMEeT CTeXHOMETDHIO, paBHYW 8, uTo Jaer 3HaueHHe

7
KS"=-9—'.3T0 GJIH3KO K 3HaueHHIO, XapaKTepHOMY LS NEePerio-

yeHHs,

BepHeMca Temepb K LONYWIEHUAM Halleil MOIEAH H MOCMOTPHM,
MOXeM JIH Mbl Y3HaTb, BO-EPBLIX, NOUEMY NPOCTOe H3MEHEHHE CTe-
XHOMETPHH B MoneaH Muxasiuca — MeHTeH NPHBOAHT K TakuM
3HQYUTENbHLIM NOC/AEACTBHAM, W BO-BTOPLIX, HPHMeHHMa Ju 3Ta
MOZLEJb IJIT MHOTOMEepHBIX depMeHTOB ((hepMeHTOR, COCTOAIIHX H3
cy6vennnnn). [Ipn onucaHHM CHrMOWIHOH KHHETHKH TakKe HCIOJb-
3yercs NOHATHe KoonepaTHBHOCTH. CBA3aHO 3TO ¢ TeM, YTO BILIOTD
OO TOYKH neperuBa Mafbie noc/aefoBaTelbHble NPHPaUleHHs KoH-
LeHTpauHHu cy6cTpara Bee Gosblle ¥ GOJblie BJHAIOT HAa CKOPOCTb
peakiHH, T. €. CBA3b MEXAY nepeMeHHLIMU HeJHHEHHa, C MOJOXKH-
Te1bHOfl BTOpoil npou3BoLHOi. KarkeTcs, uTo 3TH nocael0BaTeIbHbIE
NpHpalleHHs BLI3LIBAIOT TaKoe KOONEpaTHBHOE B3aHMOLEHCTBHE B
tepMeHTe, uTO LadbHelillee obpasoBalie KOoMNiekca ofieruaercs,
# IMO3TOMY CKOPOCTb peakKuHH BoapacTaer. Ha nmepsulfi B3rsisg Mbi
NMpocTO B3AJMH B ITOM Ciyuae n > 1, He Jenas HHKAKHX NpeLmoJio-
KeHUH OTHOCHTENBHO B3aHMOAEHCTBHR MeXIY CcYGhedHHHIIaMH.
OpHaxko B AeHCTBHTETbHOCTH, 3alHChiBasi peakuuio B Buie (1.11),
MBI CHeJa/iu OueHb CHILHOE RORyLIeHHEe, a HMEHHO: MBI MPeNnolo-
XAH, uTo o6pasoBaHne koMnJaekca ES® Moxer npou3ofiTH TOJLKO
B cJyuyae, ecJH OLHOBPEMEHHO CTOJKHYTCH n MoJjekya cyberpata c
A KAaTaJUTHUECKUMH UEHTPaMH ModeKyas. C pocToM KoHUEHTpaUH:
T4Kas n-MOJEKyaspuas peakiHs TOCTENEHHO CTaHOBUTCH Bce 6oJee
BEPOATHOM, H 3TO MPOHCXOLUT A0 TeX NOP, MOKa He HaYyHeT CKa3bl-
BaTbcA HaCblUIEHHe M BTOPas NPOM3BOAHAs He CTaHET OTPUUATENb-
o, Taxoe norenenve Ha3BaHo cayuaeM OECKOHEUHOH KOOmepaTHB-
HOCTH, TaK Kak B 3TOH MOZenH CyOhefHHHUbl JHO60 pearipyior c
cyGeTpaToM BCe OJHOBpPeMEHHO, THOO He pearHpyIOT BOBCE.

[lpexxne uem a priori pemarb BOOPOC O BO3MOXKHON MpHUMEHH-
MOCTH MOJe./H, faBaliTe NOCMOTPHM, KaKHe pe3yabTaTh OblAM MOJy-
Y4eHbl NpPH COMOCTAaBJEHHM 3TOH MoJeJH ¢ 3KcIepHUMeHTaNbHHMHU
NaHHbIMH. XOTSI HCCIENOBaHUS CHIMOMAHOH KHHETHKH (epMEHTOB
HayadHcb CpaBHHTe/IbHO HEZLaBHO, OCHOBHbIE UepTH MOJENH, OITH-
CoiBaeMofi ypasHenuem (1.11), 6wvim Henoan3oBaHbl 3. XHadoM
ewe B 1913 r. B ero KaaCCHYeCKHX HCCJAEIOBAaHHAX OKCHIEHANHI
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remorno6HHa., 3amuuieM ypasuenne (1.11) B npumeHeHHH X remo-

rno6uny. E 3amennum sa Hb, a § 6ynem paccMaTpuBaTh KaK KOHIieH-

TPALUHIO MOMNEKYJAPHOro KUCIOPOLA H NOJOXKHM Ry =0 (noToMy

4TO MpH OGpPaTHMOM CBA3LIBAHHH H BLICBOGOXEHHIT KHCIOPOLA re-

MOITOGHHOM He MPOMUCXOAUT XHMHHYECKO!H peaKiHM); TOrza Mbl HO-

JVUHM COOTHOIIEHHE Hblo & [S]°
n 0

B 3Tofi cHcTeme BedHuHHOMN, ynofHoON 11l HabaoAeHUd, SBASETCS
Ta 4acTh ofuiero remor/iofuHa, KOTOpas OKCHIEHHPOBAaHa:
__ HbS™ _ K[S]?

Ns= [Hblo, ~ T+ K[S]*" (1.15)
Jto ypasHeHile, KOHeuHO, rpadHuecKH NpeacTaBAfeTCs TaKoli xe
KPHBOH, KaK H TpuBefeHHas Ha pHc. 1.8, Xuaa noxasad, uto s
COOTBETCTBUS KPHBOH 3KCNEpHMEHTANbHbBIM JAHHLIM HeoGXOomHMO
B3sThL n = 2,7. C Touxku 3peHus cxeMbl peaxuuu (1.11) 3710 yucao
He HMeCT CMBICSTa, TAaK KaK OHO O3HAYaeT, ITO ¢ MOJeKyJoH remo-
raoGuna peardpyer 2,7 Mostexkyn kucioposa. SJcHo, uto ero Heol-
XOBMMO paccMaTpHBaTb KaK CpelHee, T. €. CUHTATh, UTO OAHH MO-
JeKyJIbl TeMONJIO6HHA HECYT TOJNBKO OLHY MOJIEKYJay KHCI0pona, ApY-
rie — ieThlpe (MaKCHMYM, MOCKOIBKY B reMOrIO0MHe 4eThipe rema
Ha MOJIEKYJNY), HO GOJIbIIMHCTRO — NBE HJAH TPH. IJTOT dakt oT-
BepraerT MoOjeNb, OCHOBaHHYI0 Ha NpPENMOJIOXKEHHH, UTO 7 MOJIEKYN
(o6s3aTesNbHO UENoe UHCAQ) peardHpyloT OLHOBPEMEHHO, ofpasys
xomnaeke, Ha camoM nene yHe0 3aHATHIX LEHTPOB Y PA3HBIX MoJe-
Ky MOXeT ObIThb DasJH4YHO, U 3TO HeoOXOAWMO YuecTb B Hamed
monesd. Ho ecan cyOLeOHHHUB MOTYT pearHpoBaTh ¢ JIMFAHZaMH
He3aBHCHMO, TO yeM OOYCJOBJEH CHrMOHMAHHIl XapaKTep KHHETHKH,
KOTOPBIf yKa3biBaeT Ha TO, UTO MeXAY CyOBeIHHHUAMH CYIIEeCTBYeT
paauvoneicraie? OueBuHO, 415 BHIXOZAa M3 CO3JaBLIErocsd NOJO-
XeHHs HeQO6XOAHMO HNOCTPOHTL MOLENDL, KOTOpas JEXKHUT rie-To
MEXAY CXeMOH MHXa3/mHca, CUHTAIOUIeH, 4YTO eNHHHLLI HEe3aBH-
CHMBI (OLMH UEHTp, pearupyrowinit 3a ofHH pa3, 6e3 Kkakoro-1uGo
B3aHMONeHCTRUA ¢ APYrHMU), U cxeMoit Xuina ¢ GeCKOHCUHOH Ko-
ONepaTHRHOCTLIO.

Ha s1oM 3Tane depMeHTaTHBHAS KHHETHKA HECKOJBKO YCIOXK-
HsieTcs. §1 onuy npocrefiyio H3 Mojeneft, NpeldoMeHHLX A5
OO0DBbSICHEHHS! KOOMEPAaTHBHOCTH H aJLIOCTePHuecKHX 3(dexToB, Mo-
aeab Mono, Yaitmena n Wanxé (Monod, Wyman, Changeux, 1965),
fa H B 3TOM CJyyae OrpaHHuych JHIIL ocHoBamH. Haew wmomenu
HWIMOCTPHPYeT cXema pue. 1.9, H300paxaioiias 4acTHLI cayualt
tepMeHTa C UETHIPLMSA CYOLEAHHHUAMH, KaX/1as H3 KOTOPHIX HMeeT
ofHMH axkTUBHHIA ueHTp. ITpennosaaraercs, uro CylecTByeT ABa KOH-
dopMaLHOHHO PA3TUUHLIX cocTosiHuA depmenTa: P # E, n depvenr
CNOHTAHHO MEPeXOJIHT H3 OJJHOrO COCTORHHS B APYroe ¢ KOHCTaHTaMH
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ckopocTei I H [_) B cooTBeTcTBHHU o cxeMoft puc. 1.9. C cyberparom
cnocofeH pearHpoBaTh TONBKO QepMEHT, HaXOASMWMIICA B COCTOAHHH
E, 1 B 3ToM cayuae Kaxpas CyObeRVHHIA MOXET pearHpoBaTh He-
3aBHCHMO, MPHYEeM KOHCTAHTLI CKOpOCTeH AJAA 3THX peakuuil ojHHa-
¥oBbl. Mouo u xp. (Monod et al., 1965) nomyckanau, uto ¢ cyGerpa-
TOM pearupyioT ofe dopmb pepmenta, P u E, Ho oHu oGaajator
pPasHLIM CPOACTBOM. 3jeck IJs NPOCTOTHl NPHHATO, UTO CPOLCTRO
&5 oaHOl u3 (¢opM paBHO HyJ0. B 3toM ciyuae ¢ TOUKHM 3peHHS
MOJeKY/ibi cyfCTpaTa aKTHBHBIE UEHTPBI Hepa3JHuHMBI, NO3TOMY
HeJab3s JHCKPHMIIIHPOBATL BO3MOXHBIe KOMOWHAUHH 3aHATOCTH
LLeHTPOB. §I MOKa3aJ TONLKO OJHY H3 BOIMOMHBIX KOMOHHAIHH AJS
kaxporo xommiekca ES;, ES: u ES;. [Oas nosyueHHA KHHETHKH

l k]S 5
S S = e wsfi A
L Ay K| s KyfS|s| kifs]s

Puc. 1.9. Tlpocreiwuis Bapuaut mogean Moo — Vaiimena — llawxké, onucusaipo-
MR KOOMepaTHBNYIO KHHETHKRY depmeHTa,

5Toil cuctemsl OyaeMm AeHCTBOBATL NMOCTAAHHHO CAEAYIOWHM O6pa-
3oM. B paMKax nOpeinooxeHHA O CTalHOHADHOCTH CBfI3b MeXAY
koHlenTpaunaMu E u P ecTh npocto

[E}=LI[P), rac L =._I_ll_l

3aeucumocte Meway E u ESy J0oaKHa ydHTHIBATE KOHLEHTPAUHIO
AKTHBHBLIX 1E€HTPOB, NOCTYNHBIX IJ/iF peaKuHH ¢ S, KOTOpas pamHa
4[E]. Tostomy MBI HMeeM

4E + S => ES,,

et

OTKyZa
[ES] = 4K [E][S], (1.16)
rie
—_*
= K‘l- v

I1a caesywmell cTag¥u KOHUEHTPAUHA AKTHBHHWX II€HTPOB paBHa
3[ES;|, Tak Kak ONMH LEHTp yxKe 3aHAT, B TO BpeMa Kak AJs 00-
patnoit peakuuu, oT ES; g ES;, koHueHTpalist 3aHATHX LEHTPOB
pasna 2[ES,]. [Tosromy

2|ES,] = 3K [ES][S],
OTKY 13

[ES] = 3 K[ES[S].
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loacraBaas ciona swipaxenue g1s [ES(] (1.16), nonyuaem
[ES,] = 252 K2[S]? [E] = 6K? [S][E|. (1.17)

AnanoruuneiM oGpasoM aas cBasH Mexny [ESg] n [ES3] umeew
COOTHOLIEHHE

3[ESy]=2K [ES,][S],
OTKyZ1a

[ES;] =< K[S][ES3],

a noactaHoBka [ES.] w3 ypaenenns (1.17) naer
[ESy] = 4K [SPIE]. (1.18)
Haxonen, nocaennsis napa KOMNJEKCOB AaeT HaM

4[ES,|= K[ES,][S],
OTKyZa

[ES] =4 [ES][S].

Hcnonnays ypaBHente (1.18), monyuaem
[ES | = K*ISI[E]. (1.19
Tenepb st OMUCAHHA COCTOSTHHS 3TOM CHCTeMbl HaHOoJlee NO-
JMe3Hofl (yHKuUeR SBISETCA OTHOINEHHE KOHUEHTPULHH CBS3aHHOrO
cyGeTpaTa K MOJIHOA KOHLEHTpauHH depMeHTa. JTO TO XKe CaMoe,
yTo CpeflHee UHCJO 3aHATHIX LEHTPOB Ha MOJEKYJY QepMeHTa;
oGo3nauum ero yepe3 Ns. [Tonnas KOHUeHTpalus CBA3aHHOro cy6-
cTpara, corjacHo ypaBHenuaM (1.16)—(1.19), paBHa, o4eBHIHO,

[ESi] + 2[ESy] + 3[ES;] + 4 [ES] =
= 4K [E][S](1 + 3K [S] 4 3K*[S] + K*[S]).

Bupakenne B cko6kax —ato (14 K[S])3, nosromy npaeas uactob

paBEHCTBA €CTb
4K [E][S](1 + K[S])*. (1.20)
TTonnas KONUeHTpaUHs (pepMeHTa PaBHa
[P]+ [E] 4 [ES:] + [ES,] + [ES3] + [ES] =
= —[%]- 4+ [E] 4 4K [E] [S] + 6K*[E] [SI + 4K*[E] [S] 4 K* [E][S]* =
=B L Eja+KISDL (2D

D ynKuKs, KOTOPY) Mbl XOTHM [OJYYHTh, eCcThb OTHOWEHHE ypaBHe-
wuit (1.20) u (1.21), uto naer

N = KIELSIG+ KIS 4K(S)(+ KISD? () 9o
ETENL+(EJ A+ K{SDY T VLA O+ K([SDH -
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B ofmieM cnyuae # HeHTpoB GYHKHHH MMeeT BHI

_ aKI[S)+KIS)*!
Ns=—rarxGsyr (1.23)

CpasHuBas ero ¢ ypasHeHuem Xuana (1.15), MBI BUAMM, 4TO IJiaB-
HOe OT/IMUHe COCTOHT B NOSBJAEHHH BCEeX CTelMeHeH KOHUeHTpauHH
cy6erpata Mexxay O ¥ 7, UTO COOTBETCTBYET OLHOBPeMEHHOMY Ha-
JHUHIO BCeX BO3MOXHLIX KOMIJIEKCOB (hepMeHTa ¢ CYGCTpaToOM.

Kpove toro, B ypasnenuu (1.23) nmeercs unen 4. Ecan I/L=20

(. e. I-y=0, unu P wna puc. 1.9 oTcyTcreyer), TO ypaBHeHHE
(1.22) cBomurcn ¥ Ns =4K|[S]/(1 + K[S]), sBaawowemycs npo-
cto ypaBHenueM Muxasiuca, 5 Kotopou 3nauende Ns Ha Hacbllle-
HUH (npu [S] —-oco) paBHo 4. Takum o6pa3oM, CHIMOHLHOCTb KH-
HeTHKH o6YycJioBJdeHa NpuCyTcTBHeM useHa 1/L. Hanuune y Ns
TOUKH Teperd6a MOMKHO NOKAa3aThb TeM :Ke cnocoB6oM, UTO H HCNOJb-
30BaHHBbIH JAJsl aHa/H3a KHHETHKH CXeMbl, ONHCLIBaeMOR ypaBHe-
Huem (1.12). TTocKoabKy KaXAbniH aKTHBHHH LEHTD pearHpyer ¢
cy6CcTpaToM He3aBMCHMO, B UeM Xe 33aKAl0YdeTcsl KOOmepaTHBHOCTD
B 3Tol cxeme? Mul yxe ofpaluaan BHEMaHHe Ha uied 1/L B (1.22),
00YCMOBAHBAIOLHH CHIMOHIHYIO MPHPORY KPHBOK, MOSTOMY MOKHO
OpPeANoJOKHTL, UTO K KOONEPAaTHBHOCTH NPHBOAAT KOHGMOPMAalHOH-
unle B3aumonedctaus mexny P u E. OcHoBHoe npenanogoxenue
3TOH MOJENH COCTOUT B TOM, UTO BCe CyGbenubuubl H3MEHsIOT CBOe
KOH(POpPMALHOHHOE COCTOSAHHe OfHOBpeMeHHO. Ecan Mmosekyna cy6-
cTpara npopeardpoBaJia C KakHM-1HOO ueHTpoM, ofpasomaB ES;,
TO 3TOT KOMIJIEKC He MOJKeT BepHyThcs K P KpoMme xak uepes E.
ITosromy Ha nepBofi cTaauu peaknuu cyb6erpatra ¢ E obpasyercs
MOJIeKYJla ¢ TpeMs peaKIlHOHHLIMH LEHTPaMH, KOTopble OYAYyT cy-
1eCTBOBAaTh AC TeX NOP, MOKa S CBA3aH ¢ OAHHM H3 €€ HEeHTPOB.
Chenyloulas CTafHds RaeT aHANOTHUHGBIH, Ho MeHbIIHH 3ddekT, Tak
kak y ES; uveerca tosnko nBa uentpa. [locme 3Toro waumHaer
npeobManath HacbllleHHe W KpUBas acHMNTOTHYecKH npubaukaer-
€ K CBOeMy BepXHemy npefeny. TakuMm o6pasoM, M BHAHM, 4TO
HCTOYHHKOM KOONEPAaTHBHOCTH B 3TOH MOje/Nd SBJAAETCA CYILEeCTBO-
BaHUe a/ibTepHATHBHBIX KOHGOPMAauHOHHLIX KoHGurypauu#i P u E
BMecTe €O CTabHJIH3HPYIOUMM AelicTBMeM S Ha KaTaJMTHYECKH
aKTUBHYI (OpPMY MOJEKYJIDI,

OTHUM HCuepNLIBAETCS BCE, YTO MMeeT OTHOLIEHHE K CHTMOMIHOM
KWHETHKe B 3TOI Mozaesn. Kak ke OBITh ¢ agocTepuyecKHMH P dek-
Tamu? [lpennosaraercs, 4YToO OHH BO3HHKAlOT 33 CUeT H3MeHEHHSH
KOHCTaHT) paBHoBecHst L. LEcau owa yvensmaercss (Hanpumep,
¥Menbmaerca 1), TO QyHRIHOHaNbHA® 3aBucHMocTh (1.22) mpm
yBeaHueHun S OymeT pacTH MenseHHee. DTO aHAJNOrHYHO HHIHOH-
PoBaHHIO mo THNy oOpaTHOfl cBA3U, MpejcTaBJIeHHOMY Ha puc. 1.7.
Torza wexanmsm meficBusi MHrHOHTOPA MOXKCT ObITh OCHOBAH Ha
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crabunusanuu cocrodauus P, npoHcxoAdulefl npu CBA3BIBAHHH HH-
rubHTOpa aJJIOCTEpHYECKHMH LEeHTPaMH, KOTOpHeE HMeloTCs B JlaH-
HOM KoH(popmanuu. TakHe HEHTPH HYXHO OHJIO Obl BEAKUHTH B
MOJeNb W TOrJa paccMaTpHBaTbh HHTHOHTOPH € TeX JKe NO3HLHUM,
4TO M cyGCTpaThHl, KakK 3TO H clejlaHo B crathe Mono u np. (Monod
et al., 1965). AnanoruyHeiM 06pa3oM MOXHO NPelCTaBHTh cebe
JUTaHJH, crabuausbpyiouide E U yBeanuuBalolllHe TaKUM obpasoM
L. B sroM cayuae oHH ABASAHCh OB aKTHBaTopaMH (epMeHTa, KakK
AT® no oreowenuto ¥ AKT. Ipyrum XopoIlo H3yYeHHBIM NpHUMe-
pOM TaKOro THNa HBJSIETCS H3ONHTpaTAeTHApoOreHasa, KOTopas ak-
tuBupyetcs AM® (Atkinson et al., 1965).

B enie Goaee o6medl MOAESH aJ/IOCTEPHUECKOrO MoBeleHHs Gen-
KOB CyObeHHHUN JTOJKHBEI OblIM Gbl U3MEHATH CBOIO KOH(OpMauHIo
HHIHBYAYa/bHO, HO BCe-TaKH B3auUMOJeHCTBYS APYyr ¢ ADYTroM Tak,
4yToOH BEPOATHOCTD KOH(POPMALHOHHOTO Nepexona 3aBHcena OT co-
CTOSIHHS APYyrux cyObefHHHu B MyabTHMepe. Takoe oGoGlleHue
BKJIOYAeT LeJblfi KAacC BO3MOXKHBIX MoOzneJe#; PAJ, M3 HHMX HCcJe-
noBan Komnangom (Koshland, 1970). CooTBeTcTByIOlIHE STHM MO-
HeasiM anarebpaudeckHe BnIpa)KeHHs GoJsiee CJOXKHDLI, YeM OTHOCH-
TeJHO npocroe ypasHeHue (1.22), a mpu coBpeMeHHOM COCTOAHHU
BONPOCa TPYAHO 3KCIEPHMEHTAaJNbHO Pa3/HYHTL pas3Hbie BO3MOXKHO-
crn. HecMoTps Ha Kaxyulywocs c/l10XHOCTb, H3 IPOCTOH reoMeTrpH-
HYecKOH cXemnl puc. 1.9 BHAHO, YTO HAefiHble OCIOBL HAMHX NpeA-
CTaBJIEHHH O nNOBeJEeHHH MAKPOMOJEKYJl OTHOCHTENbHO MPUMH-
THBHH. [IpeacraBneHHas TeopHs HH B KakoM CMbIC/e He MOXeT
CUHTaTbcAd (M3HYECKOM, TaK KaK OHa He pacnojaraer BbipaKeHHS-
MH Q1S SHeprufi pasJHYHHX KOH(MOPMAUHOHHMX COCTOSHMHA. 3710
OTpaxkaer TPYAHOCTb pa3pabOTKH CKOJNbKO-HHOYAL YNOBJETBOPH-
TeJIbHOH TeopHH MaKpOMOJIeKYNSIPHOH YNOPALOUEHHOCTH, 4eMy BpAX
JIH CTOMT YAMBJISITBCH, e€C/H MMeTh B BHAY Da3HOOGpDasHe H TOHKO
cbajlaHCHPOBaHHHI XapaKTep NOBelEHHs, Ha KOTopoe CHOCOGHB
Genxu. benku cocTaBafioT MoJeKynsipHble y3HAIOUIHe CHCTEME
OrpOMHOTO pa3Ho06pa3Hs M COBePLIEHCTBA, UTO [1daeT MM BO3MOX-
HOCTb HIpaTh pOJb TOHKHX JAUCKPHMHHATOpOB, HEOOXOAHMLIX A
peryJHpoBaHHs TeueHUst MeTaBoJH3MA.

lUenu ynpasieHuss meraGoaM3MOM M HX AHHAMHMKA

Beenem apech cuMBOHUecKHe 0003HaYeHHs 415 NpeNCTaBJICHHA
NpOLeCCOB ynpaB/ieHus MeTa(o/H3MOM, KOTOpwe OyAyT MOJe3HEIMH
B TIOCTPOEHHH HepapXHu YpPOBHeH peryjasnuu, XapakTepHoi s
HHTETDaJIbHOTO MOBedeHHs1 GHONOrHYeCKHX cucTeM. Kak yxe roso-
puJioch, cxemy puc. 1.1 Helb3s NPHCMOCOGHTL AJIs aJeKBaTHOIO
onucaHus crneuH(pHYECKHX pPeryJATOPHLIX B3aHMOAEACTBHI Mexiy
bepmeHTamMu u veTabosutamu. S 6yny ucnosbaosaTh A/t 0603Ha-
4eHHs1 MeTaBONHTOB KBalpaTh, a A/1A (pepventos — KpyxkH. Torna
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MeTafoanueckas MOCIEN0BATENBbHOCTE ¢ OGpPATHOH CBA3BI OT KO-
REUHOro NPOoAyKTa K mepBoil peakuuu uenu OyneT HMETh BHJA, NpeA-
cTaBjeHHbllt Ha puc, 1.10. 3HaK «—>» pagoM co cTpesxoit oGpaTHOi
cBfi3y O003HaYaeT HHTHOHpYOUlee NeficTBHe KOHEYHOrO INPOAYKTa
ua gepMent. Mz cpabHenusa s1oro npenctaBieHHs MeTa6o.IHuecKOTO
flyTH € T€M, uTO RaHo Ha puc. 1.1, BuAHO, uTo cnenudHyecKasn neras
o6paTHOM CBS3M cO3laeT UacTHYHO aBTOHOMHBIN 3JIeMeHT ympasJle-
HHA BHYTpPH MeTaloqaH4Yeckoil cicTeMbl, KOTOpas, TakuM o6pa3oM,
CTAHOBHTCS pasjefeHHON na (QH3IHOJIOTHUECKHE perysaTopubie GJo-
KH; 3TH GJIOKH 06)1analoT OnpCAeNCHHOH He3aBucHMOcTbio. OueBHJ-
HO, MPH pa3HbIX YCAOBHAX MHTAHHA CKOPOCTL-TUMHTHpYIOMHM HJH
KOHTPOJHPYIOUHM A8 BCeH CHCTEMBI CTAHOBHTCS TO ORMH, TO ApY-
rofi 60K, Tak 4TO JIOMHHHpYwIero Goka He cyuecTByeT. DyHk-
UHOHA/JbHEE CBA3H MeXAYy 3THMH OJIOKaMH OdeHb [OABHXKHBI H
H3MEHUYHBL], HO B Ue/JOM YCTOIMHBEI H OTBe4aloT TpeOOBaHHAM
¢u3noJornueckod ajanTauHd Ha ZaHHOM YPOBHe KJeTouHOft
opranusaluu. TaKoe «co3Be3ane» B3alMOAeACTBYIOLHX, UaCTHYHO
aBTOHOMHBIX, HO OGbeJHHeHHLIX GJOKOB C BIOJHE ONpeefeHHbIMH
nopeseHUecKHMHA lIabmonaMd (Cy0-mabsoHaMH LEJI0r0) HasBaHo
rerepapxHefi B OT/IHUMEe OT NHPAMHIONOJOOHOH CTPYKTYpbLI —
HepapXHH, KOTopas HMeeT CTPOTO OnpefeeHHbIe NOMHHAHTHLIE CBA-
3M MEXJy CBOMMH COCTaBHBLIMH 4acTsiMH. Mbl yBHIHM, 4TO H reTe-
papxus H HepapXHd MrpaloT BAXKHYIO POjib B (PH3HOJOTHYECKOH
opraHM3andd H 4rto npeoGrajarouluil acrmeKT MOBefleHHA onpele-
NFeTCSl IpH BpeMeHHOM pacCMOTPEHHH,

YcranoBus, uTo MeTalosHuecKas ienb THOa H306pax<eHHOM Ha
puc. 1.1 BooOuie roBopss oueHb YCTOHUHBa H ee mNepeMeHHLIe BO3-
BPalIAlOTCA K CTAIHOHAPHBIM 3HAauYeHHIM B TeuedHe HECKOJLKHX
MHUHYT NOC/J€ BO3MYU(EHHSl, BaXKHO HCCNeIOBATh XapaKTepHCTHKH
YCTOHUHBOCTH CHCTEMBI, COCTOSLIEH M3 MHOTHX B3aHMOAeHCTBYIO-
UHX 3/]leMeHTOB THNa npexacraBieHHblx Ha puc. 1.10. Tlnpoko us-
BECTHO, YTO OTpHuUATeNbHasi obpaTHas CBA3b, B LeJOM NpHAaLLad
cHCTeMe YCTOHUMBOCTb, MOXeT TeM He MeHee NPHBOAHTL K Henpe-
PHIBHEIM KOJeGaHMAM NePEMEHHBIX OTHOCHUTEIbHO HEKOTOpOro cpen-
Hero 3Hadenunsi, TakuM o6pa3oM, OTKPLITHE HHTHOHPOBaHHUS IO TUIY
ofpaTHOH CBSI3H 3HAUYHTEJBHO H3MEHRET OXHIAAEMYI0 NWHAMHKY
MeTa60oHYecKo CHCTEMBI, 4TO 3a MocieqHHe npuMepHo 10 et mo-
3BOJIHJIO NOJIYYHTh HEKOTOPBIe OUEHb HHTEpeCHHe 3KCHePHMEHTaJlb-
Hbi¢ H TEOpeTHUCCKHEe LaHHHE O KoJedaTelbHOM XapakTepe Rpolec-
COB KJIETOUHOTo MeTabo/H3Ma.

CylnecTByOT [1Ba IJIaBHBLIX NHHAMHUECKHX CJEICTBHA BBeJLEHHS
OTpHIlaTebHOH OOGPATHOH CBA3W B KHHeTHuecKHe cHcTeMhL. [lep-
BOE€ — 370 NOBLILIEHHe YCTONUHBOCTH IO CpaBHEHHIO C ypOBHeM,
obecneunBaeMbiM 3aKOHOM JeACTBYIOULHX MacC, KOTOPLIH, KOHEeUHO,
Opofo/Kaer HNefCTBOBaThb B JoGo# Merabo HUYECKOH cucrieme; H
BTOPOe, napajoKcalibHOe, — yMeHbLIeHHe CTabuAbHOCTH — H3-3
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BO3MOKHOCTH BO3HHKHOBEHHS! aBTOHOMHBIX KosjelGauufi. OqHaKo sTH
KoJeGaHUA, HasbIBaeMbie OpelebHbIMH IHKTaMH, caMd 1o cefe
ycTofiunBel. [TostoMy B cnenHduuecKHX Uensx C ynpas/ieHHeM NO
INpHHUHNY 0GpaTHOH cBA3H JeHCTBHTENLHO BO3HHKAeT ¢BoiicTBO Go-
Jiee BBLICOKONO MOPSAKa — AHHAMHuYecKas CTaGHJAbHOCTL OTHOCH-
TeJbHO MpefenbHbIX UHKJIOB, TaK UYTO B JonosiHeHHe X GoJee npu-
BBIYHOl YCTOHUHBOCTH B TOUKe BO3HHKAaeT YCTOAYHBAS PHTMHUHOCTD.

Ecau cucreMa ¢ oTpunaTessbHOH oGpaTHOH CBA3BID YCTOHuHBa B
TOuKe (ycTofiuuBa OTHOCHTEJILHO CTaUHOHADHOr0 COCTOSHHA), TO 06-
paTHas CBSI3b 6yneT NPUBOAUTH K «Y2KECTOUEHHIO» NPOTHBOAEHCTRUS

e ———
— .

-’/ ~..
e - \\\\.

o N

N\,

hY
2 ([ @ ]
Hyrreuriossie
Xucaom

Puc. 1.10. Cxema Mmera60JH2eCROr0 NMYTH C HHrHOHpoBaHHWEM 10 THNY o6paTHOR
cBA3A NepBoro gepmenTa nyrtH, E|, KOHeYHHM MPOayKTOM, S, ABAMIOIIMMCA Npey-
WECTRCHHHKOM B CHHTE3e HYKJIEHHOBLIX KHCJOT.

CHCTEMbl BO3MYILIEHHIO, TAK KaKk HMeeT MeCcTO aKTHBHAa{ peaKIus.
drto Haraanno Buauo Hz puc. 1.10. Tlpeamosoxum, uT0 BO3-
MylleHHe TaKoBO, uTo yMeHbwiaer S,. Torza no 3aKoHy jeficTRylo-
MHX MacC YMeHBIUMTCS BLIXOA S, H3 ny/la, HO, KPOMe TOTro, B pe-
ayabTaTe YMeHblueHHA HHruGupoBadus E; Bospacrer cKopocTs no-
TOKa MO LENH, YTO MPHBERET K YBeJHUEHHIO CKOPOCTH 0Opa3oBaHHSA
S; u3 mpeauiecTBeHHHKa. JTO NpAMOe BJAHAHMe MeTaboJHTa Ha
CKOPOCThL CYLUECTBEHHO H3MeHsleT LHHAMHYecKYld KapTHHY B Cay-
yae, Kormga umeercs ofparthas cBasb. [Ipu orpuuaTtesbHoli ofpart-
HOR CBSI3H CHCT€Ma aKTHBHO pearHPyeT Ha BO3MYLULEHHS, HO ecJsH
5TOT 2KTHBHLII OTBeT 3a1epXKHBACTCSl BO BpeMeHH, TO MOLYT BO3-
HHKHYTh XoaeGauus. VITak, Mun BHAHM, 4TO CHTYalHs CTaHOBHTCA
IHHAMHYECKH HeCKOJbKo 0oJiee CNOXKION H B TO Ke BpeMs ¢ 6uo-
JIOTHYeCKOH TOUKH 3peHHfl 3HAUNTCARHO Gosjee UHTepecHOH.

Urobu HCCefoBaTh TeopeTHUECKHe acmeKThl 3TOT0  BOMpOCa,
CHayajla pPacCMOTPHM NpPOCTYIO ABYXCTAaAWHHYIO 1elb YNPaBJEHHS,
gaa xoropolt r =3 (puc. 1.10). Bynem cuutats, yto S, fABafercs
HNOCTOSHHHIM HCTOUHHKOM cyOcTpaTta aas E;, W npelnosoxum, 4To
E; pearupyer ¢ S; coraacHo cxeme (1.11). C ToukH 3penus ycrofi-
YHBOCTH U KoJeGanufi Ba)kna TOJAhKO CaMasl BLICOKAs CTEMEeHbL KOH-
LEHTpaNHH peareHToB, TaK 4TO HCNOJb3oBaHHe BMecTO (OPMYJH-
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poBKH Xu/na KHHETHUeCKH GoJjiee afleKBaTHOH cxeMbl, MPHBOASLLER
K ypasHenuio (1.23), mano uto HaMeHuJo 6ui B paccMoTpenun. [To-
9TOMY 4Js ONHCAaHWUA HHrHOHTOPHOro B3anMoeficTBus Sz ¢ E; Mb
HCOONB3YEM CXeMY THRa cXeMbl XH/1a:

E,+ mss% E,ST. (1.24)
~3

31ech m — cTeXHOMETpHUECKHI Ko3dduuueHT peakuHu o6pasoBa-

HHA HeakTHBHOro Kommiexkca E,SY. Torma cucrema auddepeHun-
aJbHHIX ypaBHeHHH 11A Sy u Sz GyneTr HvieTh BHI

ds, _ a e[Sty
. m 5]
:St b+[[(;[13';a] I 4 Ko [S:] ) (1.25)
3 _ [} —
7 =TT RS 4184 {
rae ,
a=pk K [Eik[S:¥,
b=1+4 K|S]".

Ofe 3TH BeJHUWHM NOCTOAHHB, TaK KaK MBI NpeAnoJaraeM, 4To
S| —KoHCTaHTa u pearupyer ¢ depMmeHToM E, co cTexnoMerpuefi
p, ¢ = nKy[Ey] u d— cKOpocTb ynaleHHSI KOHEUHOro mpoaykra Sa
u3 nynaa. B obGulem cryuae cucrteMa (1.25) Gymer HMeTb enHHCTBEH-
HOe MOJOMKHMTEebHOE CTallHOHapHOe pelileHHe, KOTOPOe MoJyduaercs,
ecnu NoNoXUTb dSy/dt = dSz/df =0, x0T MOXeT CylecTBOBATh
HEeCKO/NbKO CTaUHOHAPHHX cocTosHHH. Bonpoc 06 ycrofiuuBocTH
MOKeT ObITh MCC/IE0BAH NyTeM .THHEeapH3alKH YPaBHEHHE B OKpecT-
HOCTH CTalMOHapHOH TOuku, OGo3Hauenno# ({S Ss). Hdas 3sroro
BBOAAT HOBhle nepeMeHnble, Uy = S;— S, u Uz = S;— S;, 3atem
pasnaralor HeJHHefiHnle (QYHKuUHHW B psx no nepeMenunim U; cuu-
Tas UX MaJLMH H OrpaHHYMBasuCh JHHEHHHIM npubiuxenueM. B Ho-
BEIX nepeMeHHHX cuctema (1.25) umeer BaX

dU2 a C(—éz"l'Uz)n
= S - = = F, (U — F,(Uy),
IR AU Itk Gy U z((;)%)

dUs _ _ e(Sa+Ly)* & _ s
at — 14+ K, (§2+ U2)n d(s-'3+U3) F2 (Uz) d(S3+U'})

[TepBuie npoussoaubie dyuxuuli Fi u Fy paBHBE

dF, ] _ mak, (ga)m_l = — g
dUs ly,_g 16+ K5 (S)™)2 '

] — e GT_g
dUsl Ly [N+ K8
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Torna cucrema (1.26) ceenmercs K

dTl{fg=F‘ (0) —aU; — F3(0) — pUz = — pU; — als,

s £,(0) + BU, — 4 (5, + Uy = U — dU,

TaK KaK, COIVIacCHO NPEANOJOKEHHIO o CTalHoHapHocTH, F((0) =

= F,(0) = dS;. YCTOHUHBOCTE 3TOA CHCTEMBI JHHEHHBIX YpaBHe-
HHA omnpejnenseTcss KOPHAMH XapaKTepHCTHUECKOTO YpaBHEHHS

—Bf—A —al .
N SRR

=M+ @B+ DA+ plat+d=0.

[TockonbKy BCe KOHCTAHTHI MOJOMKHTENbHH, 3TO YpaBHeHHe He Mo-
KeT UMeThb KOpHEH ¢ HEOTpPHLATeAbHBIMH AEHCTBHTENBHLIMH 4a-
cramu. Takum oGpasoM, cTalHOHapHAf TOUKA CHCTEMH YCTOHYHBA.
ChnenoBaTelbHO, OTpHIATENbHAd O0OpaTHas CBA3b He MOMKET H3Me-
HHTb YCTOMUHMBOCTH ABYXCTaZHHHOH MOC/IENOBATENBHOCTH peakKum,
OJIHaKO [JIfi BO3HHMKHOBEHHS HEYCTOHYHBOCTH U Mpene/bHOIO IHK/A
JIOCTAaTOYHO BBECTH B NOCAeLOBATENBLHOCTL PeaKuHH ellle OAHY CTa-
JH10, nepel MecToM ofpasoraHHs obpaTHoll cBfisn. Kak noxasan
Yoatep (Walter, 1969), npenenbHblfi HKA B 3TOM CJly4Yae BO3HH-
Kaer npH m > 8. [leraibHO NpOaHa/H3HPOBaB INIeTJH 06paTHOR
cBasu Mefirca — [Tapau (no TepMuHOMOTHH aBTOpa), OH Hamien
TOYHbIC YC/0BUSA, IPH KOTOPbiX TaKHe LIenH YImpaBJieHHs MOryT obJa-
LaTth konebaTe/bHLIM NOBeLEHHEM, 3aBHCAIMHM KakK OT YMC/a CTa-
AUK (BEJHYHHDBI 7), TaK H OT CTeXHOMETPHH ynpaBiseMOR peakuMu
(BeqinuuHut m). Jns onucaHus KuHeTHKH (epMmeHTOB YolTep Hc-
nonb3oBas JIHHeHHble BBLIPA’KEHHS, rapaHTHPYs TaKUM o6pasoM
CYLIECTBOBaHHE €AHHCTBEHHOTO TIOJJOXMHTENBHOTO CTAIlHOHAPHOTO
pemiedHsl. AHaIua CBA3SH MeX/Y UYHCJIOM CTajufl B noc/JeAoBaTeNb-
HOCTH peaxuufi H cTexHoMerpueli MHruGHpPOBAHHA MO THOY 06paT-
HONl CBfI3H, HEOOXOLHMOH [J151 [OSIBJIEHHS HecTaOHNBHOCTH, OB
nposefed Buuusrpa-Tousasecom u Maprunecom (Viniegra-Gon-
zalez, Martinez, 1969), a B Goaee cTporoit dopMe — B nocJaefHeM
MHTEpeCHOM W OueHb lleHHoM HccaenosanHH Panma (Rapp, 1975).

OcHoBbiBafich Ha NPOJEN3aHHOM PaHee aHAAH3e BpeMeH pesak-
callH, MOXHO OUEHHTL NepHOAB KO/neOaHHi B neTasx obpaTHoH
CBA3H (Koraa TakHe KoJeGanHs HMEKT MeCTO) — OHH JOKHH
BbITb MOPAKKAE MHHYT. DTH OMEHKH GBITH NOJYUeHbl H3 TeOpeTHuye-
cxux coobpaxennst (Goodwin, 1963) M Ha ocHOBaHHMH pacuyeToB
.¢ nomomwbio IBM, BHIOAHEHHBIX NPH COOTBETCTBYIOUHX 3HAuEHHAX
napamerpor. M 1ump cpaBHMTeNbHO HeaaBHO GHLTO MOKa3aHO, 4TO
roMoreHnnle (epmeHTaTHBHBE peakuM# in vitro peficTBHTENBHO
MoryT o6/agaTh yCTOAYHBLIM Ko/MeOaTe blbIM PeXHMOM THINA NMpef-
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cxkasaHHoro. flmasaku u ap. (Yamazaki et al, 1967) noayuuau B
OTKPBITOfi cHCTeMe KOJeGaHHs C MEepHONOM OKOJO 5 MHH, HCMOJb-
3yl MepoKCMAa3y H3 XpPeHa H JaKTOMepOKCHIa3y B HPHCYTCTBUM
BOCCTaHOBHTeA H KHCJopona. Jdta CHcTeMa ¢ OOpaTHON ¢BA3bi0
Oula nmpoaHanusHpoBana J[erHom u Mafiepom (Degn, Mayer,
1969). Cefluac M3yyeHO MHOXKECTBO TaKHX CHCTEM, HO, MO-BHAH-
MoMy, Han6ogaee MHTEepPeCHHLIM NPEACTaBJAAETCS TIHKOJIHTHYECKUH
OCUHUNIATOP, O HAJHUHM KOTOPOTO B lEJAbIX KJeTKaXx CHauaxa Co-
ob6munn Hplocerc H Amen (B 1957 r.) w KOTOpeIl GbLT NO3XKe
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Puc. 1.11, CxemMa meTaBo,M4eCKOr0 NYTH C METISIMH MOJNOXKHMTEAbLHOR M OTpHUna-
TeAbHOH O6paTHOH CBSIIH, ONMCHLIBAIOWIANA TUHKOJMUTHYECKYIO Lens.

PEKOHCTPYHPOBaH in vitro 4 HHTEHCUBHO M3yuyajacsd B Ja6opaToOpHAX
B. Hauca B ®unanenspun u b. Xecca B HJoprMmyHne (cm. o630p
Hess, Boiteux, 1971). B orBer Ha no6aBieHHe COOTBETCTBYIOLIEro
HCTOUHHKA yIJ1epORa B §ecKAeTOUHBIX 3KCTpaKTax AposkxKe#d Habaio-
Kajluch KosleGaHHA KOHIEHTPAlHH BCeX MPOMEXYTOUHBIX MPOLYKTOB
[VIHKO/AH3a ¢ NMEepHOnOM OT 2 no 20 MuH. 3To CNOXKHAdA cHCTEMa, HO
JeTaNbHB aHaNH3 MO0Ka3ald, YT0 OLHUM H3 $epMeHTOB, B OCHOBHOM
OTBETCTBEHHLIM 3a KoJieGaTenbHuIli pexuu, asasercd docdodpyk-
ToknHasa (PPK). dror depmenr — KaoueBoll NyHKT pery/siuHH B
TIHKOJMH3e, AKTHBHPYETCSl NPOAYKTOM, aleHO3HHMOHodocdartoM, H
HHTHOHPYETCS KOHEUHLIM MPOAYKTOM raukoausa, AT®. B npuaaTeX
Ha pHc. 1.10 0603HaueHHAX COOTBETCTBYIOMIAA YacTh IHKOJHTHYE-
CKOH wLenH [Jaf aHalH3a Koje(GareJbHOr0 peXuMa MoxkKer OBITh
npeacTaBneHa TaK, Kak 3T0 chemaHo Ha puc. 1.11. 3gecs Sy —
$pyKTO30-6-hocdhar; Si;— AT®, BucTynawmufi B poau cyberparta;
E| — @O®K; Sy — dppyxrr030-1,6 mudocdar; Sy — AJlD (B pasHoBe-
cun ¢ AM®); E;— anvnonasa, S, —AT®. Mo 3uaeM, uto, Aad
Toro 4toGbl BHI3RATH KOJMeGaHHA MPU ONpelesNeHHBIX YCMAOBHAX, AO-
CTaTOYHO BBEAEHHS NMeT/IH oTpHuaTeabHON 0OpaTHOit cBsisu. OnHaKo
SICHO, UTO HaJIHUHEe MeTJH NOJOXKHTeIbHOi o6paTHOH cBA3M Oymer
YBEJIUUHBATL HECTAOHABHOCTL TAKOHW CHCTEMBI, fe/iast KoseGanus 6o-
Jee BepoATHBIMH. JleficTBHTeNbHO, HETPYLHO MOKa3aTh, 4YTO €C/H
r =3, TaK uTO HeTJIA OTpHUATeJbHOR 06paTHO!M CBA3H 3aMBIKAETCH
nocJje ABYX CTajuil, TO B NPHCYTCTBHHM NOJIOXKHTENbHONW 0OpaTHOM
CBA3H MOTLYT IDOHMCXOAHTb KosieGanus. [losHas Mogelb [AHKOMH-
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THYECKOR CHCTeMbl npelncTaBieHa B paBore Xurrudca (Higgins,
1967). Haanuue rauxosu3a BO BCeX KJAeTKaX HABOAUT Ha MHICIb,
YTO 3Ta KosebaTenbHana CHCTEMA UrDaeT KaKylo-To BaxXHYI0 (usHo-
JIOTHYECKYIO po/lb, OAHAKO BHIICHHTbL 3TOT BOMPOC IMOKa He yAaercs.
B oaHoMl u3 mocsenywolHX I1aB MBI PACCMOTPHM BO3MOXHYIO DOJb
TaKoro poja MeTab0ONHYECKOr0 OCUMANATOpPA B 3MOpHOreHese.

Jpyroit ouenb HHTepecHbIi ¢ GH3UOMOTHUECKOH TOUKH 3pPEHHS
cilyyalt MeraboanmyecKkHX KoneGaHMH Habaonaerca B MHTOXOM]-
pusix, TAe BCA oOpraHe/aa NpH BOOJHE ONpeleseHHHIX YCJIOBHAX
nperepreBaeT MepUOJHUECKHE NPOCTPAHCTBEHHBIE H GHOXHMHYeCKue
H3MeHeHHst. B uncie nepeMeHHLIX, KONEGJIONIHXCS C MepHOJaMH
OKOoNo | MuH, HaxoaATcd: o6GbeM, CKODOCTh HOHHOIO TPAHCIOPTA,
VHTEHCHBHOCTL ARIXaHHA H OKHCJAHTENbHO-BOCCTAHOBHTENLHOE CO-
CToAHHe uUHTOXpoMa b. @®YHKUHORAJbHASA pPOJb 3THX KoaebaHHH
HeH3BecTHa,

3akniouenune

IIpu nepexome oT mpelcraBieHus MeTabOJHUECKUX ceTeft B BHIe
cxembl, u306paxenHoit Ha puc. 1.1, k HaGopy B3aHMOAEHCTBYIOUINX
3/IeMEHTOB, KaK 3TO NokKa3aHo Ha puc. 1.10 u 1.11, BHABUAUCE ABe
O0COO@HHOCTH, /1OCTONHble BHHMAaHHUfl, OJHa — YNPOILIEHWe U Jpy-
ras — yc/0XKHeHHe, YNpolleHHe COCTOHT B HACHTHGHMKANHUH YacTHY-
HO ABTOHOMHBIX NOJACHCTEM Le/]0fi ceTH, 06pa30BaHHEIX MeTaGONH-
UeCKUMH MOCJER0BaTeNLHOCTAMH, KOTOPLIe NPHUBOAAT K OTAENBHHM
KOHEYHHM NPOAYKTaM. AKTHBHOCTb TaKHX NocJaefoBaresbHocTefi,
H3MepeHHas KaK CKOPOCTb NPeBpallleHHs BKJ/IOUEHHBIX B Ienb Me-
TabOJIMTOB, MOXKeT peryJUpOBaTbcH HE3aBHCHMO OT LPYTHX yacref
NOJIHOA CHCTEMH YPOBHEM KOHEUHOro NpOAYKTa, NEHCTBYIOLIETrO MO
NPUHUUNY OTpHUATeNbHON OOpaTHON CBA3H Ha NepBLIfl (epMeHT.
Takoe pasnenenne cuCTeMb Ha COCTaBHLIE WaCTH, KOTOPHE MOTYT
HE3aBHCHMO Dear#poBaTh Ha BO3MYILEHHS, NPHN3eT CHCTEMe B Ie-
JIOM afanTHBHYI0 THOKOCTB, Kpome TOro, 310 MO3BOJsAeT YBeJHUHTD
CKOPOCTH OTBETa TI0 CPAaBHEHMIO ¢ TOMH, KoTopas HMeeT MeCTO B NOJ-
HOCTbIO CBA3AHHOH CeTH THNHa paccMOTpeHHOl BHayade, B To xe
BpeMsl 34ech BO3HHKAaer NOMOJHHTE/NbHOe NHHAMHYECKOe YCI0XKHe-
HHe, NOTOMY YTO HaJHuHe TeTeNb 06paTHOM CBA3H MOXeT NPUBO-
IHTe K HENpPepbiBHLIM KOJeGaHUAM KOHUEHTpanuil MetaGoJIHTOB C
nepuoJaMy MOpsAAKa MHHYTH. DTO, KOHeuHo, ofecHeuHBaeT KJeTKe
Goratoiit BLIGOD NUHAMMUECKHX PEXHMOB, HCOOJIB3yeMbll el npH
NOHCKaX HAHIYYIIMX anantHBHHX crpaterufi. C aHajdHTHYecKof
TOUKH 3peHHs 3JeCb BO3HHKAIOT TPYAHOCTH, TaK KaK MLl He pac-
[oJjlaraéM JOCTaTOYHBIM YHCJIOM MAaTeMaTHUeCKHX MeTOIOB A1
aleKBaTHOro aHajM3a HeTHHEHHHBX CHCTeM THHa TeX, KOTopble ONH-
CHIBAIOTCA CcOOTHOWeHHAMHU (1.25), He roBOps YXK O NONOJNHHTENDL-
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HBIX CJNOMHOCTAX, BOSHHKAIOWIYX H3-38 BO3MOXKHOIO HANIMYUS [eTeNb
NONOXKUTENBHON 06paTHOll CBA3N H APYrHX B3auMmoAeiicteui. o tex
mop NOKa MBI YBEPEHHl, YTO HHC/IeHHBle MEeTORbI PelleHHR TaKHux
ypaBHEHHi NO3BONAIOT HAM MOJYYUTb BaXKHHE KaueCTBEHHHE H KO-
JWYecTBeHHbIE NPEACTABIEHHS O MOBefEeHHH cucTeM (KaK 3TO HMeJo
MecTO B yYNOMHHaBlledca paboTe Yoatepa), MOXKHO HafeAaTbcs Ha
nosiB/eHHe NOAXOA0B, KOTOpLe CAENAOT (oJlee afleKBATHHM aHaJH3
Bcefi HenuHelHo# auHaMuxH. B nocaegHell rniaBe A paccMOTpIO
OMH Tako#l MHorooGellawInnit, Ha MOH B3IVIAA, HOLXOA.



Mnapa 2

YCTOM4YMBOCTb M PEMYIALMA
SNUreEHETUHECHOW CHUCTEMBI

dlepM €HTATHEHAR aaanrauus

[Tocse uctopuueckux pa6or [lactepa o npouecce GpoxeHus M
POJIH B HeM MHKPOOpTaHH3MOB BO ®paHIHH HayalHCh HHTEHCHBHHE
HcenenoBauua ¢usuoaoruu Gaxrtepuit. [IepBoe cHcTeMartuueckoe u
BCECTOpOHHEE ONHCaHMe sIBNeHUs (epMeHTaTUBHOR ajanraunud
MOXKHO Ha#iTu B XHure woxjo, ony6ankoBaHHol B {899 r. u o3a-
rnasnennodl «Traité de Microbiologie». TlostoMy BnoJHE MOHATHO,
UTO HCCJefOBaHHMe 3TOrO acNeKTa K/AeTOYHOH (PH3UOJOIHU NpHBEIO
B KOHIE NATHAECATHIX — Hauyaje WIEeCTHAECATHX TlOA0B K HOSBJE-
HHIO ONHO# H3 HaHboMee YIAUHLIX TeopHH MOJieKyJaspHOH GHOJO-
ruH, cospannolt P. )Kaxo6om, Jk. MOHO H HX KOJJeraMy MMeHHO
B Mucruryre [lactepa B [Tapuxe.

Kax Mp oTMeuand B T, 1, mepBOe N0Ka3aTeNbCTBO CYHIECTBO-
BaHHuA cnend¢pHuecKHX YRpaBRJsAIOUIHX NpOUeCcoB B OaKTepHaNbHOM
MeTafoMH3Me NOSBHJOCH B pe3y/bTaTe HCCAeROBaHHH MYTaHTHEIX
ITaMMOB, — HCC/IeJOBAHHH, COBMeNlaloMHUX B ceGe anaSHTHYECKYIO
MOMb reHeTHKH o OHOXHMHH. BolicHeHHe MexaHH3Ma GakTepHab-
HOM ajanTanuu TakKe O0S3aHO 3THM MeTOJaM, HPHMEHEHHLM C
60abIloi H300peTaTeNbHOCTLI0O H TBOpuUeCcKod ¢aHTa3MeH uccaeno-
Batensimp u3 Hucrutyra Ilactepa. MuTtepecHo oTMeTHTh, uTo Io-
ApoOHLI 0630p BCEX HMEIOUIHXCA K TOMy BpeMeHH RaHHBIX o dep-
MEHTaTHBHOM afantauuu 6b1a1 onyGiaukoBan Mono B 1947 r. — yepe3s
rof mocJe Boixofa cratbd JlemepGepra u Tarvma (Lederberg, Ta-
tum, 1946), KoTopbie COOBGUIHJH O6 OTKPLITHH NOJOBOH pexoMOuHa-
uuu y Escherichia coli. B arom o63ope MoHO Ha OCHOBEe MMEBIUHX-
csl K TOMY BpeMeHH MaHHBIX O MYTaHTHBIX IUTaMMaX Jeras 3aKJio-
YyeHHe © TOM, UTO «aJanTHBHHE BO3MOXXHOCTH® KJETOK MOLYT
NOABEpPraThCsl KaK OueHb CHJIBHBIM, TaK H He3HAUHTebHBIM MYyTa-
HHOHHLIM H3MEeHEeHUSIM, KOTOpble BAHSIOT Ha OTAEJAbHLH (epMeHT,
COBEpIIEHHO He 3arparupas <«MOTEeHUHAIbHBLIX CBOHCTB» APYLHUX
($epMeHTOB, HaXOAAWMKXC B TeX XKe Nensx npespamenuil. On npex-
MOJIOKHJI, 4TO «CnelHUuUecKue CBOHCTBA Kax<Ioro (pepMeHTa omnpe-
NeAsIOTCA Heaasucumblm HachelCcTReHHEIM GdakropoM». [lanee oH
npopomkaer: «OnHaKo ciefyeT MOMHHTH, 4TO B0 TeX IOP, IIOKa He
GynyT npHMeHeHpl NpsAMble FeHeTHUECKHe TecTbl, 3TH AaHHHE OCTa-
HYTC KOCBEHHLIMH H HemoJHbIMU. EcTe nHanemna, uto GuecTsuee
otkphiThe JlenepGepra u TatryMa MO3BOJNT c032aTh TAKHE TECThHI».
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JTuws necatuaere cnycers XakoOy u Moo ynasoch o6bacHHT
MOJIeKyJMApHBIE MeXaHH3MBbl, Jexalllie B OCHOBE TeHeTHYeCKHX
ynpaBafioluX Npoueccos B Gakrtepusx. Mcno/ib3oBaHHe MyTaHTOR
i PeKOMOHHAHTOB MO3BOJHIC NOJYYHTH yOenHTe/bHbie NOKa3aTelb-
CTBa CYLIeCTROBAHHS CBOMCTB TreHETHUECKOro ammnapara, DpefBH-
IeHHBIX Mono, 1 riy0oKo MPOHHKHYTb B HOBLIH MUD TPaHCKPHILHH,
TPAHCAAUHH H MOJMeKYJADHLIX [PHHIUKUNOB perylduMH y MNpoKa-
PHOTOB.

OcHOBHBIE 4epTH NPOLECCa afanTanHH YCTaHaBAMBAWTCH OYEHb
Jgerko. Ecan kyabrypa Gaxtepun, HanpuMep Escherichia coli, pa-
CTyulass Ha MHHHMAaJbHOR coseBOfi cpejie, 00ecneuHBaeTCs CMellaH-
HEIM HCTOUHHKOM yriaepona, CKa)keM TIJIIOKO30fl H JaKTO30H, TO
NepBOHAYATLHO HMeeT MeCTO SKCMOHEHUHAJBHMIH pocT, a 3aTeM
COBEPIIEHHO HEOXKMJaHHO pocT mpekpainaercs (puc. 2.1). 3ro
NJ1aTO Ha KPHBOH pocTa 3aHHMaeT npHMepHO 50—60 MuH, U 3aTeM
pocT BO3OGHOBJIAETCS CO CKOPOCTLIO, aKTHUECKH PABHOH MepBOHa-
4aJbHON CKOpPOCTH pocCTa.

Belio noxasaHo, uTo BO BpeMs BTOpoH ¢ha3nl pocTa MHpHCYT-
CTBYeT (epMeHT, KUTOpOTo He @nhl1o BO BpeMA HaualbHOH (a3dl.
310 f-rarakroszupa’a; ee poJb 3aKTOUIETCS B pacUlenieHHH
B-raJakTOAHNHON CBA3M JAKTO3BI, YTO JaeT FEKCO3M — MJIOKO3Y H
ranakrosy. B ZeHcTBHTeNLHOCTH HMeeTcs ellle nBa (epMmeHTa, KO-
TOpHEe TOMKe MOABAAIOTCS BO RpeMs amaNTallHOHHOro nepuoga: f-
raJakTosnnnepMeaza U’ B-ralaKkTo3HRaueTHIasa; ofa 3TH depMeH-
Ta OGYCJOBJHBAIOT TPAHCHOPT JAKTO3M Uepe3 KJAETOuUHyio MeMOpa-
HY B KJIeTKy, rie OHa MoxeT OwbTb KaTaGoausnpoBaHa. OueBHIHO,
BO BpeMs HauafdbHOM (asnl pocTa KJAeTKM noTpelisioT HCKMOYH-
TeldbLHO IJHOKO3Y, TaK KaK JaKkT03a He MOKET NPOHHKHYTb B KJETKY
IO Tex NOp, NOKa He OyAYT CHHTe3HPOBaHH (epMeHTbl, HeOOXOmu-
MEBIE A5 ee TpaHcnopTa. ToJbKo Nocae TOro, KaK 3amachl r/HOKO3b
6ynyT HcuepmaHbl, yTO JErKo MOKa3aTb 3KCNEePHMEHTAIbHO, KJEeTKH
AefiCTBUTENbHO HAYHYT DNpHCROcabaHBaTbed K - HCMOJL3OBAHHIO
JMaKTO3LI, CHHTE3HPYs TPH HOBWIX ¢(epMmeHTa. ITH PaxkThl CTaBAT
IBa OCHOBHBLIX BOMpPOCa, Kacamoliuxcsd ¢epMeHTaTHBHOM alanTalHH:
(1) Karue MOJeKyJNApHbLIe NPOUECCH BOBJAeUEHH B HHIYKIHIO HO-
BLIX (PepMEHTOB B KJeTKe NpPH 3aJlaHHbIX H3MEHEHHSAX OKpPYXKalouleH
cpexnt u (2) noyeMy, HecMOTPS Ha HaJHUHe HHLYKTopa (JTaKTO3H),
CHHTe3 3THX (epMeHTOB He uJeT B NPHCYTCTBHH TJHOKO3LI?

Kak noxasaHo B npepmiiayilefl riape, HENOCPeACTBEHHO H3 Bpe-
MeHH ajnanTaluM cleiyeT, 4To Mbl HMeeM Jeno ¢ Gojee MeNJeHHBIM
NpONECCOM, 4eM M3MeHeHHe COCTOSIHUA MeTabOoNHUeCKOH CHCTeMH.
YKe 0HO 3TO TOBOPHT O TOM, YTO BpAL JH (epMeHTaTHBHasA ajan-
TayHf COCTOMT HNPOCTO B AKTHBALHH HMCXOJHO CYLIECTBYIOLIEro
tepMeHTa, NPHCYTCTBYIOWIEr0 B KJIeTKaX B HeaKTHBHOH (opme,
MOCKOJLKY, COTNAaCcHO TpejbiAylledl [N1aBe, TaKHe B3auMOLEHCTBUA
JOMKHB AIPOHCXOAHTL B TedeHHe CeKyHJ HJAH JaXe MeHblle,
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OnHaKo 3T0 HeoBX0AHMO ObLIO NOATBEPAHTL HE32BUCHMO, HATIpHMep
METOAAMM, AHAJOTHUHBIMH TeM, KOTOpHe onHcaHbn CnHreibMaHoOM
(Spiegelman, 1948), nokasarmuM, 4T0 GpAaKUHH CyNnepHATaHTa H3
MPOKHNSAUCHBIX 3KCTPAKTOB aNanTHPOBAHHHIX /[APOMXIKEH He MOryr
AKTHBHPOBATL Ge/JKOBHE SKCTPAKTHI H3 HeaZanTHPOBAHHHX NPOXK-
Kell, a TaKKe HMMYHOJIOTHYECKUMH MeTOoaaMH, onMcaHHbiMH KoHoM
u Toppuanu (Cohn, Torriani, 1952), KoToprie NoOKa3ajH, 4TO B
HealanTHpoBaHHHX Oakrepusax Her Oenka, KoTopblfi 6wl daBaJa

.

Kaemournas macca

i i —L
1 2 5

Bpems, «
Puc. 2.1, JByxtasuan kpusas pocra GakTepHabHOH KYJbTYPLI, pa3BHBaomehcst
na cMecs cy6GCerpatas, [VIIOKO3bl H JAKTO3W, HCTOYHHKOB yriaepoaa. Bo spews
neppoft 3KCMONEHURANBHOR Ga3n pocTa MOTPeSASIETCA TOMBKO rIIOKO3a, a BO Bpe-
Mf BTOpO#i — TOABKO JakTo3a. Bo Bpems npomexyTounoft (asbl, KOTga HeT pocra,
MPOHCXOXHT ajanTalHs.

NEepeKPecTHYI0 peaKUHI0 C aHTHTeJaMH K O4HUIeHHOH B-ramakro-
3ujase. DTH U Apyrve HCCIACJOBaHHS, HANpHMep BKJOUEHHE Me-
YyeHHX aMHHOKHCIOT B f-ragakTo3Haasy B nepHOA HHAYKLHH, NO-
3BOJIMJIH YCTAHOBHTh, YTO (DepMeHTHl B X0Je aRanTanuu OGLIIM CHH-
Te3upoBaHH de novo. Ho ajsa Toro, uTo6H GHTL yBEPEHHbIM, 4TO
OTAeNbHEe KJIETKH M3MEHATH cBoe (H3HOMOrHYyecKoe COCTOSHHE OT
HeafanTHPOBAaHHOID K aJanNTHPOBaHHOMY, He0OXO0JAMMO OHJO HC-
KJAIOYHTh BO3MOXKHOCTH TOrQ, u4TO B NONYJSALHH B OTBET Ha H3Me-
HEHHe YCJIOBHA TNHTAaHHA TPOUCXOAHMT TeHeTHUeCKas CeJeKIHs.
B JelicTBHTeNbHOCTH 5Ta BO3MOXKHOCTH yKe Ohila HCKJIIOYeHA
Monro (Monod, 1947), a xpoMe Toro, YToGbl MOJNYYHTH BeCKHe 10-
BOAH B NO/NB3Yy NMEPROro OGDbICHEHHS H IPOTHB THIOTE3B CeJeKuHH
MYTAHTOB, JOCTATOYHO MPOCTO PACCMOTPETb BpeMeHHOR MacuiTaf.
BakrepuH, pacTyliHe Ha MHHUMAJbHON COJeBOfi cpele IVIOC HCTOU-
HYK yrjepoaa (r10KO3a WAM JTaKTO3a), HMEIOT BpeMA TeHepanHH
okoqo 50 MHH — npuMepHO TaKoe XKe, KaK Bpems, Heo6Xoaumoe 114
depMenraTuBHOR HHAYKUMH, TakuM o6pasoM, za 3T0 BpeMAf MOMKET
6ulTb OTOOpaHO JIMIUL OAHO MOKOJEHHE MYyTaHTHOH JHHHH, H €CNH
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fanbHeHIUE pocT KYJbTYpH OB 06YCA0BJAEH TOJBKO MYTaHTHHM
[ITaMMOM, CKOPOCTb pOCTa He MOTJa 6ul OBITh Takol ke, KakK 1o
HHAYKUHH. Mp HCnosb3yem 3[ech Takoi ke NOJAXOA, uTo H B npe-
ABLAyINelH riiaBe A0A uaeHTHHKanUH MeTa(oTHUECKOR CHCTeMBI ¢
HOMOIIBIO DPACCMOTPEHHS BpeMeH MeTabOJHUeCKHX MNpeBpalleHHH,
KOTOpble OrpalHueHnl CHH3Y UHCIaMH 060poToB GepMeHTOB, a cBep-
Xy — BpeMeHaMH, HeOOXOAMMBIMH [ H3MeHEHHS] KOHIleHTpalHi
depmentoB. HneuTHbuuupyeM Telleph CIeYIOILYID CHCTEMY B
HepapXHH, CBi3aHHYK0 ¢ (QepMeHTaTHRHOR ajnanTtanued, orpaHHuH-
Bas ee CHH3y MeTalo/HYeCKo#l CHCTeMOH, B KOTOPOK MMEIT MecTo
TaKHe fIBJIeHHs, KaKk (epMeHTATHBHAs aKTHBalUA U HHTHOMPOBa-
HHe, a CBepXy — reHeTHUeCKOH celeKuuel, AJsl OCYUIeCTBJAEHHS KO-
TOPOH HeoBXOJIMMO HECKONbKO NOKoaeHHH. PepveHTaTHBHas ajan-
TallH TPOHCXOAHT B TeyeHHe BpPeMeHH »KH3HHM OLHOTO NOKO.JEHHS
H TMO3TOMY He MpeAcTaBJiser cofOH reHeTHYeCKOTO siBJeHHs. ITO
sIBJIEHHE 3NUreHeTHUECKOe B TOM CMbIC/E, YTO OHO COCTOHT B H3Me-
HEHHH aKTHBUHOCTH TEHOB, 8 He OCHOBAHO Ha TEHHBLIX MyTauHaX H
ceqekuny. [103TOMy Mpl MOXKeM Ha3bIBaTb paccMaTpPHBaeMylo HaMH
CHCTEMY 3NHreHeTHUecKOH cHcremofi Kiaerkd. OueBHIHO, BpeMs ee
OTBeTa JIEXHT B HHTepBajJe OT HeCKOJNbKHX MHHYT 10 uaca. Bpems
OTBETa TEHETHYECKOH CHCTEMH JOXKHO ONpelenaTbcd BpeMeHeM
HECKOJbKHX reHepamHii ¥ [AJA MHKPOOPradH3MOB PaBHO HeCKOdb-
KHM uacaM. Ias opraiusmor ¢ 6ojee gNHTENbHBIM BpeMeHeM re-
HepalHH BpeMs OTBeTa W/IH XapaKTepHbie BpeMeHa LA PasJHUHbIX
cucreM GyIyT COOTBETCTBEHHO APYruMu. Mbl yBHAHM Naflee, 4To ¥
6oJlee CJAOMNKHEIX OpraHH3MOB 30HreHeTHUeCKHe CHCTeMBl NOMHMO
HHAYKUMH H PeNpeccHH IeHOB BKJIIOUAIOT MHOTHe JApYrHe NPOUECCEH,
HO HHIYKUUS H PENnpeccHs BCerjfla OCTalTCs OCHOBHOH 0COGEHHO-
CTBIO 3NHTCHE3a.

Hupykuua v penpeccHs reHos

Tor ¢akr, uto Tpu epMeHTa, yuacTByWlIHe B MeTabosinsme
NaKTo3bl (B-radakTosnnasa, B-rafakTosulaleTHNIasa H nepmeasa),
BCErZa NPUCYTCTBYIOT HJH OTCYTCTBYIOT BMecTe H B KJeTKax IH-
KOro THHa BCTPEYAITCHA B OZHHX H TeX JKe NpONOPIHAX, HaBOAUT
Ha MBIC/TB, 4UTO, KaxkoBa Onl HE Oblla OpHpoOxa Tpolecca ynpasJe-
HHA, OH Bcerpa NelcTBYeT Ha TpH TeHa, KOAHPYWILHe CHHTe3 Tpex
¢depMeHTOB, B TOM HJH HHOH CTemeHH enHH006pa3HO MJIH KOOPAHHH-
poRrarHo. Bea cHMcTemMa B pesioM HasbiBaeTca [ac-onmepoH. D10 eaH-
HMlla 3MHreHeTHYeCKOTo YNMpaRJIeHHS, 3THMOJIOTHA TepMHHa BOCXO-
IUT K Hjee O eZHHOH CHCTeMe, YIOPaB/sieMOl ONHHM OIepaTopoM,
Kak ycragoB/neHO Bhillle, KAIOYOM K PacKpHITHIO MeXaHH3Ma ajamn-
Tanu{H MOCTYXKHJIH reHeTHYeCKHe MeTonbl. DhlH HafineHn MyTaHT-
Hble JuHHH E. coli, KOTOpbie HENpepLiBHO CHHTE3HpPOBaNd f-rafax-
TO3WAA3y M ABa JPYrHX (epMeHTa HE3aBHCHMO OT NPHCYTCTBHSA
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ITIOKO3b WJH OTCYTCTBHMS JIaKTO3bl. TakHe KJeTKH, MOTepABIIHE
CBOHCTBO MHAYUHPYEMOCTH JaKTO30H, OBNN Ha3BaHB! KOHCTHTYTHB-
HEIMH MyTaHTaMi. KOHBIOrHpYs HX ¢ KJeTKaMH AHKOro THNA, MOX-
HO O6BINO MOAyYaTh YAaCTHUHBIE [HILIOMAB, TeTepO3UrOTHbIE IO
HHAYLHPYEMOCTH, H MCCNefoBaThb HX cBoicTBa. Bolo ofHapyxeHo,
YTO HCXOOHBIE MYTAHTLI, UMEBIIHE KOHCTUTYTUBHHH ¢eHOTHN (BCe-
rlla CHHTe3HpYIOllHe DepMeHTL He3aBHCHMO OT YCJOBHH NHTaHHA),
pacnagaloTcs Ha [Ba Kiacca, B OJHOM M3 KOTOPHX reTepo3Hrora
Bena ce6st NoNOGHO KJAeTKe NHKOro THNa, T. €. OblJa uHayuubenbHa,
B TO BpPeMA KaK IeTEpPo3UroTa ILPYrore Knacca COXPaHANa KOHCTH-
TYTHBHBI ¢eHOTHn, MyTaHTn nepBOoro Kilacca OGO3HAUHJIH [~
CTPEMACh MOAYEPKHYTb, UTO CBOHCTBO WHAYUHGEJIBHOCTH JNaKTO30h
y HuX KakuM-T0 oOpasom Hapyuweno. Toraa rerepozurota (i*,i7)
HMeeT XapaKTepUCTHKU JHKOro THNA, TaK KaK FeH JHMKONO THNa
(it) saBaseTcst JOMHHAHTHBIM,

JApyrofi KOHCTHTYTHUBHBIE THN 6w o6o3HaueH O~, uTO YKa3H-
BaeT Ha HaJHuue Kaxoro-To AepexTa B pabouel uactu (operative
part) cucremn ynpasgeHus. DToT nedeKT He HCIpaBAseTCs BBene-
HHeM B KJeTKy, Hecymylo O-, reHa puxoro tima (O%). [enernye-
CKOe KapTHpPOBaHHME NOKa3aJso, UTO 3TH ABa yvacTKa pa3JiH4Hbl, HO
pacnonoxeHn B XpoMocoMe E. coli Ha HeGOJbINOM pacCTOAHHH
Zpyr or Apyra. Kpome toro, 6b110 o6Hapyxeno, uto reH Ot da
reHeTHYeCKOH KapTe HaXOAMTCs OueHb OJIH3KO K CTPYKTYPHBIM re-
HaM TpexX (GepMeHTOB, B TO BpeMs Kak reH [+ pacno/iokeH HeCKOJb-
KO [IaJbllle OT HHX (A/15 Hero xapakTepHa Go0Jiee BLICOKAs 4acTOTa
pexoMOHHAaNKH) .

JomuHupoBaHue [+ Hag i~ Cpa3y HABOAHMT Ha MBICAb, UTO reH it
JleTeDMHHHPYET CHHTe3 HeKOH Momeky/vl, Kotopasa audpdynnupyer
B KJeTKe W HCIpaB/sieT HeJOCTaTOK B paloTe APYroH XPOMOCOMBL.
Fen O+ Ha TakHX pacCTOSHHAX HUKAKOTO NEHCTBMSl HE OKa3blBaer.
JlelicTBHTEbHO, ObI10 NOKa3aHo, uTo O~ BJHSAET TOJbKO Ha CTPYK-
TYPHBbie TEHBI B TO e XpOMOCOME, MO3BOJAS WM NPOH3BOLMTL TPH
tbepMeHTa, y4acTByIOUHe B KaTaboau3Mme NakTo3bl. Takum oOpa-
3oM, O~ mposiBasier ce6s TOJbKO B yuc-nodoxenuu. Ecau xpomo-
COMa, HeCylLlas reHsl lac-omepoHa AHKOro THIA, NPHCYTCTBYeT B
K/aeTke ¢ MyTanued O~ Ha Ipyrofi xpoMocoMe, To 06e XPOMOCOME
Beayr cels He3aBHCHMO. TakoA UaCTHYHMIH NHOJOHA B OTCYTCTRYE
JNaKTo3bl OyJeT CHHTe3HpoBaTb PepMEHTHl /ac-OnepoHa ¢ NOMOLLLIO
MYTaHTHOIO ONEPOHA, a NpPM WHAYKIHH JaKTo30H Glaropaps BKJIO-
uYeHHKy HOpPMaAabHoro lac-omepoHa OyneT NPOH3BOAMTL H BTOPYIO
nopuHio (pepMeHTOB. JTH ABJEHHA H3-32 psalla OCHQXKHAWINHX 06-
CTOATENLCTB, KOTOpble Mbl BCKOPE PacCMOTpHM, He SBJASIOTCA CO-
BEpIICHHO HE3aBHCHMBIMH, HO OYeHb OJTH3KH K TaKOBLIM.

Ha ocHoBanuu paccMoTpeHHBIX RaHHLX JKaxko6 u Mouno (Jacob,
Mornod, 1961) npeanoxuiH H3AUHYI0 MoZelb, KOTOPas XOpOIIO
oOGbsICHANA 3TH LaHHbE, W CAeNaJlH HeKOTOphle Bax{HLe MpejcKa-
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3aHHd. CyThb HX NpeacTaBJeHHi MOXHO NOHATDH u3 pHC. 2.2. [pamas
Ha 3TOM DHCYHKe u306pa)KaeT uacth GaKkTepHanbHOH XPOMOCOMBI
C JoKkycaMH, o603HaueHHBIMH [, O M X, y, 2 LAA TPeX CTPYKTYDPHBIX
reHoB f}-rajJaKTo3uNa3H, aUeTHaasbl H NepMeas’hl COOTBETCTBEHHO.
[TyHKTHpHAs JIHHHSA — KJeTouHaa MeMO6paHa, a OTPHUIATeNbHBI}
3HAK B KPyKOuKe 03HAuaeT MHrHGHpOBaHHEe WM penpeccuio. [ed {,
Ha3HBaeMHIi Tenmepb pery/astophniM renoM, xoaupyer MPHK, ¢ ko-
TOpOi TpaHcaupyercs Gesok-penpeccop. DToT 6etok nupPyHAMpPYeET

: AL

S~o Kaemouras
Jaxmosa e e—— ﬂﬁ/ﬂﬁpaua,

Puc. 2.2. Cxema lac-onepona, cornacno npeacrasitednio akoGa u Mono (Jacob.
Monod, 1961). Toxpo6HocTH cM. B TeKcTe.

K Jokycy O — reHy-omepatopy H, CBS3LIBasiCh ¢ HHM, GJAOKHpYeT
(penpeccupyer) tpanckpunuuio MPHK Ha crpykTypHEIX resax
%, y u z. [Ilpennonaraercs, uTo 3TO TNPOHCXOAHT BCJEACTBHE
TOrO, YTO OH 3aHHMaer YYyacTOK HHMIMAlHH, C KOTOPOrOo HayuHaer
pa6orats PHK-moauMepasa. JlakTo3a WHaKTHBHPYET pempeccop,
COeNMHSAACL € HHM MO THNY peakuud CBA3LIBAHMSA JIMraHjxa, pac-
CMOTpeHHON B mpeluiaylwed riaBe, INPH 3TOM H3MEHsieTCs TpeX-
MepHasi KOH(HUIYpalust penpeccopa, uUTO HeJaeT ero HecnocolHbIM
cBa3biBaThes ¢ gokyeoM O. Taxuw o6pasoM, cornacHo 3ToH Moje-
JH, HHAYKLHs B JedCTBUTEIBHOCTH fBIseTca Oepenpeccueli — oCBO-
BOXKIEeHHEM CTPYKTYpHBIX FeHOB oT penpeccud. OueBnnHo, Hapylle-
HHe B reHe i, NPHUROjsIlee K 06pa3oBaHHI0 je(eKTHOro pempecco-
pa, KOTopuil HecmocoGen 06benHHATbCs ¢ O, 1aCT KOHCTHTYTHRHbI
MYTaHT, T. €. 3TO Ae(eKT, KOTOPLIA HCIPaB/feTCsd NPHCYTCTBHEM
rema i+ IHKOro THNa B TOfl e uuTontasMme. Myraur O, ¢ apyro#
CTOPOHEI, 1aeT KOHCTHTYTHBHOCTD, KOTOPasl He MOXeT GbIThb HCNpaB-
JeHa HOpPMadbHBIM O-reHOM, YTO W 0GBACHAET 3DPeKT yuc-noJo-
SKeHHus.

Co BpeMenH NOSBJEHHs 3TOH MOZeJH peryasnun yOeauTeabHO
NoKa3aHa ajeKBaTHOCTb €C OCHOBHMIX CBOfiCTB W noGamjeH psl
Jderaneff, JONONHAIOWIHX KapTHHY. Tak, yAadlochb BRIIEJHTD
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nocryaupoBauubil 6enok-penpeccop (Gilbert, Miller-Hill, 1966), u
ero cBOficTBA OKa3a/MHCh HMEHHO TaKHMH, KaK NPelCcKa3niBaaoch Mo-
gennto. BHAo nokasaHo, UTO OH SBJSETCH TeTpaMepHLIM GenKoM,
COCTOSIIMM M3 YeTHpeX HACHTHUHBIX CYObeNHHHN, KaxK[Ias H3 KO-
TOpbIX cnoco6Ha CBA3BIBATH OLHY MoaeKydy HHAykropa. [loka He
fICHO, CaMa JIM JaKTo3a B3aHMOLEHCTBYeT ¢ 3TUM DenpeccopoM IpH
HOpMaJIbHOM NPOTEKaHHH IIpouecca HHAYKUHH HJH HHAKTHBHPYIO-
e MoJekyJofi ABIAETCA OAHH H3 pPaHHHX NPOAYKTOB KaTabonus-
Ma JIaKTO3DbI, TaKOH, KaK aajao-naktosa. Eciam 6bl10 OB BepHO
nocieiHee {(a B NOJb3y 3TOr0 HMeEIOTCA HeKoTopble paHHble; Bur-
stein et al., 1965), To npouecc HHAYKUHH BKMOYHUNA Obl NeTJ0 mo-
JOXHTENbHON OOpaTHOH CBS3H: a/lN0-1aKT03a, NPOAYKT P-radakro-
3U0A3HOH aKTHBHOCTH, HHAKTHBHPYeT pempeccop H TakKHM 06pasom
NpHBOJUT K YREJHYEHHKW BhiX0za P-ranaxkTosnnassl. Ho cyumecr-
BYeT Apyrasi MeT.s NoJIOXKHTe bHOH ofpaTHOM CBfI3H, KOTOpasi [pH-
BJIEKA€T Hallle BHHMaHHe K HHTepecHOH 0co0eHHOCTH 3TOH MOIeJH.
3a TpaHcrmopT JaKTO3bl B KJETKY OTBETCTBEHHH ABa ApPYrux ¢ep-
MeHTa — f§-ranakro3uanepmeas’a H P-ranaxrtosnganerHaasa. UYem
Goablle JaKTo3bl, TeM Oojiblle HHrUOHpYyeTcsl penpeccop H TeM
Goabllle OymeT BLIXOA TpaHCHOPTHHIX depMeHToB. TakoH npouecc
6yleT npoTeKaTb ¢ yCKOpeHHeM H OCTaHOBHTCA TOJALKO TOTrAa, KOTna
Bech perpeccop HHaKTUBHPYeTCH, a CTPYKTYPHble reHnl OYAYT pa-
foTaTh Ha NOJHYI MOULHOCTH, HO ropas3no 6onee BaXHLIM ABJAET-
cs BOOPOC O TOM, Kak 3TOT npouecc HaunHaercs. Hekoropoe ko-
JHYECTBO TPAHCHOPTHBIX (DEPMEHTOB [NO/KHO ObITh B KJETOUHOH
MeMGpaHe NMPOCTO 3aTeM, UTOOLI MO3BOJHTb JaKTO3e BOHTH BHYTDb
KJeTKH H HayaTb HHAYKuHio. Kaxk Xe 3amyckaercs 3ToT Hacoc?
OTBeTHTL Ha BONPOC MOXHO cheiylowuM ofGpa3oM: Hacoc (YHK-
UHOHHPYET BCerfa, NOCKOJbKY B CHCTeMe YNpPaBJeHHS CYIIecTBYer
yreyka, HeuHAyuupoBaHHas mnonyasuHs OGakrepuil COLEpXKHT B
cpenHem 0,5 Mojerya $-rasakTo3supassl Ha KNeTKy. DTa BeJHUYHHA
XapaKTepusyeT (QOHOBLIH ¢repMeHTAaTHBHLIHi cHHTEe3, 00yCIOBICHHBIN
«IIYMOM» MeXaHH3Ma YIpaBJeHHA: KOMILUIEKC penpeccop — onepa-
TOp H3Penka AHCCOUHUPYET BCaeAcTBHe 3((PeKTOB TenNoBoro wyMa,
YTO UPHBOAMT K KpaTKoBpemeHHOMY cHHTesy MPHK. OueujiHo,
HEeCOBepUIEHCTBO HABJSAETCH Ba)XHOH OCOGEHHOCTBIO KOHCTPYKUHHU
KJIETKH.

Mojenb, npencTaBjiieHHas Ha pHC. 2.2, — 3T0 mO CYIMeCTBY Bbl-
Kauaredb, AeHCTBYIOUIHH MO MPHHUHMDY NOJOXHTeNbHOH oBpaTHOM
CBSI3H, KOTOPHifi BKJlOWaeTcs B MPHCYTCTBHH JAKTO3BI U BBIKJIO-
yaeTcs (¢ HEKOTOPBIM MyMoM) B ee orcyTerBie. [lpu obcyxaennn
(depMeHTAaTHBHON afanTalH¥ MBI BHIE/NH, YTO B OPHCYTCTBHU IJHO-
KO3bl [(C-OMepOH BHIKJIIOUAETCS W WHIYKUHA JaKTO30H HauHHaeTcs
TOJBKO NOCJE TOro, Kax roKo3a VaajseTcst H3 cpenbl. Kak MoxHO
OGBACHUTL 3TOT «3QPeKT rAWKO3H»? Berpoum npocrtyio cxemy
pHC. 2.2 B COKHYI0 CHCTEMY KJETOUHOTrO MeTaGoaH3Ma H paccMor-
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puM (H3MOJOTHUECKYIO POJb, KOTOpYIo urpaer [ac-onepon. Korna
KJAeTKa CHaGXKaeTcad TJIOKO30H, TO, BBIPAXKAafACh TeNeo]OrH4ecKH,
lac-omepody HeT Heo6XOAMMOCTH GYHKUHOHMPOBaTE, OH TOJBKO
a06asun Gbl [VIIOKO3Y K YXKe BROJHe 00eCmeyeHHOMY elo MNTUKOJUTH-
yecKOMy DNyTH, a4 MpOH3BOACTBO (epMeHTOB [ac-ONepoHa TOJAbKO
OTBJIEK/I0 OBl HYKJEOTHAW H aMHHOKHCJOTHI Ha CHHTE3 HEHYMHBIX
MOJIEKY . DTO MOJOGHO CHTYa1HH, ONHCaHHOH B npejbinyllell raase,
KOTla KJeTKH, obecheueHHble KOHEUHHIM NPOIYKTOM, Hanpumep
H3OMEHIMHOM, He HYX/JawTcd B BbipaboTKe NpenllieCTBEHHUKOB
H30JEHTIHHOBOIO CHHTE3a W COOTBETCTBYIOIIMM o06pa3oM peryan-
PYIOT MX NPOM3BOACTBO M3 HCTOUHHKA (uepe3 MepBhll (epMEHT
MeTaboJHYeCKOro NyTH, BeAVLIero TOJbKO K 3TOMY KOHEYHOMY Npo-
AYKTY). 31ech HaMHUO OTPHUaTesbHas oOpaTHas CBA3b, H MBI MO-
XKeM MPeANo/IOKUTh, UTO aHANOTHUHBIH Nponecc UMeeT MecTO H B
ynpaBJeHuH AaKTHBHOCTbIO [lac-omepoHa, Korna ecTb xopouudi
HCTOUYHHK YI/Iepofa, HampuMep riiokoaa. [Ipo6eMa cocrout B TOM,
yTO6n HaHTH 9TOT KOHEUHHI NPOAYKT KaTaGoJaH3Ma yIJeBOAOB.
31y poab Moran Onl HrpaThb MHOTHe MNPOLYKTHl KaTafoaH3Mma, H
MHOXECTBO HX ObLIO HCCJIEL0BAaHO B [OHCKaX HEyJOBHMOIO TakK
Ha3biBaeMoro KartaboauTHoro penpeccopa (Prevost, Moses, 1967).
[peamonaraioch, u4To TaKoH penpeccop ynpapaas Obl He TOJbKO
lac-oneponoM, Ho J06of (epMeHTaTHBHOR cHCTeMOll, Kotopasi Mo-
ET TOCTAaBJATH MOJEKYJsl B KaTaGoNHYeCKUH MyTh, OGWHE 175
sHepretTHueckoro Meraonu3Ma H cHHTe3a Genxos. Ha sty podab
romsaTCs MHOTHe pacllenaswinude depveHTH, TakHe, KaK TPHITO-
daHaza, HEKOTOpble Ne3aMHHa3bl, FHCTHIa3a, HeKoTophle docdopH-
nasbt u T. 4. HaMm Ke HyXXHa Hekas MOJIEeKyJa, KOTOpas yyacTBYer
B peryJasnHH aKTHBHOCTH INMPOKOro CHeKTpa Karabosuueckux ¢ep-
MEHTOB, YIpPaBJass OCHOBHbLIM 3HEpreTHYeCKHM IOTOKOM B KJeTKe.
PesynbTaThl MOCJAENHHX JeT pPeIIMTeJLHO YKa3blBAlOT Ha TO, 4TO
MOJEKYI0H, urpaionteil 3Ty posib U AeHCTBYIONEeH KaK «CHIHAM rII0-
KO3HOTO HCTOUIEHHS» B KaeTxe, aABasercds uAM® (Makman, Su-
therland, 1965; Crombrugghe, 1971; Pastan, Perlman, 1970). Ox-
HAaKO BJIMSHHE 3TOH MONEKYJbl NOJOMKHTeNbHO — OHa HHAYLHpYeT
cHHTe3 KaTafoJHueckHX (epMeHTOB, B TO BpeMs KaK B ee OTCYT-
CTBHe 3TH )ePMEHTHl MPAKTHYECKH He cuHTe3upyworces. Taxum 06-
pasoM, HeoGX0aUMO PaccMOTpeTh YNPaBJAWILYI0 CHCTEeMY, B KOTO-
pofi BLICOKHH YpOBeHb TJIOKO3H JacT HHM3KHE yporeHb NAM®P, n
HaoGopot; a kpome toro, tAM® obs3aTesibHO NOJNKEH OHTh HHIYK-
TopoM [ac-onepoHa.

[IpuMep CHCTEMB € TAKHMH CBOHCTBAMH MNpeACTaBJeH Ha
puc. 2.3. SI H3MeHHJ NpHHSITHE Ha pHC. 2.2 oGo3HadeHHs, YTOODI
[PUBECTH HX B COOTBETCTBHe ¢ 0603HauYeHHSIMH, BBEJeHHBIMH B Npe-
OBLAYLUleH [JaBe 11 OMHCAHHSI MOJEKYJASPHLIX YIPaBJIAKIHX PO-
IeCCOB, HCIOAL3YA KPYXKKH L4458 NpPeACTaBJIEHHS TOUEK YNpaBJeHHs
(haxTHyeCcKH CYLIECTBYIOULHX HAM NOTEHUHATbHBIX), 38 KBajpaTH —
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IJas ofosHadeHun MerabosuyecKHx nynaoB. 3aech G — reHbl HJH
oneponsl, R — nonucomnl, P; — penpeccop, E; — B-ranakrosunasa,
E;, — rpancnoptHbhie ¢epmenth, a E,— ageHunatuuknasa, kara-
Jauzupyomasn o6pasosanne uAM® u3 AT®. Lac-onepon npencras-
JIeH KakK OThejbHast eAMHHIIA 3MHUTeHeTHUeCKOro ynpasieHHs. Jlak-
TO3a MOCTYNaer B KJETKY C MOMOULBIC TPaHCIOPTHHX (epMeHTOB,
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Pue, 2.3. BoaMoxuas cxemMa ynpaBlieHHf NIa lac-onepona, BKawdalollas ratabo-
JHTHYIO penpeccHio.

JIOKQJIH30BAHHEIX B K/JIETOYHOU MeMOpaHe, u 3aTeM (S;) BHCTYnaer
B poJd HHaKTHBaTopa penpeccopa. [Ipupona nonoxutenpHok 06-
paTHOH CBA3H 3TOH YaCTH YNpaBasioWlefi Lend OYeBHAHA, TaK KakK
IBOJHOE OTpHIaHHEe PaBHOCHJILHO MOJIOXHTENBLHOMY YTBEpIKIEHHIO,
U MO3TOMY TPAHCMNOPTHLIE (PepMeHTh 06JafaloOT NOJOKMTETbHEIM
neficteueM. ITponykTsl f-raftakTo3HRa3sHOR peakuuu (S, Ha puc. 2.3)
BKJTIOYAIOTCH B IJIHKOJHTHYECKHH NyTb, OPHBOASA K 06Pa30BaHHIO
kata6onuTHoro penpeccopa (KP). B npouecce rankonnsa rtaxxe
cunTesupyercs AT®, koropulii npespallaercs aleHHJIaTUHKIa30H
B uAMO®. [TpuHATO CUHTATH, 4TO KAaTabOJHTHLIN penpeccop ABIseTCA
MHFHGHTOPOM aleHHNAaTUHKIa3n, KaK 3TO Npennoaraercd B HC-
cnepopanuax [lereproBckoroe # Taspopa (Peterkovsky, Gasdor,
1974). Lluxavuecknii AM®, no-BHIHMOMY, HEOGXOLHM KaK CHTHaJ
AN Hayana TpaHcKpunuuu [oc-reHoB. CyllecTBYOT AaHHBIE, HuTO
OH [AEHCTBHTEJBLHO Hrpaer 3Ty pOJMb Ha MPOMOTOPE — Yyuact-
Ke lac-omepoHa, KOTOpHIH OTBeTcTBeH 3a npucoenuHende PHK-no-
aumepassl K JHK n unnnuanuio tpanckpunuun MPHK  (Beck-
worth, 1967). 3ror yuacrok pacnonoxen Mexay resamu [ 4 O Ha
puc. 2.2.
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Ha puc. 2.3 npencrasaenst takxe ¢epMmeHt Eg Tpancnopru-
pPYIOIIHE TIJIOKO3Y, H BKJIOYeHHE [MIOKO3H B TJIHKOJHTHUECKHI
nyts — nya S, Otciona scHO, MoYeMy KJIeTKH LHKOIO THIA He Mpo-
H3BOAAT P-ranaxTosHnasy (¥ TpaHCHOPTHLIE (PePMEHTH) B NPHCYT-
CTBHH TJIIOKO3bI: B 3TOM CJyuae BeJHK nys KaTaboJIMTHOTO penpec-
copa M KoJaMyectBa HMemwluerocas nAM® HepocraTouHOo N5 HHH-
nHanun TpaHckpunuui. OueBuauo, uTo 3Ta poab NAM® ponxHa
6niTh  cmenndHHOR I8 reHOB, KOJUPYWOIIHX KaTaboJuueckHe
(depMeHTH KJETKH, TaK Kak MHOTHe Ipyrue TeHbl NeTepMHHUPYIOT
MPHK B s1ux ycnosuax. OrBer tAM® Ha «r/H0KO3HOE HCTOleHHE»
ABNSeTCA NMPHMEpOM CHFHaJa ynpaB/eHHs, GyHKUHOHHPYOILero Ha
CpPaBHHTE/bHO BLICOKOM YPOBHe (DH3HOJNOTHUeCKON peryasanuH, Tak
Kak _tAM® ynpapiser He MPOCTO OJHHM ONMEPOHOM, KaK 3TO ne-
JlaeT JaKT033, a IeJbIM KJIaCCoM ONepoHOB, COAEHCTBYIOLIHX BH-
MOJIHEHUI0 OAHOH W Toft ke (H3HOMOTHUeCKOH (YHKIHH — obecme-
YeHHI0 3HeprHell H NPOH3BOACTBY G6JOKOB s aHaloaH3Ma ¢ no-
Moo KaraboaudeckHx nyred Merabonmsma. B ocHoBe Takofi
pery/isiiuy JEeXUT OTpHuaTelbHan ofpaTHas cBfA3b, HO ReTaJjH
ynpaBasiOUIUX B3aHMOIZeNCTBHH MoOryt OBITL NPH 3TOM LOBOJBHO
ciaoxHbIMH, Ha puc, 2.3 openctarieH TOIbKO ONHH H3 MHOMXeCTBA
BO3MOXKHBIX BapHAHTOB.

Penpeccus nyreit 6uocuHTesa no THmy oGpaTHoi CBH3M

Xors lac-onepoH Obln nepBol nompoOHO HCCAeJOBAHHOM CHCTe-
MOH ynpaBJleHHA reHaMH, OH He fBAAeTCA THNHYHBIM MPHMepOM
peryJsiuHH reHOB B KJETKaxX NPOKapHoToB. B npenwbiaylleii riare
MH MOKa3aJH, YTO LOCTaTOUHBIM YC/JOBHEM CYIIeCTBOBaHHSA YCTOH-
YHBOfi peryJsiiii B Iend ynpaBJeHHs SBASETCA HaJHYHe MeTH
OTpHUATeAbHON 06paTHOH CRA3H, BKAKUAOUIEH KOHEUHBbIA MPOXYKT.
B cayuae lac-omepona 370 oGecneunBaercs KaTabGo/JUTHON pempec-
cueil. MHAVKTHBHOe WJH JepenpeccHBHOe JeHCTBHE JAKTO3H AB-
JAFETCH AONONHHTENbHLIM CBOACTBOM 3ToR CHCTeMbl, LAOUIMM KO-
pPOTKYI0 OLICTpO NEACTBYIOMIYIO NETIo NOJNOXKHTeNbHONH oOpaTHOR
CBY3H, KOTOpas NPHBOAHT K OHICTPOMY OTBETY ONEpOHa Ha HH-
IYKTHBHBI CTHMYyJ; oTBeT cTabuiusHpyercsi GoJee MenNeHHO
neficTBylOmMM penpeccHBHbIM 3d¢dexkToM KaTaGoAHTHOrO ynpas-
JSIOLIEro CHrHala., IJTOT KOHTYD HalOMHHaeT TIJHKOJHTHUECKYIO
CHCTEMY ynpaBJIeHHfl, npejcTaBieHHYw Ha pHc. 1.11, u obnanaer
TeMH Xe NMHaMHYeCKHMH CBOHCTBaMH: CHCTEMa MOXKET NepexolUTh
B KoJgebarensHBi peuM, Ilo3xke s paccMOTpi0 3KcnepHMeHTallb-
Hble (aKTH, AeHCTBHTENLHO CBHAETENbCTBYIOLLHe 06 3TOM. 3aech
®e § XO4y TOJBKO OTMETHUTh, YTO cXeMa paboTuh lac-onepoHa He-
" MHOTO CJIOXHeH, YeM A/S CHCTeMH, (QYHKUHOHHPVIOLLEH HCKIOYH-
TeJbHO N0 MPHHIHKIY OTPHIATENbHOR 06pPATHON CBfI3H; NMOITOMY HH-
TepecHO 3HaTh, €CTh JIH TakHe (o0Jee NPOCThIe CHCTeMBl Ha YPOBH®
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reHHOro ynpasgends. [lonoGuas peryasnus Obeita olHapyxeHa
$aKTHYeCKH OJHOBPEMEHHO ¢ MOSIBJeNHEM paloTH, OTKPHBIIER
NPUHHUMAN HHrHGHPOBAHHA KOHEYHLIM NPOAYKTOM H JIaKTO3HOH
UHAYKUMH, Bo BTOpofi nomosune 50-x romoB. THNHYHBLIA npumep
TAaKOro pojfla MOXHO HaHTH B CHCTeMe ynpas/ieHus ¢epMeHTaMH,
OTBETCTBEHHBIMH 32 GHOCHHTE3 apruHHHa, KoTopeiX B E. coli ceMb.
Ecau aprunuun npHcyTcTBYer B cpene KYJbTHBHPOBaHHA B af€KBAT-
HbIX KOJHUYEeCTBaX, TO B KYJALType He OGHapyXXHBaeTCH HH OJHH H3
ceMH ¢epmenToB. B oTBeT Ha ynaseHue apruHuHa 3TH (depMeHTHI
yeped 5—10 MHH HAUHHAIOT TOABASATLCA B K/JETKaX M B TeuenHe
yaca HaKamMUMBATCA [0 3HAaYHTEJbHOro ypoBHA. BpeMs oTBeTa
CHCTEMEl TAKOe XKe, YTO ¥ ANa P-raiaKkTo3nnasHOH HHAYKIHH; DpH
3TOM YLOBJETBOPAIOTCS Te Ke OCHOBHble TpefOBaHHA: renHas ce-
JNEKIHs1 OTCYTCTBYET, a HAET CHHTe3 HOBHLIX GeJKOB, TaK UTO JaHHLIA
npouecc peryJHPYeTCss Ha 3NHIEHETHYECKOM YpOBHe YIpaBJeHuS.
Bruio nokasaHo Takke, 4TO CHHTe3 BCeX (PepMEHTOB NyTH, Kak H
cHHTe3 (GepMeHTOB [ac-onepoHa, ynpaBnseTcss M3 OJHOrO NYHKTA.
Taxkam 06pa3oM, 3TH (epMEHTH COCTaBJSAT eJHHHLY SNHreHeTH-
yeckoro ynpasJeHHs. OIHaKo, KaK MOKa3aJH pe3yabTaTbhl KapTH-
pOBaHMs, CTPYKTYpHbie TeHbl 418 (epMeHTOB CHHTe3a apriHHHa
y E. coli K12 He HaxonATCA Ha OLHOM y4YacCTKe XPOMOCOMDI, KakK B
cayuae [ac-renoB. OHU pacnosiaraloTcs TpeMA OTACIbHBIMH KjacTe-
paMH, TaK 4TO KOOPJAHHHPOBAaHHOE YNpPaBJeHHe WX CHHTE30M JOJKHO
NPOHCXOAHTL ¢ MOMOLILIO NAEHOTPONHOro neficTBHA aprHHHH4A, T. e,
Kakofi Onl npHponnl HH OblA ynopaBAsOIMHE CHTHa/J, OH MROJKeH
JNeACTBOBATh ONHOBPEMENHO Ha BCe N0106Hbie YIpaBJsiolHe yuacT-
KM, NPHMBIKAIOIIHE K Ka:KOOfi M3 Tpex CFPYNN CTPYKTYpPHHIX I'eHOB;
npejamosaraercss, YTo Kaxpaas rpynna ycrpoeHa nono0Ho /ac-one-
POHY C ONepaToOpHBIM YYaCTKOM, NPHMBIKAIOWUMM K CTPYKTYPHHIM
redam, Kak noxasano Ha pHuc. 2.2. O6uapyskeHHe KOHCTHTYTHBHBIX
MyTaHTOB ¢ TaKHMH e XapaKTepHCTHKaMH, KaK y MYTaHTOB M0
lac-cucreMe, HABOAHMT Ha MBIC/b, UTO B OOOHX CAydasx NeHCTBYIOT
OJHH H Te >Xe OCHOBHDIe MOJEKYJApHbIe MeXaHH3MELI, HO C OXHHM
BaXHHM pa3saununeM. [TocKojgbKy npHCYTCTBHE CHIHaJja ympaBhe-
HHst (2prHHHHA) DPHBOAMT X PEMpecCHH, a8 ero OTCYTCTBHE BLI3HI-
BaeT MHIVKUHIO, OUEBHIHO, UTO NOCTYJHPOBalHbIi penpeccop apru-
HMHOBHIX CTPYKTYPHLIX reHOB J0/KeH ORTb aKTHBHLIM TOJBKO B
NPHCYTCTBRYH aprHHMHA W HEAaKTHBHEIM B ero oTcyTcTBHe, B oTiHuMe
OT penpeccopa, KOTOPHIA CBA3LBAETCA € OMEpaTopPOM, TOJbKO
6ynyun cBOGORHLIM OT JIMraHAa, H HeaKTHUBEeH B CBS33HHOM COCTOfA-
HMH, KaK lac-penpeccop M BHICTYmaloWwas B KauecTBe JIHaHIa Jak-
To3a (MNM adno-1aKT03a), aprHHUHOBLIH pemnpeccop He JIOJKeH
CBA3HBATbCA C OTNEpPaTOpPaMH, eciH OH HE COefHHEH C aprHHHHOM,
HJoxa3aTeNbCcTBO TaKorc CBOHCTB2 aprHHHHOBON CHCTeMHB NpHBe-
feHo B paborax Maaca (Maas, 1961), ®orens (Vogel, 1961) u
lopunn u ap. (Gorini et al, 1961). Kpome Ttoro, GEIN0 MOKa3aHo,
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4UTQ APFHHHH HeHCTByeT MO NPHHUHNY oOparHOl CBA3H KaK uHey-
Gurop nepeoro ¢epMeHTa 3TOr0 MyTH, OPHHTHHTPaHCKapBaMH/Ia3bl
(OTK).

Myl MoXeM Tenmepb HapHCOBAaTb lenb ynpaBJeHHs apriHHWHOBOR
cUcTeMBl, NefCTBYIOUIYI0O N0 aHaJOrHH C CHCTeMOH ynpasJ/eHHS
lac-omepoHoM, ¢ yuyeTOM OMHCaHHLIX BbiLie ocoGenHocTedi. OHa
u3obpaxena Ha puc. 2.4. 3necb Gy, Gy 1 Gz — TPH rPYNNBE CTPYK-
TYypHbIX reHoB, a G, —red-perysaTop, NPONYKTOM KOTOpOTO #B-
JfeTC HeaKTHBHBLIH penpeccop P,, Ha3BaHHLIH anopenpeccopoM.
DTOT anopenpeccop B KOMIJIeKce ¢ aprHHHHOM B KadecTBe Kope-

| @\\
\ e
AY
\
\
A
\
{ \
N
1\
p
1
o
@

Puc. 24. Wuru6uposanne u penpeccuss 0o THNY OOpaTHOH CBA3H B aprHHHHOBOA
nenu ynpasJenus Escherichia coli.

npeccopa oGpasyer aKTHBHLIA pernpeccop, KOTOPHIH MOXET B3aHMO-
AeficTBOBATh C ONEpaTOpaMiu, NPHMBIKAIOUWHMH K CTPYKTyDHHM
renaMm, npeporspamas feiicrsie PHK-noaumepasw u takum o6pa-
30M OCTaHaBJiHBasA TpaHckpunuuio. Kax u paubule, 3necs R — mo-
aucomst, E — depMents, S — meraboantel. Ha 3tom pHcyHKe He-
HOJB30BaHa HECKOJNbKO 60siee KOMDAKTHaf cucreMa oGO3HayeHHH:
E,—>3t0o HabGop ¢epMeHTOB, T'eHbi KOTOPHEIX CILPYINHPOBAHB B
G,. Hurubupyomiee fefictBHe apruHHHa NO THOy oOpaTHON CBA3H
CKa3bIBaercs ToJbKO Ha mepBoM (epMenre B uend, OTK, a He Ha
BceM Habope.

Tenepb %CHO BHAHO OLHO HHTEPeCHOe PAa3NHuHe MEXAY HHIuGH-
poBaHHeM N0 THNY oOpaTHOl CBA3H U penpeccHelt nmo Tuny obpar-
HOfi cBA3M: mepBOe fHeficTByeT TOILKO HAa ORHH depMeHT, MepBHIA
B MeTabosuyeckOM NYTH, B TO BpeMs KaK NOCNefHAs — Ha BCe
reHbl, BXoAaue B Henb GHocHHTesa. M onaTth soruka GesynpeuHa.
ITorokom B ¢epMeHTAaTHBHOR moC/en0BaTeNbHOCTH HauGoaee 3¢-
(eKTHBHO MOMHO YIPaBJATL, BO3AEHCTBYS Ha mnNepsBbifi (epMeHT.
Ynpasnenne emle u ApyrHMH (epMeHTaMH HHUEro HOBOIO He JaerT,
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a TosbKo Gecrnosie3sHo BOBJAEKaeT MeTaboJIHTH B NyJbl, M3 KOTOPLIX
OHMW He MOryr BHIXOAHTb. Ho Koraa OakrepHio cHaGxKaloT apruHu-
HOM, OHa CTPEMHTCS He IPOCTO BLIKJIOUHTB €ro NPOH3BOACTBO Ha
(depMeHTaTHBHOM YpOBHe, HO H NpeKpaTHTb cHHTe3 Bcex MPHK u
thepMeHTOB, YUaCTBYIOIIHX B STOM npouecce, Tak Kak X Henpepbis-
HHA cHHTe3 Tenepb GOJblIOe pPacTOYHTENbCTBO. Takum obpasom,
MBI BHOUM, KaK MeTabo/luuecKkasm H dNHIreHeTHUECKas CHCTeMbl AJA
peryaupoBaHHs (U3HOJOTHUECKONR MOTPeGHOCTH H cHaGKeHHS KH3-
HEHHO HEOOXONHMBIMH KOHEUHBIMH NPOAYKTaMH (B LaHHOM ciydae
3TO aprHHUH) HCMOJAB3YIOT NPHHUMN COOTBETCTBUA PYKH H lepyart-
ku. HHrubuporanue no THOY oOOpaTHOH CBA3H JefCTBYET OUeHb
6uicTpo (BpeMs pesakcauuu oxoso 102 ¢) u perysHpyer ypoBeHb
aprHHHHa B OTBET Ha OBICTPbie (AYKTYallHH; pemnpeccHs 0O TURY
o6paTHOH CBA3H NEHCTBYeT 3HAUMTE/ILHO MelJeHHee (BpeMs pejak-
canuyu oxono 3-10% ¢) u npHcnocabnuBaeT MONYJAUHH MakpoMoJe-
KyJ1 X pa3JHYHbIM YCJAOBHAAM MHTaHuA. VIHepUHOHHOCTL BTOPOH
crereMu 00ycaoBieHa NOBOMLHO GOALIUMM BpPeMEHEM CHHTE3a MaK-
poMOJIeKyn (OKOMO ONHON MOJEKYJInl 34 5 €) M Masioil CKOpOCTLIO
Aerpananhn  (Heckoabko MHHYT ajgs MPHK) waum pasbasnenus
(nopsika uaca pis Geaxka). Ma puc. 2.4 Mbl BHAHUM, 4TO BLIpaxe-
HHE «pyKa B NepyaTKe» NPHMEHHTENLHO K CBA3H MeXay MeTtabo-
JIHYECKOH H 3NHreHETHUYECKOfl cHCTeMaMH — 3T0 He [POCTO Hexoe
o6pasHoe Bolpaxende. OueBHAHO, uTO MeTaGosinuecKas cHCTeMa
CONepXHUTCS B MHUTEeHETHUECKOH CHCTeMe B TOM CMbIC/Ie, UTG BCAKHI
pas, Koraa Mpl FOBOPHM, HanpHuMep, o epMeHTaTUBHOHA alanTamuy,
MbI JONXKHB BKM0OYaTh 3¢ PeKTol HHru6uporaHus no tHny obpaTtHoli
CBfI3H, TaK KaK BPeMEHHble HHTepBa/bl PaGoThl NEPBOH CHCTEMBE
Heu30exHO conepXKat B cebe BpemeHna nocaenned. Takum oGpasoM,
NpH KOHCTPYHPOBAHHH QYHKUHOHaNbHOH Hepapxud (HU3HONOTHH
OpraHiaMa JAOIXHLI ObITb BK/AKUEHH CBA3H MeXAYy YPOBHAMH!
CHCTeMbl BBLICOKOTO NHOPSAJKa COAEpPXAT CHCTEMBI GoJee HHAIKuX
NOPALKOB, HO, KOHEUHO, He HAo00opoT. DTH CBA3H MOTYT GhIThL MaTte-
MaTHueCKH (OpMaNH30BaHEl, KaK 3TO clefaHo B Moel kHHre «Bpe-
MeHHAs opraHusauus knetku» (Goodwin, 1963), B maHuHOl Ke
KHHTe A GYyAY MajJ0 NOJb30BaThCl TAKHMH METOZAaMH.

OueBuiHO, uTO pempeccHsl Nno THIMY o6paTHOH CBA3H B apruHU-
HOBOH menu Mpollle, yeM cucreMa lac-onepoHa, TakK e KaK cHCTeMa
ynpabaennsa ¢ o0paTHOH cBA3bio, H300paKeHHad Ha puc. 1.10, ony-
cHiBaomias lenb OMOCHMHTE3a, NPOLE, UeM I[VIHKOJAHTHUecKas CH-
cTeMa, npejicTaBieHHas Ha puc. 1.11. HecoMHeHHo, aAs 3THX
pasnuuuii MMEITCT BecKHe - PH3HONOTHYECKHE NPWUHHH, TaK Kak
reHepupymoulie 3Heprux CcHCTeMbl, K KOTOPHIM MNpHHajJexar H
lac-onepoH, ¥ TVIHKOAH3, BOSMOXKHO, TpebywoT Gosee GbICTpOl ajgan-
THBHOH peakunu, ofecneynBaeMoOl KOPOTKHMH LENAMH NOJOXKHTETb-
HO!l o6paTHOH CBfA3H, yeM nponecch Guocuntesa. M3BecTHLe B Ha-
cTofiuiee BPEMs IIeMH yHpaB/ieHHS OueHb pPa3Hoo(pasHbl, CPEXH HHX
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uMeloTes MoauduKany paccMOTPEeHHLIX BhILLe cHcreM. MHTepecnoe
o6cyxeHHe PA3JHUHBIX CTPATernil YNpaBJleHHS B CBA3H C 3NHIreHe-
THYECKOH H reHeTHUecKofl CTaGHILHOCTBIO MOMHO HaNTH B CTaThe
CaBaxo (Savageau, 1974). Mexay (yHKUHOHANIBHO CBS3aHHBIMH
UensiMH YNPaB/eHHA CYILECTBYIOT CJOKHble B3aUMOLENCTBHSA, Ha-
npuMep B cnyuae apruinHa H LIT® HasaneHwe yyacTki o6eux ue-
nefi cuHTe3a cBA3aHH uepe3 Kap6amouadocdar. Kapbamoungdoc-
tdarcuHTeTa3a, MO-BHAMMOMY, HAXOZHTCH noa OGHIMM KOHTPOJEM
nupuMuiHHOB ¥ apruanna (Gorini, Kalman, 1963; Pierard et al,
1965). Takum obpa3oM, XOTs BLHICKa3aHHas B KOHUEe npeiblnymrei
rMaBbl TOUKa 3PEHHS Ha KJeTKY KaK Ha CHCTeMy, paslefeHHYIo Ha
YaCTHYHO aBTOHOMHblE MOJACHCTEMH YIpPaBJEHHS, BCE ellle B 3HauH-
TeNbHOH CTENeHH CnpaBel]HBa H A4 CNeAYIOIEro YPOBHSA 3MHTe-
HEeTHYECKOH CHCTeMEl, B 3TOM cCJyuae, KOTJa XapakTep B3auMozefi-
CTBMA TaK CJIOXKEH, OHa nepecTaeT GHThH cToab GeccnopHoM, Tem He
MeHee BaXKHO NOHWMAaTh, YTO OCHOBHBIE NPHHUHMNL (QYHKIHOHANb-
HOTO pasjeNeHHsi COXPaHSAIOTCA Ha BCeX yPOBHAX (QH3HOJMOrHYecKof
Hepapxuu, npuaaBas cHcTeMe rHGKOCTb, alalTHBHOCTb ¥ GBICTPOTY
peakiHH MNyTeM MCNONb3OBAHMS, TaK CKas3aTb, MNOANPOrpaMM, KO-
TOpble MOKHO BKJIOYATb MJIH BHIKJIOYAaTh, Mano 3arparuBas Bce
OCTaMbHble YaCTH CHCTEMDI.

KoHTpoak cuutesa pubocomuoit PHK

Kak BHaHo u3z puc. 2.1, poct GakTepHit npH epMeHTaTHBHOM
ajanTalvd NpepbiBaeTcs B 3KCNOHeHNHAALHOH ¢ase, a 3aTeM BoO-
300HOBNSETCSl Ha HOBOM HCTOYHHKe YrJepofia (/1aKTo3e) ¢0 CKO-
pOCTBIO, DOUTH paBHOH CKOPOCTH Ha [iOKo3e. MexaHusm pocra
KJeTKH BO BpeMs 3TOH ajanTauHH B OCHOBHOM OCT3eTCSl UHTAaKT-
HGEIM, a U3MEHEeHHS NPOHCXOIAT TO/bKO B Tex (U3HOJIOrHUECKHX
npoueccax, KOoTopble HENOCPeLCTBEHHO CBA3aHH € KaTabo.H3MOM
nakro3sl. [TocMoTpuM Tenepb, UTO NPOM3CHAET, €CJH KJIETKH nepe-
HeCTH H3 Cpelbl, KoTopasd ofecneyHBaeT TONLKO OTHOCHTENBHO MeJ-
JIEHHBI pOCT (CKax<eM, MHHHMa/JbHas CONeBas Cpefa ¢ NIHK030H,
BpeMs YABOEHHSI OKono 60 MHH), B NMHUTATEJbHYIO Cpeny, KoTopas
no3BOJIAET KJeTKaMm [neluTbca Xaxinle 20 muH, Kakue dakxrtopn
6yRyT onpeAenaTh H3MeHeHHe ofnied CKOpPOCTH pocra?

IToxpoGHoe uccaenoBanue 3ToH MPoGJeMbl— NpoGaeMbl pery.is-
uuH cuHresa Makpomotexyn tana JAHK, PHK # 6eaka — 6wuto
npeanpuato O. Mané u ero xosneramu B Konenrarene Ha GaxTte-
pusx E. coli u Salmonella typhimurium. BoNbUIMHCTBO NOJNYyueH-
HBIX HMH pe3y/ibTaTOB HaJoKeHo B kuure Masé B Kbenbgeraapna
«YnpasjienHe CHHTe30M MakpomoJeryn» (Maalge, Kjeldegaard,
1966). Psig BaHDIX JaHHLIX cOMepXHT H Oonee paHvss paGora
Mané n Kypnauma (Maalge, Kurland, 1963). Oun ob6Hapyxunmu,
uTO BO BpEMs NEpexoja ¢ OTHOCHTeJbHO GelHOH cpeisl Ha Goraryio
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(cnBur Beepx) Genxn, PHK u IHK eyt ce6s no-pasnomy. Ilep-
BOA Ha u3MeHeHHe ycoBuii pearupyer PHK, xonuenTpanus Koro-
pofl B K/leTKax GnLICTPO BO3pacTaeT U NMPHMepHO yeped 15 MuH mocne
CMEeHBbI Cpefl YCTaHaBJUBAaeTCA Ha YpOBHE, COOTBETCTBYIOLIEM HO-
BOIt cKopocTH pocta. TOMBKO TOTa YCTaHaBNUBAeTCA Ha HOBOM
YpOBHEe CKOpPOCTb CHHTe3a OelKa H, HaKoHel, cpa3y 3a OGesKoM
BO3pacTaeT N0 HOBOro 3HaueHus ckopocTh cuHre3a JTHK. KoHeuno,
KaK TONbKO JOCTUTHYTO HOBOE CTalHOHapHOe COCTOSHHe pocra Hak-
Tepufl, Bce TPH KOHLEHTPALUH NOJIKHEI BO3pacTaTb ¢ OZHOK H TOH
xe ckopocThio. Ho tor dakrt, uto PHK pearupyer nepso#i, roBopur
HaM O ABYX Bellax: BO-NMePBBIX, 3TH BH/Jbl MaKpPOMOJIeKyJl, NO-BHIH-
MOMY, OTIeneHn APYr OT JApyra AHHaMHYeCKH HACTOALKO, YTO OHM
MMeIOT pa3Hble Lend ynpassieHHs, W, Bo-BTophix, PHK urpaer pe-
WAUIYI0 poJb B ONpelesicHHH oO6uedl CKOPOCTH KJeTOUHOro
pocra, Tlockonbky ocHOBHas udacth 3108 PHK pubocomuas, a
TpancnoptHoi PHK (TPHK) u unbopmauuonuo#t (matpuuxof)
PHK (MPHK) B x1eTke ropa3no MeHbllie, TO B 3TOM CJyyae peub
HIeT O CHCTeMe ynpaBJeHHA reHamu pubocoMuofi PHK. Mu yxe
Bufend, xKak cHHTe3 MPHK xoHTponupyercs MexaHuaMamH pe-
NpeccHH,

[TonTsepnenHe Toro, 9T0 PaKTOpoM, JHUMHTHPYIOIUM CKOPOCTD
pocra, aABasercA pubBocomHas PHK (pPHK), 6wnuio noayueno
Mané u KypiannoM, noKasaBIIMMH, YTO OTHOLIEHHE CKOPOCTH CHH-
Tesa Genxa k konuenTpauun pPHK B Knerke nocTossHHO B MHPO-
KOM JHala3oHe CKopocrefl pocTa. D10 COOTHOLIEHUE MOKET ObiTh
3anucauo B BHae AP/R,==const, rze AP — xosuuecrtBo Genxa,
CHHTE3HPOBAHHOI'O B €NUHHLIY BpeMeHH, a R;— BHyTpuksaerouHas
koHueaTpanusa pPHK. M3 9roro cooTHowmeHHs caefyeT, uTO, ueM
ObicTpee pacTyT KJETKH, TeM GoJbllle J0MXHa GbITh NUIOTHOCTL PH-
6ocoM B UHTOILTa3Me, — DaKT, AeHcTBHTENLHO HMEOIHE MecTo.
KneTka, pacTymas B NHTaTeIbHON cpelle CO BpeMeHEM Y/IBOEHHS
20 mHH, Bcsi 3anmo/iHeHa pHOOCOMaMH, 338 HCKJAIOUEHHEM SLEpPHBIX
of.TacTell, rae JOKaJH30BaHLI XPOMOCOMBL H pHGOCOMBI BCTpPENAIOTCA
penko. DTo 06biyHO GosibLIHE KJAETKH, uMeloulne B cpeaHeM 3,1 aapa.
KneTkH, pactyiite co BpeMeHeM yABOeHHS 40 MHH, IPHMEPHO BIBOE
MeHbIlIe, comepXaT ~ 1,5 sanpa Ha KlMeTky M 06GajaioT NOYTH
BABOE MEHbIIEH NJAOTHOCTHKY pPUOOCOM, a KIeTKH CO BpeMeHeM
yasoeHnsl 120 MuH, coBceM MajeHbKHE, ¢ HEMHOTOUHC/MEHHOH nony-
JauMeii pufocoM B uuromsniasMe, COZepxKaT okono 1,2 sxpa Ha
KNeTky. Huke MBI paccMOTPHM, MOYeMY KJETKH MEHSIOT CBOM pas-
MepH IPH PasHBIX CKOPOCTSAX POCTaA.

B noHckax Bo3MOXKHONO MeXaHH3Ma YNpaBfieHHS, KOTOPHIH 06b-
ACHAA OBl TOT (axT, uTo BO BpPeMS UepeXoAHOrO MpOUEeCcca CHHTe3
pubocomuoii PHK ua Hekoropoe Bpemsi MoXeT OblTh pa3solilen
¢ cuTesoM Oenka H JJHK, a npu c6anrancupoBaHHOM pocTe Mexay
3THMH CHCTEMaMH CYUIECTBYIOT BIOJIHE Onpefle/eHHbIe COOTHOUIEHHH,
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Mané u Kypnaua (Maalge, Kurland, 1963) ucnoab3oBanu nma
BaXKHuIX pe3ysbTarta. [lepsuifi pakT cOCTOAN B TOM, UTO KJACTKH, KO-
TOpPHIM He ROCTaeT oamoil u3 20 aMHMHOKHCIOT, HE CHHTE3HPYIOT
sametHoro Koauuyecrsa PpPHK, xors cuHres pPHK Hauunaercs
TYT Ke, ecqH uXx obecmeunth TpebGyeMmMoli aMUHOKHCIOTOMH, Aaxe
B cAyyae, Korja GeNKOBHH CHHTe3 IMOJABJEeH XJOpaM(peHHKOJIOM.
Bropoit ¢pakT 6b11 caenyoniuM: ecad K HOpMaabHEIM KJeTKaM, pac-
TYIHHM Ha MHHHMAQJBHON I/1I0K030-coJseBOH cpepe (r. e 6e3 aMH-
HOKHCJIOT), X0oGaBUTH XJopaMm¢eHHKON, TO NpOH30HIET 3aMeTHoe
yBesnuenue ckopoctu cuHre3a pPHK, nopo6uoe Ttomy, Kotopoe
HMeeT MecTo NnpH 3aMeHe GemHofi cpeabl Ha Goratyio, a 3aTeM CKO-
POCTB ynazeT Lo HH3KOro 3HaueHHs. B 1enoM pocT Takoft KyJbTyphl,
GNOKMpOBaHHOH XJopaMeHHKO/I0M, KOHEUHO, OCTaHAaBJHBaeTCH.
O6a 37i dakTa YKa3HBalOT Ha TO, UTO 3JeMEeHTaMH 3BeHa ylpaBbJe-
HHSA, CBA3LIBAIOINErO YCJIOBHS pocTa M cKopocrhb cuHTeza pPHK, as-
JFIOTCSl, NO-BHAMMOMY, aMHHOKHCJOTH, TaK Kak XJopamM{eHHKON
610KHpYyeT GeJKORHIH CHHTE3, NPensiTCTBYS NepeHocy aMHHOKHCIOT
Ha puGocoMy Kommnaekcom amuHoauu.1-TPHK.

Caenys JIOTHKe MOJENH penpeccHH NO TNy ofpaTHoft cBA3H,
HaM CJeLyeT HCKAaTh HeKH# MeTalOJHT, KOTOPLIH fBAAJACA OLI NpO-
AyKTOM OesKOBOrO CHHTe3a H JeficTBoRaa xak Kodaxkrop npu pe-
npeccuu cunresa puocoMHoii PHK. Taxum MeraboautoM MoxeT
6uith Hedapaxennas TPHK, 1. e. TPHK, cBo6Gomnast ot aMHHo-
KHCAOTE. KaeTku, KoTopeiM He AocTaeT ofHON H3 20 aMHHOKMCIOT,
umeny 6b nonyasuur Takux TPHK, cooTReTCTBYIOUIHX OTCYTCTRYIO-
mefl aMHHOKHCAOTE, H 3TH MOJEKyan JAeficTBOBaJH OH KaK Kope-
npeccops, aKTHBHPYA DeNpeccop TaK ’Ke, KaK 3T0 AestaeT apruHuH
NPH penpeccHH apruHHHOBHIX CTPYKTYPHBIX reHoB. QueBHaHO, GLlI0
6u1 HeoOXonuMO, UTOGH 3TY pOJNL MONJIa Mrpath Jwobaa u3 20 pas-
HoBHaHocTell TPHK, u 3To TpeGoBaHue He KaxXeTcsl HENpPaBaoOnNo-
RoGubiM. Brnosne monyerumo, uto y Becex TPHK cymectsyer Hyk-
JeOTHAHAA MOCJIEN0BaTeJbHOCTL LAHHON ot 70 mo 80 Hyx7TeoTHIOB
¢ Moa. BecoM oKojgo 25000, Kotopas cnenuduueckH B3aHMomeH-
CTByeT C OeJKOBLIM anopenpeccopoM, NaBas aKTHBHLIA pempeccop.
B stom cayuae peficTBue XJopaMQeHHKOJa JNerko o6bsACHSAETCs Ha-
KOnJieHHeM aMHMHOKHCJIOT B KJeTKaX, B KOTOPBbIX HeT GeJaxoBoro
CHHTe3a, uTo npuBoauT K npespamenuio TPHK B amMunoaumuneuyio
¢opvy u nepenpecchu resoB pPHK. Crenens 3voit pepenpeccun
NOJ/KHE 33aBHCETh OT BHYTPHK/ETOUHOH KOHNEHTPAllHH aMHHOKHC-
JIOT B MOMEHT HayaJa GJOKHPOBaHHA XJopaM(eHHKOJIOM: eCNH Co-
JepxaHHe aMHHOKHMCIOT B KJeTKe BHICOKO, NPenapaTr BLI3OBET He-
fonbmioe H3IMEHEHHE B KOHUEHTPaLHH aMHHOKHCJAOT H [O3TOMY He
npHBeJeT K 3aMeTHOMY H3MeHeHHio B cHHTede pPHK, Ho ecsau ypo-
BeHb aMHHOKHC/JOTH B KJ€TKe 1HH30K, TO 3¢ext Gyncr 3uayHress-
HbIM., IDTO COOTBETCTBYeT [JaHHLIM, NOJAYYEHHBIM Ha KyJbTypax,
pacTymux Ha QoraThiX, CpeAHHX H OefHBX Cpelax,



58 lrasa 2

Hcxons u3 wawmux npeacTaBfeHHi O UENAX PenpeccHH Mo THRY-
Oo6paTHONH CBA3H, MOXKHO OXHAATDL, YTO JONKEH CyulecTBOBaTb CO-
OTBETCTBYIOIHA KOHCTUTYTHBHBIH MYTaHT; B [LaHHOM CJaydae 3To
MYTaHT, XapaKTepH3YIOUIHACA OTHOCHTENBHO BLICOKOH CKOPOCTbIO
cuHre3a pPHK nesapucHMO OT ye/0BHH DHTaHHS 4, CNeOBaTe/bHO,
BHYTPHKNETOUHOH KOHUEHTPAaUHH aMHHOKHCAOT. Takoli MyTaurT, Ha-
3BaHHBIA «peJaKCHPOBaHHHM» M 0603HadeHHbil RC, 6wt obHapy-
xeH CreHrom u Bpennepom (Stent, Brenner, 1961). 'en Gakrepuu
Augoro THna, RC*, HMeeT pacCMOTPeHHOe BHILE CTPOroe ynpasJde-
nue cuHtesoM pPHK, koropoe cpabarniBaer B 0TBeT Ha H3MEeHeHHS
cOoIepKaHHs aMHHOKHUCAOT. COrJlacHO 3THM JaHHBIM, YRPaBAAIONIAs
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Puc. 25. Cxema ueml ynpasaenns cunresom pPHK, coraacno npeacraBaennsm
Mané w Kypnawga (Maalee, Kurland, 1963).

cxeMa MOXeT BBIMMIALETH TaK, KaK 3TO NOKA3aHO Ha puc. 2.5. Ha
3TOM BechMa CXeMaTHYHOM DHCYHKe (r— reHbl, OTBETCTBEHHBIE 32
cunres pPHK, a pPHK — pynkunonupywomne puéocomsl, KoTopble
npoussolnT Genox u TPHK n3 amunoauua-TPHK. Jliw6as us TPHK
MoXxeT (PYHKUHOHHPOBATb KaK KOpempeccop anopempeccopa P, npo-
AyKTa akTHBHocTH reHa RC. Dta ynpasasiollad uenb paGoTaeTr mo
TeM e MpHHIHNAM, YTO H CeTh, NMpPEACTaBJEHHad Ha puc. 2.4,
H B JAeHCTBHTENBHOCTH OBJa CKOHCTPYHPOBaHa Ha OCHOBE pernpec-
CHHM M0 THOY o6paTHOH cBA3x. K coxaneHHIo, HECMOTPA Ha BCe CBOE
H3ALIECTBO H KaXKyuleecs NpaBroNono0He, OHA He MOKeT 06bSICHUTL
noJyueHHble MO3XKe AaHHBIE W HyxaaeTcsa B popabortke. IMpexacras-
JIeHHSI 0 MOJIEKYJISIpHOf ocHOoBe peryasunu cuHte3a pPHK passusa-
JILCh 2aHANOTHYHO TEOPHH YIPaB/eHHA npH KaTaGoJMuTHOH penpec-
CHH, NOCKOJBKY A0 TOrO, KakK BHSCHU/MIOCH, KaKyl0 posib B «3(dexre
rmoxo3n» urpaer uAM®, gas aroft cuTyauuu npensaragach Henb
YNpaBJeHHA, OCHOBaHHAsi Ha NPHHLHIAX penpeccHH MO THOY OG-
paTHoO#l CBfI3H, HeCKOJbKo Oonee npocras, uem H300pakeHHass Ha
puc. 2.3. Hoxa3arenscTBoM 60Jiee CI0MHOH NPUPOAH peryJslHH
5IBUJIOCH 06napyxeHne Jlymucom H Marasanukom (Loomis, Maga-
sanik, 1966) B 1966 r. MyTaHTa KOHCTHTYTHBHOIO THIA, KOTOPBIH,
nono6Ho MyTanTy RC~, xapaKrepusyeTcs peJlakCHPOBAUHBIM NOBe:.
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feHHeM, COCTOSIIIHM B TOM, 4TO OH HE pPearHpyeT Ha TJIK0o3y o6Hu-
HHM CHOCOO0M M IPOHM3BOJAHT $-raJIakKTO3WAAa3y B NMPHCYTCTBHH HH-
nyk1opa (HeOGXOZMMOe YCJOBHE) HE3aBHCUMO OT HAJHUHAl [JIo-
Koznl. {103TOMy NpeamoJioXHaH, UTO 3TOT MYTaHT, 0603HaueHHHIH
CR- (netpeKTHBIi B OTHOIWEHHH KaTalGoJUTHOH penpeccHu), CHHTe-
3upyer AebeKTHBLIH anmopenpeccopHLIi (e/loK, KOTOpPHH B HopMe
obbenuHsaAcT Gul ¢ KaTaGoTUTHBIM penpeccopoM (puc. 2.3) u ocra-
HaBJIHBAJ TPAHCKPHMUMIO ¢ [ac-omepoHa. JTa runoresa B AanbHel-
weM He nofrBepaunachk. [TonHan kapTHHa KaTaGOMHTHOH penpeccHH
Lanexo He sicHa. Ha OCHOBaHHH COBpeMEHHBIX NaHHBIX npejJa-
raercss MeXaHH3M, HamOMHHaoW KN H3o6paxeHHb Ha pHC. 2.3, HO
HeCKobKo 6oJiee CNOXKHBI, npennosaraercd, uro uAM®, nomumo
lac-reHoB, BAHAET HAa MHOTHEe Jpyrie reHBbl, BOBJCUEHHHE B KarTa-
Bosuueckue npoueccil. KoHCTHTYTHBHOE noRejeHue, aHa/JOTHYHOE
o6uapyxenHoMy Jlymucom u MarazanukoM, Morso 6nl BO3HHKHYTH
y MyraHTa, y Kotoporo E, He orBeuaer Ha KaTaGOJHTHHHA penpec-
cop. BuipucoBbiBaoanca mpH 3TOM KapTuHA, KOTOpas paccMaTpH-
paeT ynpasjeHne pPHK nocpeactBoM cnenudHyecKHX W B HEKOTO-
poi CTeneHH HeOXKHMIAHHBIX MeTaGOoJHTOB, NOBOMBHO G.TM3Ka K TOH,
KOTOpas XapaKTepHa NJs ynpaB/ieHHs [ac-ONepoHOM, OLHHM H3 3Je-
MEHTOB 3TOH CHCTeMH BIOJNHE MOXeTr 0Ka3aThCA perynsuus Gosee
BBICOKOIO YpPOBHS WHTErpalMH, OCYLIECTBAAEMas C MOMOINbIO BHOBb
OTKPHITOTO MeTafo/uTa.

OpuH BaXHBIA (PaKT, 3aCTaBAAIOINUA YCOMHHTLCA B aJeKBaTHO-
CTH CXeMBl YNpaBsieHHs, H306paxeHHoH Ha pHc. 2.5,—3To oTcyr-
CTBHE BJAHAHHA Pa3JHUHBIX aMHHOKHCHOTHBIX YCJAOBHH H PasAuuHBIX
myrauuit Ha PHK-nojiuMepasHylo akTHBHOCTb. JIpyrofi BO3MOXKHLIH
MexaHusM Jeficteus RC-reHa mor 6H COCTOATE B YNpaBJIeHHH npea-
mecrBeHHHKaMu cuHTesa PHK; Takoe ynpaBnenue neiicTBoBasO Obl
na cunres scex PHK — MPHK, tPHK, a rakxe u pPHK. B pa6ore
Ksweaa u I'sanenra (Cashel, Gallant, 1969) 6riio BhICKasaHo MHe-
Hue, uro Korla TPHK Toro uan HHOro THma He Harpyxaercst cooT-
peTcTBYIouel efl aMHHOKHMCIOTOH, KakKasi-To peaxiuHs, o6biuHo yua-
CTBYIOILaf B GEJKOBOM CHHTE3e, paboTaer BXOJOCTYIO M YTO B XOIe
3TON «X0JOCTOH» peaKUUH, B KOTOPOH yyacTBYyeT NpoAyKT RC-rena,
o6pa3yercsi HHrHOMTOpP peaklud dochOpHNUPOBAHHS, NPOH3BOAS-
el npeniecTseHHHKH cuHTesa PHK. C nomouibio aBTopaauorpa-
¢uad 1 XpoMaTorpadHuecKoro pasfesNeHHS COeJHHEHHH OHH MOoKa-
3aJl4, 4TO B KJeTKaxX AHKOrO THNA, JUIUEHHBIX aMUHOKHCJOT, MeTa-
60AHT JeHCTBUTENBHO HaKalmHBaeTcs, a B KJdeTkax RC— — Her.
Stor MeraboNuT oKasaacs GochopUIUPOBAHHEIM COEAHHEHHEM He-
H3BECTHOH NPUPOJH H NOJYUHT Ha3BaHHE MAarHYeCKoro narHa (MS);
o6o3HayvawT ero MSI. [Toske 6bL10 Moxa3saHo, UTO 3TO rYaHO3HHTE-
tpatdochar, deI'pd. Onnospemento GoL1o 06HAPYKEHO BTOPOE hoc-
¢dopHIHPOBAHHOE BeUleCTBO, obo3HayenHoe MS2. Ono, no-suan-
MOMYy, fiBNsieTCs HEeTOKCHYHOR dopmoiit MS1.
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OtkpoitHe ¢bTdd u ero poau B peryasuuu cautesa PHK cru-
MYJHpPOBaJO JOBOJBHO WHTEHCHBHOE H3ydyeHHe BO3MOXHOro ynpas-
Jfollero KoHTypa atoit cucreMmbl. M3 paboT pana uccregoBarenefi
(Pederson, Lane, Kalgora, 1973; Hazeltine et al., 1973; Yang et
al., 1974) BosHukaeT Hekas o6mias, NOBOJLHO HedcHas B AeTAIAX
kaptuta. [TpoayxromM RC-reHa asasercs 6ejOK € MOJ. BECOM OKOJO

/
RO3T~ / /
HNO3U Jo

HOBaA
\Kucaoma \

Puc. 26. Boamoxnaa uelb ynpasjienns cunTedom pPHK ¢ ysactHem thdl oo,

80000, xotopuiii HasBaH orpaHHyunBalomHM QaxTopom (strimgent
factor, SF). Korna ero no6aBisi0T B peaKUHOHHYIO CHCTeMY, Co-
nepxauyio pubocomu, TPHK, MPHK, T1® u AT®, cuaresupyercs
ryaHosuutetpacdoctpar. Bosmoxno, SF cav gBasercss yuacTHHKoOM
HOPMaJbHOTO Npouecca TPAHC/ALHH, HO B OTCYTCTBHE aMHHOKHC-
JOTH cHcTeMa npousBoiuT ol dd. dtor Terpadocdhat — CHABHBLR
HHFHOHUTOpP nepBoro gepmeHTa B OGHOCHHTETHUECKHX MYTAX oGpaso-
Bauna I'T® u AT®, trax uro B nepBylo ouepenb ero AeficTBHe CBo-
LHTCH K OCTAHOBKe CHHTe3a MPelIIeCTBeHHHKOB, HeOOXOIHMEBIX s
cuuteda PHK. Kpome toro, ddpI'dd orwacru uuruéupyer PHK-no-
auMepasy H ymenbmaer BpeMs xushu pPHK (Gallant et al,
1972). Takum o6pa3om, nosiHas KapTHHa YnpaB/JeHHA H10OBOJBLHO
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6nu3Kka K ToH, yto H3oOpaxena Ha puc. 2.6. 3mecs Gr— renn
pPHK, a G;— mo6o#i cTpyKTypHBIf reH.

B npucytctBun amunoauua-TPHK npoucxXomuT TpaHcasuus
u 0pI'dpd He obpazyerca HAM obpasyercds B MaJoM KOJHUECTBe.
OnHakKo B OTCYTCTBHE aMHWHOKHCAOTEHL PUGOCOMHLIN peaKUUOHHEI
KoMniekce npouspoduT Gl dd, KoTopuit 3aTem HHrHGHpYeT NpoH3-
BofictBo I'T® u AT®, yruetan nepBble pepMeHTH uenH metaGonusma
OT HHO3HHOBOH KHCJOTHt K NYpHHTpHpOcdaTaM, U HHruGupyer
PHK-nosnumepasy. XnopaMdeHuKos, T0-BHAUMOMY, HeNOCPEACTBEH-
HO wHrHOGHpYeT cHHTe3 ¢ddl'dd, npemoTBpaumas Takum o6pa3zcMm
HOpMAJbHYIO OrpaHHYHBAWOUIYI peaknHio. XoTH pelaKCHpPoBaHHHIMN
MYTaHT cnocoGeH CHHTe3HPOBATb Ge/IOK, OH He MOXeT NpOH3BOAUTH
$dpldpd 1 nosToMy He B COCTOAHHH HOpMaJbHO peardpoBaTh Ha fe-
dunur amuHokucaoT. TaxuM o0pa3oM, Mbl BHAHM, 4YTO JOBOJIBHO
npocrast KapTHHaA, u3olpaxenHas Ha puc. 2.5, CylWecTBEHHO YCI0XK-
Hiercd. BMecTo neT/H penpeccHH No TUNy OGpaTHOM CBA3H, CHEUH-
¢uynoit ana redor pPHK, mMbi HMeeM 3nauuTenbHo Gotee obuiyio
neraio o6paTHOH cBA3H, B 00pa3oBaHMH KOTOPOH YuacTBYeT HOBHIM
MeTaGoMHT, OTBETCTBEHHLIA 32 PEeryupyomylo (yHKIHK BHEICOKOTO
ypoBHsi. TakuM o6pasom, MeXAy CKOPOCTAMH cHHTe3a Geaka u PHK
MMeeTCsl OueHb TOHKO OTpPeryJHpOBaHHas CBSI3Dh, OCYLUECTBJSIeMas
¢ HOMOUIBLI0 NYJOB NpefilleCTBEHHHKOB 3THX MaKpPOMOoJerys. Mol
CHOBA BUJHM, YTO NPOCTOTO pasieleHHsl MPOKapHOTHHECKHX KJeTOK
Ha QYHKUHOHAJIbHLIE eNHHWIB YNpPaBJeHHS NPOBECTH He yLaeTcs;
CBA3aHO 3TO C MHTErpaTHBHLIMHM 3bdeKTaMH KOODZMHHPYIQUIETO
curnaia. [IpOTOTHIOM eZHHHUBI YOpaBJeHHs] SBAsETCH OYTL GHO-
CHHTe3a apruHHHa, rAe HAa PenpeccHI0 FeHOB, BRIAIOUYEHHBIX B 3TOT
mMeTaGou3M, BJHAET TOJBKO APrUHHH, H TaKof peryaanseli 3arpa-
rupaioTes ToabKo 3TH redsl (Gorini, 1963). OnHako penpeccus
lac-onepoHa u ynpabJjedHe cuHTesoM PHK nokazanu HaM, uTo npu
peryianui GH3HOJOrHYECKOH (PYHKUHH HMEIOT MecTo 60J/iee CJI0XK-
HEle B3aWMONEHCTBHA H KOOPLHHHPOBAHHE NOCTHrAETCS ¢ IOMOULbIO
crnenua bHBEIX MeTaGo/HTOB, TakuX, Kak HAM® u ¢pI'eod. Hx no-
Je3HO PACCMATPHBATL B KauecTBe NPOKAPHOTHUECKHX aHAJ/IOrOB
rOpMOHOB.,

JlvHaMHKa 3MMreHeTHHEeCKHX ceTeil

$] 3aKOHYM.T MPEeABIAYIIYI FIaBy pas3/lesioM O IHHaMHKe pemneft
ynpaBaeHus MeTabouM3MoM, B KOTOPOM OBIIO NOKa3aHO, YTO Halu-
yye neTenb oBpaTHON CBA3H H3MEHAeT XapakTep CTabHILHOCTH Me-
Tab0/HUECKHX NPOLECCOB H 3HayHTeNbHO YBEJIHUHBAaeT JNHHaMHue-
cKHe BO3MOXHOCTH cHcTeMmbl. Tenmepn s npoienalo To ke AJd 3MH-
reHeTHYECKUX YNPaBJAWIIMX Lemedl, HaMeTHB HEKOTOpPble NOLXOLM,
HCNOIb3YIOUHecs MpY HX aHanuse. Halma OCHOBHas 1eNb COCTOHT
B TOM, UTOOH OGBeLHHHTL H3ydeHHe CBOHCTB NOLCHCTEM, COCTaB-
JIAOLUIHX Uesoe, ¢ HeKOTOPHIM aHaNU30M NOMHOR CHCTEMH, KOTopoi
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B 3TOM CJyyae OKa3biBaeTcd KJerTka, QYHKUMOHUpPYyiOWas B npepe-
JNlaX 30UreHeTHYECCKUX BPEMEHHEIX MHTEPBAJOB. 3JeCb MBI ONATDH
YBHAKM, UTO /51 NPHMEHEHUS 3TOr0 MOAXOAA HMeETCA CUJIBHLIE
OrpaHHyeHHs, KOTOpble ONMPelesAOTCA IMIaBHLIM 06pas3oM TpYIdHO-
CTaMH ofuiero aHaJ H3a HeNHHeAHMIX CHCTeM.

AHanorua co CTATHCTHYECKOR TEPMOXMHAMMKOM

OpuH M3 BO3MOXHDLIX MOJAXONOB K aHAaJNH3y LHHAMMKH KJeToy-
HOTO NOBeeHHS COCTOHT B NPOBeLEHHH aHAJTOTHH MEXIY KJIeTKoH,
paccMaTpuBaeMoOH KaK CKONJIEHHE B3aHMOAZeHCTBYWOWUX wenel
ynpasJieHHs, ¥ ra3oM, IpeACTaBAROMUM COGOM CKOMIEHHe B3aHMO-
NefcTRYIOIHX MOAeKY . C nepBOro B3TJNALA MOMXET MOKa3aThCH, YTO
9Ta aHaJorHd OueHb MaJ0 DNepCrneKTHBHa. ArperaTHble CBONCTBA
rasa, Takue, Kak ero TemMneparypa, NaBJieHHe, 06beM H CKHMae-
MOCTb, MOrYT OBLITh BHUHCIEHH NyTeM YCpPeLHEHHSl HcCXoAsf M3
CBOHCTB OT/JENbHbIX MOJeKys (Macchl, CKOpPOCTH, CTeneHeil cBofo-
DE) M MX B3aUMOJCHCTBHH, T. €. C MOMOUIbIO CTATHCTHUECKOH Tep-
moauHaMuku. [TpuMeHHMOCTE Taxkoro ycpefHeHHa 3aBMCHT OT TOTO,
HACKOJMILKO OTJelbHbie MOJIEKYJH BenyT cebs He3aBHCHMO ApYr oT
Ipyra, T. €. B KaKOoH CTeneHH OTCYTCTBYeT KOOMePaTHBHOCTL HJH
KOJIJIeKTHBHBIE CBOficTBa. Bo3nukaionue orpanunueHus o0ycJI0BeHbI
Ha/MuuHeM TaKHX [LaOIIHX KONJeKTHBHMe 3(dexTsl B3auMonel-
CTBHil, KaK BaHIepBaaNbCOBBI, JICKTPOMArHHTHLIE H paj npyrux. Oa-
HAaKO METOHLI CTaTHCTHYECKOH TepMOAHHAMUKH NPUMEHUMEBI M B 3THX
cayuasix; OHH NPHMEHHMH TaKxKe H B Cyuae XHAKOCTeli U KpHCTan-
JIOB, THe orpaHuueHHs emle 6onee crporne. CTaTUCTHUECKUH NORXOJ,
HMeerT Ba)KHOe 3HaueHHe H INpefCTaBJsieT OOMBIIOH HHTEpec; OH
no3soJIfieT HCCAeN0BAaTh W aHaJH3HPOBAThL, HanpuMep, MpHPOLY
¢das3osHx nepexonos. B nocienned raase, rae OyAyT o0CYxKAaTheA
MOCJAEeACTBHSl KOONEPAaTHBHHX B3aHMOLEHCTRHIl, §i paccMOTpio npu-
JIoXKeHHe HeKOTOPBIX H3 3THX METONOB K TaKHM SIBJICHHSM, KakK KJe-
TOYHBIH pocT H BO36ynuMocTh MeMOpan. [Toka e npeacrasasercs
MHTEPECHLIM NOCMOTPETH, UTO MOMYUHTCHl, €C/IH KIAeTKY CHUHTATh CO-
BOKYNHOCTEIO (DYHKUHOHANLHEIX €AMHHI, PeryJupyeMuX ocobol nu-
HAMMKOH ynpaBjeHHA, B NPEJNOJNOXKEHUH, 4TO 3TH eJHMHHNLl caabdo
B3aMMOAEHCTBYIOT ApYr ¢ JAPYroM H KOJJIEKTHBHOE MOBeleHHE OT-
CYTCTBYET.

Sl noBosibHO NOAPOGHO paccMOTPeN TaKol pexHM paboTH KJeTKH
B KkHure «BpeMennda opraHusanua KaeTkH», Mosl Auccepranus,
HanucaHuas B 1959 r. ¥ nocayxusliasi QCHOBOH AN 3Tofi KHMrH,
fa3upoBanach Ha MpeNCTABAEHHAX O FeHHOH pery/aflluH, npemiie-
CTBOB&BIIHX TEOPHH penpeccHd NO THNY OOpaTHOW CBA3YU, Kortopas
BO3HHKNA B Hauaje 60-X rogon. DTo GbLTa TeopHs n/rasMareHa, paa-
paboranHas B ocHoBHoM CnurenbManom u Pefiepom (Spiegelman,
Reiner, 1947) u Cnureabmanom (Spiegelman, 1948) aas obwbsiche-
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Hust GepMeHTaTHBHOM ajanTauuu B Apoxixax. Moxo (Monod, 1947)
B CBoeM 0030pe CChifaeTcsl Ha 3Ty TEOPHI0 H OOCYXKJa2eT ee MOAH-
¢HuHpOBaHHYIO dopMmy. B ocHORe TeOopuM JeXaso NpeicTaBJAEHHE
O TOM, YTO Pery/Jsiuus reHHOA aKTHBHOCTH B KJETKaX CBS3aHA r.1as-
HbIM 00pa3oM C YCTaHOBJICHHEM PaBHOBECH MEXAY KOHKYpPHpYiO-
ILHMH 3aBTOKaTaJUTHUECKHMH HUJIH CaMOPENHUHPYIOMIUMHCA eIHHU-
LaMH, COOTHOIIEHHSl MEXIY KOTOPHMH

MOrJId MEHATLCS oA feHCTBHEM pasiiHy- @

HEIX (aKTOPOB OKpyXKaloilell cpefnl, Ha- <&

npuMep cy6cTpaToB. IT0 MOAeNb BHY- 1)( ™,

TpHKJIETO'-IHbIX npoueccos JHCTO 3BOJIIO-
l}'
jﬂ"@*

[[HOHHOIO THIA, B KOTOPOil Ha CHCTeMY

CaMOBOCIIPOU3BOAAINUXCA H KOHKYpH-

PYIOILHX €OUHUI NeHCTBYIOT CHALI ecre-
Puc. 2.7. ¥npowmennoe mpen-
CTaBJ/eHHEe PENpPeccHH N0 TAny
obpatHoh cBRan. G — reH,

-

cTBeHHoOro orfopa. o Tex mopa noka B
KOHIEe MATHAECATHIX — HauaJe LIecTHIe-
CATHIX FOJOB B KJeTOUHOH OHOJIOTHH He
CTaJIi HCNOJIb30BaTLCS NMpeiCTaBJeHHs O
MOJIEKYJSIDHBIX — Dpoleccax peryasnuu
no THny oOpaTHOfl CBA3H, MOJETH Kie-

-
.
wn . g
o e

TOUHOH AHQGepeHUHPOBKH, OCHOBAHHLIE
Ha 3BOMOUHOHHBIX TNpHHUHNAX, OblIH
C/AHIMKOM OGIIHMHU H BOCXOAWIW B Jef-
CTBUTEJBHOCTH e€llle K Bujabresbmy Py.

R — noancomer, E — depmen-

THl, §p— cyberpar, a S —

NPOAYKT, KOTODbIil CBA3HBAET-

€ C TeHOM H penpeccupyer
ero.

Teopuss maasmarena Obila OOHOH H3
HHX, ABJAACH CKOpee MOJEILI0 3KOCH-
CTeMBI, YeM 3BOJIOLHOHHON MOZENbK, TaK Kak oHa npeamonarasna,
4To oTGOp 00GYCI0BNEH BAHSAHHEM Pa3JHUHBIX YCJAOBHI OKpy:xatouuef
Cpeinl Ha YiKe CyulecTBYIOIHMI BUM, H He pacCMaTPHBAaga HHKaKOro
aHajgora MyTanuu reioB. TeMM eIHHHIAMH, U3 KOTOPBLIX $ CKOH-
CTPYHPOBAJ CTATHCTHUECKYI0 TEPMOAHHAMHKY NOBeJeHHS KJ/ETKH,
OblM CaMOpPEnJUUHPYIOIIHeCS HAH aBTOKATaJHTHUECKHE (epMeHTOo-
ofipasymourte cucreMsl. §1 cuMTaJg, 4TO MeXAY 3ITHMU €RHHHUAMH
CYIIEeCTBYIOT B3aHMOIEHCTBHA THIMA «XHUIHHK — XKepTBa», 00YCJIO0B-
JHMBAIOIIHE KOoeGaTebHYI0 JUHAMHKY 11e]0H KJeTKH, H paccMoTpen
onpelle/leHHBIA THO Pa3pelBa «TeMNepaTypHOil» (QYHKIHUH, KOTOPYH
S MCHOAb30BaJ ANA o6bsicHeHHs KieTouHoH aubpdeperunposku. On-
HaKo, KOTla 2 cTaJl NOHHMaTh, KaKyl0 pOJab HFPAlT CrnenH(pHUecKHe
MPOUECCH, ypaBJAemble N0 THIY 06paTHOH CBA3M, B reHHOH peryas-
LHH Yy NPOKAapPHOTOB, B KaueCTBe OCHOBHl [JIfl aHanu3a s B3 (pH3HO-
JIOrHYeCKylo eQHHHMUY, aHAJOrMUHYIO NpeACTaBJeHHOH Ha puc. 2.4.
®yHKIHOHAALHO TaKasl e[IHHHIA MOXKeT OHTbL cBelleHa K 6oJee npo-
cromy BUAY (pHc. 2.7), eC/H NpenoNOKUTD, YTO OAHH H3 3/1EMEHTOB
CHCTeMbI PenpeccHH NO THNY 06GpaTHOH CBA3H $BJSETCS Y3KHM Mec-
TOM B CHCTeMe, M H300pakaThb ToJabKo ero. Torza uwucjo cramuit
B NMOCTEN0BaTe)IbHOCTH (ePMeHTaTHBHEIX peaknuél 6y1cT 3aBHCETb
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OT TOro, KaKas ersi cudtaercs yakuv mectoM. Ecau npemnono-
#Ars, yro MPHK (X) onpemenser cxopocrb GenKoBOro CHHTesa,
a ¢epment (Y) orpannumBaer cKopocTh obpasoBaHus cyGerpaTa S,
TO A/ ONHCAaHHA TPAHCKPHUNUHH H TPaHCAAUUH MOXKHO BBIBECTH
oueHb npubAHKeHHble ypaBHeHus. Cyuraercs raxksixe, uto S orpaHu-
YHBAET CKOPOCTb TPAHCKpUNHUH reda (. ITH [penmoJOKEeHHs
BNOJIHE NPaBJonofo6HB, NOCKOJBKY H3BECTHO, uTo, eCin Obl CKO-
POCTb OrpaHHUMBAIACh KAKHM-MHGO ApyruM dakTopom (Hampumep,
aMHHOKHCNOTaMH WNH OGeJKOBBIM CUHTE30M), UENb PEnpeccHH INO
THMY 00paTHOH CBAI3H paGorana Obl HeapdexTHRHO. HMcnonpdys aas
OMHCaHUA peNpeccHBHOTo AeHcTBuUf S Ha reH BLHIpaXKeHHe, aHaJO-
ruuHoe ypasHeHH0 (1.10), MBI MOXKeM 3amucarthb

dX a

=TT —dX, 2.1
roe B ¢ 4 b BKJIOUEHBI BCe weHHl, COOTBETCTBYlOIHMe cyGeTpaTaM,
cKopocTAM H depMeHTaM, yuacTBylouum B ciuHtese PHK; ¢ -— KoH-
CTaHTa acconHallHy KOMIIEKca penpeccop — FeH, CoAepiKaiiero n
MoJerys S, d — KoHcTaHTa CKopocTH ferpafanud MPHK. Jas Gea-
KOBOTO CHHTe3a MB MOXEM HCIO0Jb30BaTh MPOCTOE ypaBHEHHE

B ex—y, 2.2)

rie B e BXOLAT BCe KOHCTAHTBI CKOPOCTEH, UJEHH, COOTRETCTBYIO-
mue cybeTpartam W (paxKTopam, yuacTBYIOWHM B GeTKOBOM CHHTeae,
a f-—wxoHcTaHTa ckoOpocTH Aerpajauum Genka. Haxonen, npexmo-
JIarasi, yTo KOHLUEHTPauHH CyGCTPAaTOB HACTOMBLKO MaJjbl, 4T0 BbI-
paxkeHHs MuxasTuca JHHefiHH U Sp— KOHCTaHTa, MHE MOXKeM 3a-
MHCaTh

as

L =g —hS. 2.3)

DTy ypaBHeHHA KayeCTREHHO NOAOOHBI BLIBEAEHHLIM B NpPeNbIY-
wei rnaBe ypaBHeHUHAM cHcTeMbl (1.25), HO Bce oHH, Kpome ypas-
Henust (2.1), Kyla BXOAHT YJeH, ONHCHIBAIOIWINE yTpaBJIeHHe, coLep-
KAT TOMBKO JHHeliHble ufdenbl. Taxum o6pasoM, HCCIefOBaHHE HX
YCTOHUHBOCTH MOXKHO NPOBOLHTb TeM e MEeTOLOM, KOTOPLIM MBI
NOAb30BaJNCh B NpeiblAylueli riase-— AHHeapu3aluell H onpene-
JleHUeM KopHell XapaxkTepHCTHUEeCKHX YpaBHeHHH. 31ech eiwe pas
OKa3LIBAIOTCAl OUEHb 1EHHBIMH HcclenoBanus Yoarepa (Walter,
1969, 1970), Buunsrpa-I'ousaneca u Maprusneca (Viniegra-Gonza-
les, Marlinez, 1969) u Panna (Rapp, 1975), kotopbie moKa3LBaIoT,
KaKkofl JO/KHA OHTh 3aBHCHMOCTBH MEXIY 4fICJOM CTaZHil B Lenu
peakuuii u CTeXuoMeTrpHeil ynpabJasiouleil peakuHH (3HaueHHeMm n),
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y100L HMeJH MecCTo YCTOHUHBOCTH HJH HEYCTOHYHBOCTE (KoJe6a-
TeNLHBIH pexum)’.

UTOGH NpPOLOJIKHTL aHAMOTHIO CO CTAaTHCTHUECKOH MeXaHHKof,
HeoGXO0nHMO npeoGpa3oBath ypaBHeHus (2.1)—(2.3) rak, 4TOGH ux
MOKHO GBIIO TPOMHTErpHPOBATEL H NOJYUHTH NEPBHHA HHTErpaJ nBHU-
JKEHHSI; AJ5 3TOro HYXKHO NPeNCTaBHTL YDaBHEHHS B KOHCEpBATHB-
HoH (opme.

Uneun 4X u fY B ypaBHenusx (2.1) u (2.2) cooTBeTCTBEHHO
noxHE OBITH 3aMEHEHH KOoHcTaHTaMu 4 # f. IT0 03HauaeT, 4TO
BMECTO TOTO, YTOGH CUMTATH CKOPOCTH Aerpananiu NponopIHOHaNDb-
HBMH KOHIEHTPaNuaM JerpajHpyIOLLHX MOJNeKy.d, MH Npelnoaa-
raem, uTo MPHK u Genox nerpagHpyioT ¢ DOCTOSSHHOH CKOPOCTHIO.
9To COOTBETCTBYET OCOGLIM YCJOBHSIM, IPH KOTOPBIX PHOOHYKJEa3nl
H TIpOTEea3Hl BCErga NMPHCYTCIBYIOT B CKOPOCTb-JHMHTHPYIOUIHX KOH-
nenrpauusx, a MPHK H Genok HHAKTHBHPYIOTCS TOJLKO B XOle
KaTaJHTHYeCKOR Aerpananus. SICHO, UTO 3TH NPeANOJOXKEeHHS HecyT
¢ coGoft HEKOTOpBiE OrpaHHUeHHsl, HO, Kak YyBHIUM I03AHEEe, 3TH
OTpaHHYeHUS He TAK CUJbLHBI, Kak MOXKHO O6bLIO OB OXHAATD.

HanpHeliee ynpounieHHe MOXKHO HOJYYHTb, BOCHNOJIB30BaBIIUCH
paHee OTMeUeHHHM pa3THUMEM B XapaKTEePHCTHYECKHX BpeMeHax
OTBETOB SNHIEHETHUECKOR H MeTabodNuuecKoll cHCTeM. YpaBHeHHe
(2.3) onuceiBaeT MeTafo/iHuecKde npespaiieHHs S. DTo o3Hauaer,
yTO BpEMs NPOTEKaHHsl 3TOH peakllHH ropasfo MeHblle BPEMEHH,
HEoGXOLMMOTO ANS 3HAYHTEILHONO H3MeHeHHus Y; no3roMy ML Mo-
K€M TPUHATH, UTO S BCEria HAXOLHMTCA NPUGAUIHTEILHO B CTAUMO-
HAPHOM COCTOSHHH, H 3aNHCATD:

dS
Orciona S=(g/h)Y U MOXHO HCKMOYHTL S H3 ypaBHeHHs (2.1).
Jas npocToThl npuMeM n = 1; Torla nOJAy4YHM CHCTEMY ypaBHeHHil
CMeAYIOLIETO BHAA:

a__ e« _ 4
di = b+ kY ’
b + (2.4)

Tenepb 3TH YpaBHEHHA MOMKHO NPOHHTErPHPOBATD:
( s dX a ay
| X —ngr+(d—5Fw ) =0
el — fX 4 d¥ — L 1og (b + k¥) = const.

! O1u peayabTaThl GeAH paHee noaydewdl E. E. Cemvkonuiv (E. E, Ceankon,
«Mceienonarne ycaoBHl BO3UMKUOBEHHS NePHOIHYECKMX KOJeOAUHH B CucTeMax
depMenTaTHBULIX peaKunit ¢ ofparuoil ceAseio». B xu. «KoaeGatensime npouecctt

B OHOJOTHYECKHX M XHMUGecKUX cucteMax», non pea. . dpaska v ap. M. Hay-
Ka, 1967, crp. 81—93). — Mpunm. ped,
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Koncranra onpeneasieTcsl Haua/bHbIMH YCJAOBHAMH AJS NCPEMEH-
HuiXx X n Y,

Tenepn, Korna MLl HMeeM HHTerpaJ, HCOOXOAHUMO NOHSITb, uTS
OH O3HauaeT. DTO Jerue BCero ciaenarb, npeo0pa30Bas CHCTEMY
ypaBHeHHI (2.4) K HOBLIM NepeMeHHLIM, OpefeJeHHbIM CASAYIOUHM
obpasoum:

r=X—X,

y=Y Y,

rge ¥ # ¥ — ¢TANNOHAPHLIC 3HAYEHHS DepeveHNRIX, NoAYueHHbIe H3
ypapHemit (2.4) npu dX/dt =0, dY/dt = 0. Torna cncreMa ypas-

He]'ll’[ﬁ '.']p]’[MET BHI
dx v
=433~

dy (2.5)
ar = %%
rae y = a/dk.
ITocae HHTErpHPOBAHHA MOJAYyUaeM
2 .
L +dly— viog (v + g)]=C. (2.6)

Ecau C > 0, ypaBHeHHe ONHCLIBA€T 3aMKHYTYIO KPHBYIO Ha MJIOCKO-
CTH xy. DTo crelyer u3 Toro, yto Jobas npamas y = &, rae k—
KOHCTaHTa, NepecekaeT KPHBYI0O B JABYX TOUKAX, peuleHHAX ypaB-

HeHHA ‘
ex’2=C —d|y —ylog (v + v)],

KoTopile OYAyT HelCTBHTE/NLHDLI, €c/MH [paBast 4acTb HeOTpHNa-
teJbHA. Tak e Jierko MOXKHO 00KaaaTh, yTo JioHafa npaMas x — &,
rige k— KOHCTaHTa, BCErAa NepcceveT KPHBYIO B ABYX TOUYKaX, pe-
IEeHHNX YPaBHEHHS

ek?

y—vlogly+4)=C——-,

OMATb-TAKU NPH YCJIOBHH, 4TO [paBas uacThb HeoTpHuAaTeabHa. Kpu-
past Takoro THma u3obpakena Ha puc. 2.8. HeaunelHocTs uncHa,
ONMCBHIBAIOUIErO YIPaBaeHWe B cHCTeMe ypaBsileHuil (2.5), npuBonut
K TOMY, 4TO 0Ha HMeeT dopMy filla, KOTOPoe Ka3aloch MHe TOria
MHOroo0elIaI0MIHM HCTOUHHKOM Ued0H OGHOJOTrHueckod TeopHH.
K coxaneHHIO, HHYEero #3 3TOro €ilia Tak H He BHIJYNHJOCH.
CaenoBaTebHO, cHeTeMa ypaBHeHHA (2.5) onHcniBacT Hemlpe-
pbiBHBIE KoJefanus, T. e. mepeMeHHble IPCTCPNCBAIOT HEMPEPLIBHbIE
WMKJHUECKHE H3MCHENHS OTHOCHTENbHO CBUOHX CTaIllMOHAPUbIX 3Ha-
yenn#. [losTOoMy J1060€ NOCTpOEHHE CTATHCTHKO-MCXAHHYECKOro
TUNa, OCHOBAHHOE Ha TUXKHX YPABHEHHsiX, MOXeT AaTb HAM OpCI-
cTaBjeHIle O XapaKTepe PHTMHYECKIX piMelenifl, o0YCAORAEHHRIX
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koseballusiMH B LemaX penpeccHH no THoy oOpartnoil cesasu. Hcexons
A3 HallHX OLIEHOK 3MHreHeTHUECKHX BPEMEH penaKcauHH, MOXKHO
OHIaTh, YTO MepHoAH TakHX KoaebaHWA OYLYT COCTaBJIATH He-
CKOMbKO 4yacoB. B ocHoBe KaKoro ¢BOMCTBA KJAeTOK Morjd Obl Je-
KaTb 3TH pHYML? OZnHM OYEBHAHLIM KaHIWAATOM Ha 3TY POJb
NpeacTABASeTCs: CaM  KJeTOYHBIA UHKA, XOTA 1A TOro, 4Tofb
LOCTaTOUHO TOYHO CMOLEeNHPOBATDH
3TOT npouece, HeoOXoAMMo Inpeob-
pasoRaTb ypapHeHus. [lpyras Bos-

Y
MOKHOCTbL — 3TO OO0 HUeCKHe
Yachl, Mg HelpepHBHbIE KoleGaHuUs
NPOUCXOAAT ¢ NepHOfaMH, GIH3KH-
MH K 24 4. CoraacHo onpepnede-
HMIO, JaHHOMY B 32To#l riaBe, ofa
3TH HABJICHHS 3MOHIeHeTHUEeCKHe, U
HX MOJKHO aHaTM3HPOBATh ONWCAH- 0
/ x

HBIMH MeTofaMH. UToOH NOCTPOHTH
CTAaTHCTHYECKYIO MEXaHHKY CHCTe-
MBI, 3/JEMEHTH KOTOpPO#i ONHCHI-
BaloTCid ypaBHeHusMH (2.5) wnuH
AHAJIOTHYHLIMH HM Oo0Jee CJI0KHbi-
MH ypaBHeHHSIMH, HeoOXOZHMOQ HC-
XOAUTL H3 MHTerpanoB rtuna (2.6) )
N6 OGHOMY 1A KaX1ofl nemt ynpas- Puc. 2.8. 3aMkuyTas KpHpas 3amil-
JIEHHSs!, CUHTas, YTO BCE 3TH LEMH  cymociy y oT X, ONHCHBAcMaR ypan-
BHOCAT CBOH BKJaLd B AHHAMHKY HenneM (2.68).
CUCTEMb], H 3aTeM C HX HOMOUWLIO
NOCTPOHTL (YHKUHIO pacnpenese-
HHA NNOTHOCTH. DTa (QYHKIHA NaeT BepOsITHOCTL peajH3alldi Jio-
60r0 BO3MOMHOIO COCTOSHHS] NLHHAMHUECKON CHCTEMBI, COCTOSAIel
H3 BcexX Uemell ympaB/JeHHs W HX B3auUMOZEHCTBHII, KaKk 0Ll OHH
HH OBLITH onpcledeHbl. 3aTeM MOXKHO MONNTAaThbes BLIACHHTL pas-
JHYHBIe CBOHCTBa JHGO Uesdoro, nu6o gacreit. Omnepanus o6begu-
HEeHHsl wacTeil B CJI0XKHOE llejioe TAaKOro THOA LO3BOJASET HCMOJb-
30BaTh pAL LOBO/IbHO MOLLHBIX d4HAJHTHIECKHX METONOB H MOJYUHTD
CTaTHCTHYECKHEe OTBeTHl Ha BONPOCH, KOTOPble OGBIUHO He yaaercs
paspelluThb, ecjH 3aaBaTh HX B PaMKax JeTeDMHHHPOBAHHOH CH-
CTeMBbl, ¢ KOTOPOH Haua/lcAd aHann3, a HMeHHO CHCTeMbl YDaBHEHHH,
noao6HLIX (2.5).

3nech, MOXHO BepPHYThbesl K BHIBOAY ypaBHeHHH (2.5) u mo3pa-
3UTb, 4TO NPeINoJiOXKeHHs, cAefaHHble NPH UX BLIBOJAE, HACTO/ABLKO
KeCTKHe, 4TO C €aMoro Hadaja fenaloT NpHMeHeHUE ITHX ypaBHe-
HHM HeBO3MOuHBIM. Hanpumep, Jerko nokasaTh, 4TO MCXOZHBIE
ypapHeHHs (2.1)—(2.3) He HMeT KoseGaTeNbHBIX pelIeHH, ecaH
n =1, u uTo KoJefalHa BO3HHKAIOT TOJNBKO HOTOMY, TO Ilie BKJIO-
YeHbl YJeHBI, ONHCHIBAIOLIHE pacnajl CoefHHeHHA B COOTBETCTBHH
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C 3aKOHOM jeficTByomHX Mace, ORHAKO B 1JOM ACHO, UTO eClH je-
TEPMHHHPOBAHHLIE YPABHEHHS YUHTHIBAIOT CTOXACTHYECKHE CBOMCTRA
H BpeMeHHble 3aNa3/bIBaHHA, TaK UTO MapaMeTPH @ H e MOTYT cay-
uafiHeiM o6pa3oM (JYKTYHPOBaTb, TO paHee yCTOHuHBas CHCTeMa
MOKET CTaTh HEyCTOHYHBOHM, APOABJAA KoJebaTedbHele CBOficTBa.
Taiisepn u ®pssep (Tiwari, Fraser, 1973) nemasHo noxasaju, uto
HMEHHO 3TO H MPOHCXOJAHT ¢ ypaBHeHHsAMu (2.1)—(2.3), xoraa yuu-
THIBAIOTCA HeH30eKHBle INYMH H CJyyaliHbie 3af€PKKH BHYTPHKJe-
TOUHBIX MOJEKVIAPHLIX COOBITHH € NOMOWBIO BBEIEHHS 3JEeMEHTa
ciayuaiiHocTH B npouecc nepememenns MPHK or rewa (OHK) x
puGocoMe, NPOUeCCH Jerpaflallid MaKpPOMOJEKYsN H TPaHC/SILUH.
Tagum o6pasoM, ypaBHeHHA (2.5), «BCTpOEHHEE» B BePOSTHOCTHHIH
aHcaM6/1b CTaTHCTHUECKOR MEeXaHHKH, MOTYT JaTbh AOBOJLHO TOUHOE
OMHCAHHE BHYTPHKJIETOUHHX [POLECCOB.

Ecrb, onuako, Gostee cyuiectBeHHOe Bo3paeHHe. OHO COCTOMT
B TOM, YTO TaKHe METOABl NO CYUIECTBY CBOASITCH K ONEPALHAM
yCpeqHEeHHS, KOTOpPLEe IAS COBPeMeHHOTo GHOJIOrHYECKOro HCCaefo-
BaHUS MMeIOT OlpaHHUEHHYK LeHHOCTb. Hac uHTepecyeT ryiaBHuIM
o6pa3oM YINOPSIIOUEHHOCTDh, ABJAIOLAfCA pe3yibTaroM MopsiKa,
a He YMOPsIJIOYEHHOCTh, BO3HHKawpomas u3 Oecnopsfka, Kak 3To
npennonoxun lpenuurep B cBoeft oueHh HHTEPECHOH H L0 CHX fop
He yTpaTHBIIell ¢BOero 3HaueHHs Mouorpacpuu «Urto Takoe XU3BHB?»
(Schrédinger, 1948). OcHoBHasi uRes 3TOH KHHIM COCTOMT B TOM,
UTO CTaTHCTHUECKAsd MEXaHHKa OKa3BIBaeTCsd MOLENbIO, He COOTBET-
CTBYIOLLe#l OHOJOCHUECKHM MpoLeCcaM, NOTOMY 4TO YUOPsZQYEH-
HOCThb opraHusMa oOyCjoBJEHa He yCpelHEHHeM Mmoo GO/NBLIOMY
UHCY 3JEMEHTapHHIX COOBITHII, a onpenenfieTcs LHHAMHYECKHM CO-
npsKeHHeM oco6oro pofa, NO3BOJAIOUHM H36eXKaTb AUCCHMANHH
SHEepruH B BHAE TeMla HJAH TemioBoro myMma. OjpHako aHanaus
CBOMICTB TaKHX NHHAMHUYECKH YHOPAJOUEHHLIX CHCTEM HeNb3f CuM-
Tarb HECOBMECTHMBIM C NOCTYJaTaMH CTAaTUCTHUECKOR MEXaHHKH,
u Mapxkosuuem (Markowitz, 1971), Maxk-Knapom (McClare, 1971),
Kopuexkepom (Kornacker, 1972) u Mapxosuuem n Hucberom (Mar-
kowitz, Nisbet, 1973) B 3TOoM njaHe npoBeleHBl HCCNECROBAHMA CO-
NpSKEHHBIX YNOPSZOUEHHHX OGUHOJIOrHYecKUX cHcTeM. [oBOSBHO 06-
KA TONXOA K H3yyeHHIO YNOPSAOYEHHOCTH B OHOJOrMH € TOYKH
3peHHs] TepMOAMHAMUKH Ob1 pa3paborTad ['nancnoppom u Flpuro-
xuubim  (Glansdorff, Prigogine, 1971), xotopble BBeau NOHSTHE,
Ha3BaHHOe HMH JHCCHNATHBHOM CTPYKTYPOH; 3TO Takas CTPYKTypa,
KOTOpas MOAJNEpXKHBAET CBOI YNMOPANOUEHHOCTb, YTHJIH3IHPYVS HJH
puccHnupys 3Hepruio. Peub MIOeT, KOHeuHo, 06 OTKPLITOH CcHCTeMme,
¢ KOTOpoH NO3HaKoMuu GHosoroB ¢oH DBepranandgu (von Berta-
lanffy, 1952) u npyrue uccaenosarenn 6osiee uem ABa AeCATHAETHS
nazaj. Pesyabrat pabGotsl [lpuroxHuHa u ero Xoster COCTOHT B TOM,
YTO OHH MOKA3a.]H, KAKOBLI HEKOTOPLle HEOGXOAHMEE TEPMORUHAMHU-
yeCcKHe VCJIOBHS CYUIECTBOBaHHA OTMAEJNBHBIX KJaCCOB AHHAMHUECKHX
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CBOMCTB B CHCTEMaX, AadeKHX oT paBHoBecHA. Ho B HX aHanuze oT-
CYTCTBYET TEPMOLHHAMHUECKOE (MAKPOCKONHYeCKoe) OMHCaHHe 3THX
AUCCHNATHBHBIX CTPYKTYP. AliajluTHuecKue MeToAbl (PEeHOMEHOIOrHU-
UeCKOro ONHMCAHHA CTANHOHAPHLIX COCTOSHAI NUHAMHUYECKH YIOpSao-
YeHHBEIX OTKPBITBIX cHCTeM OBlJIM pa3paboTannl JHUIL CPAaBHHTEIbHO
HEeLaBHO, fa W TO HC BCe W3 HHX AB/NOTcA OeccnopHmimu. §1 pac-
CMOTPIO HX NpHJAOKEeHHe K HEKOTOpPLiM OIOJOrHUeCKHM TNpoleccaM
B NocjiefHell riaase.

AHaNOIHA ¢ BHUMCAMTENLHHIMH MAalUMHAMM: KJETKa
KaK KOHeyHhmli aBTOoMaT

PaccmoTpeHHe B3aHMOLCHCTBHS 3NUreHeTHuECKHX 1ened ynpas-
JIEHHS], OCHOBaHHOe Ha NPENCTABJEHWH O MPOUECCaX reHETHYECKOro
KOHTPOJII KaK O JIOTHUECKHUX NepekJioyalolnX Nensx, Ha NepBbii
B3I OPEeACTaBJfAeTCd MOAXOAOM, NOJHOCTBIO MPOTHBOMOOMOKHBIM
HCNOIb30BaHHOMY BHIIE A aHannza nmoselenus waetox. [Tpeano-
JOXKEeHHe, YTO aKTHBHOCTL reHOB MOJMKHO PaccMaTpuBaTh B TepMHHAX
TakHX OGHHAapHLIX 3/JeMEHTOB THNA «Ja-HeT», BBLICKA3bIRAaJOCh B He-
ckoabkHX pabotax (Hanpumep, Monod, Jacob, 1961; Sugita, 1963;
Apter, 1966). Onnako cucTeMaTHUECKH{I aHa/IM3 CBOACTB GOJIBIIHX
aHcaMmOsell TakHx eOHHHI Oblr Brnepeule npoeened Kaydmanom
(Kauflman, 1969), nonyunsillnM pAA OYEHb HHTCPECHBIX Pe3yJbTa-
1oB. [Ipennonoxenns, caenannoie KaydbManom npHM KOHCTPYyHpPOBa-
HHH MOJEeNH SMNHTeHeTHYeCKOro NOoBeLeHHS B BHJAe ceTH (YHKIHO-
HAJAbHO B32aMMOAEHCTBYIOUIUX I'eHOB, COCTOANH B CJHERYIOIIEM:

1. TeH UK BK/IOUEH, HJIM BLIKJHOUEH, H NO3TOMY eMY MOXET GLITh
npunucado uneno | uau 0 cooTBeTCTBEHHO.

2. Kaxnaplit reH uMeeT TOJNBKO IBa «BX0Ja», T. €. YNpaBJasercs
TOJbKO ABYMS MeTab0/HYeCKHMH CHTHANaMH (HanpHMep, /ac-onepoH
pearupyer Ha penpeccop H Ha HAM®, kak nokaszano Ha puec. 2.3).
d10 TpefoBaHHE MOMHO CIeJaTh MeHee KeCTKHM, T. €. JONYCTHTB,
4TO YHCJIG BXOLOB MaJjo, MIPAKTHYECKH He NOBAHAB HA PE3yJbTarT.

3. Bxoabl MoryT O6LITh MOJIOXKHTEJbHLIMH H OTPHLIATENLHLIMH
(onsiTh MO aHaNOrHM ¢ lac-omepoHOM, Iae penpeccop obnanaeT HHru-
6upylownm, a YAM® cTumy HpYIOUIHM de#CTBUEM), a pacnoJoxe-
HHe BXOZOB H COeXMHEeHH{I OTHOCHTEALHO TeHOB cayuaiiHo. [MosToMy
HecsteLyeMble CeTH CKOHCTPYHPOBAHBI CydaiiHeIM 06pa3oM H HMEIT
IpHMEpPHO OAWHAKOBOE KOJHYECTBO H3 BCEX BOSMOXKHBIX KOMOHHa-
UHH BXOMOB H COEAMHEHHH.

Hcnonb3ys 3TH OCHOBHbie NOJOXKEHHA, MOXHO (peICTaRHTH [O-
BeJeHHe [eHa ¢ NMOMOMIbI0 TabJHIbE NEePEeXOJ0B MEXINY COCTOSHUAMU
caenywumum o6pasom. TlpennonoxuM, Mbl paccMaTpHBaeMm red X
€ BXOJAAMH M3 reHOB Y u Z. DTu BXOAH, KOHEUHO, CBA3aHbl He NMPAMO
C reHaMH, a uepe3 WX NpOAYKTHl (penpeccop aB/IAETCs NPOLYKTOM
resa {, a uAM® — nponyktom rena, KOAMpYowero ageHHIaTHUK-
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na3sy). BpeMs KBaHTyeTcsl eJHHHYHBLIMH IIaraMH Takofl JorHueckoh
MaliMHK WM aBTOMAaTa, MO3TOMY MH MOXXEM NPescTaBHTL Nepexol
MEXAy cocrosuusimMH reHa X Tak, Kak caejano Ha puc. 2.9. flapni
BO3MOMKHMX 3HaueHHI BXOJHEIX CH[HANOB B MOMeHT T mnpliBeleHb
B KOJIOHKaX noj nepeMeHHBIMH Y u Z, a 3HaueHus aas X, coorser-
CTBYIOILME 3THM BXOZHLIM CHIHAJ1aM B MOMEHT BpeMeHH 7 --1,—
nofi nepeMennodl X. Tabauua nocrpoena naa [ac-onepoHa ¢ Y, co-
OTBETCTBYIOLIUM TeHY i, H Z —TeHy, KOLHPYIOIleMYy aJeHHJaTIUHK-
nasy. Lac-onepon aKTHBEH TOAIbLKO B TOM CJydae, ecjH penpeccop
nvakTupHporad (Y =0) u npucyrcTyer

T T+l 4AM® (Z=1). dra Tabanua onpeiender

Yy =z X {yHKUHIO, H3BECTHYIO MOJ Ha3BaHWeM GY./1eBOH
¢yHKuuH GHHapPHLIX NepeMeHHLIX Y H Z
0 o0 g
0 y X=J{, 2).
10 0 Jas u3oGpaskenun Joruyeckux QyHxuuit ta-
. KOTO poja BMecto TIpadHKOB HCIOAL3YIOTCA

1t 0 rabauuw.

OueBHAHO, MO-pasHOMY pa3Mmeias HYJNH H
Puc. 29. DByrepan CAHHHIB B KOJOHKE NOJ X, MOXHO NO.IYYHTE
Gyurnus, wucnoneayio- MHOMXKECTBO 6YNeBbIX (BYHKIHE ABYX mepeMeH-
wasca Aansm onucamns  HEIX. [JOCKOJBKY YHCJIO BO3MOMHBIX MECT B
lepekMiouend - CTPYK-  gonoHKe paBHO 4 M LIS KaXKAOrMo M3 HHX Cy-
TYpPHLIX TeHoB lac-ome-

pona B orper ma pxoa- UIECTBYeT BBIGOp M3 JBYX HEPEMEHHBIX, MOJ-
HHle CHTHAMM, MORyyeH- HoOe UHCNO 6yiaeBbX GYHKUUH HBYX mepemeH-

HBle B pe3yabTare akK- HEIX paBHO
TuBHOCTH rena i(Y) n

reHa, YNpaBJRIOLIETQ 2X2X2X2=2¢+=16.
o6pasoBaHHeM aaeHun- .
arukaase (Z); X CeTp B33HMOJEHCIBYIOIUX TEHOB KOH-

npeactaBaser  co6oft  CTpyHMPYeTCA myTeM Bhifopa HEKOTOPOTO 4HMCIa
3KTHBHOCTb CTPYKTYP-  penop, cKaxeM N = 100, ¥ npHCBOECHHS Ka-
HEIX TEHOS. KAOMY TeHy cayuafiubiM o6pasoM OZHOM H3
16 BO3MOXHEIX OyaeBbIX dbyuxuui. 3atem re-
HaM MPHIHCLIBAlOTCA BXOAbI C NOMOUIBIO CayyafiHoro BHOOpa H3
ofmieroc 4yHC1a reHOB, MpHUeM eCclH LaHHbIH TeH BHIOHpaeTca He-
CKOJMIBKO pa3, TO CYHTAETCH, UTO OH BHICTYNAeT B KauecTBC BX0AA
LSl HECKOJIbKHX Apyrux reHoB. B caywae N reHoB cocroflue
ceTH B Mo0of MOMeHT BpeMeHH OyIeT 3a4aBaTbCH BeKTOPOM, CO-
CTOAWHMM H3 pana N Hyle#t W elIHHHU B TNOPsAKe HYMEpPauHH
reHoB. UMC/0 BO3MOXKHLIX COCTOAHHI CeTH paBHO, OueBURHO, 2V,
Hauunast ¢ HeKOTOpOro Haua/JbHOrO MOMEHTa, CKaXeM, Koria
BCe reWnl BLIKAIOYeHn (0), cerhb HoOcJejsoBaTeqbHO NpoildeT uepe3
psL ONpeleeHHLIX COCTOsIHMM, corilacHo npaBHaaMm Nepexona (6Y-
JeBLM QYHKIHAM), OpHOHCAHNBIM KaXaoMy reny. Takoso nosene-
HHE MHOXXeCTBa NOoGHLIX cerell, Heele/loBaHHBIX KaydMaHOM ¢ no-
mourbio IBM.
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Mo:KeT moKasaTbhesl, UTO TaKOe HCC/eJoBaHHE HE HMeeT HHKa-
Koro fBHOro cMbicha. Jas N == 100 2¥ —ouens Goabluoe YHCNO;
TaKHEe CETH UMEIOT MHOXKECTBO BO3MOXKHBIX COCTOSIHHI H, KaK mpeg-
noJstarapT, NepexonsT H3 ORHOIO COCTOSHHS B Apyroe cJay4yafiHbIM
06pa3oM. [TockoabKy ceTH fAABAAIOTCA KOHEYHLIMH aBTOMaTaMH, CO-
BepllaeMble HMH YHKJH [JOJHKHE HMETb KOHEWHLI NepHOx, KOTO-
pBLil MOXKeT GbITb, OLHAKO, O4eHb GoabmuM — o 2!% maros. B neit-
CTBHTENBHOCTH 3TO U €CThb TOT pe3yJbTaT, KOTOpblil MoJydyaercs,
KOMJa YWCa0 BXOAOB Ha reH paBHO N, uucay reHoB. Kak ormeuaer
Kaydvah, ecru ans nepexoia MexJIy COCTOSHHAMH HeoGxoauMa
| MKc, TO BpeMd, B TeueHHe KOTOPOFO CETb NPOXOLHT NONHbIH ILHKJ,
paBHO npuMepio 107, yMHOXeHHOMY Ha Bo3pacT BceneHHo#, oue-
Hennbii Xa66som. Hukakaa OuosorHueckas cHcreMa He HMeer
B CBOEM paCHOpPSIKEHHH Taxkoro GoJbIIOro BpeMeHH.

DHJI0 mOKa3aHo, U4TO CETH ¢ OLHHM BXOLOM Ha 3JEMEHT HMeT
TONBKO HECKOJbKO MeHbLIIHe BpeMeHa wHKJAa. [lostoMy, Korza
KaydmaH o6Hapyxui, uTo mpd uucae cBA3ell Ha 3jeMeHT, PaBHOM
2(K = 2), noayuaioTcs MaJgsle NPOAOMKHTENLHOCTH 1HKJA, NpHUeM

cpenee 3HaueHue GbL10 nopalka 4/ N, TOT pesyinTar moxasascs

yaueuteabHeIM. Tak, n1a N = 100 cpenHee BpeMs UHKJa DaBHO
gecATH efnHunaM. Ecion Kaxnas enusuna pasHa 1 MHH, TO cpenHee
BpeMs 1ukiaa — 10 MuH.

3nech Ham HeoGXOAHMO CHOBA PaccCMOTPeTh GHOJOTHUECKYIO CH-
CTeMy U DONbITaThC CAENAaTh HEKOTOpPble OLEHKH BEeAHUHHB N
U BpeMeHH nepexofa. N —uHCIO reHOB B KJeTKe, a BpeMms mepe-
Xoa — BpeMsi, HeoOXonHMOe 1A aKTHBALHH reHa H MOJYUYEHHS 3a-
METHOTO MeTafo0/iHUeCKOro oTBeta. Mbl yXe OueHHTH, 4TO BpeMs
nepexona BapbHPYeT OT HECKOJbKHX MWHYT LO OJHOro uaca. Jlas
eJHHHYHBLIX OTBETOB THMA paccMaTpUBaeMbIX MBI MOXEM NPHHATH,
4yTQ 3TO BpeMs paBHO mpHMepHO 10 MuH.

OueHKa YHCIa TEHOB B KJeTKe 3HaWHTeNTbHO MeEHee HalexHa.
HOnas Gaxrtepuit a3ra BesdunHa paBHa ~10°, a 7174 BHCIIHX —
104—105.

Boasmem N =10% Torma pnas BpeMeHHOro IIara, paBHOTO
10 vur (mo onenkam Kaydmana, sta BeavunHa paBHa | MHH, UTO
CKOP€e BCEro CIHIIKOM Masjo A5 KJAeTOK MHOTOKJAETOUHbIX), Cpef-
HHe BpeMCHa HHUKJIOB paBHb 10 . x/l()" = 10° mun, wau 16,6 4. ITa

BeJHUHHA JEXKKHT B TOM iK€ BPCMEHHOM HHTepBaJe, YTO H ONEHKH
LS MepuyodoB KomebaHN#t B 3MHTeHeTHUeCKOH clHcTeMe, H NONAanaer
B AHanas3oH LJAHTEIDHOCTEH KJSeTOUHBIX LUHKIOB MHOTOKAETOUHDIX.
Kay{maH npuMeHHJ CBOH PacCyXAeHHA K NJHTE ibHOCTH KIETOYHBIX
UHKJOB B KJETKaX PA3JHYHbIX THIOB, CBA3LIBAA HX ¢ 00l0HM comep-
xannem JHK. flcHo, uTo OcHOBaHHA AJ5 3TOro BeChMa (ATKH,
H MHe KaXelcs, UTO BAaBAaTbCS B IeTaJH €ro NOAXoAa He CJeayer.
Uto xe Ha camMOM Jeje IIHTepecHo, TaK 310 3aMeuaTedbHOe
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C6NHMIKEHHEe ABYX NOAXOA0OB K SIBJICHHIO PHTMHYECCKOH aKTHBHOCTH B
SNMreHeTHUYCCKOR CHCTEME W OXKHAAEMOMY [IHaNa3oHy 3HayeHufl mne-
puoja. [lo-BHAMMOMY, BHYTPHK/JIETOUHasad HAHHAMHKA MPOLECCOB
yOpaBJeHUs] FeHaMH BKJAIOYAeT KO0JeGaTeTbHYK aKTHBHOCTD, H C/lel-
CTBHEM 3TOr0 ABJAETCS PUTMHYeCKOoe MoBeJeHHe KJIEeTOK, TaKoe, KakK
KJETOUHLIH 1HKJI M GHOJOrHYyecKHe yacH. MHTepecHasa oCOGEHHOCTH
noaxoxa KaydmaHna COCTOHT B TOM, UTO CHCTeMa He HYyxkJaercH
HH B KaKofl crenHalbHOH KOHCTPYKUHH, GOJBIIHHCTBO CaydaHHDIX
cetelf OyayT o6.1aaTh YCTORUHBLMM UHK/JHUECKHM OBEJEHHEM C pa-
3YMHBIMH IJHTEJBHOCTAMH IHKJAA., DTOT MOMEHT OueHb BaXeH AJA
[IOHHM@HHS TOro, KaK BO3HHKAaeT MOPANOK H3 HeyNnopsaLOUeHHOCTH.
3ro uMeeT GOAbNIOE 3BOJOUHOHHOE 3HAUYeHHE U BBOAHT, TaKHM 06-
pasoM, coobparkeHHs, KacCamllHecss CTaTHCTHICCKOTO NOCTPOeHHS,
KOTOpEIe OyeHb HHTEPEeCHHM 00pa30M JONOJHAIOT CTaTHCTHYECKHe
IHHAMHUeCKHe MOAXOAD, pPacCMOTpeHHLIe paHee.

IMoaxon KaydMaHa K SNHreHeTHYeCKHM MPONECCaM HPeNCTaB-
JseTcsl PasyMHbIM B aclexTe YHUBePCaJbHOCTH KOHCTPYKIUHH, HO
B nJaHe BO3MOXKHOCTeH NPHMeHEeHHA MAaTeMaTHUECKOro aHajiH3a OH
oueHb cnal. DTO B TOYHOCTH HPOTHBONOJOQXKHO BLIIEPACCMOTPEH-
HOMY CTaTHCTHUECKOMY [AHHaMHUuecKoMy NpHONUIKeHHIO, rAe aHa-
JIH3 BO3MO’KEH, HO TOJIbKO 33 CUeT BCEOOUIHOCTH XapaKrepa B3aMMO-
neficteuii. bBosee mnoagnHe wuccaenoeauus [Istacca u KaydwmaHna
(Glass, Kauffman, 1973) nokasanH, ogHaKo, Kak MOXHO NOROATH
K aHajHu3y paccMmatpuBaemoii mogenu. [lomumo toro, Kaydman
(Kauffman, 1973) ouyeHb HHTepeCHO pa3BHA CBOH COGCTBEHHDLIE mep-
BOHa4aabHble Haed. [Ipd npuMeHeHHH HieH O UepeKJIOYaIONIMXCH
Hensix X H3MeHeHHAM >NHTeHEeTHUeCKOTO COCTOSHHS, CBA3aHHOILO C
ABJEHHAMH IETEPMHHAUMH H TpaHcleTepMuHauud v Drosophila
(Hadorn, 1966), u3 paccMmorpelidil BepOATHOCTEH mepexoja Mexuay
COCTOSIHHAMH B HMarHHaJbHBIX OHCKax Drosophila Gul1 chenad pan
HHTEpPECHBIX BLIBOZOB, KaCalOIUHXCA MPOCTPAHCTBEHHBIX CPaHHIL
B pa3pHuBalomeMcs IMOpHOHe Hacekomoro. To, YTo TaKHe BbIBOILI
yIaN0Ch MOJYUHTD H3 MOLETH SNMHCEHETHUECKHX YIPAaBJAIHX NpPoO-
HeCccoB, OCHOBauHOH Ha npoctoM ¢yHIameHTe OYy/ieBOH JIOTHKM,
YKa3blBaeT Ha CKPBITYIO MOtb 3TOT0 MOJX0Jda, a TaK:Ke Ha TBOpue-
ckylo tpantasno Kaydmana u ueTKoCTh ero padoTsl.
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MUTOTHUYECKUM U KIETOYHbLIM LUKILI

Ilpokapuorsi

B MeraGoauuecKoil cCHCTeMe KJAeTKH, ONMHCAHHOH B V. 2, KOHIEH-
TpauHy ¢epMeHTOB, BXOAfALIHE B YPaBHEHHA KaK NapaMeTphl,
0CTaloTCA MOCTOSTHHBEIMH B TeueHHe BpeMeHH Nopsijika BpeMeH pe-
Jakcaumu Mertabonnueckux cHcreMm. B anAreHeTHuecko# ke cHcTeme
axTHBHOCTH (QepMeHToB U KoHueHTpamun MPHK u pPHK craso-
BSITCA MEepeMEHHbIMH, NOLOOHO KOHIEHTPAIHAM MeTaboJIHTOB, B TO
BpeMsi KaK «KOHWLEHTPauUH» reHOB OCTAIQTCA MOCTOSHHBIMH, Olipe-
e/ HEKOTOPble W3 TapaMeTpoB. B CIefyWIleM npHOJHAKEHHH
«KOHUEHTpAIH!» TEeHOB CUHTAlOTCS H3MEHSIOWHMHCS H OCHOBHOE
BHHMaHHe yneasieTcs ynpaBieHHio penanxkanded JHK u cpasaH-
HbIM C 3THM SIBJEHHMAM B MHTOTHYECKOM M K/JeTouHOM nukJax. Kak
NoKas3aHo B /. 2, IIHTEALHOCTH MHTOTHYECKOro 1HKJa H 3nHreHe-
THUECKHX TMPOTECCOB CHIBHO NCPCKPLIBAIOTCA, NOTOMY NPOBOLHTDL
pas/HuHe MeXAYy HHMY Ha OCHOBAHHH XapaKTepHbIX BpPeMeH peJiak-
cauud HeucaccoofGpazHo. K ToMy Ke MBI yBHAHUM, 4TO yIpaBJeHile
pennukaiueil JJHK, no-BHAKMOMY, TPOHCXOAUT B OCHOBHOM CoOrJac-
HO TeM e NPHUUHNAM, 4TO W perysiiiHsg aKTHBHOCTH rCeHOB. 2To
He ynusHTeabHo, Tak kak JHK gpaserca He Gosee yeM ORHHM 3
BHIOB MakpoMoJekyJ. I[loaToMy MBI BKJIOUHM MHTOTHUeCKHH H
KJETOUHBI LUMKAB B KaTeropuio SMHredeTHYeCKHX ynpaBaslOUINX
nporeccoB. DyleM cuHTaTh, 4TO 3anac reHeTHdeckoil HudopManHu
OCTaeTcsl HeM3MEHHLIM, T.e. HCKAIOMAKTCS MYTallHH H TakKHe npo-
Lecchl, KaK KPOCCHHTOBep, HHBEPCHH, AYNAHKAWIH U T. k., KOTOPBIE
MOTrM 6Bl BAMATH na 0ODbCM reHeTHdecKOd HHQPOPMAuHd W ec 1o-
CTYNIHOCTD. DTH TIPOLCCCHl PACCMATPHBAIOTCH KAK MCTOUHHK H3Me-
HeHUl Ha caenyIOmcM YPOBHE (PYHKIMOHAIBHOTO aHaJH3a KJIeTOK
H OPraHnisMoB, olpenenssn I‘EHeTH'-lE‘.CKle CHCTCMy B ILeJOM. H He
6yny ocTaHaB,HMBAaThCA HA HHX NOAPOOHO, NOTOMY UTO 3TH TPoIeC-
Chbi, MO-BIAHMOMY, NONUHHATCA NPHHUUNAM, COBEPIIEHHO OT/HY-
HbIM OT NPWHLHNOB PeryJslHH aKTHBHOCTH: COINVIACHO CYLIECTBYIO-
KM [peiCTABJAeHUAM, H3MeHEeHHs B TeHeTH'ICCKON HHGpOpMaluy
pPaccMATPHBAIOTCA TOJBKO KaK Pe3yJbTaT YHCTO CAy4ailHhIX coObI-
THHl, KOTOPHIMH KJETKH W OPraHu3MBbl VYNPaBISIOT HC3HAUUTCABHO
HJH HC YOPaBJIsSIOT COBCEV.

1 ocTaHOBMIOCH CHAYaNa Ha KJAETOUHOM LHKJE [POKAPHOTOB
BBUAY €ro CPaBHHTEJIbHOH OPOCTOTR H HAaJHYWs JOCTATOYHO
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AeTajibHofi uHPOpMalHH, MO3BOAAIOUIEH NOCTPOHTD MOJEKYISAPHYIO
Mofeab. Tak Kak LHKJ He HMeeT HH Hauana, HH KOHIA, HCXORHaA
TOUKa JO/KHa BHIGHPATLCS COr/acHO HeKOTOpoMY dbyHKUHOHAJAbHO-
MYy KPHTepuio, KOTOPBIH HaNleXXHO oTpaxcaeT CYUIECTBEHHYIO ocobeH-
HOCTh BHYTpHKJeTOuHOro npouecca. [luka paasutHn Gaxkrepuit
HMeeT JBe TaKHe TOUKH: MepBasg — MOMEHT pa3fleleHHs JABYX JO-
YEepPHHUX KJIeTOK H BTOpas — MOMeHT MHHuuauuu peniauxkaunn AHK.
XoTs nepBas U3 HUX YAOOHee ¢ TOUKH 3DeHHs 3KCHEDHMEHTa, BTopas
OKa3bBaeTcsl (DYHKIHOHAJbHO Gogee apexBarHofi. OTKAoHeHws B
unuuanun penaukaunn JJHK 3#auuTensHo MeHbure, ucM BO Bpe-
MeHM Hayasia pa3feleHUs KJETOK; 3TO YKa3blBaeT Ha To, uTO Mep-
BLI Dpouecc ropasno Gosee KPUTHUEH IS KJAETOK, 4eM BTOPOl.

Jlo CHX mop MBI COBCEM He TOBOPHAH O MPOCTPAHCTBEHHOH CTPYK-
Type 4 IHTOJOTHH KJAETOK, €CJIH He CUMTaTh KPaTKOTO YHOMHHAHHS
o MeMmGpaHe B CBfI3U ¢ [ac-omepoHOM. XapaxkTepHas 0CoGeHHOCTh
noaxosa K (YHKUHOHHPOBAHHIO KJAeTOK, OCHOBAHHOrO Ha TEOpHH
ynpaBneHusa, COCTOUT B TOM, MTO, NOCKOJIbKY Peyb HIET O JHHAMHKE
KJeTKH, OueHb Ba)KHOH nepeMeHHOH SBJAETCA BpeMsl; TMOHATHE XKe
OPOCTPAHCTBa B TAaKOM MOAXOAe MPaKTHUECKH oTcyTcrBYyer. KieTky
MOXHO paccMaTpHuBaTbh Kak cdepy, OrpaHuueHHYO MeMOpaHOH, H
CYHTaTh, uTO BCe cocraBHble yacTh -— JHK, PHK, 6eagkn u mera6o-
JIMTH — PaBHOMEPHO pacnpeflefleHBl BHYTPH 3ToH cdepul. Ho Haun-
Has ¢ MOMeNTa, Koraa peub HAeT O KJIETOUHOM IHKJe, Heo6XOAHMO
BBECTH HEKOTpble MHHHMa/JbHble NPOCTPAHCTBEHHLIE OrpPaHHUEHHSA.
DTH orpaHuueHHs CTaHyT GoJice 3HAUHTETLHBIMH NO3XKE, B CBSA3H
¢ nponeccaMH Pa3BHTHA, KOPJa BMeCTO OOBIKHOBeHHBIX Rupdepen-
HHAJILHLIX YPaBHEHHH HOJLKHBL OYAYT HCHONB30BATLCSl YpPaBHEHHS
noas, BKJIIOYalouMe NPOCTPAHCTBEHARE NepeMeHHbie. B naHHLIE Mo-
MeHT OTMeTHM TOJDLKO, UTO B NONyJasnHAX OaKTepuil, pacTymiux
B OLHOPOAHLIX OJaroNpHATHLIX YCJMOBHSAIX, KJIETKH MMEIOT OJfHHaKo-
BHle pa3vepsl B M0G0l HCXORHOH TOuKe KJIETOUHOro LHKIa, HOKa-
3bIBast, UTO OHH CRHOCOGHBI B KaKOM-TQ CMbIC/e H3MepATb CBOH c06-
CTBEHHBI 06DLeM H pa3nensTh €ro Ha NPUMEPHO PaBHBIE MOJIOBHHE
npu neseHuu. Dakrepuu, npeuMyllecTBCHHO HCNOJb3yeMbIe [l
M3YUYEHHS KJeTouHoro uukia, — E. coli u Salmonella typhimurium —
no ¢opme GJIH3KH K LHIHHAPAM H PacTyT BAOAL NPOAOJALHOH oCH.
[lepBblfi NpH3HAK pasjedeHus — 3TO NOABJNeHHe KPOMKH, Has3paH-
Holl meperopofKofl, KoTopas HIeT [0 MOBEPXHOCTH NUAHHIpa Ha
YDOBHe cepelHHBI npononbHoil ocH. [TojoxeHnne aToit neperoponky,
RO-BHAHMOMY, TOUHO KOHTPO/JHPYETCsS, TaK YTO KJIETKa HMeeT He-
KOTOPYIO IIPOCTPAHCTBEHHYW HHGMOPMAIHIO, KOTOPYIO OHa HCMOJb-
3yeT 15 ONpelesieHHs JoKajH3auHB 3Toil cTpykTypst (Walker,
Pardee, 1968).

HopMajibHbie Bpemennple cBA3M MexAy penaukamieir JTHK u
KJETOYHLIM JeJeHHCM MOryT HW3MeHAThbCS! TMOA JeficTBHeM pasady-
HLIX (AKTOPOB, NOKA3LIBAsA, UTG 3TH CoOBITHA He CBA3AHB NPHUHH-
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HO KakuM-auGo Xectkum oOpasov. Hanpumep, 6enHas cpena, or-
cyrerBie Mg?t, neHunumIA, KpucTanautecknil $pHoIETOBRI, YaAbLT-
pagHoeTOBOE H PEHTTEeHOBCKOE H3JyueHHe — BCe 3TO NPenATCTBYET
$HOPMIPOBAHHIO NeperopoJKH H [03TOMY OCTAHAB/AHBaeT KJETOUHOE
nenenne, a penaukaund JTHK u ofiiuit pocr npogosmkaiorca. B pe-
3yibTate GOPMHPYIOTCS OYeHb AJIMHHLIE KJIeTKH B BHIe HHTEH.
Pennuxaunio JHK moxkHO pa3oGuuThL ¢ poCTOM Takke U € NO-
mollblo MHTOMULKHA C, ¢eHeTo1a HAH MPH HCKIOUEHHH H3 HHKYOa-
LLHOHHO cpeibl THMHHA; NMPH 3TOM NPOHCXOLHUT 3HAUHTEJNBHBIH pOCT
knetok, a JHK He cunreanpyercs (Pardee, 1968). CyuectByior
MYTaHTBl, B KOTOPLIX KJETOUHOe jJeJeHHe M pa3beiUHEeHHe Houep-
HHX KJIETOK NpOROJ:KalTCs B orcyTcTBHe pemnmuxauuud JAHK; npu
aroM obpasyiorea Kjaerkd, He comep:xawue JIHK. Taxkue Knerkn
He MOTYT, KOHeuHo, XMTh oueHb gosro (Adler et al, 1967; Inoye,
1969). Bce 3TH ¢haKThl MOKa3LIBAIOT, UTQ NEePHOJHYeCKHE SBJeHHS
uHunnauuyu penaukanud JHK W Hounpmauud $opMupoBaHHA Depe-
rOPOLKH CHOCOOHBI K aBTOHOMHOH LHKJIHUTIOCTH;, TaKHM o6pasoM,
OHH HMEMT CBOH COGCTBEHHbIe MeXaHH3MBI YIpaB/IeHHs HIH Xe o6a
npouecca ynpas/ifioTcs ¢ UOMOUIbIO BHELIHEro OCHHAJIATOPA.

Tak Kak GakTepHasibHa$i XpOMOCOMa NPeaCTaBJseT cofol 3aMK-
HyTyI0 KosnbueBylo HHK aauuoii oxono 1,3 M, To, NO-BHOHMOMY,
pasyMHO Oblio 6Ll NPeamoNOXKHTb, 4TO B OCHOBe OHOJOTHUECKHX
4acoB JIEKHT LHKAMUECKoe IBMH)KeHHe TpOLECCa penyHKalHH no
XpOMOCOMe CQ CKOPOCTDLIO, NPONOPUNOHANLHOAR CKOPOCTH pocTa 6aK-
tepud. OQHAKO eCTb NaHHBIE, KOTOpLle DELIMTEJLHO NPOTHBOpEYaT
stoMy (Yoshikawa, 1967). Buictpo pacrymue GaKTepHH NMOBBLIIAIOT
o6y ckopocth penaHkanud JHK He yBennueHHeM CcKopoCTH
BKJIOUEHHS! B TOUKE POCTa, a YBeJIUEHHEM UYHCTAa PacTyUIHX Touek,
HHHIMHPYS BTOPO# LMK DEIIMKAUHH NpeXjae, 4eM 3aKOHUHTCA
nepsbifi. TakuMm o6pa3om, uyachl AOMKHBI CKOpee HMETh XapaKrep
OCLHINATOPE, YNPaBIAOUIEro COOGHTHAMH HHHUHMAIHH € NOMOLIbIO
UHKAHYECKHX M3MeHeHWH KOHIeHTpaUMH, a He NpencTaBldATh coboi
aBTOMAaTHYeCKoe IepeMelleHHe N0 3aMKHYTOH HanpaBasiouweH. a-
fNee, NO-BHAMMOMY, PasyMHO Oplio Obl NPeAnoNOXHTh, 4TO aHano-
FMYHBIA OCHMJJSITOD VIPaBJAsieT HAualoM CO3JaHHA NeperopojKH
H UTO MEeXAY 3THMH [ABYMS OCIM/LIATOPaMH B HOpMe CYIIECTBYeT
onpeneiendblil ¢aBur no ¢ase. B pesyarbraTte 310TO CABHra obpa-
30BaHHe NMeperopoikH HauHHAeTCS NOC/Ae NPeKpPalueHHs PenJHKAIHA
JAHK, a 3atem gm0 caMoré aeneHHs npoxoiut bpeMs 20 MHH (Tax
HaswBaeMnili D-nepuon) (cm. pabory Helmstetter, Cooper, 1968).
HopmanbHoiil nepHon BpeMenH, HeoOXOAHMBIH 151 DOJHOHN peniH-
kauuu xpomocoym, C, cocrasaser oxono 40 MHH He3aBHCHMO OT CKO-
pocru pocra (Helmstetter, Pierucci, 1968). DTn Bemnuunel onpene-
AS1I0T MOMeHT WHHuHanuu penaukanuu JHK B kiaerkax, pactyuiux
¢ Jo6ofi faHHOA CcKopocThbio. Hanpumep, ecan Bpems Y/ABOEHHS
kiaetkn paBHo 30 muH, To pennuxauud JHK 3akanuupaerca 3a
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20 MHH [0 JedeHHS, a HHMIMAUWA OPOMCXONHT 3a 40 MHH [O
3TOr0, TaK UTO HHHUMALHSA peniiKalud XpPOMOCOM, pa3jesieHHBLIX
MeX1y JOuepHHMH K/leTKaMH, COBMajaeT C HeNeHHEM, NPHBEIIIHM
K ofpa3oBanuio ux opapoantedefi. OueBHIHO, HHHIIHAUUH JOJAKHB
OPOMCXOAMTL B KJeTKaX Takol Kyasrypsl Kaxiete 30 mun. Ecan
BpeMs reHepalldd H3MeHsercd A0 50 MHH, TO HHHUHAUHS PeNJHKa-

0 — (BJL3)

OMui = 50 MUK 10 mum
HHuguauus peniy- Aerenue
xayuu JHK

t |
(0.9 (Esa)jxal

40 MiH 20 muk
Oo'paaaaaﬂue nepe-

20podiu

3asepuicrue peniu-

Kauuu JHK

30 mur

Puc. 3.1. Cxemaruueckoe H306panccHMe KAETOWHOTO nUKAa GakTepuil, MoKa3WBaio-
Ilee pacmapeaenesie BO BPEMEHH NpoLeccOB HHHUHauMw penauranun [IHK, so3-
HHKHOBEHHS! MEPETOPOJIKY M J¢NeHUA KACTKH B S50-MHHYTHOM UHMKIE,

uun JHK naa noyepHHX KJeTOK npoHCXonuT 3a 60 MHH 10 MX pas-
nenedud, 1. e 3a 10 MHH R0 fefleHMs, NPUBOASILIENO K 06Pa3oBAHHIO
ponuTeJbCcKoH KiMeTkH. TakuM o6pa3oM, MBI BHAMM, UTO peNIHKa-
uuss JHK Moxer uHunuuposaTocsl B J060f MOMEHT KJETOUHOLO
HKJT2, HO 3TOT MOMeHT Aad Jao00ro 3aJaHHOro BPEeMEHH reHepa-
nuH 6yneT PUKCHPOBAH,

DTH CTPYKTypHDIe H BpeMeHHEIe OTHOWIeHHS 17a 50-MHHYTHOro
KJIETOUHOrO UHKJZ CXeMaTHUeCKH npelcCTaBJjieHbl Ha pHC. 3.1. Uuu-
pHanua penauxkanuy JHK npoucXoJHT B HyJ/eBOH MOMEHT BpeMeHH
(rakoe xe cocToaHue, Kak npu 50 MHH) H oTMeyeHa TOSBJEHHEM
BTOPO! TOUKH Ha MeMBpaHe, IpHMHKAIOUIEH K MeCTy INPHKpeEnaeHHA
KaXA0H XPOMOCOMBI. IJTOT y4acTOK oONpellessieT HauaJo XpoMOCO-
mbl, perinkanua JIHK HHHUMUpPyeTcs 37ech M NPOJOIXKAETCA B
ofoux HaMNpPaBJEHHAX 10 TeX nop, NOXKa ABe penHKauHOUHbie BHJI-
KH He AOCTUIHYT TEPMHHAJBHOH TOUKH, PAClOJ0KEHHOR MPHMEPHO
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HanpoTuB Hauaia (Masters, Broda, 1971). [lockoapky pennurauus
M POCT NPOMOJNKAIOTCS, 3TH YIAaCTKH H3-33 pocTa MemMOGpaHBI pas-
ABUTAIOTCS, Pa3HOCH, TAKUM O0pa3oM, JouepHHe XPOMOCOMEL B pas-
Hble CTOPOHLL. Brmepsnie 370 6u0 nokasano )KakoGowm, Paiitepom
n Kysuneim (Jacob, Ryter, Tuzin, 1966) npu usyuewun Bacillus
subtilis. Pocr MevGpaHnl y [POKapHOTOB, TakHM 00pa3oM, HrpaeT
pOJb MHTOTHYECKOTO annapaTta (HMeloulerocs y 3YKapHOTOB), pas-
LeafIoIIero AoYepHHe XPOMOCOMBL. XPOMOCOMH, KOHEUHO, Npen-
CTaBASIOT cOGOM HROMHLIE CTIHPAJU, 3 PENJIHKALUHA NOJYKOHCEpBa-
THBHA, HO AJS TOPOCTOTHI XPOMOCOMEl Ha PHCYHKe H300paKeHDLI 8
BHJle OMHHOUHKIX HHUTell. OKOHUaHHE peniHKanHH XPOMOCOM COBIIa-
LaeT ¢ Hauajom opMHpoBaHusl neperopoikH. OueHb AcHOE M NO.1-
Hoe ofCcy:KIeHHe ITHX NpoueccoB NaHo B 0030pHol cTathe Hounauw,
Hxouca u Tusepa (Donachie, Jones, Teather, 1973).

PenankoH u runoteza MHHDHATOPA

OnHa H3 NepBLIX MOJEKYIADHHEIX [HNOTE3, BLIABHHYTHX IJIA
oGbsicHenus ynpasnaeHus pexknukanueli JHK, ocHoBniBanach, Kak
H CTeJIOBaN0 0XKHJATh, Ha ONePaTOpPHO-PENpPeccOPHO MOILEIU pery-
JAATHH aKTHBHOCTH TEHOB, pPacCMOTpeHHOH B Npeauaywiefl raase.
OcHoBaHMeM AJ5 3TOMO MOCAYXKWIO clefymiiee, BBLIO MoKasaHo,
yTo HHKaxol (pparMent GaxtepuansHolt [JHK, BeeleHHOH B KIeTKY,
He 06Jafaer cnocoGHOCTLIO K aBTOHOMHOH pensinkauuu; e obJa-
naet TOAbKO (YHKUHMOHAJLHO HHTErpa/bHas eJHHHMUA, HasBaHHad
peniinkonoM. OIHOH W3 TaKUX eIHHHI sBJfAeTcs OaKTepHajdbHas
XpOMOCOMa, HO CYIIECTBYIOT M JPYIHe, TakHe, KaK mosioBoH (axrop
E. coli u ymepeHnole Gaxtepuotbaru. Kaxinas H3 HHX COAEPKHT
uHopManuo, Heo6XooHMYIO 151 COGCTBEHHOH penfHKauHH, H To-
3TOMY COCTaBJfIeT elHHUUY ynpasJjeHusd. Torna AOJKHBI CYWECTBO-
BaThb MYTAHTHI, ¥ KOTOPWX YyOpaBJeHHe TEeM HJIH HHHIM crocoboM
Hapyieno. TakHe MyTaHTH ObiH oOGHapy:xeHb JKakoGoM, Bpewu-
Hepom u Kysuumm (Jacob, Bremner, Cuzin, 1963), koropuie npen-
JOXKHUJIH THROTe3y penduxoHa. OHUM DoKa3asu, UYTO JBe reHeTHUECKH
pa3nuunble MYTAuHH BRISBIBAIOT npexpaulende uHHunanuu JAHK, n
NPEMONOXKHIIN, YTO OJHH M3 3aTPOHYTbIX MYTalHeHd TeHOB OTBET-
CTBEW 3a NPOH3BOACTRBO Geaka, HeoGXOAHMOro IJisi HHHUHAUHH CHH-
tesa JIHK, a apyrofi ceszan ¢ npuxpensenem JJHK x xi1etounod
meMm6paHe, 4TO HeoOXOAMUMO 14 pennukanuu. [lepBoli ren Obla
Ha3BaH TeHOM-HHHIHATOPOM, @ BTOpPOH — reHOM-PeniHKaToOpoM 4,
KaK CUHTaJ0Ch, ONUpelledss Hauajgo XpoMocoMH. Cornacio 3THM
NpencTaBleHHAM, enb ynpanjenus NeHcTBYeT Mo HPHHIHNY ROJO-
XKHTebHOR o6paTHOH cBfA3d, npHyeMm nNpeanoJgaraercs, 4TO ONHH
pa3 B KaxIOM LHK/NE pemiuMKaluu FeHbl, {HHUHATOD U penHKaTop,
CTaHOBATCS aKTHBHLIMH, 4TO NPHBOLHT K CHHTe3y 6e/KOB, Heo6Xo-
AMMBIX A5 CeflYIOllero IHKAa uHMuHanuu. HecoBeplieHCTBO 3ToH
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1HIIOTE3El OUEeBHJIHO, [OCKOJALKY oHa He OOBACHET HH TOro, 4T
HMEHHO ynpas/fer CHHXPOHH3auHeH AKTHBHOCTH 3THX TeHOB, HM
TOro, Kak 4aCToTa HX aKTHBHOCTH CBfi3aHa ¢ KJeTOYHLIMH BpeMeHa-
MH reHepanuy. Mozneab, pacCMaTpPHRAIOIAA 3TH MOMEHTHI, npejso-
KeHa Comnetipaxom 1 Mané (Sompayrac, Maalge, 1973).

B cea3u ¢ nputoxoM $H3MKOB B OHOJOrHIO B KoHue 50-x u Ha-
qajc 60-x rogos Obiap BBeNeHB NpeAcTaBieHun 06 «aeMeHTapHBIX
JacTHLaX» KJAeTOYHMX (DYHKUHH, HA3BaHUST KOTOPHIX 0Opa3zoBaHH
HeOJIOTH3MaMH ¢ CYyPQPHKCOM <«OH», B COOTBETCTBHH ¢ YHoTpelie-
HueM 3Toro cyggHukca B (H3HKe, KaK, HanpuMmep, B TepMHHaX ¢o-
TOH, 3JeKTpoH, mo3uTpolt i T. 4. lIpuaymoiBaHuc naspaHull 1% HO-
BBIX eNHHHI, TAaKWX, KaK MYTOH, IHCTPOH, 3HMOl, CTaj0 JOBOJILHO
IONYJApHLIM pa3BjieueHHeM B MoONeKyJspHOH OHOJIOTHH; OLHOH H3
TaKHX eqMHHI fIBjseTcs H pensuxon. B coobuennu B Journal of
Theoretical Biology cpasy nocne BBeleHHA TOHATHS «pPeMIUKOA»
YKa3bIBaJOCh, 4TO A5l TOr0, 4TOGH HAillH MPENCTaBJIeHHA O KiIeTod-
HOH opraHu3anuu oOpeNH 3aKOHUEHHOCTDL, HYyXKHa elle TOJLKO OJHa
ennnuia — jenpekon . C ee BBeldeHMeM CTajH OBl TOHATHH BCe
acnekTnl KJeTOuHoro moeefeHHsi. Ha oCHOBaHHHM COBPEMEHHLIX JaH-
HhX NpencTaBisieTcs, 4TO B OTJHYHE OT NPOKAPHOTOB, KOTOpLie
HMEIOT TOMLKO [0 OZHOMY JIENPEeKOHY, 3IYKapHOTHUeCKHe KJeTKH
JOJDKHBI HMETh MHOTO TaKUX eJHHHN, TaK YTO KOHIEeNUHA He TOJbKO
3aBepiliaeT KapTHHY 1Jaf GaKrepuil, HO U OJHOBPEMEHHO RaeT MOJ-
Hoe ofbsfCHeHUE N0 TeX NOp 3arafloyHOro MOBELEHHS DerynsipHbIX
1IPOIECCOB Y 3YKapHOTOB.

I'nnoresa penpeccopa MHHUIMAUMH

[Hnorc3a pennukoHa oCHOBaHA Ha ToM (daxTe, uTo AJSl HHHIIHA-
nud penanxanun JHK Heob6xoauMmnl Kakue-T1o Oenxn. To, uTo takue
GeJKH JOJKHBI CYHIeCTBOBATb, BPSL JH YAHBHUTENLHO, IO M3 3TOIO
HH B KOCM CJjydae He cjelyeT, 4yTO OHH HIPalOT POJb HOPMAJbHBIX
BHYTPHK/IETOUHBIX PeryaTopoB HHHuHauHH. Bo3MoxHO, HX npucyr-
CTBHE — 3T0 NPOCTO HeoOXOAHMOE YC/HOBHE WHHLUHANUK aHAJOrHUHO
TOMY, KaK Ha/JHuHe (epvMeHTa B KJeTKe fABJAAETCA 11e00XOLHMBIM
YCJOBMCM NPOTEKaHHs peakuHH ¢ 3aMeTHoft CKopocTbio. Kak Mbl BH-
e, caMH (CPMeHThb He BLICTYNAOT TIPH 3TOM B POJH YUPaBRJNIO-
HIMX CMrHafioB B MeTafo/uyeckodl HIH 3NMHreHeTHYECKOH CHCTeMax,
CienoBatesibHO, HaAHule HHUNHATOPHLIX H PeNJHKaTOPHLIX MY-
TaHTOB OTJHYHO corJacyeTcss ¢ TeM, UTO OKOHUaTeqbHOE yrnpasJe-
HMe HHHuHanuedi pemanxauuu JHK csd3ano ¢ gpyraM Genkowm,
IHeACTBYIOMHM KaK penpeccop HHHiHauuH. Takas moZe/lb HaXOIHT-

t Jlenpekon (leprechaun; upaanpcka# ¢oavkiIop)-— AyxX B BHAE MaJeHbKOro
XHTPOrO CTapHuKa, KOTOpBL, Oyay'H NOAMaHHM, MOXKET OTKPHIBATb KA3Ibi —
ITpus. ped.
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cs1 B GOJILIIEM COOTBETCTBHH ¢ HCXORHO#H pemnpeccopHO-oneparopHOi
MOZETBLIY, YeM rHnoTe3a HHHUMaropa. OHa TakXKe NaeT HaM HAEK
cnocoGa, KOTOPbIM KJeTKa MOMeT H3IMepsTb CBOH COOCTBEHHbLIR
ofeM.

[puruapa, Bapr u Koaruus (Pritchard, Barth, Collins, 1969)
BLICKA3aJii NpPEeATON0KeHHe, YTo KaX/Abld penyHKOH HMeeT I'eH, Ko-
TOpuIll KopHpYyeT OesIOK, CNOCOGHLIH NpeRoTBpallaTh HHHUMALHIO
penaukanuu JHK nyrem B3auMolelcTBHS WJAH ¢ HHHIEATOPOM,
HJH HEMOCPCACTBEHHO € XPOMOCOMOM; 3TOT fesoK pafioTaeT, Cleno-
BaTeJbHO, KaK penpeccop HMHHIHauuH. OHH NpenosoKuni, 4To red
nokanusobad B JHK cpasy nocse nieHTpa HHHNHANUH (DOCTY.IHPO-
BaHHBLIH reH-penjlHKaTop), KOTOpBIA 049 Mmoboro ZaHHOrO LITaMMa
GaKkTepuH HaxoAHTCH B (DHKCHPOBAHHON Touke xpoMmocomul Bckope
nocie Havasda peninkauuu JHK 3T0oT ren-penpeccop yaBauBaer-
cfl, H, KaK npenno/araeTcs, NpOHCXOAUT BenblKa cHuTesa MPHK.
Tpancasuus 3toit MPHK npusoauT K nosBseHun Genaxa-penpecco-
pa H, KoTtopulil npeRoTBpalnaeT CJAeNYIOWHA LUHKJA HUHHUHALMH pe-
oaukanua JHK. Peninkauus B 3ToM cayuae NPOHCXOLMT ¢ HOD-
MaNLHOH [t Hee CKOPOCTbIO, H KJ1eTKa pacreT ¢o CKOPOCTHIO,
3aBUCALIel oT ycaoH# nurands. KOHUeHTpauHa penpeccopa HHH-
LHAUHH 10 Mepc pocTa KAeTKH O6yleT yMeHbIIAaTLCsl, TaK Kak mpel-
moJiaraeTcsi, UTO [ocje HEeJOJIroH BCHHIIKH CHHTE32a pempeccopa,
KOTOPasi HMCeT MeCcTO Cpa3y INoc/Je YABOeHHS reHa, ofpa3oBaHHe
penpeccopa npexpamiaerca M uTo Gemok ycroiduus. Chenyomuft
uMka pensivkaunn JHK uHHuMHpyeTcs TOALKO nOCJae TOro, KaKk KOH-
HeHTPaluHa penpeccopa najaer HHXKe HEKOTOPOrQo NOPOroBOro 3Ha-
YeHH$, JOCTUraeMoro NpH ONpegesieHHLIX pasMepax KaeTkH, Takuwm
06pa3oM, MBI BHAUM, KaK YyBeJHUYeHHe Pa3sMEpPOB KJETKH NPHYUHHO
CBA3aHO C ynpaBJjeHHeM HHHIHMaIHH H KaK KjieTKa «H3MepsAeT» CBoft
co6eTBeHHbl 06beM. KOHuUeRTpauHsl penpeccopa B KJeTKe pacrer
M nagaer NHJI000pa3HO, KakK 5TO NIOKa3aHO Ha puc. 3.2, npHuyeM
HHHIHAUHSA TPOHCXOAHUT B TOYKaX MuHHMyMa. Tounas ¢opMa Huc-
xonsiuelt 4acTW KPHBOR 3aBHCHT OT TOro, JIMHEEH HJM 3IKCIOHEH-
uMased KJACTOUHBLI pOCT; NOCAENHHI BapHaHT H [peACTaBJdeH Ha
9TOM pucyHKe. Kak ObIo MOKa3aHO BhILIe, KMETOUHOE NejdeHHe MO-
JKeT npoHao#tu B Mo60oH KOHKPETHOH TOuKe 1HKJa, ompeaesseMoi
CKOPOCThK) pOCTa. 3aMeTHM, UTO KJETOUHOe [ejeHle He MeHsleT
BHYTPHKJETOUHBLIX KOHNEHTpauuii 4 NO3TOMY He BJAHSIET Ha KPHBYIO,
KoTOpaf H3obpakeHa Ha puc. 3.2. MakcHMa/ibHOe 3HaueHHe PaBHO
2h;, rie h;-—nopor HMHHNHAUMH, TaK KaK yIBOeHHe K/ETOUHOrO
o6beMa K MOMEHTY JeJeHHst BEI3LIBaeT yMeHbleHHe KOHIEHTPAaLHH
B 2 pasa corJlacHO MPHHATHM noctysaataM. M3 stofi Monenn umeer-
cs psnp CAeICTBHH, KOTOpbie paccMoTpeHH B cratbe [IpATuapna
1 ap. (Pritchard et al, 1969). OgHo H3 HHX — 3aBUCHMOCTL MEXAY
KJeTouHbM 00LCMOM H BpeMcCHCM reHepalHn g, KoTopasi cosep-
WEHHO eCTeCTBEHHO BO3UHXaeT u3 MX TCHNoTe3H. B0O3MOXHOCTDH
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NOJYUeHH TaKof 3aBMCHMOCTH w3 mocTtosHcTBa C 4 D (BpemeHu
PENHKAHY XPOMOCOM TNJHOC BpeMeHH o6pa3oBaHHA Reperopoiku),
ycranosIerHoro Xenapmcrerrepom H Kynepom (Helmstetter, Coo-
per, 1968), 6mu1a Bnepsbie oTMeueHa J[loHaun. He Tak naBHO OH
NpeatoXKHA 0ObiCHEeHHe PEry/NsiHH pasMepa KJIeTOK B TepMHHaX

2hg}-
3
X
£
$ R f 1
g Hnunuayuz  penauranun  JHK

Bpems

Puc. 3.2. TrnoTeTA4eCcKHH OCUMANATOP, MeXamHA B OClOBe YIpPAaBJCHUA HHMIMA-
udedt penankauun JHK B mopenn Ipntuapaa n op. (Pritchard et al., 1969).

Kounenuun sjaemeHTapHoil kaetku (Donachie, Begg, 1970; Dona-
chie et al, 1973).

BriGepemM HeKOTOpBIN HauadbHbil o6bem GakTepHaNbHOH KJETKH
H 06o3HauuM ero V,. Ymo6Hol Be/MUHHOR npeAcTaBafeTcs obbeM,
COOTBETCTBYIOUIHH K/l1eTKe, KOTopas PacTeT O BpeMeHeM FeHepaluu
C + D =60 mun, Tak Kak Takas k/JerkKa OyneT HMeTb OLHY mnapy
penaHKaluHOHHbX BHJIOK, HHHIHHPOBAHHNX 33 BpeMfA Ka’XKIOro KJje-
tTousoro geneHus. T1pedanosio’KuM, uTO POCT OTAEAbHBIX KJAETOK 3KC-
NOHeHUHaMeH, TaK UTO MLl MOXKeM 3aMHCaTh

V="V, 2%,

rie g — BpeMst renepauuyu KaerkH. O'CBHIHO, 1% 4aCTHOrO CAy4as
g = 60 MuH npu { = 60 MuH V == 2V, u xnetka pasgeaurcs. [Ipen-
NOMOKHUM Tenmepb, UTO KJIeTKa nepeHeceHa B (ojee GoraTyw cpeny,
rie CKOpPOCTb ee pocra Basoe OoJblle W OHa JOCTHraeT oGbeMa
2Vy 3a 30 MuH, T.e. paHblue, 4eM 3aKOHUATCH pelIHKAauusl U pas-
nenenue xpomocoMm (C -+ D). Torza KJeTka He CMOXKeT pasfesHTb-
ca npu o6veme 2V,, Tak Kak penyiHKanHs 4 pasgeleHUe XpPOMOCOM
ellle He 3aKOHUEHB, H K MOMEHTY BpeMeHH, Koria el mpencraBuTcs
BO3MOXKHOCTb DPa3lleluThesl, AOCTUTCHET 3HAuuTeNbHO GoJbluero
o6bema. [loaToMy Korpa fouepHHe KJIeTKH IeHCTBHTENbHO pasfe-
asrcs, o6beM MX Oyner aHaumTeqabHo OGoablie, yeM Vi, a2 HMEHHO
V250N

2
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Torza o6beM KJIETKH, pacTyilefi CO BpeMmeHeM reHepallHH g, cpasy
nocae Je/leHHs paseH
V= v, 2€C+DVe

S
Orciofla BULHO, UTO, UeM ObicTpee PacTyT KJIeTKH, TeM Bojbure Kie-
TOUHLIH 06GbeM, 4TO H OOCYXJaJoch B Npensiayueidl riase B CBA3H
C JaHHBIMH, NOJYYeHHBIMH Mané u ero Kosajgeramu NpH HCCIel0Ba-
unn Salmonella typhimurium.

Hcnoab3ys Mopenn IlpuTuapma u Ap., MBl MOXeM OONBITAThCA
crenaTh ewe OfUH lar A8 Toro, 4yTo6bl HAHTH 3a2BHCHMOCTh MeX-
Ny Vu M KOHUeHTpalHel MOJCKY,l penpeccopa nuuunaukd H B xnet-
Ke. ITpeanosioKuM, 4TO 4HCIO TaKHX MOJEKYJ], CHHTe3HpyeMoe B
pacueTe Ha XpoMocoMmy, ecTb a. HMcxoaHblifi o6beM B 3TOM cayuyae
CHOBa papeH Vy— ofbeMy KJIeTKH, HMelolled TOJNLKO OAHY pemiy-
KaOMOHHYI0O BHJKY, KOTOpas HIHUHHDYeTCSl KaXKALIM JeldeHHeM.
Torma KOHueHTpalus CHUTE3HPYEMOTrO penpeccopa paBHa

a
h,= Vo 3.2)
TaK KaK aMIJauTyda u3MeHeHHA ecTb A.. [loncTaBiss B ypaBHEHHe
(3.1) BMecto Vy ero 3HaueHHe H3 ypapHeHHs (3.2), MBI MOJyuHM

___a olC+Dyg
V“—TMQ . (3.3)
Taknm o6pasoM, Mbl MMeeM 32aBHCHMOCTD, CBA3EIBAIOLLYIO Pa3Meprl
KJTEeTOK, BpeMst TeHepaluH, HCXOLHDIH o6beM H MOPOroBYI0 KOHLEHT-
paupio penpeccopa HHHIHAUHH, 3TO CTaJO BO3MOXKHLIM Giaropaps
(dyHnlaMeHTaJbHBIM NaHHbIM XeabmcTeTTepa H Kynepa o nmocTofiH-
cree (€ + D), KoTopoe cOXpaHfieTcf B 3HauHTe/ILHOM OHamasoue
BpeMeH TeHepaiiy, XOTA W HapylaeTcd Y OueHb MelJNeHHO PacTy-
IIHX KYJADbTYD.

CosBeplienHo 0YeBHIHO, 4TO MHOXKecTBo NpobjaeM NpH 3THX pac-
CMOTpEHUAX OCTaeTCsl He3aTPOHYTHIM H (OPMYJMHPYIOTCS TOJALKO He-
KOTOpHie OCHOBHBIE 4epTHl K/AETOWHOTO NHKJAa MPOKapHOTOB. 3aBucH-
MOCTb, YCTaHOBIEHHAA MeX1y BPCMCHCM TrcHepanud W ofbhemoM,
BHOCHT B CXeMY YNpaBjeHHf NPOCTPAaHCTBEHIIbI aCNCKT, XOTSH M Jge-
JN3eT 3T0 B MHUIIHMaJbHOH cTenmend. Eciy MBI 3aX0THM HapHCOBATb
cxeMmy uend ynpasiesus pennukaunedn JTHK, Mu pomxubnl 6ynem
H306pecTH KaKOH-HHOYIb MeTOA NPeAcTaB/eHHA caMoro mnpouecca
pocra, B 4eM L0 CHX mop He Gblio HeoGXoRHMocTH. Utolbl mpencra-
BMTb JIOTMKY Mofesad [IpHTyapna corjacHo npHHUMNAGM OOpPaTHOH
CBfI3H, MLl MOXEM pacCMOTpeTh cXeMy THNa H3o0paxeHHofi Ha
puc. 3.3, ucnosib3yd 00603HaueHHs, BBeleHHbEe B ABYX IPeRbILYLIHX
riasax.

3nech bl H300paKaeM POCT KaK «KOHEUHBIH [pOAYKT» HeficT-
Bua PHK u 6enxa Ha nuraTcabHble BellecrBa. Kpyxox ¢ Ra
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o6o3nauaer MPHK penpeccopa nnnunauua H, xotopuifi 6okupyer
penaukamuio JJHK, o6o3navennyio npofinoit cTpeskofi. PocT HHaK-
tTuBupyetr H ¢ nomomuisio npoctore mpouecca passeneHus. fIcro,uto
9TO MPeACTaBAeHHe HEYLORJIETBOPHTENBHO, MOCKO/ILKY BIHAHHE POC-
Ta Ha H He onocpenyercs cmeuHduueckum curianom. Mcenoabsopa-

J \ et <EE::>

PHK Ry,

\

\

[}

1

]

/I

'l

Moo
H ) \e
i

]

]

/

— v
TAMEAL AT Focm |-~
E{%e;mmsa }"’ beaox )| Pocm |

Puc. 3.3. CxeMa ynpaBsJueHusi CBI3bI0 Mexay poctom H penankammeir JHK y 6ak-
Tepuit, ocHOoBauHaa Ha Mogenn [lputeapaa u ap. (Pritchard et al., 1969).

HHe CXeMbl ceTell ympas/eHHA NMOJE3HO W aJeKBaTHO TOJDLKO B TOM
c/llyuae, €CaIH CTPeJKH COOTBETCTBYIOT HAEHTH()HUHPYEMBIM CHrHa-
JaM HaIH UHOpMaUHH, ONOCPeROBaHHOR ChenH(HIECKUMH MoOJeKY-
gamu. [loatoMy Mbl Tenepb BLIHYXAEHB OTKa3aThCs OT 3TOIO
npeACcTaBJaeHHAS.

[Tpu BriBoge ZAHbQepeHIHANBHEIX YpaBHEHHH, OMHCLIBAIOMIMX
IHHaMHKY TaKoil MOAe/H, BAUSHHE POCTa YYHTHIBAETCH OTHOCHTEb-
HO OPOCTLIM crnoco0OM. 3anHiieM KOHUEHTPANHI0 HEKOTOPHIX MoJe-
KyJa, HanmpuMep onpegnesedHoro THna MPHK, B knetke ofhemom V
B BHJE

=—-V—1
rae Ny —uncno monekyn MPHK B knerke. AnajoruuHo sanuitiem
KOHIleHTPaLHIO COOTBETCTBYIOIIHX GesIKOB KaK

yzN_Y

Tl
Hismenenne Y Bo BpeMeHH 6yneT ONHCHIBATHCA CJAEAYIOUIMM YpaBHe-

HHEM:

ay 1 an
dr TV dat V7 drc 3.4)
MOXHO CUMTaTh, UTO KOJHYECTBO CHHTE3HPYeMLIX B eAHHWLY Bpe-
MeHH GesnKOoBbIX MOJIEKY./T MPONOPUHOHAIBHO KOJHYECTBY HMEHLHX-
cf romonoriuHbix Moacky. MPHK, kotopoc pasno Ny = XV, npea-
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nojaras, Kak ¢ paHpie, uTo MPHK cayXHuT cKOpOCTb-IHMHTHPYIO-
wHM daxropom Genaxoporo cuHHTe3a. [TosToMy, ecan 6enok ycroil-

uMB,
dNy

TT—&XV.
IToacrasass 310 Bmpa:kKeHHe B ypaBHeHHe (3.4) u 3amucoiBaa Y
N
BMECTO ~~, MH mOayuaey
dY v o dV
_ET_QX_VY’ rae VWT.

Ecanu pOCT KJI€TOYHOro o6bema 3KCNOoHeHUHaJseH, To

V=nuV
" ypaBHeHHe (3.4) cBOAHTCH K
B —ux —py. (3.5)

[l;11 HeSKCIIOHEHNHAJLHOTO POCT2 B (IPOH3BOLHYI0 KOHUEHTpaLHH
Gesixa BpeMsl BXoAHMQ GOul siBHbIM oGpa3oM. Ecan Genox Heycroiiuus
¥ IpPH 3TOM pa3pylllaeTcs cO CKOPOCThIO, MPONOPUHOHATLHON cBOell
coBcTBeHHON KOHUEHTpauuu, B ypasHeHHH (3.5) O6yneT mpHCyTCTBO-
BaTb elle OAHMH ujeH, —yY, TaKk UTO OHO MPHMET BHL

%=aX—|3Y, roe B=pn-+ y.

AHanoruyHolii NOAXOA NPUMEHHM H K JIPYrHM TUNAM MOJEKYJ, OT-
clola BUAHO, uTo OCLIMA BUL YpaBHeHUN He 00f3aTe/IbHO H3MEHAET-
¢t IpH HaJMYMH POCTa, KOTOPLIH, ec/TH OH 3KCHOHEHUMaJ/eH, BXOJIHUT
B HHX KaK JONOJNHUTe/NbHBIl napaverp. B craenywoulefi rrase Ml
pacCMOTPUM YpaBHeHHS KaK L OTHAJNbHLIX KJETOK, TaK H IJf
KJeTOUHBIX MNONyJsUMA, KOTOpbLIe [Q3BOJAT HaM HCCIenoBaTh Je-
TaJaH K/JeTQUHOro UHKJa NMPH U3MEHSIOUHXCA YCIOBHAX B KYJbTYpE.
A B nocnexuefl riraBe 6yaeT NpPeACTABJEHO aHAJUTHUECKOE HCCTELO-
BaHHe pOCTa, paccMaTpHBaeMoro KakK KOONepaTHBHBIA mpouecc.

DdyKapHoTH

Lluronoruyeckoft OCHOBOH pas3aHuHil MEXAY NPOKAapHOTAMH H
3yKapHOTaMH fABJSIETCA TO, 4TO NOCIeJHHE HMEIOT 4eTKO BLIpaKeH-
Hble s/1pa, OTHAeIeHHble OT NHTONMasMbl aLepHoii MemG6paHoil. [lo-
ueMy pa3BH/ach TaKasd opraHcitia, HesicHo. PyHKuHOHHpPORaHHE re-
HOB MOXeT BROJHE HOPMAJbHO NPOHCXOAHTL H B LHTONA3Me, Kak
3TO YU HMeeT MECTO Yy MPOKapHOTOB, H MOXHO OBLIO 6B NMPHBECTH
NoBOABI B MOJAB3Y TOro, 4TO HaJHuue nAepHOTO 6apbepa NelCTBYeT
NpoCTO Kak MNpelfTCTBHEe AJA CcBoOOAHOrO o6MeHa uHbOpManHel
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MeXAY reHaMH M OCTaJbHON 4acThbiy KaeTKH. KoHeuHo, ¢ TOYKH
apeHHs YNpaBJeHHs HENPOCTO NMOHATH, 3aueM HY:KHa snepHas opra-
Hes1a. OWakKo ajiech M0/1e3HO NPHHATL RO BHHMaHHE CTPYKTYpPHBIE
coobpaxceHus, HampuMcp npobJeMy YNaKOBKH PeNVIHUHPOBAHHBIX
XDOMOCOM ISl HaleXHofi ROCTaBKH HX B HouepHWe KJaeTkd. Ecsu
OBl XpOMOCOMBI GBI paccesHb MO BHYTPHKJIETOUHOMY NMPOCTPAHCT-
BY NPUH3BOJBbHO, TO ObLI0 OBl TpyaHee cofpaTbh HX BMECTe njsf pac-
npeneJienHs) MeXAY AOYCPHHMH KJeTKaMH IPH MuTOo3e. DTy npolie-
MY MOXKHO 6b110 6Bl PEIHTH TAKHM Ke crnocoBoM, K4K 3T0 clesnaHo
y Oaxrtepni, — npHCOeZHHEHHEM XPOMOCOM K YyacTKam MeMmOpaHbl
H 0X Qu3MyecKHM pa3fe.felideM NPH pocre Membpann. Ho B Kierxe,
¥y KoTopoil HeT BLIZeJIEHHOH OCH, 3Ta OnepalHsl CHALHO 3aTPYLHEHA,
K Tomy Xe OTCYTCTBHe B KJIeTKaX KHMBOTHBIX CTPYKTYPHOH OMOpH
B BHJe TBEPAOH CTEHKH H MHOMOUHCIEHHOCTh XPOMOCOM JeJaloT Ta-
KoH npouecc ete Gosiee TpyAHbIM. [103TOMY KOHCTPYKIMS BHYTpeH-
HEro COPTHpYyoIero YCTPoHCTBa — MUTOTHUECKOrO BepeTeHa — CTa-
HOBHTCA yeM-TO 06f3aTejbHbIM, 2 ARepHas o00JOUKA Lep:KHT Xpo-
MOCOMBI BMecTe, KaK NayKy, A TOTo, uToGbi rapaHTHpOBaTh MoJs
HYI0O COXPaHHOCTb CTPYKTYpH BIJIOTH 00 Haua/ja pa3sfefeHHus.
OnHako, BO3MOXKHO, poJb fiAepHOH MeMGpaHB 3YKapHOTOB B
npouecce camoil renHoft peryasiuuu 6ostee 3HauuTenbHa. [locreneH-
Hoe YCNOXKHEHHe FeHOMa BBICIIHX OPraHH3MOB, NO-BHIHMOMY, ILIO
nyTeM LYIJAHKALUHH CYUIECTBYIOUIHX MeHOB € MOCTeIYOWHM Pacxox-
nenuem konuii, He Bce PHK, TpanckpkOupoBaHHbe ¢ 3THX Konuf,
QYHKUHOHANBHDI, TaK Kak ouenb Goabluoe KoaHuectso PHK paspy-
IIaeTCs B AAPaX 3YKAapHOTOB, OYeRHIHO HHKOrZa He Hrpas KakoH-
AH60 UHGOPMAUHOHHOI WIH CTPYKTYPHOH poJiH, Bo3MoKHO, 3TOT
HenpepuBAbIl vetatonusy PHK B saapax ectb HeoOXORHMBbIH 3ne-
MeHT aJanTHBHOrO NMOTEHUHaJla 3THX OPraHH3MOB, H B TaKOM CJy-
yae AlepHas MeMOpaHa HrpaeT BaxKHYIO poab, coxpansa PHK, rak
4YTO NOCAeRHAA MOKeT 3(¢{eKTHBHO COBEpINATh CBOH NPEeBpalleHHs,
0CTaBasich B OTHOCHTENBHO BLICOKHX KOHIIEHTpauusix. AHaJOTHUHbIE
coofpaXkeHHs1 OTHOCATCA H K mpobiieMe YAepHaHHA YNPapATOUHX
MOJeKYJ, HaOpHMep penpeccopoB, BOJH3H HX AKTHBHLIX LEHTDOB,
He TO3BOJIAS HM PacCeHBaThes MO BCeMY O00BbeMYy yKapHOTHUECKOH
Kjactki, MetunHas nprpoma pery/JsiTopHblx MOJEKYN Y 9YKapHOTOBR
sBJsieTC TpeiMeToM OYpHLIX Ae6aToB, OJHAaKO CPaBHHTEJILHO He-
nasno Haopa (Naora, 1973) npencraBus yOeauTe/bHble TaHHBIE
B 00Jh3Y TOrO, YTO CepPLE3HHIMH KaHAHZAaTaMH Ha pOJb Pery’asTo-
pOB ABJSIIOTCS HU3KOMOJeRyJasipHble AfepHoie PHK. 310 nmosnoxe-
HHe Obo 0606uiedo Punneem (Reanney, 1975), nmocTpowBmum
cMmeay Teopuio Qyrxmuonuposanus PHK npu peryasunu u sm6
pPHOHAJBHOH HHIAYKUWM Y MHOTOKJIETOYHBIX, B KOTOPOH OH gaer
o6bAcHeHHe NpHuHH GucrTporo Merabosnsma PHK B sapax. He
COMHEHHO, Yy MeMOpaHb uMeeTcsl MHOXeCTRO (H3HOJIOTHYECKH A
(QYHKUHA . BKNOUas Takxke H (QYHKUHH H36upaTeNbHOH NpOHHILae-
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MOCTH, HO Hallle npefcTaB/eHie 06 3THX NpoLcccaXx Bee Clie Henod-
HO H IIOCTOSIHHO MeHsieTcs. KOHeuHO, AN 3YKaPHOTHUECKON KJETKH
Ha COBPEMEHHOM YpPOBHE HALIHX 3HAHH{ Hesb3s NPEAJOXKHTb HH-
KaKOH CKONBbKO-HHGYAb HalLC:KHOM cxeMmbl ynpaBaenus. Onnako 3T0
He MelligeT HaM TNONHLITATLCS CHOPMYJNHPORATH HEKOTOpbie NPOCThIe
JIOrHyecKHe NPHHIHNLI H HAa HUX OCHOBE MOCTPOHTL HEKYIo o6uylo
CXeMy, He BRABasicCk B JeTaJH MPOLECCOB Ha MOJEKYISPHOM YPOBHE.

[lpeacrasneHue kKaAeTOuHOro LIMKAA
B BHJE NOCAENOBATEJLHOCTH CTaAMM

Murotnueckuit UMk YRoOHO paccMaTpHBaATh Kak yNOPAZOUEH-
HYI0 BO BpeMeHH MOC)eL0BaTeNbHOCTh (HIHOIOTHUECKHX COOLITHII,
KOTOpHEIE B COBOKYNHOCTH COCTaBJSIOT OJHBIH Habop NPOLECCOB,
NPOHCXOAAUHX MeXIYy ABYMA MHTo3aMH. MBI BHmesH, uTo B 6ak-
TepHAX CYILeCTBYeT YETKO BHIpaKeHHAs YNOPALOYeHHAS CBA3b MCK-
Iy pennukanie#l XpoMOCOMBI H POCTOM MeperopoikH, KoTopas (H-
3HYeCKH pasjejser [Be AOYepHHE XPOMOCOMBI, 3aK/lyasg HX B
pa3Hble K1eTKH. Takoe BpeMeHHOe YHOPALOYHBaHHe HEOOXOZHMO
I8 BBITIOJIHEHHS CTPYKTYPHBLIX TpeGoBaHufi: HanpuMep, Npexje ueM
XpoMocoMbl OyAyT paaleneHbl MeXJy ROYEDHHMH K/eTKaMH, OHH
NOJKHbE AyNJAHOHpOBaTheA. MMeHHO cyuniecTBoBanHe CTPYKTYPHLIX
orpaHHyeHHH TaKOro THMNa AesaeT He0GXOLUMBHM NOSBJIEHHE B KJeT-
Kax YOopANOoUMBAIOWHX BO BPeMeHH NPOLECCOB, NepHOIHUECKHe
CHTHaALL KOTOPLIX OGYCJOBAEHH MeTa0OJHUECKHMH KOJeGaHHAMH
TOr0 WM HHOro pona. Kak Mu BHIETH, Y NPOKapHOTOB NOC/eI0Ba-
TesbHRIE IHKJIL XPOMOCOMHOH pemiMKanHy MOryT flepeKphIBaTbCs
BO BpeMeHH — BTOPas HHHIHANHS NPOHCXOAHT A0 TOro, Kak 3aBep-
laeTcs nepBas penaHKanus xpoMmocoMbl. HUKaKHe CTPYKTYpHBIe
orpaHHYeHHs] TaKHM MNepeKpbiBaHueM He Hapywawtes. OQHaKo y
3YKapHOTOB (ha3a AYIJIMKAUMH XpPOMOCOM BCerfa BbJIeJCHA BO
BPEMCEHH, TaK YTO 3a OLHH IHHKJ HPOHCXOAUT TOJbLKO ONHO YIBoe-
HHe (33 HCKIUeHHeM OCOObIX €/1YuaeB, NMPHBOAAIMIKX K NOJHIIOH-
IHH, TIPH KOTODOH OCYLIECTBASETCH NOCAEN0BaTENbLHAS NYNIHKANUA
XpoMocoM Ge3 neqeHHs KJeTKH). DTO MO3BOJSAET NPEACTABHTD MUK
TaK, KaK noxasaHo Ha puc, 3.4. HauGosee npocto ¢GH3HONOTHUECKH
UBeHTHOHUHPYEMEIMH YaCTAMH LMKAa ABasioTes M — (asa MuTo3a
H S — dasza penukaunun AHK. D1tu daspl, HAH cTaguu, paifeneHnl
LPYTHMU nepHoaaMH, oGosHauaeMbiMd G; H Go; B TeueHHe 3THX ne-
PHOJIOB NPOHCXOAAT COOBITHS, O KOTOPLIX A0 CHX NOp MaJdo uTo
uaBecTHo (oTclolla H uX oGosHauenHe G —oOT caoBa «gap» — npo-
MexyTtok). ®asza G, mo cpoell MPOLOTKHTENLHOCTH CHJIBHO KoJed-
JeTcq Raxe B [pefesaX OJHOTO THNa KAeTOK (HampHMep, 3MHAep-
MaJpHbie KJeTKH MBIIH); AJauTenbHocTs a3 S u Gy o6LIYHO 3afa-
Ha CoJee TOUHO H paBHa HECKOJMBKHM dacaMm Kamjaas, XoTd
CYiNecTBYIOT H HCKJIOueHH (HanpuMep, Y THAPH MeHseTcs
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JAanTeapsocts umeduo ¢asnt Gy, David, Campbell, 1972). ®aza mn-
TO3a WIM AeJeHHsl ALpa Kopoue IPYruX, i 3a Heil ofBlUHO CaelycT
UMTOKHHES -— He MOKa3aHHOe Ha cXeMe JefeHHe KAETKH Ha [Be.
3anaua, cTosuias nepef KCNEpPHMEHTAaTOPOM, H3AYYalOUMM Kie-
TOYHBIA LHKJI 3YKapHOTOB, COCTOUT B TOM,
M uToOB! BHIABHTL CBSI3b MEXKAY COBLITHSIMH,
Gy NPOHCXOAALIUMH Ha Pa3JUUHBIX CTaAHAX, H
3aTeM, eCIH 3TO COOTBETCTBYET €ro Mupo-
G, BO33pEHHIO H tbu10cOpHUH, MOCTPOUTH NPH-
! uuHHYW MofeNb ANA OGBACHEHMS Nepexo-
OB KJeTKH OT OAHOH CTagHu X Jpyroi.
Crapun — 3T0, KOHEUHO, pa3Hble COCTOAHHSA
KJeTKH, 3aJaHHHe B BHJe KOHUEHTPaUHH
S pPas/iMuHBIX BeINecTB, (H3UUECKHX CBA3eH
MeXNy HHMH H CKopocTefi pa3iHuUHEIX NIpo-
Puc. 34. ®asu K1eTON-  peccop,  MpOHCXOAAMX  OLHOBDEMEHHO.
HOr0 UHKna 3yKapHOTOB.
[Ipenen, Ko KOTOPOTO KaXKAyI0 CTajHIo
MOXKHO NOLPAa3fensiTh Jlajee Ha COCTABHLIE
YaCTH MJH MOACTAAUH, 3aBHCHT OT KOJHUecTBa HHPOpMAIHK O Npo-
Tekalouux nponeccax. Iloka taxoffi uHpopmanuu 115 Noipasiene-
HHsl (a3 HeLOCTAaTOYHO.

Saccharomyces cerevisiae

Quenn BaXHble JaHHble O0 OpPraHH3alHH KJAETOUHOro LHKJIa
JYKapHOTOB Ja/jii HHTepeCHble reHeTHUECKHe HCCAeOBanHus APOXK-
xe#t, nposenennnie XapreestoM u ap. (Hartwell et al, 1974). Oun
BBIAETA/IH TEPMOUYBCTBHTENbHBIE MYTAaHTH, KoTtopbie npu 23 °C poc-
JI1 HOpMaJibHO, a npu 36°C npexpailafii pocT B HEKOTOPOH ompe-
JLeJeHHOH Touke 1HKna. MyTaHTH ObJIH KJaCCHQHUHMPOBAHB B CO-
OTBETCTBHH € 3TalaMU KJIETOUHOTO LHK.JI3, KOTOPHIE OHH MOraH
OpOHTH, M TOrJa Hayalia BbIPUCOBLIBATHCS KapTHHA [PUUYHHHBIX
cBs3eil Mexny HalaiomaeMbiMH npoueccaMu — UHHUHanHed pen-
kauun IHK, cunresom JHK, noseaeHueM moukd, MHrpauHeil saugep,
UMTOKHHe30M H T. 4. OKasanoch, UTo y LPOXKiKeH CYIIECTBYIOT aBe
NPHYHHHBlE TOCJIE10BaTeAbHOCTH: OJHA, CBA3aHHAs C BHYTpHALep-
HEIMH COOBITHAMH, TAKHMH, KaK HHHIUanua peniuxanui JIHK, cus-
te3 JIHK u meneHue afep, U Apyras, BK/HIOYAIOWAS HOSIBJEIHE NOY-
KH, MHIpanuio siacp, NHTOKHHe3 H KJAeTouHoe nenende. B ofniuHBIX
YCIOBUAX OHH CBSI3aHLI BMeCTe B Hauade OOIIHM «CTapPTOBBIM» CO-
6LITHEM, @ B KOHIle — I\HTOKHHE30M H KJeTOUHbIM aeneHueM. OnHa-
KO HMeWTCS MYTaHTHl, B KOTOPBIX 3TH nponecchl pa3oblleHbl, B pe-
3y/1bTaTe uero, HafpuMep, MOC/TelOBaTeNbHble UUKADI SILEPHDLIX AB-
JIeHHH MOTYT NPOHCXQOAHTb Ge3 06pa3oBaHHMA nouek H IHTOKHHE3a
H, Ha06OPOT, MOCJHCAOBATENbHEIE LHK/ILI 00pa3oBaHHA MOUKH MOTYT
COBEPIIAThCA ¢ HOPMaNbHOH 4acToTOH Ge3 kakoH-n1H60 Koppensuuu
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¢ CoOBITUAMH B slpe. DTO COBEPIIEHHO aHAJOTAUHO Pa3oGLIEHHIO
XPOMOCOMHBIX M LHTOMJAa3MaTHUECKHX SBJeHHH, KOTODBIE MOTYT
HMeThL MecTO B GaKTepHAX, € TNoCIel0BaTeqbHbIE MUKl penjiHKa-
uud JHK BO3MOXHEI B OTCYTCTBHE NpoueccoB oGpasoBaHus mepe-
FrOPOJNKH U JesieHHs KJCTKH TOUHO TaK e, Kak Noc/eLoBaTe/bHhle
UUKABI pOCTa H Je/ieHHS Y HEKOTOPBIX TepMOUYBCTBHTENBHBLIX MY-
TaHTOB COBepiuaioTcsl B orcyrcTeHe cHHTe3a JIHK. Takum o6pasowm,
MHEl MPUXOAHM K BEIBOAY, YTO JHOO KaxK[Io#i nepHoIHYECKOH mocje-
LOBATEIbHOCTBIO YNPABJAAIOT pasHble OCHUJIATOPB HJAM YacH, B
HOpMe ConpsKeHHbie, NH60 o6e OHH NPUBCAATCA B JefiCTBHE OLHHM
0Cco0bIM OCHHJISATOPOM, KOTOPRIA B 3TOM CJayuae JOJ/I3KEH ynpasJsith
«CTapTOBbIM® COOBITHEM.

Physarum polycephalum

[lpH M3yyeHHH TPHYHHHBIX CBA3eH, ONPELENSIOIIUX MHTOTHUE-
¢KHRl UHKJ, OYeHb MOJe3HLIM OXKasaJjcsi Mukcomuuetr Physarum po-
lycephalum. Bo Bpems BeretartuBHOll (a3bl 3TOT OPraHH3M npen-
craBager co00H CHHIMTHIL, HemPepHIBHYI0 MacCy UHMTOMNA3ME, KO-
TOpas MO0 CBOMM pasMepaM MOXKeT JOCTHIaTh HECKOJbKHX CaHTH-
METPOB M COAepXKaThb MHIJHOHN Afep. B naGopaTopHBIX ycCa0BHAX
rpu6oK OOLIYHO BLIPAIHBAIOT Ha KPYXKKax (QHILTPOBaALHON Gyma-
ru puaMerpoM 2—3 CM, HacHIIaeMOH CHH3Y NHTaTeILHOH cpenof.
OcoGeHHOCTBID 3TOTG OpPraHu3Ma, KoTopas NeflaeT €ro 3aMeuarenb-
HBM OOBEKTOM AN OHOXHMHUECKHX UCCIERO0BAHHA MHTOTHUECKOLO
HKJa, OKa3LIBaeTCsl HEMPEpPEIBHOCTH LHTOMIA3MbI, YTO NPHBOILHT
K BLICOKOH CTeneHH CUHXPOHHOCTH MHTO30B BO BceX fnpaxXx. Takum
ofipa3om, Mbl 10 CYUIECTBY UMeeM Aeq0 ¢ CHCTeMOMN, KoTopas Bener
ce6s1 KaK ofiHa oueHL GoSbIIaf KaeTka. Boabiine pa3Mepnl, KoHey-
HO, yoo6unl /i GHoXHMHUecKoro aHauu3a. HcuepnuBatomu#i 0630p
NOBeJeHUsT 3TOrO OpraiH3Ma U cXeMbl GHOXHMHYECKUX ABJIEHHH, Xa-
PAKTEPH3YIOUIHX ero MUTOTHYECKHH LHKJ, MOXHO Halit y Paiua
(Rusch, 1970). HaM ke nns nocTpoeHHst Mojesell MHTOTHUECKOro
LHKJa HyKHBI JHINL HEKOTOpHE RaHHbHE O HeOOXOIHMBLIX YCJOBHAX,
onpeaeTsIONAX DA 3aBHCUMOCTEH MeXIy COOLITHAMH, KOTOpHe
IPOUCXOAST HA PA3NHYHBIX CTAMHAX NHUKJAA pHC. 3.4.

KyasTypnt nnasmonus Physarum MHHLHHDPYIOT, HAHOCS NHMeT-
Kofl aNUKBOTY MHKPONJIA3MOJIHeB Ha QHILTPOBaibHYI0 OyMary, rie
OHM CAHBAOTCA M 06pa3yIoT GOJbLIYI0 CHHUHTHAALHYIO Maccy. MUK-
ponaasmoanii Physarum — 310 rpuGoK, pacTymuil B yCJAOGBHAX no-
rpy:XeHHOR KyabTYPHl BO BCTPAXHBaeMHX (JIaKOHaX; HeNpephIBHOE
nepeMeliNBaHHe NPENOTBpallaeT CAHAHHE OTAEAbHBIX  KJETOK.
B npemenax KaXA0ro MHUKPOMIA3MOLHA MHTO3B CHHXPOHHE, HO
VeX/y Pa3HbIMH ILJ1a3MO;MSIMH CHHXPOHHOCTL OTCYTCTBYeT, HOKa
OTCYTCTBYeT cBf3b. [103ToMy CAMBIIMECS MUKPON/AA3MOIHY MepPBOHA-
Y4aJbHO PACCHHXPOHH3UPOBAHHE, HO MOpHOAH3UTeabHo uepe3 [0 u
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nocie coenuHeHust HaGmopaercs 99%-Hass CHHXPOHHOCTh MHTO30B
Ha NPOTAXeHHH Bcero CHHUUTHA. CHIbHas BapuaGeJbHOCTL /M-
TeqbHOCTH (asni G Y YKapHOTOB MoJuepKHBaeTCs TeM (aKToM,
gto y Physarum 3710il asul He cyutecTByer Boobule; cintes JJHK
HayuHaeTcs HeMOCpeACTBEHHO Nocte Temodasnl, mochenHel cTafuu
dasel M, u npogo/hraercd 0Koao 3 4. 3a 3THM caenyer baza G
NNMTeAbHOCTBIO OT 5 A0 74 npH 26°C, Korza MHKCOMHLIET BHIpa-
wHBaercss Ha o6elHEHHOH cpese. MHTO3 mnpomo/Kaercss OKOJO
20 MHH, NOSTOMY TOJIHOE BpeMs nHK/Aa — oT 8 o 10 u,

SAenserca nu penankauua AHK peoO6XopHMBIM ycloBiieM MHUTO-
3a v Physarum? Ha 3TOT BONpOC MOXKHO NOJYUHThL OOBOJIBHO YeT-
KHH oTBcT. Korla DPOHCXORHMT c/AHsHHE MaJeHbKOro MJasMOAuf,
uaxopsauerocs B S-pase, ¢ GOALLIHM NNa3MOLHeM, KaK paa roro-
BbIM BCTYMUTH B MHTO3, TO MHT03a flipa Ma/leHbKOro nJa3MoIus
BCce PaBHO He MPOUCXOLMT. SHAUHT, AJS TOTO YTOGH HAuaJ Ccs MHTO3,
penaHKaHsd XpoMocoM Jo/KHa ObiThb 3aBeplieHa. DTO TPeLNoJao-
JKeHHe NOATBepKiaeTcs TeM (PAaKToM, UTO 3ajlep:KKa penJHKaluH
JHK ¢ noMowbio 5-PpTopae3okcHypHIHHa 3afepAKHBAeT MHTO3 Ha
ONHO H TO e BpeMsl. CHATHe HHrHOMPOBAHMS MPHBOAUT K MHTO3Y
coyers npubGausureasHo 6 u, NoKasnlRas, YTO IIecTHUacoBad dasza
G; — TakxKc HeoOXOAHMBI 3Tanm MOAFOTOBKH K MHTo3y. OmHako
snpa, koropble 3aBepuwiuay cuatez JHK, Moryr HeMenseHHO BCTY-
OHTb B MHTO3, €C/IH HX NepPeHeCTH B IJIA3MOAMH, HaxoAsllHecs B
kouie nepuoga Gy; crenosatennuo, B gase Gy uaeT r1aBHEIM 06pa-
30M TMOATOTOBKA HHTOMJIA3MBL K MUTO3Y. JTY CTaJHW NOATOTOBKH
K MHUTO3Y MOXNO MOOLaBHTL BMIOTHE A0 20 MHH Nepell MHTO30M
TenaoBbiM wokoM (30 MuH npu 38 °C), KOTOpHI# BLI3LIBACT 33 EPHK-
Ky, OPONOPUHOHANBbHYIO BpeMeHH PeObBaHHA NJa3MOIHA B TepHO-
ne Gy MeHee vueM 32 20 MUH 1O MHTO32 TENJIOBOH IIOK IPHBORMT
K aBOpTHBHOMY MHTO3Y H3-3a Pa3pylleHHS! MHTOTHUECKHX BEpETeH;
XpOMOCOMBI IIPH 9TOM He pasfedsiorTcss M sipa BXOLAT CHOBa B
S-tbasy u cTaHOBATCA NoOcJe NCeBAOMHTO32 TeTPAMIOHAHBIMH.

Ky eTyphl, HHHIIHMPOBAHHEIE B Pa3Hoe BpeMs H NO3TOMY B pas-
nble ashi MHTOTHYECKOrO IHKJI3, MOXKHO 3aCTaBHTL COELHHHTHCS
APYr € APYLOM, 4TO 1103BOJISIET MOCTaBHTL SKCOEPHMEHTH MO CJHf-
NHIO TakK, 1To0bl MOXKI0 OblJI0 HAaHTH OCHOBHBIE COOTHOIIEHHS MeX-
1y PasJHYHHMHK cTagusmu nHKIa. Ecan OpHHATL rHnoTesy, aHamlo-
[IYHYWO THNOTe3e HHHIHATOpa B ynpasienuu pennukanued JHK,
TO MOMHO [1PeaANOJOXHUTb, UTO CJAHAHHE miaasmozud B S-dase ¢
naadvoiveMm B Gp-dasc npueeleT K NpekaeBpeMeHHOMY Hadaay
penaukauun JHK B stapax nociended. Onnako 3toro He mpoHCXo-
AuT — QaKT, KOTOPbIH TNPOTHBOPEUHT [AHHBIM, HNOJYYEHHBIM Ha
Amoeba proteus (Prescolt, Coldstein, 1967), u onniTam no CJHA-
amio Hel.a-knetok u xypuuuix aputpouutoB (Harris, 1967). Ecan
NPHHATH THNOTE3y WHWLHALKH PENPeccopHoro THIA, TO MOMKHO
NPeANONOKHTD, YTO CCJH finpa B S-dase nepeHecTH B NTa3MOAHIH
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B tase Gg, To Agpa npuocraHosaT pennukauuio JHK, Tak xak onu
Tenepb GYAYT HAaXOAHTLCS NPH CBEPXMOPOroBOH KOHUEHTPAUHH pe-
npeccopa. DTC MNPeRnosoKeHHe TaK)Ke He NOATBEPIHJAOCh: siapa
B dhase S mpomonxkanu BKAOwaTh H-THMuANK B nHTONNa3Me ¢ da-
30f1 Q. OnHaxo npH GamKaliieM pacCMOTPEHHH OKa3blBaeTCH, 4ToO
3TH pesyabTaTH He SBJASIOTCH HeoXHIauubiMH. Ecan 8 Physarum
Hmcercss GeloK-HHHUHATOP, BCKOpe [ocJje CHHTe3a OH H3pacxonyerT-
¢Sl HAM pa3pylIHTCs, Tak yTo rpuGku B S-tase He obsizateanho COy-
AYT HMETh JONOJHHTENLHBI HIHUMATOP NMOCAe ¢aMblX PAaHHHX CTa-
nuit penaukanuy JHK. Ananornyno penpeccophl HHHULAUUMH GyAyT
3¢ heKTHBHO HHTHOGHPOBATL TOJbKO MPOLECCH, CBA3aHHbBIE C CAMBIM
HavyajdoM S-dassl. Kak TOThKO XPOMOCOMW Hauasl penMKalHio,
OHH BOOJIHE MOTYT BecTH Te0s aBTOHOMHO. [eflcTBHTe/lbHO, TBepLO
JOK43aHO, UTO UMeeTcsl BHICOKOYMOPALOUEHHas NOCAeI0BaTEIbHOCTD
coOnTHH, ympapasioulas pensHkanueil Kaxiofl otaeabHol XpoMo-
COMBI 3YKapHOTHYECKOTO Spa, — Pa3djHuHEle YacTH XPOMOCOMH
PENANIHPYIOTCS B ONpeaeNeHHOH Moc]eoBaTe bHOCTH. DTH XpOMO-
COMEI, KOHEUHO, HAMHOIO CJIOXKHee, ueM GakTepHaJabHasg XpoMOCOMa,
cocTofillas M3 MHoxecTBa (oKoso 10°) OTAETBHEIX pPenJHUHPYIO-
IIHXCH eOHHHI HIH «PENVIHKOHOB», KaX(JBlH M3 KOTOPBIX, BEPOSITHO,
CHHTe3HpYeTcsi Kak enHHoe uesoe. ENHHHULI B Npenetax oOJHOH
3YKapHOTHYECKOH XPOMOCOMH HaYHHAIOT CBOK PEIJHKANHIO B onpe-
JeeHHOl mocjaenoBaTebHOCTH, H, BO3MOXKHO, 3TO [POHCXOLHT
aBTOHOMHO, KaK TOJbKO NOJYYeH NepBbIl CHrHAN AAS penHKauHH
XpOMOCOMEL, DTOT TePBLIA CHIHAJM B LEJOM NJa3MOLHH MOXeT GbITh
OueHb KOPOTKHM H fBJAETCA cNelicTBHeM JHOO TOTO, UTO KOHUEHTpa-
[ MHHUMATOPa BLIPOC/IA BHILIE NOPOrOBOTO 3HAaUeHHs, JHOO TOTO,
UTO KOHIEHTpauus penpeccopa ynanta HHxe nopora. UroOwl cne-
JNaTh BBIGOP MeXKAY 3THMH ABYMS BO3MOMHOCTSMHU, TPcOyioTes Tula-
TeNbHLIE IKCNEPUMEHTH NO BbIGOPY BpeMeHH CAMAHHA. TakHe 3Kc-
nepHMeHTHl HellaBHO OBLLIH nocraBieHbl 3akcenMaliepoM, PeMu u
[TasrtHep-CroyGenom  (Sachsenmaier, Remy, Plattner-Schobel,
1972), a takxe Kaydmanom u Buane (Kauffman, Wille, 1975),
YTO0 MO3BOMIIO DNOJIYYHThL BaKHble JAaHHBIE O NPHPOLE CHCTEMBI
yrnpaB/aeHUss MHTO30M B 3TOM OpPraHH3Me.

3akceHmariep W Ap. HCHO/MbL30BATH NJNa3sMoOAHH, (aszopuil cABUT
MeXKILY KOTOPLIMH Bcerza cocraBasd 6 u (noaosury 12-uacoBoro
UHK/a 3THX KYJbTYP), H COeQHHSJNH HX B PasinuHble dra3bl LHKAA.
Oug o0uapyXHuiH, UTO eCJH B ORHOM NJIa3MOAMH, ckaxeM A, npo-
uio or 0 1o 6 1 nocne mMHTO3a, a Bo BTOpOM, B, or 6 mo 12, To
CHAHUE BCerfa NMPHBORHT K 3azeprkke pa3suTust B u yckopenuwon
pazButus A. BelHuHHa 3afepiKKH BCeria MPHOJAM3HTCJIBHO OAHA H
Ta *e, 0Koa10 30 4, YTO COCTaBAseT NONOBHHY PA3HOCTH (a3 Memay
KyabTypamu. EcaH, ¢ apyroff cTOpPOHM, B MJAa3MoiHH A 0pouLio oT
6 no 124 nocse muTo3a, a B B— o1 0 10 6 4, TO pe3yanbTaToM caus-
HUA ABJAIOTCH 3ajCPXKKa pasBHTHA A H yCKopenHe pasBHTHA B,
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KaK M 0XHAaJoch, TaK KaK cocrosHus A u B npocro noMeHsanuch
MecTaMu. H3 stux fannsix 3akceumatiep 1 Ap. cleanu BLBOJA, UTO
MHTO3 ynpapasiercss AHQQYHAUPYIOUMM BerleCTBOM, KOHLeNTpauus
KOTOPOro MeHsieTcsl NuA006pa3’Ho, T.e. Tak, KaK BejeT cefs KOH-
LeHTpauus penpeccopa HHHIMaUKH B npennoxendoil Ilpuruapaom
H Ap. MOfeJu ynpasjeHus uHHunauwueii cuuresa JIHK y 6axrepuit.
OnHako 3axkceHMmaiiep W ero KoJJerd NPeanofiOXKHJH, UTO Beule-
CTBO, KOHTpOJHpYloulee MHTO3 B Physarum,— 370 MHTOreH, KOH-
1IeHTpalKs KOTOPOTO NOCTHrAeT CBOEro MaKCHMyMa INIPH MMTO3e,
a 3areM OLICTPO MafgaeT A0 MHHMMYMa 33 CHeT PacXOLOBAHHA HJM
paspyuwieHuss BO BpeMs MHTo3a. Takum o006pa3oM, 3Ta THNOTE3a
npeAnojiarTaeT NOJOXKUTebHOE ynpaBjieHHe MHTO30M, T. €. OHa aHa-
JOTHUHA TEeOpHH MHUUHATOpa B ympasiedun penaukaudeir JIHK.
CooGpakeHus, Ha KOTOPBIX CTPOUTCS 3TO YTBEpK/IEHHE, BLITEKAIOT
13 Gosee panHux pabor Bpioepa u Pama (Brewer, Rusch, 1968),
B KOTOpHIX ObINO MmoKasaHo, uTo 30-MHHYTHble TemJOBble MIOKH
(38°C) B wyabrypax Physarum, pacrymux nopu 26°C, BbI3bIBaJH
3aJlepKKH BO BpPeMeHH JOCTHXKEHUS MMTO30B, U TH 3aJepXXKH poc-
Ad o7 15 MMH npu moKe 3a 6 u 40 MHT032 [0 2 Y DpH IIOKe 3a
2 y o MHTO3a. 3areM 3ajllepKKa pe3Ko yMeHbwanack, Ha ocHopa-
HHM 3THX JaHHBIX OLLIO BLICKA3aHO NMPeRNOJiOXKEeHHe, UTO TepMoaa-
OuabHOE BeILeCTBO, MO-BHAHNMOMY OeloK, Hakamiupaercs B Phy-
sarum, xorna rpu6 rOTOBHTCS K MHTO3Y, H 3aTeM HCIOJb3yeTcs MpH
MHUTO3€; OTCIOKa H OblA cleflaH BLIBOJ O CYHIeCTBOBAHHH MHTOrEHa,

Hpn runmotesa muroreda, nd rumote3a nujoobGpasubiX peliakca-
IHOHHKIX KOJMIeGaHHH He cleflyeT ¢ HeoOXOIHMOCTbIO H3 3THX JaH-
Helx., [leficTBue TenjoBOro IIOKa MOXHO OODBACHHTL, Hampumep,
WHaKTuBanHeHd depMeHTa, pa3pylIafoLLero MaNyi MOJeKyny, nel-
CTBYIOULYIO KaK KOpCMpeccop B Pery/asiiMH MHTo32. B aroMm oTHowe-
Huu O6bl1o Obl HHTEPeCHO INOCTABUTH ONBITH MO CHHXPOHH3ALHH HA
rpubKax, pasgeneHHBIX QHABTPAMH ¢ OmpejleNeHHbIMH pasMepaMy
nop, ANs TOTO, YTOGLI MOJYYHTb HEKOTOpOe MPEeJCTaB/EeHHE O MoJe-
Ky/JIDHOM Bece BeIeCTBA — CHTHaJ/a CBSI3H,

MocTynar o nuioo6pasnoit (penakcanuonHoi) ¢opme Koreba-
HHH OCHU/IATOPE OCHOBLIBAETCH Ha TOM, UTO HMEeTCH CKadoK OT
3a/lepKKH no Pase K onepexXeHH0 no ¢ase, KOTOPLIA NPOHCXOAHT
NpH Mepexofe Yepe3 MMTO3, KaK ONHCAHO Bblme. OgHako MOXKNHO
NpeAnoJOKHTL, UTO TaKOH Pa3pbiB BO3HHKAET MPH CJAUSAHUM CHCTEM
¢ J06LIM NepHOIHTeCKHM CHTHaJOM YNpPaBlieHHs TOJLKO B CHAY
CBOHCTB Npefe/bHOrO UHKMA. DTOT BHIBOA CJellyeT H3 37eraHTHOro
KaueCTBEHHOr0 HCCJe0BaHHS KoneBaHnHH, HMCIOUIMX XapakTep npe-
JeTbHOrO 1HKaAa, BuinosHenuoro Buudpu (Winfree, 1970, 1971)
npu paboTe ¢ OHOsoruyecKuMd uyacaMu (cM. ra. 4). Kaydmau n
Buane (Kauffman, Wille, 1975) wncmoansosaau 3TOT aHagH3 AJst
pa3palGoTKH 3KCTEePHMEHTANLHOTO MeTORa HielTHOHKALKUH HCKO-
TOPBLIX OCHOBHBIX XaPaKkTepHCTHK MHTOTHUECKOTO OCHHIsiTopa Phy-
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sarum. V1 X0oTA OCHOBHBe NPMHUHKMH 3TOTO aHaNu3a OYAyT pac-
CMOTpeHL To3xe (npH o6CyxaeHun paboTer Buudpu o wacax y
Drosophila, KOHTpOJMPYIOUIMX BBLIAYNJeHHEe JHUHHOK), TNPHMEHHU-
TeNbHO K Physarum cTOMT OCTAHOBHTBCS Ha J1aHHOM BONpOCE MMeH-
HO 3JleCb, TaK Kak HCNOJb3YVIOIHECHS NPH 3TOM NPERCTaBJECHHA BCe

Prc. 3.5, Ilpeaensunfi LUK C HAMATLIBAIOLHMHCA TPAaeKTOPHAMH, BPell0XKeHHH

Kaypmanom n Busne (Kauvifman, Wille, 1975) aas o6bscueuns peryasunm

MHTOTH'IECKOTO LnKjaa y Physarum policephalum, n npeacKasanue pe3yJbTaToB
3KCTIEPHMEHTOB NO CAUAHHAIO.

elile OTHOCHTENLHO HeNPHBLIYHBI B GHOJIOTHM, a 1 AyMal0, UTO OHH
HMEIOT HaHOboJlee BaXKHOe 3HaueHHe B H3YUEHHH I[ePHOLHUCCKHX
NpOoLecCcos.

CorsiacHo ra. 1, ycTOHUHMBBIH npefefbHHH UHKI — 3TO 3aMKHY-
Tas KpHBas, KOTOpas AB/AETCA aCUMNTOTHUECKMM NpenesioM Tpa-
eKTOpHIl Tnpouecca, pasBHUBalOllerocs Bo BpeMeHH. [Ipumep nBy-
MepHOIo NpeflesbHOr0 HWMK/Ia moxasall Ha pHce. 3.5, raoe npuseleHw
TpaeKTOPHH, Pa3MaTLIBAIOLIHECH K 3aMKHYTOH KpuBo#, C, u3 Heyc-
ToHuMBOH 0co60f TOUKH S, W TPAEKTOPHH, HAMaTLIBAIOUIMECH Ha
nMKn cHapyxu. [Ipumensas ary KapTHHY K MHTOTHUECKOMY LHKJY
Physarum, mu unentudunnpyeM X n Y Kak 1Ba OCHOBHMX BHAA
MONEKYJ, BKMIOYEHHBIX B KoJeGaHHA, YNpaBasllMe HHHuHaluew
MHTO3a; OmZHOH H3 3THX MOJeKyJ MoxeT OBITb MHTOreH. ¥y Hac
eCThb JBe nepeMeHHble, MOTOMY UTO MHHHMAaJbHOE UYHCJI0, KOTOpoOe
MOXeT MOpPOXHTb NMPeAeNbHEIH WK/, paBHO 2. [laxke KoneGaTeNbHbI
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npouecc, npeacrapaeHHb Ha pHC 3.2, QaKTA4eCKH ecTh npeiesb-
HBIl OHKJA, Tak Kak [JIs ONHCaHHUs MNporecca HCHOJb30BaHLI JiBe
nepemennbie — KoHnenTpaunn MPHK u penpeccopa. Ecau no-
CTPONTL rpaduK 3aBHCHMOCTH OJHOH H3 HUX OT APYroi, To Mbl MO-
JAyuHM KapTHHY, HaNOMHHAOILYIO [pelcTaBjeHHylo Ha puc. 3.6.
Tor ¢art, utro MPHK, kak npennonaraercsi, CHHTe3UpyeTcsi OUeHb
KOPOTKHM MMOYJbCOM M 3aTeM pacrmajaercs, O3HadaeT, UTO 4YacCTH
WHKJAA, OTVeueHHBIE CJOBOM «OBLICTPO», NMPOXOAATCA OueHDL OHICTPO,
B TO BpeMsa KaK Apyras 4acTb UWK.JIa NpeacTaBnfer coGod mensieH-
Hoe pa30aBJ/ieHHE perpeccopa B pe3ynbTaTe pocTa KjeTKH. PaccMoT-

Beiempo

X
Puc. 3.6. TTpexenpueifi UHKA, YNpaBAsiOUIHA KACTOUHEM HMKJIOM GakTepddl, B Mo-

aean Ilpurtyapaa u ap. (Pritchard et al, 1969)..3zecs X = MPHK penpeccopa
nudustaunn (H), ¥ = H.

PHM, KaK MOXHO Oblio Obl [PeNcTaBUTb CAHAHHe rpPHOKOB Pa3HOrO
OTHOCHTE/bHOTO BO3PacTa B cooTBeTcTBUH ¢ pHc. 3.5. IIycTh Touka
A npencraBasier coBofl COCTOSIHHE OCHMAIATOPA, YNPaBJAAILIETO
MHTO30M, B QaHHBIA MOMEHT 1O Hauala MHTo3a, Ecad njasMonuit
B TAKOM COCTOSIHHH COJMLETCH C NMJAa3MOZHEM, NPEeLCTaBAEHHBIM TOU-
kot By, pacnonoxennoll Gauxke K MHTO3y (Touka M Ha Kpusoil),
TO HX LUTOILIA3MKl OOheIHHATCA H CHCTEMAa OKAMETCS B HEKOTOPOM
MPOMC/KYTOYHOM COCTOAHHW Mexkny A u Bj, npeacraenennom To9-
koft Di na xopae AB;. 3T0, KOHEUHO, TOJbKO KauecTBEHHOE reoMer-
pHyeckoe npeacTabienne. CauBuinecs rpubxu 3ateM GyayT ABH-
raThCs M0 TPAEKTOPHH, KOTOpas mpoxoauT uepe3 Dj, sepuyrca Ha
IpefeNbHBH WK B HEKOTOPOR TOUKE, IPOMeXyTOuHOfl Mexnay Tou-
KaMH, NPencTap/sliOIMMH COCTOSHHS NepBOHAUaJbHEIX [PUBKOB A
u By, eciu npenenvHbE NHKA ¥ BHX 0CTajcad HewapylieHHmM. Ta-
KHM 00(pas3oM, ecsiH TPOMeXYToK Mexay A u B paren 3 u u B,
onepexxkaeT A, TO MOXHO OXHAATb, UTO CJAHBIIASCA Napa BCTYMHT
B MHTO3 uaca 4epe3 noJropa Noc/le MOMEHTa BPeMeHHd, OXKHMlae-
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moro ans By, B npexnonoxenny, uto D HaxoouTCs Ha paBHOM pac-
cTosiHuM OT A 1 B,

Honycetum Tenepnb, uto A (QUKCHPOBAHO, TaK 4TO OJHH MJIa3MO-
AHA Bceria B MOMEHT CJAHSHHS HaXOLHTCSl B OJHOM H TOM Xe CoO-
CTOSIHHH, 4 COCTOSIHHE APYroro H3MeHseTcs H NpeAcTaBiaseTcs ToU-
KaMu B, B;, Bs Torma nas npenckaszadus pesyjbTaTa CAHSHHA
MOXKHO HCOJIbL30BAaTh OAHH U TOT e MoaXoA. Bckope nocse cJaus-
HHAl MUIa3MOOHH OKAaXKyTcsd B cocrosuusx Do, D;, Di Ha D, naas-
MOJHI BepHeTCH Ha apeledbHBLI LUHKJA No TPaeKTOPHH, npoxoasdel
yepe3 Do, n 370 npHBeger ee XK TOUKe, pacnoJOKEeHHOH MeXRY npemi-
NoJNaraeMbiMH COCTOSHHAMH NiasMonueB A u By 3t0o onarsh maer
3amasnuiBaHHe Aas Be u onepexenue no ¢ase ngs A. OgHako B
cayuae coctosiHuit A u Bs, maomux npu cnusann Di, Bo3ppatenue
Ha npelefbHLIl LMK/ NPOHCXOOUT B TouKe Mexkay A H Bs, jexa-
el Ha NPOTHBOMOJOXKHOH cTOpoHe OT ocobofl Toukn S. B 3tom
C/lyude MOXKHO CKa3aTb, YTO MHTO3 Naa3molns A 3allep:XHBaeTcs,
a B; ycxopsercss; To ke BepHo H masn A u B, Paspus, Taknm
o6pa3soM, ofycnoBJeH cyllecTBOBaHHeM ocCoOeHHOCTH S, HeycTol-
uyuBoro ¢oKyca BHYTPH OpelesibHOrO UHKTa. 3Has TOYHEE KOOPIH-
HaThi TOUKH, B KOTOPOil NPOHCXOLHT Pa3pbiB, MOXHO CAC/IATL HEKO-
TOpble BHIBOJLI OTHOCHTeJIbHO (OpPMBbI NpeneabHOro HHKJIa H pac-
nonoXKeHUs S, TaKk KaK KOODAWHATH INOKa3bBalT, HAaCKOJbKO
CHMMETPHUHO PAacloJOKeH WHKI OTHOCHTeJbHO ¢Qokyca. ITHM
METOJIOM MOXKHO OLEHHTb BpeMSl, 3aTPayiBaeMoe Ha [POXOXKAEHHE
pa3nuuHbiX yacted uukna. Kaypmau u Buane (Kauffman, Wilie,
1975) Ha3BaaH paccMOTpeHHOe ABJEHHE Pa3pbIBOM AYTH H C Ero
NOMOLIBK HallMH GOpMY NOCTYJMHPORAHHLIX KoJseGaHHH, ynpasJasio-
wux MuTo3oM y Physarum (cM. Takke Kauffman, 1974). 3arem oun
HCNOMHh30BaJH 3TOT aHa 3 1Js Toro, uToGbl NpelcKd3ath JeHCTBle
TeNJMOBOrO INOKAa pPa3/HyHoOf NJHTEJBHOCTH B OTIZeNbHbie (a3wl
LAKJIa, ¥ TMOJYUHJH XOpollee COOTBeTCTBUe co cBoell Moaenwiw. Mum
TAKXKe y4aJoch MOKA3aTh, YTO OCUUMAATOP CaM He SIBJISETCS YacThio
MHTOTHUECKOr0 NpPOLecca, TaK KaK HapylleHHe inC/JeJHEro MOMKeT
He CKa3aTbCsl Ha NEePBOM.

CnenyeT, HakoHell, IOMHUThL, 4TO MOCTYJaT MHTOreHa He obsn3a-
TEJNEH W 4TO B PENPCCCOPHOH MOAEIH OCUHAIATOP Obll OB 3epKab-
HBIM OTOGpa)KeHHeM OCuMANATOpa, Hzo6paxcunoro KaydmaHom n
Bumne. JJs TOTO UTOGbI DOAYUHTh ROMNOJIHHTEABHYIO HH(pOpMalHio
Mo LaHHOMY, a Takxe JPYTHM BOMNpOCaM, BOIHHKAOWHM B Npolecce
3THX OUeHb MHTEPECHBIX HCCAeROBalMil, HYXKHO BHEJHTb YNpas-
J0UHe MOJIEKYJ/Ibl HAH HCCJen0BaTh CJHSIHHE KJIETOK, pasaenen-
HBIX (PUNBTPaMH,

BuisicHenH10 MOJEKYJSIpHOl NMPUPOABLI NOCTYJIHPOBAHHOTG MHTO-
reHa IOCBfilleHa HEIaBHO BLINOJHeHHasn pa6ota Dbpexbepn
ero xoaner (Bradbury et al, 1974 a,b). Hccrenys naMeHeHie
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conepxkauua (ochara B ructone FI, BuigenenHom us anep Physa-
rum, OHH OCHapyXKHMJAH 3aMeTHble KO.J1e6aHHs B IUKJE C MaKCHMY-
MoM B KoHue ¢asbl Gy, KaK pas3 nepel MHTO30M. DTH JaHHLIE COOT-
BETCTBYIOT CnOoCOGHOCTH APenaparoB sijiep, NOJYUEHHBIX ¢ NOMOLIbIO
yabTpa3syka, ¢pochopuanporate ricron FI THMyca TeneHKa u sB-
JAIOTCA BECKMM JOBOLCM B MOJIB3Y TOrO, 4TQ sifepHas KHHA3a CHH-
Te3upyercst K KoHuy ¢asnl Gy 0 3aTeM GHICTPO HHAKTHBHPYETCst B Te-
uenne M- u paunell S-dpas. Temnoso# moKk 3aMeTHO yMeHblIACT
dochopunuporaurte, a bpenbepu u np. (Bradbury et al., 1974b)
NoKa3aJjH, ITO 3TH TeMnepatypHble 3QdeKTbl XOPOIIO CONIACYIOTCS
¢ foslee paHHHMH HCCJAEOBAHHSAMH TEIJIOBOro IUOKa, IPOBeLeHHLIMH
Bpioepom u Pamem (Brewer, Rusch, 1968). Tpeanonaranocs, uto
tdochopuauposanne rucroHa FI UHHUHMHpYeT KOHIEHCALHIO XPOMO-
COM, NOC/E YEero CAEAYHT OCTaJdbHble COOhTHA MHTO3a. ExuHcTBeH-
HBIM HECOOTBETCTBHEM MEXKIY 3THM NPeNNOSOXKeHHEeM H NaHHLIMH
Kaypmauna u Buane (Kauiiman, Wille, 1975) sBasercs To, uro,
COTVIaCHO MOCJeQHHM HCCJAeNUBAHHAM, MOXHO HapyllaTh MUTOTHUe-
CKHil mpolece, He cABHras ¢asy MHTOTHUECKHX 4acCOB; NO-BHAHMOMY,
flepHas KHHa3a caMa He MOXKeT ObITb COCTaBHO! YacTbi0 OCUH/IfA-
TOpa, yNpaBAAIOUIEr0 KJACTOUHBLIM LMKJIOM, XOTA H AOJKHA Peryi-
pPOBATLCS 3THM OCIINLISITOPOM,

O B3anmoorHomenuax Mexay JAHK, PHK u cuntesom 6Genka
y Physarum u3pecTHO HeCKO/bKO GOJDbIUE, YTO OYEHb Ba)KHO AJA
CO3LaHK5 LEeTaJbHON KapTHHBI MHTOTHYUECKOTO IHKJTa V 3TOro opra-
uuama, OfHaKo B JZaHHLIA MOMEHT HaM [OCTATOUHO OTMETHTDL, UTO
3TH B33aHMOOTHOLIEHUS! CJOXHBI H UTO HAEHTH(OHUHPOBATL (PUIHO-
JOTHUeCKHe CHIHaJ bl, KOTOPbIE PEery/jHupyloT Mepexonbl H3 OAHOTO
COCTOSIHMA B CJelNyiolllee, OYeHb TPYAHO. BaHo nowuMarb, uTo
BBURY KpafiHefi C10XKHOCTH B3auMofeACTBHI Halop CHTHaMNOB, Ko-
TOpEIH yrnpaBnsgeT nepexofaMH H3 OLHOTO COCTOAHHS B APYroe, Mo-
KeT He OHITh QHKCHPOBAHHBIM H UTO NPH H3MeHEHHH YCJAO0BHH CKO-
POCTB-JIMMHTHPYIOUIHMH MOTYT CTaTh Apyrie HaGopHl mapaMeTpoB.
[ToaToMy, BO3MOXKHO, Jyullle pacCMaTPUBATL KJACTOUHLIHA NHKA B BHU-
Je COBOKYNHOCTH KaK BEPOATHOCTHBIX H JeTepMHHHPOBAHHBIX NPO-
11ECCOB ¢ HEKOTOPBLIMH OOLIMMH OTPAaHMYEHHSIMH, HaJaraeMblMu Ha
UX BPEMEHHYIO YMOPANOYeHHOCTh, TAK H MHOIHX COGBITHH, KOTOpLIE
MOTYT NPOHCXOAMTL B CJAydalHHOH mocaenoBaTeSbHOCTH. [TocKoabky
psl Tepexol0B OT OHHOM CTaNHH K APYroil MOIKeT YIpaBJsAThLCH
BEPOSTHOCTHbIMH, a8 He JeTepMHHHPOBAaHHLIMH COGHTHAMH, BMECTO
MoZeneH THna H300pakeHHBIX Ha pHC. 3.2, OCHOBAaHHLIX Ha ReTep-
MHMHHPOBAHHLIX OCHUWJIJIATOPAX, Mbl MOXEM paccMaTpHBaTh YHCTO
cayualHble Ipolecchl, CKa)KeM NYaCCOHOBCKOrQ THNA, KOTOpHE
onpefelAloT CKOPOCTh Nepexo/ia H3 OXHOro COCTOSHMA IHK.1a B APY-
roe. Jlasnee 5 KPaTKo paccMOTPIO TaKYi0 MoZedb, HO B JaHHHI Mo-
MeHT CTOMT OTMETHMTbL, YTO MEXAY 3TUMH [OBYMS NOAXOLAaMH HeT
anTaroHH3Ma. UTo6ul nerepMHHHPOBaHHLI ocuuansrop (puc. 3.2)



MutoTuveckul u K AeTORHBLE LUK ABE 95

MOT YIOBJETBOPHTEIbHO OMHCATL pealbHBLI NPOUECe, YNpaBasio-
muf HuHnMaumci pemnuxkanuu JIHK, sapuaGenvHocts KoToporo
10—20%, HeoGX0AMMO BBECTH €r0 B «IIYMOBOE» OUOXUMHUECKOE
npocrpaHcTBO. S paceMoTpes Takyw MOZe b 115 (aKTepHaJIbHOrO
kaetoudoro nukia (Goodwin, 1970), HO mpHMeHeHHE CTAaTHCTHUE-
CKOA MeXaHHMKH K NpeiesbHOMY LHKAY, HCHOJb3yeMoe 3AeCb Aff
npeacCTaBIeHHA OCUHAIATOPA, CTAJKHBAeTCsl ¢ PALOM TPYIHOCTeH.
[Tpowe u Ayulle HCMOJBL30BATh HCXORHYWO MOJefb, KOTOPYIO A HC-
CIeIOBAJ B BBILIEYNIOMSIHYTOH KHHre H KpPaTKO paccMoTpea B Ipe-
AbIaylued rIaBe, YuuThiBas peaysnbrarht Ppefizepa u TafiBepu
(Fraser, Tiwari, 1974). 9 Bocnoab3yioch eio B caepylouleil riase,
L5 Toro uTo0bl BHACHHTL, KaKHe B3auMOefiCTBUA MeXLY 3yKapHo-
THYUECKHMH KJEeTKaMH YOpPaBasioT MX pocroM. Ha paHHOM 3rame 5
XoTes OBl NPOCTeRUTbh BCe YPOBHH 3YKapHOTHYECKOH OpraHu3aUHH
Ha NOYTH K MHOTOKJIETOYHBIM H, B UACTHOCTH, K MJIEKONHTAIOLIHM,
rae HeoGXOLHMO pacCMaTpPHBATL He TONBKO KH3HEHHHH LHKJ, HO H
ero CBSI3b C TKAHEBLIM MOMEOCTa30M, BKJOUas spjeHHs audbdepen-
LHPOBKY KJIE€TOK H Mpo6eMy HeONM1aCTHUECKOro PocTa.

KaeTouHbilt OMKA MAEKONHTAKIMHX

[Tpu usyueHHH opraHu3aulHH COGLITHIH BO BPeMf pOCTa H 1HKJA
IeJeHHs KJeTOK MJEKOMHTAWWHX GblI0 MCHOIB30BAHO MHOMKeCTBO
pa3MuUHBIX THOOB K/JETOK — OT K/NETOK TOYKH [JeTeHblllla XOMSUYKa
[0 NpHHaJJeXKalWHX uejsoBeKy Knetok Hela, Buizesnenunix us ony-
xoau weliky MaTtkH. Ha ocHOBaHHH GOJbUIOrO KOJTHUECTBA [AaHHBIX
NOCTPOEHO HeCKOJbKO oOU(HX MonejeH, KOTOpbie CTPeMSTCA 3a1aTh
HanpapJieHHe COBPeMeHHLIX HcchefoBaHMil B 3To# ob6aactd. OfHa
H3 HHX pacCMaTpHBaeT HHTEPECHYIO THIOTE3Yy O CBA3H MeXIy pen-
aukauuelt JHK u ynpassieHHem reHOMoM, KoTopas Onljia Ha3BaHa
Teopuell yucroro reka. B 1964 r. Kumumoro u Jinbepman, paGoras
¢ KJeTKaMH MOYKH KPOJIHKA, 3aMeTHJIH, UTO ec/]H Bo BpeMs ¢asu S
¢ DOMOUIbI0 akTHHoMWUHHA D Gaoknposancs 3asucuMiulii ot JHK
cuuTe3 PHK, To MHTO3 nmpHocTaHaBAHBAJCA, HO €C/IH aKTHHOMHIHH
D noGabasiicsi coycTs yac Tocjge OKOHUaHHST S-pass, MHTO3 npo-
xonua HopMastbho. OHH NpenmosioKuay, 4To Bo BpeMms S-daspl u
B TeuyeHHe OALIOTO uaca Nocje ee OKOHUAHHA CHHTE3HPOBAJOCh He-
KoTopoe koJjHuecTBo MPHK, nerepmuuupyiowei Genok, HeoGXOnH-
MHIT o5 Murosa. Mcenoawssdys g uHruGHpoBaHHs 6e/XOBOro CHH-
Te3a NyPOMHIUWH, OHH OGHapyxH.aH, 4TO AoOaBAeHHe 3TOro Belle-
cTBa B J0G0H MOMeHT S-asbl (AJMHTESBLHOCTBIO OKONMO AECSATH 4a-
coB) W Gosblled wacTH Paspl Gy (IJAHTENBHOCTBIO YeTHIpe uaca),
K4K H 0XMIajJ0Ch, BbI3LIBAJIO MOJHOE NpeKpalleHHe MHTo3a. [lajee
OHW BLICKA3a/H ellle OLHO HHTepecHoe NPEANoNIOXKeHHe, UTO B KJeT-
Kax MJjexonHTawmux cuutes MPIK o6s3aTeanno conpsixked ¢
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S-dasoil. Irta runoresa OCHOBaHA Ha JaHHHX O TOM, 4TO H
JHK-nonumepasa, 1 PHK-nonumepasa ans dyHKuHOHHPOBaHHA
HYXAA0TCA B «TO0H», WA «uHctoity, JHK, a 370 BO3MOXHO TONTb-
Ko Bo Bpems S-daswl, xorma JIHK Jaxmena cBoeft Genxopoil o6o-
JOYKH (FHCTOHOB M KHCIHIX GenkoB). PasneBanHe, H/M pacKphbiBa-
HHe, He 3aTparuBaeT Bcelf XpOMOCOMBI OJIHOBPEMEHHO, & NPOHCXOLHUT
Ha yYacTKax, rae HAeT penyaHKayus.

DTa rdnoTe3a He COXPaHHIach B CBoell HCXOZHOH ¢opme, Tak
KakK ceifyac HaBecTno, uTo cuHTes MPHK Moxer mpoucxonuts xak
Bo Bpemsl S-(asel, Tak # Bo BpeMa ¢da3 G, u Gy B Hacrtosmee
BpeMd runoresa chopMy/IHpPOBaHa B HeCKOJIbKO Gojee ollleM Bule
W M3BECTHA TOJ Ha3BaHHCM «TEOPHA KBAHTYIOUIETO MHTO3a»; Bhep-
Bhle oHa Gblia uetko chopuyanporana Xoavriuepom (Holtzer, 1963).
DTa Teopus GQOCTY/NHPYET, UTO [/ H3IMEHEHUS peryJsiTOpHOIG co-
CTOAHHUSA reHa (T. €. ero BKJIOYEHHS MAH BLIKJIOUCHHS) KJeTKa
LOJKHE NPONTH MHMTOTHUECKHH WHKJ, BO BpeMA KOTOPOro reH Mo-
XeT ObITh Nepex/aioueH HEeKOTOPbIM YNpaBJfioUMM curHaiom. Ta-
kuM o0pa3oM, KNEeTKa CTAHOBHTCA KOMIETEHTHOHR IJif H3MeHeHHA
CBOEro 3MHIEHETHUECKOTO COCTOSIHHS TOJbBKG NPH NPOXOXKAEHHH
TOJHOTO 1HKJAa, npuueM XoTs S-hasa, KOHEYHO, oueHb Ba’KHa, HO
B peaJu3alliH 370l CMOCOGHOCTH yuaCTBYeT He TOJMbKO oHa. [lo-
CKOJNILKY OOLIHO KJIETKH, KOTOphle NpoLLTH AHO(epeHIHPOBKY, He
geasTesl, cTabuabHOCTL NH(pdepeHIPOBAHHOTG COCTOSIHHA XOPOWIO
o6bAcCHAeTCH 3ToH TeOpHeH, NPaBHAbHOCTb KOTOPOH, NOMHMO LaHHHX
Xonwvtuepa (Holtzer, 1963), oTHocAmUXCA K npoleccy MHTOreHeaa,
MOATBePK/1aeTCs U APYTHMH BaXKHBIMH pabotamu. Hanpumep, Croxk-
n3in u Tonmep (Stockdale, Topper, 1966), BLIIOJHHB OUEHb HHTe-
pecHble HCCJEN0BaHHSl HHAYKHHMH NPOH3BONCTBA Ka3eHHa B TKaHu
MOJIOUHOMH Xese3bl MDIIH, 06HAPYKHIH, UTO KJACTKH CTHMYJUPYIOT-
cs1 K BCTYNJeHHIO B S-¢asy H OPHCTYNAIOT K JesedHio npu nodasJe-
HHM K OPraHHbIM KYJbTYPaMm XeJle3UcTOH TKaHW MHCY/IHHA, HO mpo-
H3BOACTBO Ka3eHHa HHAYUHPYETCA TOJABKO B Clydae, eCiH BMecCTe
¢ HHCYJIHHOM 00aBJAIOTCS KOPTH30H H npoaakTHH. [locnenHue ABa
ropMoHa, 106aBleHHBe §e3 HHCYJNHHA, He B COCTOSIHHH BLI3LIBATD
ofpazoBalHe KasenHa. KasedMH He CHHTe3HPOBA/JCA B TOM CJjyuae,
€CJH K KYJbTYpaM BMECTe €O BCeMH TpeMs TOPMOHaMM N06aBasAmCs
KOMIXHIMH; HPH 3TOM OTCYTCTBOBAJ H KJETOUHBIA IHKJ, Tak Kak
KOMXHUMH GIOKHPOBA/ KJETKM B MHTO3e. ABTOpaM yJAasoch Takxe
HOKa3aTh, 4TO KOraa B OTBET Ha MHCYJ/JIHH B TKAHH MOJOUHOH XKeJse-
3bl JEBCTBEHHBIX Mbilledl MpoMCXOAHT 3ajepkka cHHTeza JHK u
KJeTOUHBIX AeJeHHl, TO 3aJepkKHBaeTcs W NPOH3BOACTBO KaseHHa
B OTBET Ha DPHCYTCTBHe THAPOKOPTH30HA H NpoJiakTHHa; oba npo-
necca 3anepxHBaloTcs npumepHo Ha 48 u. Takum o6pasoM, Haluo-
faeMas KOppeasuHs secbMa CHALHA.

Onuako nosguee (Vonderhaar, Topper, 1974) npuuiioch H3ime-
HHTB [epBOHAYANBIYIO THOOTedy 00A3aTelbHOro conpamkenus S- u
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M-¢aa ¢ pa3BuTHEM KOMIETEHTHOCTH KJETKH K PEaKUHH Ha CneuH-
tdHUecKHil HBAYIHPYIOUIHIT CTHMYN B TKaHH MOJOUHOH KeJe3nl. JTo
ObLJIO BHI3BAHO TeM, UTO, KaK OKa3aJoCh, 3KCIaHTaThl TKaHell, B3d-
TBIX y HeNoJIOBO3PeAEIX MbIlUeH, cCIOCOOHbI CHHTE3HPOBATL OesKu
MOJIOKa B OTBET Ha WHCYAHH, THIPOKOPTH3OH H NPOJAKTHH, He NMpo-
xona daz S w M. Bumao HahineHo, uro AAA npHoOpereHHS TaKof
CcnocoBHOCTH ROJMKHZ NPOHTH KJAETOYHBIA LHKJ TOJbKO TKaHb MO-
JOUHBIX Ke/Je3 JeBCTBEHHEIX MHBOTHBIX, JNOCTHTILIHX MOJIOBOH 3pe-
JOCTH. DTO HaBOAMIO HCCJAE/IOBaTe el Ha MBICTb, UTO Pa3BHTHE Kae-
TOK MOJOUHOM Kese3bl Y NOCTHIIIKHX 3PeSOCTH JeBCTBEHHHX MBIILEH
MOXET OLITh NPHOCTaHOBAeHO B thase (3; MO MPOIreCTBHH HEKOTOPO-
ro KpPHTHYEeCKOrO NePHoLa, COBNaJaloM[ero C W3MeHeHHeM KoMie-
TEHTHOCTH, B TO BpeMs KaK KJeTKH MOJIOYHBIX Kese3 HemnoJioBo3pe-
JbIX MKHBOTHBEIX MOTYT OLITL OcTaHOBAeHHl B ¢ase G mepel 3THM
nepHofoM. ITO [OJOKEHHe OUeHb CHJALHO H3MeHAeT IepBOHAauadb-
Hy10 runotesy XoJbTiepa, 3acTaB/is 0TKasaThesd OT NPeJCTaBaeHHS,
uTO HeoGXOAHM MOJHBIH NHKA (KBaHTYIOUHHA MHTO3) HJIH 4TO Cylle-
CTBYET KECTKasl KOPpeJsiiHs MeXny cOoGLITHAMH S-(pa3nl u nponec-
caMH, YJaCTBYIOUIMMH B HHAYKUHH renoB. Ho oZuH uHTepecHHIfi
(aKT mo-npeXHeMy 0CTaeTcss — CYUIeCTBOBaHHE XKPHTHYECKOro Ile-
puoga B (dase Gy, Koraa KJjeTKa CTaHOBHTCA CHOCOGHOH MeHATH
CBOe 3nHreHeTHuecKoe cocTofiHHe. Ha 3To ykasblpaloT naHHble 0
TOM, YTO HEKOTOpEIe NpONecch, ONocpefoBaHHHE MeMmOpaHo#, Ta-
KHe, Kaxk Tpaucnopt Nat B MblinHbe KaeTkH Aunun L5178Y (Jung,
Rothstein, 1967) n notpefienHe 2-aMUHOH30MACJANHOH KHCIOTH B
KJeTKaxX AHYHWKa KHTaiickoro Xomsuka (Sander, Pardee, 1972),
YABaHBAIOT CBOI CKOPOCTb B ONpenefeHHBI MOMEHT BpeMeHH (a-
3ol Gy. Beppumxk (Berridge, 1975) npeaJiou HHTEPeCHYI0 MOIeJDb,
OMHCLIBAIOIIYIO MHOQXKeCTBO fIBJEeHHil, KOTopas npesmofaraert, UTo
B KJETOYHOM LHKJe [JMaBHYI0 pOJb HLPAOT NHK/IHYeCKHe HYKJ/eo-
THABI H HOHDLI KaJIbIHA.

To, uTo npoXoXIeHHe KJETOUHOrO LHKIa He sRJsercs obs3a-
TeJabHBIM yCIoBHEM RHGYepedIHPOBKH, ObLIO YEeTKO YCTaHOBJEHO
B cnyuae pereHepanmuu ronorsl y Hydra (Wolpert et al,, 1971),
KOoria npu GJIOKHPOBaHHH AeJeHHH KNeTOK yabTpadHoJeToBHM 00-
JdyyeHHeM OLIa NOJyueHa TeM He MeHee MOJIHas pereHepauls TH-
nocroMa u Wynaney. Kpome roro, cortacio Kyky (Cooke, 1973),
y 3aponbimiedl mnossoHounoro Xenopus laevis (roxkHoadpuKaHCKas
mnopueBas JACyWKa), y KOTOPBIX KJIETOUHDLIE LMK/bl OCTAHOBJEHH
Ha ctanuu 10 XoJueMHIOM MM MHTOMHUHHOM, HOPMAaJbHLIH MOp-
thorenea H rHcTonMPdepeHnHPOBKa NPOUCXOAAT BOJOTH 10 CTa-
Aun 26. MlsmeHcHHs! npeanojaraemoil CyAbGbl KJIETKH, BHI3BaHHHE
HMOJTanTanyedl BTODHYHOrO OpraHusaropa, Takxke NPOHCXOLST HOp-
MajbHO NPH 3THX YCAOBHAX. DTH AAHHLIE COTJIACYIOTCS ¢ JaHHBIMH
Baupnepxaapa u Tonnepa (Vonderhaar, Topper, 1974) # nportuBo-
PeYar runoTese KBAHTYIOLIErO MHTO34. ’
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¥npasieHHEe CKOPOCTHIO LHKAA
H KherouHaa InddepeHIHPOBKA

Jna toro uto6ni yuecThb K/eTOUHY0 BH((pEPeHNHPOBKY y MHO-
FOK/JIeTOUHHX, HeoOXOZUMO BHECTH B PHC. 3.4 HeGOIbIIOE HAMEHeHHe,
CyTb 3TOr0 U3MeHeHMs BHAHa H3 puc. 3.7. 31ech cTPejKa, BLHXOASA-
mas H3 KNeTOuHOro 1HKMa nocie M, mokasbiBaer, 4TO KJETKH B
3TOH TOuKe GUMYpKalHH NPHHHMAIOT PellleHHe: BCTYNHTh W MM Ha
nytb audbepeHUHPOBKH HJAH NPOLO/KHTL [BHMKEHHE 1o UHKAY,
Hccnenosatesn pacxofarcss B CRBOMX MHEHHSIX O TOM, B KaKo# Mo-
MEHT MPOMCXOLHT 3TO OTKNOHEeHHe — Cpasy nocie M Wiu B HEKOTO-

poit touke tasbnt Gi. OmHako no-

M D —»  CKOALKY  JH(bdepeHnupyouHecs

G, KJEeTKH B OCHOBHOM JHILTOMJIHEI, 2

He TeTpa- H 0ojee IIOHZHBI, TO

HOPMaJbHEIH NyTh K Au¢depeniu-

Gy poBKe, MO-BUAHMOMY, NE€HCTBHTE/]b-

HO HAaYWHAETCH CPa3y Mocle MHTO-

3a, a He u3 ¢asu G, Jra 3aKOHO-

MepHOCTh, KOHEUHO, HMEeeT CBOH HC-

KJKueHHs, KaK moutd BCe O6HoJMO-

S ruuecKkie  3aKOHOMEPHOCTH, IoO-

Puc. 3.7. Knerousnft uuxsn syrapuo- ~ CKOJbKY OPTaHH3MBL 1A JOCTHAKE-

TOB C OTBerBieliveM, mexymuMm K  HHA  CBOHX LeJeH  HCOOJB3YIOT

Kaetodnoit anpdepenunpobke (D).  orpoMHOE MHOMXKECTBO Pa3HBIX CTpa-
Terui.

Y cxembl, mpeicTaBaeHHONl Ha puc. 3.7, HMeerTcsl ofHa 0COGeH-
HOCTB, KOTOpas BBOAHT B 3a0.yXKJAeHHe M NOJKHA pacCMaTpHBATh-
Cl KaK HeLOCTAaTOK: MOXeT MOKa3aThbCH, UTO NPOLECC KJETOUHOH
pudpepeHUPOBKH H KJEeTOUHBI UHKA paboTaloT N0 MPHHLHMY
«BC€ H/JIH HHUEro», XOTSl Ha CaMOM Jesie 3T0 He TaK., B TeueHue
IMOpHOreHesa, No Mepe TOro KaK NPOHCXOAAT OPraHoreHes H Kje-
ToyHas AuddepeHUHPOBKA, TeMN KJIETOUHLIX MeJeHHH NOCTENEeHHO
nanaer, HO NMPOMEXYTOUHBIE COCTOSHHS ONpeLeNeHHO CYIMECTBYIOT:
4aCTHYHO AH(depeHnupoBaHHble KAeTKH (MHOGAACTH, aputpolbia-
CTBl, HeHpoOaacTH M T. 4.) NPOLO/KAOT AeJHThCA. Kpome Toro,
YeTKO Pa3/IHYHMBI MeXAY coGoll THHHU CTBONOBLIX KJAETOK Pa3JHUHDIX
TKaHeli OPraHoB y B3POCALIX (TeX OpPraHoB, KOTOpHe COXpaHAIOTCA
B CTallHOHapHOM COCTOSHMM NyTeM HeNpepbLIBHOFO BO3QOHOBJIEHHS
KJIeTOK H BudpepeHUNPOBKH, KaK, HaNpuMep KoXa, edeHb, NOYKa
H T. I.), XOT HX DOJbL COCTOMT B TOM, 4YTOOBI NeTHTLCSl CO CKO-
pocCTbio, onpenenseMoffi HeKOTOPEIMH KpPHTEpHSIMH, XapaKTepusyio-
MKMH NOTPEOHOCTH TKaHH MM OPraHa (HMcnoJb3ys A3SLIK TeopHH
ynpaBienus). XoTa B TaKux CHCTEMax KJeTKH, KOTOPbie B OTBET
Ha CTHMYJ K ZuddepeHuupopxe NOKHAAIDT CTBOJIOBYIO NONYIALMIO,
HU3MEHAIOT CBOE COCTOSIHHe, KaK NPaBHUJO, BHE3alHO, Heab3sd Ccyu-
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TaTh, UTO 3TOT MPOUECC MPOTeKaeT CTPOro MO MNPUHIUHNY «BCE HJAH
Hu4ero». UTo6bl nepenaTb THOKOCTE CBA3H MEXKAY KJAETOYHBIM [[HK-
JIOM H KJeTOuHOH AudepeHIHPOBKOHA, HYKHa ropasfo 6ojee nHHa-
MHUecKas KapTHHA, UeM Ta, KoTopas naHa Ha puc. 3.7.

Tenepb MHe XoTesioch OBl OCTAHOBHTbCS Ha HEKOTOPLIX HCC/IENO-
BaHHAX, JaOIIuX AHHAMHUECKYI0 KapTUHY TKaHeBOH OpraHu3aiH{u
U B TO Xe BpeMs JONYCKAaIOUIHX NOCTPOeHHe H HCCAefOBaHHe MOJe-
JM TKaHEBOrQ TrOMEOCTa3a ¢ OTPHIATeNbHOH oGpaTHOf CBA3BIO.
Auanoruudo ToMy, Kak npoliiema ynpasaeHuss peniaukanueit JHEK
NpHBesIa Hac K BONPOCY O TOM, KaKHM o06pa3’oM K/JIeTKH U3MepsIoT
CBOH pa3Mepnl, npofjeMa ynpabieHHs KAeTOUHOH NuddepeHUHPOB-
KON B TKaHH 33CTaBJAET HCCAEOBATL 3a/1auy NOALepXKAHHA ee npo-
CTPAHCTBEHHOH OPraHH3aldH. JTO MONBOIHT Hac K LPYTOMY YPOBHIO
OGHOJIOTHYECKO HepapXHH, XapaKTepHOMY AJAS MIIOrOKJETOUHDLIX,
Junamuyecku Mbl BCe eme paloraeM B npenefaX 3NHreHetTHuecKo
CHCTeMDBI, XOTs BpeMf Tenephb HamepseTcs AHAMH. JTO MPOHCXOLHT
HOTOMY, U4TO MepHOJ KJETOUHOro UHK/Ja BLICIIHX OPraHH3IMOB 00bIy-
HO JIeXKHUT B fHanasoHe 10—100 u.

3HI‘III,CDMI'IC MAEKONMHNTAOUWUX ¥ KeWJOoHHAs TEOPHA

Ouedn y,ﬂOéHOﬁ TKaHbI AJ51 daHa/TW3a NPOCTPaHCTBEHHbIX U Bpe-
MEHHBLIX CBHSCﬁ, JeKaluiux B QCHOBe ee CT&GP[JII)HOCTP[, OKa3biBaeTCs
anuAepMHuC MJaekonurawomuXx. OH npocTo OpraHH3oBaH, Jerko Jo-
cTynmeH H ofJafnaeT XOpOIIHMH CMOCOGHOCTAMU K pereHepaumu.
B ocCHOBHOM IMHOAEPMHC COCTOUT H3 6a3aJLHOro CJos TOJIIIJJ{HO}-{
B OIHY KJETKY, Ile NPOHCXOAUT Je/ieHHe, C10s TOJAIHHOH B LBe-TPH
KJETKH, [Ie, KaK NOKa3aHo, KjJeTKd TeM Godee puddepedupoBaHbl,
yeM [1aJ/iblil€é OHH HAaXoOgATCA OT 6a3aJbHOIO CJ0sI, BEPXHETO CJ0H
qeycK HJ/IH INVTAaCTHHOK, npeacTaBAsOUHX coB0ft NOJIHOCTbIO l(l/lq]-
(QepeHNHpOBaHHDE KePaTHHH3HPOBAHHbIE KNEeTKH. ITH vellYHKH
MOCTelleHHO, IO Mepe H3HAMUBaHus, c6pachiBalOTCd H 3aMeHAWTCA
APYrdMH, BO3HHKAKINHUMH B pe3yJabrarte mqucbepeHquoalm.

Tkaun Jgerxo TOpaHHTb, H IPOUECC 3aXKHUBJICHHS 33aTeM MOXKET
H3yyaThes B Aerasax. [aBHof peakuMell Ha MOBpeXIeHHe ABJIAET-
csl JIOKaJIbHOe YBC/AHUCHHEe MHTOTHYECKOro HHAEKCa KJEeTOK B 6a-
33JbHOM CJIO€. Taxkoil oTBeT MOKHO 6LJi0 OBl BHI3BATh HJIH MOJIOXH-
TeJdbHbBIM CHTHAJMOM, HJM CHSTHEM OTPHIATeIbHOro, Kak Mhbl 3TO
BHAEJNH NOBCKALY, IIPH adaJiH3e NMPONEeCCOB YNpasJieHHA B KJeTKax.
Teopusi, oClIOBaHHAaA Ha NOJOXKHTENLHOM YIPaBJeHHH, DOCTYJHPYET,
UTO W3 MOBPEXAEHHOTO 30HAEepMUCA BbICBOGOXZaercs rOPMOH no-
BpexKJacHUA H CTUMYJHPYeET KJACTKH 6asajbHOro cJosl X JeJIeHHIKO.
OrpHuaredbHoe YyApaB/JeHHe nPeinoJgaraer CyuecTBOBAHHE HHIH-
GHTOpa KJAETOUHOro LHKJ/I3, KOHIEHTpalH KOTOPOro B pesyabraTe
NOBpEXAEHHA JOKaJbHO yMmeHbiaercess. [lpocto#t Tecr, KOTOPHIT
MO3BO.ISIeT chelaTh BLIGOP Mexay 3THMH CHOOTE3aMu, COCTOHT B
caenyiomeM, Hanocar paHy Ha yXe MBIIIH, YA4/IMB 3MHIEPMUC Ha
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odHOf cTOpOoHe M3 06JacTH B HECKOJIbKO MM/IJIHMETPOB IIHPHHOMH.
ITockonbKy MsIKOTH yXa TaK TOHK&, 4TO [ODPMOH NOBpPe>KAEHHS,
(PEeANONOKHTETbHO BLICBOGOMHBUIHACA H3 [OBPCH/AEHHOro NUAEP-
MHCa Ha nepHpepHH paHbl, AomKeH NHOPYHAHPOBATL HE TOJLKO
B cocenHue GasajbHble KJAETKH Ha OLHOI CTOpPOHE, HO H uepes Jep-
My K 6a3anbHbLIM K/JerKaM Ha Jl])yI‘Oﬁ CTOpGHE, MHTQTHUEeCKasd akK-
THBHOCTb OyJer CTHMYJHPOBATLCS ¢ OBEHX CTOPOH yXa Yy Xpaes
panbl. EciH ke ynaneHHe 3nHAePMHCE NPHBOAUT K yAajieHHI) UHMHU-
6utopa, To 6asaJbHHE KJETKH HENOBPeXKIeHHOH NOBEPXHOCTH, Kak
MOXXHO O0XHIaTb, HOKHBI YBeJIUUHTL CBOK) MHTOTHYECKYH) 4KTHB-
HOCTbL N0 BCeH nJONulaku padnl, 4YTQ H OHLTO NMOKa3aHo Bysmoy H
Jloypercom (Bullough, Laurence, 1960). 3Tu naunHble CTHMYJHpO-
Ba/Ji H3yueHHe SKCTPAKTOB 3NHAePMHCa B NPHCYTCTBHH HHrHbHTOpA
mutosa (Bullough, Laurence, 1964), B pe3yabraTe yero ynaftoch
UAEHTHOHIMPORATL H UaCTHYHO OXapPaKTePH30BaTh HHrHOHTOP, Ha-
spanyniii byanoy xeidaonom (Bullough, 1962). HMwm okazanca rau-
Konpoteua ¢ Moa. BecoM okoao 30 000—40000 (Hondius-Boldingh,
Laurence, 1968). JT10T Kefim0H noOJaBAA] MHTOTHUECKYX AaKTHB-
HOCTb 3mHAepmHca im vivo u in vitro BasoTs 10 60% B 3apHCUMO-
CTH OT KOHUEHTpANHH H ARYrux anKTOPOB, YBCAHUYHBAIOUIHX €ro
AKTHBHOCTB, CpEIAH KOTOPHX ocobeHHo BbIACJIAIQTCS] adpeHaNHH H
runpokoptuson (Bullough, Laurence, 1968). On oxasascs TKade-
cnenHdHUYHBIM, HO He BHAOCHENH(DHUYHEIM, NPHYEM MepBOE CBOMCTBO
HeoOXopuMo 1Jd IHPOYHIHPYOUlero roMeocTaTHYeCKoro ynpas-
JSICUIEro CHrHANA.

K HacToAuemMy BpeMeHH BLINOJHEH PAJ HCcaeLOBadHil, moka3as-
IIHX, YT0 NOMHMO 3THAEPMHCa HWHTUOUTOPH KellloHHOro THIA
UMelTCs] H B ApYruX TkaHax (cM. o63op Bullough, 1975). Cnemyer
OTMETHTb, UTO OCHOBHOM MPHHLIUN YOPABJAEHHSA POCTOM TKAHH ¢ NO-
MOIIbIO OTPHUATENbHOI OGpaTHOH CBA3H OBLLT BBIABHHYT ropasno
paHblie, 4eM nOsABUIACDh KOHKpeTHasa THIOTe3a, BOILTOILEeHHas B
KeliloHnylo Teopuo. B obuieM BHde 3Ta rumoTe3a Oblia paccMoT-
pera Beftccom u Karanay (Weiss, Kavanau, 1957), a skcnepumen-
tatopbl, Hanpumep Caftped (Saetren, 1956), o6Hapy»HjiH HHrHOH-
TOPLI, 3KCTparipyemble H3 TKawel. TaxHe cooblleHusl Bcerja npH-
HUMAKOTCS! ¢ HEKOTOPLIM CKENTHIH3MOM, NOCKObKY MOJABHTL POCT
HOPMaJbHOH KJETKH MOXHO (DAaKTHUECKH JIOGLIM HEOUHIleHHBIM
TKAHEeBLIM SKCTPAKTOM. Y GeMTeIbHO NOKA3aTh CYUeCcTBOBaNMe Clie-
umbnqecxoro HHNIGP[TOpa MQXHO TOJLKC Nocje ero O4YHCTKH, OIH-
CaHHfl ero JeficTBHA H J0Ka3aTeanCTBa chneuuduuHocTH. D10 He
CHeNiaHO HH AJIS OJIHOrO M3 THOJvYeHHbX KciluloHOB, a RO Tex mop,
noxa OTCYTCTBYeT HoJiHas GHOXHMHuecKas HieHTHdbHKauHA, 6yner
COXPaHATLCS HeOoNpene eHHOCTb cTatyca KeRJoHHOR runoTe3nl. Of-
HaKO HelmpepLIBHOe HaKon/eHMe MAHHEIX B M0JB3Y obllero nosoxe-
HUA O CYHeCTBOBaHHH TKaHeCl‘IEIIH(’pHLIHbIX HI!]‘H6HTOPOB MHUTO32
BCeJISIeT YBEPEHHOCTh, UTO poab KellJOHOB Kak BaXKHBIX 3JJEMEHTOB
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KOMIJIeXca, YOPaBJASIOUIEro KJETOUHBIM UMKIOM MHOTOKJETOYHBIX,
6yneT B KOHIIE KOHIIOB YCTaHORBJEHA.

OueHb BaXKHBIM NpefcTaBJAAeTCH BONPOC O TouKe JeficTBHA Kefl-
JIOHa B KJjeTOuHOM uuKIe. [lepBoHauaabHble fadHbie Bynaoy u Jloy-
pedca (Bullough, Laurence, 1964) ykasmBaas Ha To, uUTO 3Ta
TOuUKa HaXxoauTca B no3aHell craauu G:-asn, Tak Kak CHATHE ¢
KJeTOX UHTHOMPOBAHHS NPHBORMT B NOJOCKAX 3MHAEPMHCA K OBICT-
poMy MOBHIMNEHHIO MHTOTHUecKoro HHIekca. Kpome Toro, Maepcen
(Iversen, 1970) mokasaJ, uyToO 3KCTPAKTL NUAEPMHCA MBILICH HHIH-
6uposanu BxIoucHue *H-tumnnuna B xkaetkn Hela; sto nossoaser
NpeAnoioKHTb, YTO TOUKA YNPAaBJEHHS MOXeT Takie HAXOLHThCA
B koHue Gi-asel. [Toannwee Mapxcy (Marks, 1973a) v DamKuo
(Elgjo, 1973) ynanock AHQGepeHIHPOBATL B MBIIIHHOM 3IHAEP-
MHCe [Ba HHIHOHTOpPA, OLMH H3 KOTOPLIX NOXABJAS] MHTOTHUECKHH
HHeKc, a APYroll — HHAekc BKJAOuenusa Sl1-THMuUIHHA B KY/IbTypax
MHAepManbHLIX Kaetok. [locnennnil, HaspaHHu# G-HHrHOHTOPOM,
No-BHAHMOMY, CBSizaH ¢ KJaeTouHoit MeMOpanoft. O6a Tuma Moae-
Ky — IVTHKONPOTEHBI, HO OHH Pa3jH4aloTCH No CBOMM GHOXHMHYe-
CcKHM XapaxTepHcThkaM. damxkuo (Elgjo, 1973) nawen, uto G,-uH-
THGHTOP OpHCYTCTBYeT Gogblliell yacThio B auddepeHlupYIOIHXCS
knerkaxX, a Gg-UHTUOHTOpP — r1aBHBIM 00pa3oM B 6a3ajbHbIX KJeT-
kax. Hccmenosanue ®panrdypra (Frankfurt, 1971) naBoauT Ha
MBIC/Ib, UYTO HOMHMO CBOHX HHCHOHTOPHBIX 3(QGheKTOB 3NHAEPMalb-
Hble KeH/JOHBI MOryT HHAYUHPORAThL AH(Q@epeHUHPOBKY KJACTOK H
na)e MOTYT Bbi3bIBaTh Nepexod KJaeTok H3 assl G, k auddepen-
uupoBre Ge3 NpoxoXAeHus Pasnt M.

Haaunuue 60sbiIoro nHc/Aa BO3MOXKHDBIX MOJEKYISPHBIX uenel yn-
paBJenns, NOCPeICTBOM KOTOPBIX KeMJIOHH MOTJIH OBl NPOABIATEH
cBOe JeficTBHe Ha aKTMBHOCTH TeHOB B sLpe 3MHAePMaJbHON Kier-
KH, ncaaer cefiuac $ecmose3HDIM TIIATe/]bHOE PACCMOTPEHHE 3TOTO
Bonpoca. [1pejToKeH psif PasAuuubIX TeOpHH ynpapieHus reHaMmH
V 3yKapwoTos, HanpHmep Teopuw Bpurreda u [seuacoma (Britten,
Davidson, 1969), Kpuka (Crick, 1971), Ilona (Paul, 1972) u
Haopm (Naora, 1973), Ho uX meTaJd Ha caMoM Nlede He HMEWOT
3HayeHUA A9 NaHHOH nmpobJsacMmbl, KOTOpas NpelcTaBiaseTcs CKopee
IHHaMHUecKoil, ueM MoJekyIaphofl. Haiia ueah COCTOHT B TOM,
yTO6Ll MOKA3aTh, 4TO, NPHHAB OTIAeJbHbIE [OJ0MEeHHsT KeHJIOHHOH
THOOTE3RI, MOXKHO MOJMYYUTb HEKOTOpPOe NMpeacTaBleHHe O romeocTta-
THYECKHX CBOICTBAaX 3MHIepMHCa H B NPOCTpPaliCTBe, U BO BpeMEHH.
Jlast mpocTOTHI HCMOJIL3yeM MNOJOKEHHS), NMPHHATHIE AN NPOKapHO-
TOB NpPU ONFCAHHH OPraHH3allHH TeHEeTHYeCKWX YIpPaB/sIOIHX Ie-
nefl B 30HIEPMATbHBIX KJeTKaX, HO OyileM NOMHHTDL, YTO HHKAaKHX
BLIBOJLOB O KOHKPETHBIX MOJEKYJSPHbIX MeXaHH3MaX SIBJIEHHS Ie-
JaTh U3 TaKoro npeacrasnenus uenb3s. Ha puc. 3.8 kpyxkH, oTMme-
YCHHDbIE <«OMEPOH KJETOUHOro LHKIa» H «OncpoH aHppepenUHPOB-
KH», OTHOCSTCSl K COBOKYNHOCTAIM T€HOB, KOTODhIe TOUTH HaBepHAKA
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paccessHH MO HeCcKOJbKMM XpoMocoMaM. X akTHBHOCTL HeoGxonH-
Ma AJS NPOXOXKAEHHS KJETOUHOTO IHKJIA WM Peanusaiiy ycnoBHil
AHpdepeHMPORKH COOTBETCTBEHHO.

[MpexnonoxuM, uTo ClelHpHuecKHe YCAOBHSA AHQ(EePCHIHPOBKH
KNeTOK MlaHHON TKaHHM BKIOUAOT ABa cBoilcTBa. (1) Bce oneponbl
AMpdepeHUHPOBKH, KpoMe i-ro cneilHpHUECKOro ONepoHa, onpele-

Onepon
KACHOUHO -
20 YUKAQ

M M S
2 ! ! Membpana,
. -
]
Aflpenarur
lugpoxopmusors -
Keuror;

Puc. 3.8, BosMoXHa® cXeMa yNpaBAeHHS KAeTOYHBIM NHKJAOM 11 audbepeHUHpoR-
KOH KJIETOK, BKAOYAIOUIAA KeHNOHH.

aswoulero fHdGdepeHHpoBadLIOCTb ITOH TKaHH, NOCTOSHHO BBIKJIHO-
yenbl, (2) KJerku npu 3TOM HaXo4sATCS B TAaKOM COCTOAHWH, uTO
NPOH3BOAATCA TOABKO KEHNOHH, Creun(pHUHbIe IS 3TOR TKaHH, a
CBA3aTbCsl ¢ MeMOpaHoOH H aKTHBHPOBaTb MeTa00JHUCCKHE Tponecc,
B XoZe KOToporo BoipafarniBaeTcst MeTaGoHT M, penpeccupywo-
Wil redsl ONEPOHa KJAETOUHOIO UHKAA, cnocobed Tolbko Gi-KelsoH
i-ro THma (CM. MpHBexeHHyIO Bblllle CXeMy). KoHeuHo, KeilsloH Mor
61 neficTBOBAaTL NPAMO Ha ONEPOH KJACTOUHOrQ LHKJAa, HO, IO-
BHIMMOMY, COBPEMeHHLIM NpPEACTABJEHUAM O MeTab0JHuecKOM Y-
paBjeHHH GOJblIe COOTBETCTBYET THIOTe3a ¢ HaJHUUHH HEKOTOPOro
BHYTPHKJETOUHOTO NOCPENHHKa M;, KOTODLIH BbIIOAHAET 3Ty penpec-
CHBHYI0 BYHKUH. ‘

[Tpennonaraercs, uro npousBofcTeo Gy-kefiioHa 06YCnoBJIEHO
aKTHBaNUel cuenHduuecKoro KellJOHHOrO reHa B omcpoHe aHbde-
peHuHPOBKH. OMEpoH K/IETOYHOre LHKNA COACPIKHT reH, KOLMPY-
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WIMA ¢penpeccop», KOTOpHA cneuuduyecku nefiCTBYeT Ha OmNepoH
nuddepeHuHpoBKH, U red keHiaoHa Gy, cnenuduuHoro aas nauHol
TKaHH. DTOT KelJOH, KaK NOKa3aHO, AelcTByeT Ha OelkH, HeobXo-
LMMble 1N MHTO3a, Py, Onokupys daszy Go. AnpeHaHH H THApO-
KOPTH30H AefCTBYIOT cHHepruyHo ¢ Gp-KeHJOHOM, aKTUBHMPYS CBfl-
3auBHi ¢ MeMOpadoil peuentop Ss, KOTOPLIH HHALKWHPYET MPOH3«
BOJACTBO BHYTPHK.TeTQUHOro nocpegiuxa M,. CyluecTBYIOT HekoTo-
pbrie nauHbe, YTO 3THM NOCpPenHHKoM CcayKHT HAM® (Marks,
1973 b). DBeaxu —nponaykTel onepoHa audpdepeHHPOBKH — Ha
puc. 3.8 0Go3HaueHH Kak P; OHH CHHTe3HPYIOTCS Ha COOTBETCTBYIO-
mux MPHK. B snumepMuce opHHM M3 TakKHX O€J1KOB fABJASETCH
KepaTHH.

Honyurenns, cienaHHble 0 COCTOAHHYE NPONH(PEPHPYIOIUX K/IETOK
TaKO!l TKaHH, Kak 3NHIePMHC, OUeHb CHIbHBI; OHH 03Ha4aioT, YTO MH
NOJTHOCTbIO MTHOpHPYeM BONPOC O TOM, KaK KJeTKH OKa3a/JuCh B
3THX CMenHPHUeCKHX YC/IOBHAX, T.e. PaCCMaTpHBaeM TOJbKO OYEHb
OTpaHHYyeHHbIe acmeKThl pa3BuTHA. B roi. 5 m 6 1 ocraHoBjloch Ha
BOMPOCAX, KaCalOIIHXCA MPHPOAB H NPOHCXOXKIEHHS PaHHHX MOp-
(orcHeTHUECKHX NOJeH; BO3HHKAWOWIAA NMPH 3TOM KapTHHA npoiec-
COB, HHHIHHPYIOWHX NPOCTPAHCTBEHHOE YNOpALOuUMBaHue, Oyier
CHJIBLHO OT/IMUATBCA OT paccMaTpHBacMOM celfuac, Korma MLl HMeeM
Lesto ¢ noajep:xkaHueM TKaHefl, Kak 6yner mokasaHo B ra1. 5, orpa«
HHYEHHOCTb pereHepaTHBHLIX BO3MOKHOCTeH 3peJbIX TKaHeH MJeKo-
NUTAOMIHX HABOAUT Ha MbICAb, 4TO DaHHHE HPOLECCH pPa3BUTHA
CHJILHO OTAHualoTCA OT Gojlee nmo3gHHUX. B naHHBIH MOMEHT MBI HH-
TepecyeMcsi TKaueBLIM romeoctasom. [fostopslo, uTo BeckMa ympo-
LleHHas cxema pHc, 3.8 He ROTXKHA MOHHMAaThesl GykBasdbHo, Halna
3ajlaya — paccMOTpeTh JHWHAaMHUYECKOe MHOBelJeHHe CHCTEMH € YKa-
3aHHBIM OOLIMM THOOM B3aHMOLEfiCTBHA MeXAY TPYnmaMu reHOB.
MMocnennne CBA3aHbl ¢ Pa3MTHUHBLIMH KJIETOUHBIMH QYHKUMAMH H CO
Cpenoil yepes cneuHdHueckne GesKd, KOTOPhIE MOFYT pearHpoBaTh
Ha BHeKJETOYHLIE CHIHAMBLI U H3MEHATh BHYTPUK/IETOUHLIE COCTOSA-
HMA.

Ecnn B3aTh KieTKy, HaXoAasulylocs B LHKJe, TO PEMpeccop He
Jacr eil nuddepeHUHPOBATLCS M MHTO3bl GYLYT NPOAOIKATHCA.
Onnako CBsI3bIBaHHe HEKOTOPOrO KeilJIoHa C KJAeTOuHOi MemGpaHo#
CHH3UT TeMIN KJIeTOUHDLIX JeJieHu i, KOHIIeHTPalHa penpeccopa yMeHb-
wHTeA U OyneT o6pa3oBaH ¥ 3KJlOUeH B MeMOpPaHy HEKOTOPHIH BHY-
TPUK/IETOUHBIA KEeHJIOR THma i. DTo MOXeT NPHBECTH K YCTaHOB-
JICHHIO HOBOTO CTANHOHAPHOIO COCTOAHHA, XapaKTepUIYIOUIErocs
HEeNpepLIBHBIM KJAETOYHLIM JleSieHHeM ¢ NOHHXEHHOH CKOpPOCTBIO M
YacTHYHOH AUQDEepeHUUPOoBKOil K/IeTOK, HJAH K NOCTENEHHOMY H3-
MEHEeHH[0 CHCTeMBl B HanpaB/JeHuH aunddepennnposku. [Ipu 3Tom B
PeaynbraTe yBeNHMUYEHHS penpecCHH ONEpOHa KJAETOUHOro WUuKJAa U
CHHXKEHHS ypOBHS penpeccopa, noaasJsiiollero onepox aupdepeH-
UHPOBKY, OyAyT MPOH3BOAUTHCA Bce GOJblle M GoJblie KeHJI0Ha,
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XapakTep KAeTOYHOTO UUKJAA TAaKOB, UTO B 3aBUCHMOCTH OT NMpPHpO-
JBl OKPVXKalOUHX BO3LeHCTBHA H CTENEHH CPOACTBA YNPaBASIOUIHX
CHTHAJOB CHCTEeMa MOXeT BecTd cebs HJIH KakK Hepexaiyareab, me-
peGpacHBAsCh U3 OZHOTO COCTOSIHUA B Apyroe (IpH 3TOM JH6G0 OLHH
ONepOH BKJIOYEeH, a ApPyroil BBIKIoueH, JHOO 06a onepoHa mpeGH-
BalOT B HEKOTOPOM NPOMEXKYTOUHOM CTALlHOHAPHOM COCTOSIHHH), HIH
HeNpephiBHO K0/1eGaThCA OT COCTOSHHS pOCTa K COCTOAHHIO AHPde-
peHuuposky. TakuM ofpa3oM, GHHapHas Joruka pHuc. 3.7, 03HaUaw+
mas, YTe KJAeTKH B HEKOTOPOH CTaAMH LOJUKHE NPHHHMATEL pelue-
HHe, MOBTOPHTL JIH UM UHKJ Hau InpHEepPeHIHPOBATLCS, €CTh OUeHb
CHJIbHOE YIpoluleHHe, 00ycJoB/jeHHOe KpalfiHeli 3;JeMeHTapHOCTBIO
cXeMbl LenH. DTa CXeMa caMa SABIAETCA YNPOUIEHHEM, H MO3TOMY
NPH aHasu3e AHHAMHYECKHX MPOUECCOB B paMKaX GHHapHOM JOTHKH
NPUMEHHTENLHO K KJIETOUHBIM COCTOAHUAM HYXHO coG/OJaTh OCTO-
POXXHOCTB.

Tenepb Heo6X0QMMO NpPUHAITH BO BHHMaHuE IJaBHBIA (akTop,
onpeneaau kil COCTOARNE KIETKH, — ee OKpy:keHHe. [/ 3TOr0 MHI
LOJIKHBl  PacCMOTPETh MPOCTPAHCTBEHHYIO OrpaHH3alHI0 TKaHM.
YnpolleHHast cxeMa CTPOeHHA 3NuJepmHuca NMpHBedeHa Ha puc. 3.9.
B Kourakre ¢ Ga3aabHoll MemGpaHOH Haxogutcsi 6a3ajbHLIA cjof
CTBOJ/IOBLIX KJIETOK, BLILIE PpacnoJoxeHs IudQepeHUHpylOLHECS
KNeTKH, a MOJIHOCTLIO AHd(depeHHPOBaHHbBIE OpPOTOBEBIUHE KJeTKH
Ge3 sjep, COCTOALIMe rJaBHbIM 00pa3oM H3 KepaTHHAa, HaXonATCS
Ha mOBePXHOCTH. M306pa’keHHasa HA pPHCYHKe BEPTHKAJIbHO OpPraHi-
30BaHHas KOJOHKAa KJETOK mpelcrasiaser cofoil, cornacuo [lorre-
Hy (Potten, 1974), anugepmanbHyio npotubepaTHBHYIO eLHHHIY,
rexcarodafpHyl0 B MonepeuHoM cedeHHH. KJeTKH CBA3aHBl ApYr ¢
JPYroM BHYTPH W MeXIY 3THMH eJHHHLAMH uepe3 KecMoOcoOMbl. Du-
Typel MHTO30B BHAHBI TOJIBKO B KNETKaX, NPHMBIKAIOWHX K 6a3aib-
Holi MemOpaHe, 33 MCHJIIOUEHHEM MNOBPEXINEHHOIO Y4acTKa, Trle
pellKHe KJeTKH, HaxoasulHecs B CTaAHH MUTO033, BCTPeuaioTes H
Bhllle, DTOT HempepLIBHbIA mponecc o6pa30BaHHA KJIETOK Ha OCHO-
BaHHH, KOTOpPOe Y B3pOCJIOro OPraHuama HMeeT (HKCHPOBAHHYIO
njiowanh, NPUBOAHT K TOMY, 4TO KJETKH AUCTaNbHO BBIKHMAIOTCH
H3 3TOr0 CJ08 10 HaNpaBJeHHIO K NOBEPXHOCTH, Ha KoTopofl ue-
Wyf#KH HempepniBHO yTpauyHBaloTcsl. Taxkum o6pa3oM, KJIeTKH no
Mmepe aubbepeHManuy nepeMelraioTea BBepX. Ecin B cOOTBETCTBHH
¢ puc. 3.8 K1eTKa NpoH3BOAHT TeM Oouablile KelnmoHa G, ueM 6oab-
e oHa JuddepeHIHPOBaHA, TO YCT2HOBHTCS BHEKJETOUYHDLIH rpa-
AHEHT KOHUEHTPaUHH KelIoHAa, KOTOpas 6yner BO3pacTaTb OT OCHO-
BaHHA K MOBEPXHOCTH. KpyTH3Ha rpalHeHTa YBeNHUYHTCH, eciH Keft-
JIOH, KpoMe Toro, GyAcT yAafdAThCsl C KPOBBKO, LHPKYIHPYIOUeH B
cocynax noJ GasasnbHoll MeMOpaHOH,

O pyrofi unaruburop, Gy-KeHJIOH, NPOH3BOAHMHIHA T/IaBHBIM OdOpa-
3om 6asajnbHLIMH KaetkaMu, ouenb HeyctoifuuB (Elgjo, 1973) u
HO-BHAHMOMY, HIpaeT BCHOMOraTe/JbHYIQ pOJb HO OTHOIUEHHIO K
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npoueccy, ynpasaswouemy ¢dasoii Gi. BoamoxHo, o craMysnupyer
o0pasoBaHHe HeGoJblIoro Mmy/la KJAeTOK Ha Mo3gHeH CTalHH (ashl
G, XoTOpHie peardpyloT Ha Ji060e HapylleHHe (HanpuMep, NOBPexX-
JeHHe WM aNnJHKallMio KaHLUeporeHa), yBelUUYdBawllee CKOPOCTh
BHIXOJla MHrHOHTOpa H3 6a3adbHbIX KJETOK W MO3BOJSIOLLEE KJeT-
KaM GBICTPO JeIHTbeH, COOCOGCTBYA, TakKMM 06pa3oM, BOCCTAHOBH-
TeJBHOMY fpoueccy. DTOT KeflNoH, clefoBaTe/NbHO, HI'pPaeT poJb

Puc. 3.9, CxeMaTHYeCKOe NMPeACTABAEHHE CTPYKTYPW 3MHAEPMHCA.

NOKaNbHOH OTpHIaTenbHoll 00paTHON cBSA3H. JIpyrHe sJ/ieMeHTH B
NOJIHOM cuCTeMe ynpaBJeHHs, TaKHe, KaK Me3eHXHMaNbHbId (aKTop,
NPOH3BONAMMELE AepMOil H HHAYLHPYIOWHA Kierounoe gesenne (Bul-
lough, 1975 a), He paccMaTpHBaIOTCA.

C moMOUBI0 MPOCTHIX CXeM, NPeACTaBJEHHBIX Ha puc. 3.8 u 3.9,
MOXXHO OODBACHHTH OCHOBHEHE OCOGEHHOCTH IOMeoCTaTHUeCKoro mo-
BeleHHs 3NHAEPMHCa B OTBET Ha PaHeHHe WV IpYyroe noBpexie-
uue. [TockobKY yaaneHue caof 3NHAEPMHCA BOJIOThL 10 6a3aabuoft
MeMOpaHbl HIH K0 GoJee NOBEPXHOCTHOrO CJOA NPHBELET K ynaJde-
HUI0 KJETOK, KOTOpble NPOH3BOAHJIH KefJOH, TO JIOKadbHas KOH-
neHTpauus KeHnona ynagfeT. [IpH 3Tom OyjaeT MpOHCXOAHTh yTeuka
Kefiola U3 KJIeTOK B OKPECTHOCTH PaHBI H3-32 OTCYTCTBHS APYTHX
KJAETOK, NOBLILIEHHOrO XKPOBOOOpalleHHS!, OMbIBAaIOLlero AeHCTBHS
auMosl 0 T.0. TakuM 06pa3oM, KJIeTKH GYAYT OCBOGOXIEHBl OT HH-
ruGHPOBaIlHS H CKOPOCTb KJIETOUHOTO JefeHHs BoapacteT. ITockodab-
KY KJETKH HaKanJIHBAIOTCA H BLITECHATCS H3 6a3aJbHOro cJjos, TO
Ha nepuepHH paHbl onu OyAyT npubauiKarthed K AHbbepeHnHpo-
BaHHLIM KJE€TKAaM H BCTYNATh ¢ HHMH B JIaTePaJbHBIN KOHTAKT, JHD-
depeHUHPOBANHbIE KJETKH NPOU3BOAAT KelsIoOH, KOTOpLb O6yaer
HHIYUHPOBATDL B AeNAUIHXCA KaAeTKax Rudbdepennuposky. dTu KiIet-
KH B CBOW ouepelb OYAYT HHAYUHPOBATh AuPPepeHUHPOBKY CROUX
cocemefi, H AHbdepeHIHPOBKA PacnpOCTPAHHTCA OT nepHdepuH K
HeHTpy paHbi. Ho npu 3TOM KjeTKH, KOTOpLie OLLIH BHTECHEHBI H3
GasanbHoro caos, OYAYT yAaseHbl OT KPOBEHOCHBIX COCYLOB, paco-
JI0;KeHHbIX mof 0a3aJbHBHIM CI0eM; MOITOMY KOHuUeHTpauus KefiyioHa
B HuX Bo3pacrerT M XHbdepeHUHPOBKa DAacnpocTpaHuTCH MO Beeft
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LEHTPANbHOM 30He paHbl. MOMKHO OXHJAATh, YTO B LEHTPANBHLIX 06-
NacTax paHpl, rae HHAYKUHA JHbGbepeHUUPOBKH HIeT HauboJee
MelienHo, 6yner UMeTh MecTO NepPenpOHZBOACTBO KJeTok. O TakoM
fBNEHHH B ?NHMJepMHCe MBIUIH [IPH OTBeTe na KaHueporeH CooOUIMI
Usepcen (Iversen, 1961). Ha ocnoBaHHH 3THX HaHHBLIX OH npegno-
AHJ MexaHH3M AelCTBHSI OTpHUATe bHONl 06paTHON CBA3H KeHJoH-
HOTO THNa, HO He MPOBes TWATENBHOrO NPOCTPaHCTBEHHOTO HCCJe-
AoBanus. BooGie 3a:KHBJeHHe PaHL HOET IOCTENeHHO OT NepHde-
PHH K LEHTPY.

dta mpocras rpajHeHTHas rHNOTe3a NPOCTPAHCTBEHHON OpraHH-
3alHM TKaHH M ee YCTONUHBOCTH B OTBET Ha HapYylUeHWe XapaKTepHa
IJIfl LeJOro Kjacca Mofesell pa3BHTHS, NPeLJOXKeHHBIX A1 00bAC-
HeHHSI ofpa3oBaHusl CTPYKTYp H Moptorenesa. [lo cytu nesna, B
OCHOBE BCEX TaKHX MoOJeNell JIeXKHT MPefnosioKeHHe O CYylUleCTROBA-
HHH KCTOUHHKOB H CTOKOB BelllecTBa, cHocoGHOTO K AHUDY3HH, KO-
TOpoe pacnpelelfigeTcsl N0 MPOCTPAHCTBY H ONpeledsieT COCTOsHHE
KJeTKH B Jsiofoll 06/acTH rpafueHTa, TOUHO TaK Xe, KakK 3T0 UMeeT
MecTO B snHuiepmuce. B xeflloHHON MoZeJH Kaxiasd KJeTka OKasbl-
BAercsd HCTOUHHKOM W/IH CTOKOM, eC/HH KefJlOH BUYTPH KJeTKH
pa3pyliaercss ¢ HEeKOTOPOH CKOPOCTLIO, B TO BpeMs Kak GazanbHas
MeMOpaHa onpeneasieT rpaHHuUy MexAY CTOKOM (KxpoBooGpaiue-
HHeM) M JeJsauluMHUCs KiaeTkaMvu. BMecre ¢ npocroil cxemofi puc. 3.8
3TO JaeT MCKOMYW Mofedb., HacKonbko npaBHLHO OH3 OMMCLIBAET
MeXaHH3MH RNOALepXKaHHA FOMeocTa3a 3MHAEPMHCa — 3To ApYyro#
BONpOC. DMHIePMHC, KOHEUHOQ, 3HAUUTEThbHO (ofee CI0XKHAA TKaHb,
yeM 3TO H300paxKeHo Ha pHC. 3.9, rlie NpeacTaBaeHbl KAETKH TOJbLKO
OJIHOTO THNA H MNOCTelOBaTEJbHOCTh MX COCTOSHME OT JcjeHHa 10
audodepennupopkn. [TOMHMO 9THX KJIETOK, CYMIECTBYIOT BOJOCHI,
ca/lbHbIe Xese3bl, MOPbLl H MHOKeCTBO APYTrHX CTPYKTYP, COCTaB-
JSIOWHUX 1eNyl0 TKaHb, OLHAKO K HHM, BO3MOXHO, MPpHMEHHME ONH-
CaHHble Bhllle NPHHUKNL. MHTepccHBIl ananH3 ynpaeieHHA pasme-
POM H POCTOM OPTaHOB, OCHOBAHHBLIN Ha KeWJOHHOM THNOTe3e, Mpo-
BefeH I'yaccom (Glass, 1973),koTopbifi MOXa3a/ i HEYCTOHUMBOCTD
T4KHX CHCTEM, YTO MOXeT GbiThb OyeHb HITEPECHO C TOUKH 3peHHs
3/]0KayeCTBEHHOTO pocTa — TeMa, KoTopas OyxeT KPaTko PaccMoT-
peHa HHKe.

Keit1oHnaa mopnesab, Kak Mbl BHAHM, Gosibile CBSi3aHa C TKaHe-
BBIM FOMEOCTa30M, UYeM CO CTAaGH/ILHOCTBIO OTHENLHLIX KJEeTOK, Ha-
npHMep ¢ NMOAJEepPXKAHHCM CPENHHX KJAETOUHBLIX pa3MepoB B Jed-
mwedcss nonyisuuu. Mbl He paccMOTpenan npoGaeMy peryasuuu
pasMmepa y 3yKapHOTOBR, KakK 3TO GbLIO cAefaHO AJS NPOKapHOTOB,
XOTAl 3TOT BONPOC, KOUHEeUHO, TOXE OyeHb BaxkeH. [lepBas runoresa,
chopmynupopannas Tepreurom (Hertwig, 1908), Obl1a ocuobaHa
Ha MpeLNOJOXKEeHHH O TOM, uTO Haua/jo NefeHHA KJIEeTKH olnpele-
JfeTcl OTHOIIeHHeM sffepHOTO 06beMa K LHTONJIa3MaTHUECKOMY,
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Takas TeopHS MOXKeT HHTePNPETHPOBATLCS HA MOJEKY/ISADHOM ypoOB-
He B TepMHHAaX YNpaB/fIOLLEr0 Npolecca penpeccOpHOro HNM HHH-
UHAaTOPHOTO THNA; B poJiH (paKkTopa pa3BelleHHS B Pery/isiiu KOH-
UeHTPALHH MOXeT BLICTYNaTh KJeTOuHLIH o6bem. Hanpumep, axpa
MOTYT HrpaTh poJb HCTOUHHKA penpeccopa HHMULIHANHH, a UHTOMIA3-
Ma —ctoKa (06s1acTh Jerpaiandd), mpHueM CKOPOCTH NPOH3BOI-
CTBa H AerpalalliH penpeccopa MOTYT OHITh CKOPpeJHPOBaHH ¢
of6reMaMit apa U LHTOMTAa3MEl cooTReTcTBeHID. [TocKoMbKY 06bem
sinep OCTaeTcsl OTHOCHTCJBHO NOCTOSIHHBIM, a POCT Pa3MepoB KJIETKH
rJ1aBHbIM 0Gpa3oM o6ycJaoBjeH IUTONJa3Mol, To B NpoLecce pocra
CKODOCTb Jlerpallallii pempeccopa B KaKoi-TO MOMEHT NPEBLICUT
CKOPOCTD €r0 NPOH3BOACTBA H KOHUEHTpauHs penpeccopa yMmeHbs
waTca. Koraa oHa ynazmer A0 KPHTHYECKOTO 3HadeHHs, 6yIeT HHM-
UHHPOBaHa HekoTopas (a3a KJMeTOUHOro uMK.Ia (ckaxeM, S-dasza),
H TOrJla KJeTKa NepedneT K MHTO3Y H HesaenHio. Takasa mogmean, Kak
3TO HH KaXXeTCS HeBepOSITHLIM M3-3a €€ KpaiiHed NPOCTOTHI, 06bsc-
HfleT COXpaHeHHe NOCTOAHHOro Cpeinerg KAETOYHOrO pasMepa IMpH
ManHofl CKOPOCTH pOCTa C MOMOLUBK TeX e MPHHIKIOB, HA KOTOPHIX
mOCTpOeHA MOZENDL pery/siiuH pasMepoB Gakrtepuit (momenn [Ipur-
uapaa u ap.). B 3aBucuMocTH OT npennoJoXeHMii, caeflaHHBIX O
CBSI3H MEXKAY CKOPOCTBIO pocTa H CKOPOCTbl0 06pa30BaHHA ynpas-
JSOWHX MOJEKYN B AApe, MOMKHO MOJYUHTb NOCTOSHCTBO KJETOU-
HOro pa3Mepa IpH Pas/HUHBIX CKOPOCTAX DPOCTa HJAH HEKOTOPYIO
IpYTYIO BOOJIHE OOpEfe/IeHHYIO 3aBHCHMOCTD MEXIY HUMH.

Tenepn M3BeCcTHO, UTO B ee INEePBOHAUAIbHOM, MPERJOXKEHHOM
CepTBUroM BHIE MOLENb He COOTBETCTBYET NOBENEHHIO 3YKapHOTH-
uecknx KjaeTok. [Ipeckort (Prescott, 1956) nmokasasn, wanpuMep, uro
MaJjioe OTHouleHHe 00heMOB fApa H LHTONIA3Mbl OKa3HBaeTcs He-
DOCTATOYHEIM YCIOBHEM I/ MHAYKHHH JeJIeHHS Y THraHTcKoii
aMe6el Chaos chaos. OH BRIARHA 3TO, HHAYUHPYS aCHMMETPHUHLIE
nenedust y aMefbl, 4 3aTcM OGHAPYIKHB, YTO JOUepHAS KJleTKa ¢ 06-
IIHPHON NMUTONIA3MOMN H, ClefoBaTeNbHO, MAJBIM OTHOMEeHHeM 06be-
MOB SLpa H NUTONAA3MK (MEHBIIHM, ueM LIS KJeTOK, BCTYNAIONIHX
B MHTO3 M LIHTOKHHE3) TeM He MeHee He Cpa3y BCTYNAeT BO BTOpPOe
netenne, OnHako BpeMs 10 BCTYNJIEHHS B CJAeRyllee heseHHe Y
Takofl KJeTKH ObLIIO 3HAa4yHTENLHO Kopoue, YeM BpeMs HOPMaJbHOH
reHepalil, — OHO yMeHBLIIHAoch ¢ 24 mo 16 u. IDTH pe3yabTaTnl
NOJIHOCTBIO COOTBETCTBYIOT OGIIMM BHBOLAM, NOJYYEHHBIM U3 [NaH-
HBIX N0 HaydeHwto Physarum w KJIETOK MOYKH KPOJHKA H COCTOS-
LHM B TOM, 4TO KJACTKa MOKeT 11auaTh AeJHThCS! TOIbKO MOCje BH-
ROJeHHst HEKOTOPBIX 00f13aTebHHX YyciaoBHA. OnHo M3 HUX — 3a-
Bepirenye penaukanuu AHK. D1u pesybraTsl corsacyioTcs Takxe
C mpoCTOH MOAENDBI0 YNPaBJeHHS KAeTOUHBIM LHKJIOM, OCHOBAHHOH
Ha OTHOWIEHHH MOLUHOCTEH SAepHOro HCTOUHHKA H LMTORJa3MaTHye-
CKOro croxa. JeficTBUTENBHO, eclH SAPO OKaawiBaerca B 6oJbe
WO LHTOMa3Me, TO MOMKHO NPEANOJNOXKHTb, UYTO NPOHCXOAUT
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MpexAeBpeMeHHAs HHRIMAaUHs, cKaxeM, S-pasel. Posab penpeccopa
HHHIIHAUHM Morsa OBl HrpaTh MoJieKyJa THNna KehJoHa.

Yacto mosiaraioT, UTO Pe3yJbTaThl IKCIEPHMEHNTOB 10 CJAMSHHIO
KJIETOK, B KOTOPHIX LHTOI/a3Ma OLHOIO THIIA BBLI3LIBAET HHHUHALHUIO
S-pasw B agpe Lpyroro THma [Kak B 3KCHepPHMEHTaX, OMHCAHHBIX
Xappucom u ap. (Harris et al., 1969)], nocny:xumu sBecKuM HOBO-
JOM B TI0JIb3Y CYL1ECTBOBAHHS NOJOMKHTENBHOIO CHIHAJ/a, aHaJoruy-
HOro MHMLHATOPY, KoHTpoaupywoiemy penaukaunio JTHK. Onxako
M3 BHILIECKa3aHHOTG SICHO, YTO eC]H pasHble MHTOMTA3MEl paaiu-
YalOTCsl CNOCOOHOCTBLIO K Jerpajalid penpeccopa, TO HHAYKLUIO
B pesysJbTaTe CAHSHHA MOXKHO OOGBACHHTL C NOMOUIbI0 Jo6ofl u3
OBYX runotes. [is Toro uto0Gb pa3pelliTh 3Ty HEONPele]eHHOCTh,
HY)>KHO JHOO MMeTh KJEeTKM ¢ MYTAaIHAMH YOpPaBJeHHs, KOTOpbIE
MOXHO COENHHATL C HOPMAJbHHIMH K/JeTKaMH H H3yuaTh JOMHHH-
pyiolue oTHOWeHHN (KaK 370 6bl10 caesaHo yKako6oM B MoHo nas
lac-onepona E. coli), mu0 BHOENHTb H OUHCTHTL BEl(ECTBA, 3a-
METHO BJTHAIOUIHE HA OTIEJbHBIE COOLITHS B K/ETOUHOM LHKJe (Kak
3TQ Henaercsi B COBPEMEHHBIX HCCAENOBAHMAX Ha KellJIOHaX).

[Tpu paccMotpenunn KefiToHHON rUIOTe3B HYKHO HMeTh B BHIY
ee BO3MOXKHOe 3HaueHHe JJA Tepanuu onyxonef, uéo scHO, 4TO
CyllecTBOBaHHe TKaHecnmeNH(HUHOro UHIHOHTOPA MHTO30B, KOTOPHIH
MOJKHO BHIETHTb H OUHCTHTB, MO3BOJSET HaledTLCA HA BO3MOXK-
HOCTb KIHHHUECKOr0 HCNONB3OBAHHA €ro AN YNpaBJeHHA POCTOM
B HoBooGpasoBaHuAXx. OQHAaKO OOCTAaTOUHO NPOCTO B3MIAHYTH Ha
puc. 3.8, uToGH TOHATL BCK CAOXKHOCTH ITOFO BONPOCA; BBeAEHHE
KeliJloHa XXWBOTHOMY C ONMYXQJIbio, CKaXeM, Ha KO)Ke JOJXKHO OpH-
BOIHTb K HHrHOGHPOBaHMIO MHTOTHUeCKOH AKTHBHOCTH H HOpMaJb:
HOM, U onyXo/ieBoH TKaHH, HO, MO-BUOIHMOMY, Oojblie mepBoil, uem
nocaepHell, Tak Kak OMyXo/b yXKe He NOAUMHSAETCS HOPMAAbHBIM (DH-
3HOJOrHYecKM MpoLEeccaM YNPaBJeHHs H MO3ITOMY TPeLNOJIOXH-
TeJbHO Mcliee 4yBcTBHTenbHa. Iloka HHBEKUHHM KefiJoHa nponod-
JKAIOTCH, MHUTOTHYecKas aKTHBHOCTL OyAeT mnomaejeHa, Ho nocte
OpeKpalllenns HHBeKIHH BoccTaHoBHTCA status quo ante. dtor mo-
MeHT 6bl1 ueTKo oTMeued Mpepcenom (Iversen, 1970). Ognako, Kak
9TO HH YOHBHTENbHO, B HacTosillee BpeMs HMeloTcsl RaHHble (Bul-
tough, Laurence, 1968; Rytomia, Kiviniemi, 1968; Mohr et al,
1968), KoTopble MOKasLIBAIOT, YTO TAKHM CNOCOGOM MOXHO mMOMy-
YHTL perpeccHio HEKOTOPLIX omyxoneil, H nake Hmeercsl coobuieHHe
0 NPOBENEHHH MOJHOro Kypca fNedeHHS MedaHOMBl V MBled H Xo-
MSIUKOB. DTH DPe3yNbTaThl [PeACTARISIOT 3HAYHTENLHLIA HHTEpeC M
MOKAa3bLIBAIOT, YTO MeXaHH3M HNeHCTBHSl KeflIOHOB 3HauHTeNbHO Go-
Jlee C/10XKeH, yeM 370 clelyeT u3 npocTofi cxemsl pHc. 3.8. Hekoro-
pble HHTEpecHble BO3MOXKHOCTH LaHHOMO MeToaa pacCMOTPEHBl B
HelaBHO onyGankoBanuoii o630pHolt crathe DByanoy (Byllough,
1975, b). locTaTouHO OTMETHTL, YTO OCHOBHAf KOHUENLUHA YIpaB-
JleHHsI ¢ NOMOLIbK OTPHIATENBLHONR 06paTHOH CBA3H, OUEBHIHO, NDH-
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HOCH/2 H POAO/KaeT NPHHOCHTL GOJILIIYIO NOMAB3Y HE TOJNbKO NpH
H3YueHHH OpPraHu3anyH IPOKAPHOTOB, HO TaKXXe H MPH Noaxone
K OHON M3 BeuHbIX npoGieM PH3HOJOrHH MHOTOKIETOUHBIX — NPO6-
JeMe YNpaBJeHHA KJIeTOYHLIM POCTOM H CBSI3aHHOH ¢ Hel mpoGJaeme
HapyLleHHs YNpaBJaeHHA, HMellerg MecTo B OMYXOJSIX.

BepOﬂTHOCTHLIC MOAECAH KACTOMHOro IHKJA
H ero yiupaejeHHs

Kak oTmeuanoch paHee, KaKylo Gbl MOAeIb MLl HH BLIGPasH And
ONHCaHHA NOBeJeHHs KJeTOK BO BpeMs KJETOYHOTO LMK/Ia, B Hee
N0/KeH OBITh KaKHM-TO 06pa3oM BBEAEH CTOXacTHueckuil (BeposT-
noctHblfl) dakTop. [IpocTefiwHi BaphaHT — 3T0 NPeANOJOKEHHe,
4TO MOJEKYJAPHbBIE OCUMJIIATOPH, OTBETCTBEHHBIE 32 PHTMHUECKOE
noBenetue OT/AeAbHOH KJeTKH, UMerT pasJaHuHble (has3sl H 4acToTH,
TaKk UYTO CYMMapHbIM pe3yJbTaTOM HX AaKTHBHOCTH OKa3HBaercH
«iwymoBoi» unka (Engleberg, 1968). Takas monenn Golia Obf ge-
TEePMHHHPOBAHHONH Ha MOJIeKYJSPHOM YPOBHE H He paccMaTpHBaJja
OBl cay4yafiHBIX MPOUECCOB, TaKHX, KaK CNOHTaHHAas AHCCOLHAUUA
KOMMJ/IEKCOB perpeccop — ONepaTtop MJIH APYrHX MOJEKYJspPHBIX
accouHalHl, y4acTRYWWHX B peryasudH, QJAyKTyanuii cxopocred
peaxuuit, oO6ycIOBIeHHBLIX H3MEeHEHHAMH TeMmOepaTyphl, 4acTOTH
CTONKHOBEHHHA, OpHEHTAUMH pearHpyrouux Mojgexkyn H 1.4 Ilo-
CKOJMLKY Ha MOJEKy/s1pHOM YPOBHe KapTHua OGHOXHMHUYECKHX Npo-
HeccoB, NPOHCXOAAMMX B KJeTKe, OKazbiBaeTCs MO CBoeH mpupone
«mwyMoBofly (0coGeHHO ecsiH B STHX Npoileccax yuacTBYeT MaJio
MOJIEKYJl, KaK B Clyyae OpOUECcCOB, PeryJHpPYIOUHX aKTHBHOCTL re-
HOB), TO, MO-BHAMMOMY, HaufoJee ecTeCTBEHHO NPEANOJOXKHTb, Y4TO
CTOXacTHUecKH# haKTOp BBOAHTCSA IM1aBHEIM 06pa3oM Ha TOM yPOB-
ue. Cornacuo kpafiHeil TOUKC 3peHHS, AeTepPMHHHPOBAHHbIE 3JeMeH-
TH KJeTOUHOI'O MOBCAEHHS OTCYTCTBYIOT BOOOIIE B TOM CMbICIE, UTO
lia OCIHJUIATOP HE HaKJaAhBAETCA HHKAKHX IHHAMHUECKHX OTpaHH-
ueHHH, SeTepMHIHPYIONIHX Onpcaenednyo GopMy KoiacbaHkH ¢ faH-
HOH yacTOTON M aMIAUTYRoH, MOKHO cyHTaTb, HANPHMEP, UTO KJIeT-
Ka pasfesuTcs, Korna npoHsofifeT psan co0bITHH, Kaxkaoe H3 KOTO-
PEIX HMeeT LaHHYI0 BEPOATHOCTE NMOABAEHHS KaK QPYHKIHIO BpEeMeHH,
W 4TO 3TH COGLITHS MOrYT MPOUCXOAMTb B JA0GoM mopagxe. Takad
Mogze/b He TpeANoaaraeT CYLECTBOBAaHHA NPHYHHHOrO LHKIZ B
KJeTKaX, TAaK KaK He HajaraeT HHKaKHX OrpaHHYeHHH Ha ynopsno-
yexsocTh cobertuit. Tlogofubiil moxom ©waA Hcnosabzopad Panom
(Rahn, 1932), uto 1210 pacmpcgenentie BeposiTHOCTeH 0/ BpeMeHH
reHepalliy KJeTOK, He OUeHb XOpOINo COOTBETCTBYMOIlee 3KCIepH-
MeHTaNbHbIM JaHHBIM; Takoe COOTBETCTBHE MOXHO OblIo OLI noAay-
YHTb, CHeTaB pAA AanbHefIMX NONYUieHHH, HampHMep TPHCBOHB
pasHble BepoOSITHOCTH pasHbIM coGbiTHAM. HanGosee cepbeaHbiM BO3-
paskeHHeM NPOTUR JaHHOrO NMOAXOLA MPEACTABIAETCA OTCYTCTBHE B
TaKoi MoleqH onpenetednoll S-gasul, 33 Kotopoil caenyer dasa Gy,
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YTO TIPOTHBOPEYHT NOJABJAIIEMY OGOJLIIMHCTBY 3KCHEPHMEHTOB.
Kenpoan (Kendall, 1948) moanduuuposan 3ty Mopeab, npeanoso-
JKUB, YTO cOOBITHS,, COCTaBASIOUHE LUK, XOTS U Onupenensiorcs
3aBHCAIIMMH OT BpeMeHH BEPOATHOCTIMH, NPOUCXOANT TEM He MeHee
nocsenoBatesbHo. Torga AefiCTBHTENBHO TOABJASETCS UMK, HO KOp-
peJIALHA MeXAy OAHHM IHKJIOM W CNeAyIIUHM He o6A3aHa cylle-
CTBOBATb, TAK KaK MOCJIE OKOHUAHHS NMK/IA NpollecC KaXIbll pas
HaUUHAEeTCs 3aHOBO H HHKAKOTO BJAHAHHUS ONHOIrO THKJT3 Ha JIpyro#
He cymlecTsyeT. [/ JHHaMHUECKOrQ OCUHJJMSITOPA 3TO He Tak, mo-
CKOJbKY €r¢ noBeeHHEe 3aBHCHT OT HA4YaNbHBIX YCNOBUH M CTeneHH
YCTOHYHBOCTH npouecca. F3BecTHo, 4TO BpeMeHa reHepallHH maTe-
PHHCKHX H TOUEPHHX K/JTeTOK CKOPPEeTHPOBaHbI, H MO3TOMY, KaK Mo-
Ka3aHo psaoM aBTopoB (Schaechter et al., 1962; Powell, Errington,
1963; Kubitschek, 1966), tpeGyeTcsn BBeCTH HEKOTOPYIO CBA3b Me-
KOy reHepalHsiIMH. ITO MOxkeT ObITh CAENaHO Pa3JHYHBIMH CHOCO-
GaMu, Kak onucawo Mappowm, [Isiintepom u HuabcoHom (Marr,
Painter, Nilson, 1959) B cTaThe, rie nOCTpoeHa oueHb o6u1as BepoAT-
HOCTHa# MOJeJb, BeCbMa YRAaUHO ONHCHIBAIOWLAA KJAETOUHBIH LHKM.

Bce uMeloninecs MoIeJH KJETOUHOTO HMKJIA, 32 HCKIIOYeHHEM
monenn Pana (Rahn, 1932), sBio Uiy HesABHO mpennoaraior cyle-
CTBOBAHHE KAKHX-TO YACOB — MOCTYAAT, KOTOPLIl BHIBONAMUTCA U3 fO-
CJ1e0BaTeNLHOrO XapakTepa NpoOLecca, NPOHCXOLAUIEro OT OAHOIO
KJETOYHOro AesieHus 1o apyroro. OnHako ecau pellaloulHil miar B
9TOH NOC/AeL0BATENBHOCTH YOPaBjisieTcd YHCTO CAyualHLIM CO6H-
THEM, TO MOXHO 333aTh BHOJIHE 3aKOHHLIH BONPOC: NPOXORAT JH
pacTyme H AejsiliHecst KJIeTKH 1HKI? Jl0KasaTeiLcTBO TOLO, UTO
B 5YKapHOTHYECKOM $iApe 3T0 NEHCTBHTE/NLHO TaK, MPeACTaBAEHO B
uHTepecHoll cratbe CMura u Mapruwa (Smith, Martin, 1973). Co-
IJ1aCHO 3THM aBTOpaM, LaHHble, MOJYYyeHHBIE [JIf pacnpeleaeHHs
BpEMeH reHepallHH B KyJbTypaX Da3sHUHbIX THOOB KJETOK, pellu-
TeJbHO YKa3blBaloT Ha TO, 4TO MeHcTBUTETbHO HMeeTcs CaydaliHoe
co6bITHE, KOTOPOE YNPaBAfeT NepexoloM KJIeTOK H3 HeKOTopo# cTa-
aud ¢assl G, B NeTepMHHHPOBAHHYIO NOCAELOBATENbHOCTL COOBITHH,
BeAYUIMX K OKOHUaHHI0 MHTO3a. XOTA CaMa 3Ta NOCJIel0BaTe/IbHOCTh
H CTOXacTHYECKasl, OHa 3HauyHTeNLHO 6GoJlee OPraHH30BaHa BO Bpe-
MEHH, 4eM CaydaiiHble HHHUHHPYIOLIHE COBLITHA, onpefensomye ne-
pexojl, Ha OCHOBAHHH uyero ABTOPLl CUHTAOT HEOOXOINHMBIM BBECTH
B (a3y G, HemeTepMuHupoBaHHOe cocTosnHe A. Taxkoe npeanono«
JKeHHe OYeHb MHTEPECHO BHIOH3MEHAET OCHOBHYI) KOHNENUHIO KJes
TOYHOIO UMK/, JOKAJAU3YS NPAKTHUECKH BECDh {IyM B OLHOM COOLI+
THH, BMECTO TOTO 4UTOGBLI pacnpelesaTh ero PaBHOMEPHO [0 BCeMy
mukay. OfHako npo6ieMa NOCTPOEHHS MOAeTH, KoTopas 06bACHANa
6H KaK VCTOHYHROCTb pocTa M Npollecca AeseHdsd, TaK H HX CTOXas
CTHUeCKHe CBOlCTBa, NMo-MpexHeMy ocraercs HepemreHHofl. S choBa
BKpaTIle OCTAHOBJIOCH Ha 3TOM BOIPOCE B NOCAENHEH I/1aBe B CBA3H
¢ QeHOMEHONOrHYECKAM MOAXQAO0M K OMHCAHKIO KJETOYHOTO IHK/A,
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HNETO4YHBIHA POCT, CUHXPOHHOCTb
HAETOYHBLIX LIUKNOB U BUOROrUHECHKHUE YACHI

Tpu pasHEIX COCTONHHS YROPANOYEHHOCTH KJETOUHHIX TOOYJf-
IHH MOXKHO (H B KaKOM-TO CMbICJIE NOMe3HO) KJAacCHPUNUpOBATh 1O
aHaJlOTHU ¢ TpeMs COCTOAHHSIMH MaTepHH: ra3, XHIEKOCTb, TBeploe
TeJ10.

B nepBoM ciyuae MBI MOXEM PacCMaTpHBaTL CBOHCTBa KYab-
TYpHl KIETOK, Kax/J1as H3 KOTOPLIX WMeeT BHYTPEHHIOW YNopAloueH-
HOCTb, TaK, KaK MBI 3TO IefajH B Tpex NpeiblIYUIUX raaBax, CUH-
Tas, YTO HHKAKOH HHOH YNOPSALOUEHHOCTH B MONMYJSNHH KJIETOK, 33
HCKAO4eHHeM ToH, KoTopasi oOyc/oB/neHa YCpelHEHHeM HHRHMBH-
NyanbHOro NOBeNEHHA KJACTOK, He cyulecTByeT. MIMeHHO Tak 06bIUHO
6nipaer B 6aKTepHaNbUBIX NONYJAANUAX, IJe KaXnas KJIeTKa, 105o6HO
MoOJIeKYJie Tas3a,— BLICOKO YMopsiaoueHHAs CUCTeMa, U 0OpH 3TOM
MeXAY KJEeTKaMH HeT JOCTaTOYHO CHJIBLHOrO B3aHMOJIeACTBHSA, CHO-
coBHOro NPHBECTH K KaKOofl 651 TO HH OLINO OPraHH3AUMH NOMYJISLHH,
Hue s paccCMOTPIO XeMOCTaT KaK MOJe/b YCTaHOBHBINErocs pocTa
TaKoH nonyasiuMy H NPOaHAJH3HUPYIO aHAJIOTHIO MEXIY NOoBeleHHeM
5TOH MOLeNH M HEKOTOPHIX THNOB NOMYJANHH KJIETOK MHOrokJje-
TOUHBIX.

[Ipu Hanuuuu y ocoGefl XapaKTepHBIX AHHAMHUECKHX DeXKHMOB
rio6afibHas YNopALOUEHHOCTD MOXKeT BO3HHKHYTDL JIOGHIM H3 ABYX
cnocoBoB: MOA BJAHAHHEM BHeUIHEro RO3LEHCTBHA, KOTOPOE MOXeT
3acTaBHTL ocofell BecTH cefA COrJacOBaHHO, WM B pe3yabTaTte
JOCTAaTOUHO CHJILHOrO B3aHMONEHCTBHA MEXAY WHIHBHIYYMAaMH, UTO
npHBejeT K NOABJEHHIO YCTOAUHBOH NHHAMHUECKOH YNOPAAOUEHHO-
cru. S1 paccMoTpio NpuMepsbl 000HX THNOB MOBEJNEHHS NPH CHHXPOHU-
3alHH KJAETOK C MOMOIIbI0 BHEIIHUX NePHOAHUECKHX BLIHYKAAOLUINX
GYHKUKH B 0DH M3YUEHHH YCTOHYHMBOCTH CTa6HJBLHLIX PHTMOB B oNy-
JAUHAX KAeToK, o6nanaonux 6HoJoTHIeCcKHMHE yacaMu. I8 Takux
nonyasnHi XapakTepHa HCK/IOUHTEJNbHO BPeMeHHAs ynopsaLoueH-
HOCTb — OTHE/JIbHbIE KJIeTKH CBOGOAHO IABHXYTCA LPyr OTHOCHTENBHO
Apyra H B3aHMOAENCTBHE OCYUIECTBJACTCA TOIbKO C MOMOULBK CHI-
HaJla CBA3H. DTO COCTOSHHe UYaCTHUHON YNOPALOUEHHOCTH KJCTOK
MOXKHO CUMTATh aHAJOTHUHBLIM COCTOSIHHIO MOJCKYJ B XHAKOCTH, I'fle
OTJle/bHBIE MOJIEKYIH CBOGOLHO MepeMellanTcs ApPYyr OTHOCHTENbHO
APYyTa, HO CYUIECTBYIOT HeKOTOpDLIe OrpaHHUeHHs Ha pacnpefeseHUs
SHEepPrHH,
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Tpertbe cocrosiiue yIOpsIOUEHHOOTH KJETOK HMEET MeCTO B TOM
ciyyae, Korjla CYUIECTBYIOT NPOCTPaHCTBEHHBIE W BPeMeHHBIE Orpa-
HHYEHHS, NPUBOJASIIHE K NPOCTPAHCTBEHHO-BPeMeHHOH ynopanoueH-
HOCTH, O6YCJOBJEHHOH HajHuHeM elle 60Jee CHALUBIX B3aHMonel-
CTBHH MeX1y e1MHHIAMH; 3TO aHAJOTHYHO COCTOSINUIO MOJMEKYT HIH
aTOMOB B TBepibIX TelaX, OcoOGeHHO B KpucTaaaax. B caemylomei
rJiaBe s1 pacCMOTPIO YeTHIPEXMEPHYIO YIMOPSAOYEeHHOCTh, XapaKTepH-
3YIOHIYIO COCTOAAHHE pasBHBawllerocss s3MOpHOHA. 3nech obHapy-
HKHTCS OfHA HHTEpPEecHas NeTajb— Ha 3TOM YpPOBHe OpraHM3alHH
HMeeT CMBICA COBCEM OTKA3aThbCA OT MOHATHS KJCTOK, TaK Kak TKaHb
MOXHO pacCMaTpHBaTb CKopee KaK HeNpepbiBHYIO Cpely, uYeM Kak
COBOKYIHOCTB OTHE/JbHLX dacTHU. Ho B pawnol r/iaBe emZHHHUlas
KJeTKa Mmo-npexHeMy MrpaeT OCHOBHYIO POJb 3/eMeHTa B CHHXPOH-
HOH HJIH acCHHXPOHHOH NOMyJIsIHH.

XeMocTat

YerpoitcTBo, NpefHa3HaueHHOe M1 BLIPAIIHBAHHAA KJIETOUHBIX
AOmyJaUMil B MOCTOAHHBIX XHMHYECKUX YCJAOBHAX, OblIO onucaHo B
1950 r. Hosurom u Cunanapgom (Novick, Szilard, 1950) 1 Mono
(Monod, 1950), nprueM n79 o6bsicHeHHUs ero (QYHKIHOHHPOBaHUS
B 06eHXx paBoTax HCUOMBL30OBANTACH NO CYUIECTRY OJHA H Ta XKe Teo-
pus. [1puGop B cBoell ocHOBE OueHb NPOCT H CO BpeMeHH NOABJEHUSA
¢ 60JbIIAM yCrmeXoM NPHMeHSEeTCs ApU H3ydYellnH KJeTouHoH dusmo-
JOruM ¥ moBeleHHs nonyaauufi. Cxema cro npefcTaBjieHa Ha
puc. 4.1. Cocya 1 conepXuT NUTATENLHYIO Cpelly, HEOOXOAHMYIO A5
pocTa KIeTOK (TaKHX, Kak GakTepud, apoykxH, LS-kreTtku u T. a.),
KOTOpBle MOIYT PacTH B CYCEH3HOHHBIX KyabTypaX. CkopocTh no-
CTYNIeHHA [ MHTaTeIbHBIX BEUIeCTB B COCYL 2, rae NPOHCXOAUT POCT,
PErVIHPYETCSl ¢ MOMOUILK CHelHadbHOro ycTpoficTea. 310 ycrpoil-
cTBO H300paxeHo 3fechb B Buie KpyxKka co crpeakoil. Cocyn 2 co-
NepXXHT o6bem V KyJabTypH KJeTOK; OblcTpoe TepeMclliBaHHe no-
cTynaionleil cpeanl OCYLIECTBAAETCS ¢ HOMOILLIO MEaJK, MoLLep-
MHUBAMOLEH cOdep:KUMoe cocyna onHopoanniM. O6beM coxpaHsercs
NHOCTOAHHBIM € TOMOILbI0 CAHBHOTO pYKara, uepe3 KOTOPLIH KY/b-
Typa BLITEKaeT B cocyn 3 ¢ TOH Xe CKOPOCTbIO, ¢ Kako#l H3 cocyna 1
nocTynaer cpefa. B cocyn 2 momaercs Takxe BO3AYX, M UMeercs
yerpoiicTeo 443 otfopa npol. Cocyd 3 cayxHT 344 c6opa KJeToK,
KOTOpble MOrYT OBITb HCIO/NL30BAHLI 3aTeM IS MoaydeHHs GHOMIo-
rHYeCKHX NPOAYKTOB (JleKapCTB, BHTAMHHOB, Oe/lKa, CTHPTa U T. A4.).

HMHTYUTHBHO iCHO, 4TD, €CJIH CKOPOCTL NOTOKa uepe3 cocyl 2 He
NpeBbIlIaeT MAKCHMAJbHYK) CKOPOCThL POCTa KJeTOK BHYTPH Hero,
B CHCTeMe YCTAaHOBHTCH CTAllHOHAPHOE COCTOSAHHE pOCTa, KOTOpoe
Gyner yCTOMYMBBIM K MaJjblM BOSMYLIEHHSM KJEeTOYHOH NNOTHOCTH
HJIH KOHIEHTPALUHH NHTAaTesJbHbIX BergecTs. UToOH 00Ka3aTh 3TO,
BoiBefieM AHdGepeHIHaNbHLIe YPABHEHHA, ONHCHIBAIOLINE [TOBeJleHHe
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COOTBETCTBYIOUIHX MepeMeHHHX. ITH NepeMeHHbe — KOHUEHTpauus
KJETOK B Cocyne (x), H3IMEPEHHasi, HanpHMep, B CAHHHNAX CYXOro
Beca Ha | MJ KyJabTypbl, U KOHLUEHTPAaUHs [UTAaTeNTbHOro BeLleCTRa
unu cyberparta ($), KOTOpas OrpaHUUMBAeT CKOPOCThL POCTA KJETOK;
ee ToXe YAOGHO BHIpaxaThb B Mr-ma~lL [IpeanosoXum, ute Takoff
CKOPOCTb-IHMHTHPYIOWIHH Ccy6CTpaT CYLIeCTBYeT, NMOCKOJbKY HHaue
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Puc. 4.1. Cxema xemoctaTa.

Hesb3sl ONPELe/IHTD, UTo Xe ynpabaseT pocToM. Toraa MoiKHO npel-
NOJOXKHTh, Y4TO HCKOTOpoe HeoOXOoAHMMOe NHTaTe/bloe BellecTBO
noadepKuBaeTcd NPH TaKoH KOUIEHTpalMH, uTO OT Hero 3aBHCHT
CKOpoCTh pocta. KoHIEHTpAL U 9TOro NMHTaTeIbHOTO BEU[eCTBa B CO-
cyne 1 paBna sg == const.

PaccMoTpum ypasHeHHe, ONHCLIBaollee H3MEHEHHE KOHUEHTpa-
1MH KJAETOK x. UHCI0 KJICTOK yBeNHUHBAeTCsl H3-3a POCTa, KOTOPLIH
IPH MOCTOSHHBIX YCIOBHAX OKpyXalouWeh cpeisl 3KCOOHeHLHaseH.
TakuM 06pa3oM, CKOPOCTb KJETOYHOrO pOCTa paBHA

(.‘i’f.) =y
dt pocT ]“l :

CKOpoCcTb BHIMBIBAHHSI KNETOK H3 KYJLTYPLI onpelefdercs Chle-
ayouwuM  ofpa3oM. [IycTb CKopocTh NOTOKa [ H3Mepsiercs B
ma-muH-L Torja Macca KJIeTok, KOTOpas BLIMbIBAeTCs H3 KYJb-
TYypPbl KaxAyI0 MUHYTY, paBHa fY Mr-MHH™!, 4TO BH3LIBaeT H3MeHe-
HHe KOHUEHTpauHH B cocyse [x/V mr-(mi-mun)~l. Ito OGynmer
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pasbaBaenne 3a cuer BHBeJeHHUs KaeTok. ChnenoBarenbHO, H3MEHe-
HHEe KOHUEHTpaluHi KJETOK HMeeT BHI

_di__(_di) __(‘1_") = — Lk
dt — \ dt Jpoer at Jupnenernne H v

BBens D = f/V, noayuum

%=ux — Dx. (4.1)

Hanee nHam HeoOX0LHMO HaliTH ypaBHenue njas s. Cy6erpaT mo-
CTYynaet B COCYZ CO CKOPOCTBIO fSR Mr-MHH™!, UTO BBHI3bIBAaET U3MeE-
HeHHE KOHUEHTpAaUHH ero B cocyle fsg/V == Dsgp Mr-(Ma-Mun)-!,
rae sg u3vepsaercs B Mr-Ma—!. CKopocTh BuIBeleHUst paBHa Ds, rae
§ — KOHIIEHTpauys JHMHTHDYIOUIEr0 CKOpPOCTh cy6eTpaTa B cocyae 2.
Tpetuit unen, KOTOpH HEOGXOIUMO YueCTb B BuIpaKeHHM Aas ds/dt,
omHchBaeT norpebieHne cy6eTpaTa KaeTkaMu. BeemeM Benuunny Y,
paBHYIO Becy KJeTOK, o6GpasoBaHHHWX Ha eAHuHUNy cy6cTpara. JTa
BeJIHUHHA H3BECTHA KaK KOHCTaHTa BhIXoia. Hanpumep, nns Gakre-
pun Aerobacter cloacae, pacTymein Ha cpene, Il JUMHTHPYIOILHM
cy6CTpaTOM AIBJAETCA [AHNEPHH, Y npHHHMaer 3Hauedue 0,5, T. e
Ha Kaxaoie 0,5 Mr npHpocta GakrepHil motpefasiercs 1 mr rauue-
puHa. KoHeuHo, 6aKTepHH MOrAowaT H3 Cpellbl H MHOXECTBO ApY-
rux coepunenudl, Takux, kKak N, P, S, K, Na, Mg u 1. 1., B BHJE pas-
JHYHBIX COJiefl, HO OHH MPHCYTCTBYIOT B KOJMUECTBAX, HE OrpaHHUH-
BAIOHIHX CKOPOCThb, H MMO3TOMY He BXOAAT B CHCTEMY YpaBHeHHH Kax
nepeMeHHBle. ¥ paBHenHe 414 S, TAKHM 06pa3oM, NPHMeT BHI

A5 — Dsg— Ds — £ (4.2)

[ToCKONBKY MBI NPEANOJOXKUIH, 4TO S— NepeMeHHasl, KoTopas
OTPaHHUHBAGT CKOPOCTb POCTA, TO Teflepb HEOGXOLHMO OMpeneluTDb |
Kak ¢yuxuuw s. M3 paceMotpenus paBoTnl [ac-omepoHa Mbl 3Haew,
YTO MOCTYNJEeHHe HCTOUHWUKA Yrjiepola B GakTepHH peryIHpyercs
0cOGbIM  (epMEHTOM, [epMea3oi, JIOKaJH30BaHHON B KJIeTOUHOM
meMOGpane. [ToaToMy ckopocTh pocTa OyAeT 3aBHCeTh OT KaTajdH3u-
pyeMoit pepmeHTOM peakinHu. ITO YTBepXKAEeHHE, KOHEUHO, GblIO GBI
CrpaBelJIHBLIM, RaXe ecaH Obl CnenHanbHasf MepMeasHas CHCTEMa
OTCYTCTBOBAJa, NOTOMY 4TO CKOPOCTb YTHJH3aUHH IHTATelbHOTO
BEHIeCTBa BCe PaBHO 3aBHcena OBl OT aKTHBHOCTH Hexoroporo ¢ep-
MmeHTa, [To3TOMY pa3yMHO B3ATh (YHKUHOHAJDLHYIO 3aBHCHMOCTbL R
OT S B BHIe BLIPa)KeHHs A/ CKOPOCTH PeaKIHH, KaTaluaupyemoli
¢depMeHTOM, ¢ S B KauecrBe cyOctpara. Ceilyac, 3amHCbiBasg BHI
970l 3aBHCHMOCTH, MBI HMe€eM BO3IMOXHOCThL BHIGOpa: MOXKHO BOC-
nosb30BaThCst YpaBHenneM Muxasnnca — Menten (1.9) ¢ Ko = 0 uan
B35STb OLHO H3 GoJee CJOXKWBIX ypaBHeHuit — (1.11) uma (1.23),
OMUCHIBAIOIHKX (epMeHTh C CHIMOHAHOR KuHeTHKOH. EcTecrtmenHq,
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yro Hosuk u Cuuaapn (Novick, Szilard, 1950) u Moxo (Monod,
1950) ncmonb3oBaau Gosee MNpPoCcTOe BhipaxeHHe Muxasiaunca —
MeHTeH, TaKk KaK B TO BpeMs KOONepPaTHBHOCTb QepMEHTOB ele He
6bl1a 00Hapy:keHa. MTag, cienys UM, npuMem
___ bBmS
=% r5 (4.3)

rie s — MaKCHMaJbHas CKOPOCTb POCTa, aHaJor MaKcHMasabHOH
depMeHTaTHBHOH aKTHBHOCTH, a K;-— aHalor KOHCTaHTH Muxas-
aaca [U/Ky=(k=) 4 ko)/k1 B yparHenuu (1.9). Beanuuna pm
onpeaensiercss cOOCTBEHHOH CKOPOCTBIO pOCTa KJIETOK H, CJlenoBa-
TeAbHO, 33BUCHT TOJTBKO OT HX HACIeACTBEHHO CTPYKTYPBI.

[Toacranosxka suipaxenns (4.3) B ypaBneuus (4.1) u (4.2) naer
HaM [apy ypaBHeuui:

dx [ _wms

= _{ e D}x, (4.4)
as oy bhm X8

T=D 69— 5 (4.5)

CrannonapHoe CoCTOsiHHe (ecJqH OHO CYUIECTBYET) onpelesisiercs
HEKOTOPOIl Napoil 3HaueHHi § H X, IPH KOTOPBIX MPOH3BORHEIE 06pa-
maiores B 0. OGo3HauuM 3TH 3HayeHHs KaK X M §; OHH LOJIKHH
onpeNeNaTLCH ypaBHEHHAMH

UmS =
(x5 ~p}r=0 w0
D(sR—g)—%(—Ks—ﬁ-jT)-:o. (4.7)

OueBUAHBIM pellieHdeM ypapuenus (4.6) apasderca ¥ = 0; roraa us
ypaBHeHHA (4.7) Mbi HaXoAuM, 4To § ==sg. DTO COOTBETICTBYeT Ta-
KOMY COCTOSIHMIO X€MOCTaTa, KOrda KJAeTKH HC BBCAEHM B cocyn 2.
TaK 4TO KOHUEeHTpalus cyfcTpata B HEM rakan e, Kak H B cocyle
1, . e. sg. JApyroe pewlenue 310 cUCTeMbl YpasHeHHH:

~ (=7

,E:Y[SR-—KS ML_D ]

e

(4.8)

U3 ypasHenuil (4.8) BHAHO, UTO NPH HEKOTOPOM 3Hauenuu D,
Ha30oBeM ero ¢, BHpaKeHHe B KBaJApaTHEIX cKofkax Oyzer paeno 0,
T. e

HH
s
D= () “9
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B sTom cayuae ypaBuenue (4.4) npumer Bu
dx TS W58
=5 —v5) (.10

s s R

[Toxa B XemoCTaTe CYILECTBYIOT KJETKH, S MEHbLIUC, YeM Sr, OTOMY

UTO KJETKH HCHOJB3YIOT HEKOTOpoe KOAuHYecTBO cyfcTpara; TaKHM

o6pa3som, u3 ypaBHewua (4.10) wmul BHIHM, uyTO, Korma D = D

dx/dt <0 no Tex nop, NoKa npH s =Sy dx/dt ne obpaturca B 0.

3710 coorBercTBYeT pemieHuio X =0, §=sg. CuaejpoBatenbuo, D.

€CTh KPHTHUECKad CKOPOCTL pasBeleHHfA, NPH KOTOPOH KJAETKH He

MOTYT pacCTH J0CTaTOYHO GBICTPO A5 TOro, UYTOObl CKOMNEHCHPOBATH

BbIBEAEHHE, H MO3TOMY COCYA C KYJbTYpOH MeadeHHO, HO HEYKJNOHHO

ocBoBoXAaeTCsd OT KAeTOK. DTa CHTyauus, a TakKe YCJIOBHSA, NpH

KOTOPHIX MPOHCXOAHT BHIMhIBaHHe, GLIIH PacCMOTPEHBI B HHTEpec-

HOM H HHGOOPMATHBHOM HCCJAELOBAHHH TEOPHH H 3KCNepHMeHTaJb-

HOTO NOBeeHHs KJIeTOK, PacTyWuX B XeMocTate, XepBepToM, dic-

Boptom H Temmuurom (Herbert, Ellsworth, Telling, 1956). Onu

o0CYANIH TaKKe MHOrHe IpYrHe AacHeKTH COOTHOLICHHH MeXay

TeopHell ¥ IKCMepHMEHTOM, BEISSBHB KaK COOTBETCTBHS, TaK W pPsfk

HECOOTBETCTBH, KOTOpPbie HOMOraioT ONpelesiHTh, KaKue RONYILCHHS

Mofiesiy HeBepHBl. HecooTBETCTBHA TEOPHH 3KCHEPHMEHTY BOAHHKAIOT

rJasHpiM 06pasoM NpH HCCIeAOBAHUH MOBCAEHUA CHCTEMBL B OKpe-

CTHOCTH KpHTHuUecKOd Touxu D, [Ipu BLICOKHX cKopocTfix pa3fab-

JIEHHS BhIXHBaeMOCTL KJETOK BBINIE, yeM 3TO NpejcKa3hBaeT Teo-

pHS; NOITOMY NpPelNOJoMXKeHHe O FOMOTEHHOCTH, O3Haualollee, uTO

CMeIHBaHHe HOBHX 06BEMOB MHTATENBLHOrO BCUICCTBA C KYJAbTYpoH

NPOHCXOAHT MIHOBEHHO, MO-BUAUMOMY, lieBepio. Melnburyio BBIKH-

BAeMOCTDh KJETOK, uyeM OXHAaercsd NpH KPHTHUYECKON CKOPOCTH pas-

6GaBneHus, MOXKeT OOBACHHTEL HMEHHO TeTeporeHHoCcThb. KoHeuHo, npu

JioboM D Goabiuem, yeM D, xjaeTKd TeM Ooaee OYAYT YaaSSIThCA.

Temeph MBI MOXKeM HCCAELOBATh YCTOWUHBOCTb CTAlHOHAPHBIX
pewrenviit ypapdenuii (4.4) u (4.5). Hcnoan3yem ToT Xe MeTol, uTo

H OpH H3YYEHWH YCTONUHBOCTH CTaUHOHAPHOTO PCUICHHA CHCTEMH

ypaBHeHu#i (1.25). CHauana BBEeM HOBLIE nepeMennsle, x = % + §,

§=3§-m, H IONYCTHM, 4TO & H 1 Majbi, TaK 4TO BCeMH UJeHaMH,

CTeneHb KOTOPLIX BHINIE ezm}muu MOXHO npeunedpeun. Torna cu-

CTeMa VpaBHeHHHA npHMeT BHI

48 [ un G+ 1) - ~
T =Ry —PjE+y
—~ WS umKsm ~ ~  NmKE _
={ 55 + o — DY = I —an (1)
_Mm (FHEGE+m)
Y Ks+§+n -
Hm

S st
== - l’lm § _—sx == — Ju—
=== y®, 9 {s§+ Ks+§n} bg cn, (4.12)

dan

T =Dlspg—5—mn)—
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rae
— _mKsk
AT PE
. Wmd — WKk
b=yt ¥ =Pty

XapakrepucTHyecKoe ypaBHeHHe CHCTeMbl ypaBHenuii (4.11) u

(4.12) ectb
}u —~a

b ado| =) Fab=0.

Ero Kopuu paBHH
—c+{? — d4ap}’e

v = .

2

[TocKONBKY @, b ¥ ¢ NOJOKHUTEJNbHDI, NeflCTBHTENbIAA YacTh KopHef
OTpHUATENbHA, M NIO3TOMY CTalHOMApHOE COCTOsHHe s X, § >0
ycrofiunBo. [Toacrasans B Belpamenne ans ¢ D = umS/(Ks + 5) u3
ypaBHeHHs1 (4.6), MOXXHO TakKe MOKasaTbh, yTo ¢?—4ab >0, no-
3TOMY KOpPHH He HMeHT MHHMBIX vacTeil, H, cleqopaTtesbHO, B pa-
6oTe XxeMOCTaTa He MOXKeT CYU(eCTBOBATb HHKAKOrO OBEpIIyTa ¢ 3a-
TyXaloWHMy KoleGaHusaMu. OnHaK0 3KCICPHMEHTANbHO 3TO ABJEHHE
O0GHapyKeHO, T. €. ONATbh HMEeTCss HeCOOTBETCTBHE MeXAy TeopHed
H 3KCNepHMeHTOM, Tpelyioniee MoaudHKaNUH Mojeld. DTOT cayuai
6611 pacemoTpel Mosepom (Moser, 1958).

Ecau D < D;, TO MOXHO n0Ka3aTh, 4T0 pemeHne ¥ =0, § = s,
HeycToHuHuBO, NOACTaBAAS 9TH 3HaueHus B ypaBHeuus (4.11) u
(4.12). B sToM ciyuae XapaKTepHCTHYeCKOe YpaBHCHHe HMeeT BHA
(A—a)(A+D)=0, rae o = umSg/(Ks + sg)— D, Tak uTo cyute-
CTBYET NOJOXHTeJbHOe COOCTBEHIIOE 3HAUEHHE, Jakliee HeycToRuHu-
Boctb. Ho ecan D > D, 1o pemienne ¥ =0, § =5z Oyier ycrtoii-
yupo, BeldcHenus Bauswns napaverpa D Ha nosezeHue 3ToH
CHCTEMBI MHTEPECHO ¢ TOH TOUKH 3peHds, 4TO OHO [OKashiBaeT
3aBUCHMOCTb YCTOHUHBOCTH OT BbLINOJHEHHS HEKOTOpLIX OrpaHuuye-
HHH, OnpeleasieMblx NapaMeTpPaMH,

ApanTMBHoe nNoBelcHHE XeMOCTaTa

[TonyuenHbtil Bbiitle pesysbTaT OYeHbL Baiied, NOTOMY YTQ LDH-
BJEKaeT Halle BHHMaHIle K HeKOTOPLIM OGIUMM NpHHIHNAM ajan-
THBHOIO MOBEZEHHS, ¢ KOTOPhM MDI YK€ CTaJKHBaJHCb B CBA3H C
HepapXuuecKoll opraHusalnelt MCTaGOJHUECKON M 3NHreHeTHYeCKOR
cucrem (ra, 1 u 2) u Kotopoe Tenepb MuKeT GuiTh ¢opMaNH30BaHO
AN xeMmocTata. B ypasheHusax (4.4) u (4.5) Mbl HCnoab30OBaJdH
LS ONMCAHHA COCTOSIHHA CHCTEMBl [B€ InepeMeHHbe— X H S.
Hpyrue ugeHb ABASIOTCS NapaMeTpaMH, KOTopbie HAH 3alaloTcH
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3KCMEePUMEHTATOPOM H NOLLEPIKHBAIOTCA NOCTOSHHBIMH B TeUeHHE IKC-
nepMMeHTa, Kak, HanpuMmep, D ¥ Sg, H/IH NPHCYIIH AaHHOMY THOY
KJEeTOK, HanpuMep um, Ks # Y. Ilocnennne He Haxonsitcs non KOH-
TPOJIEM HCCIen0BATENs, C/H He CUHTATh BO3MOMKHOCTH BEIfOpa apy-
rofi KNeTKH, a mepBbLie 3KCIEePHMEHTaTOp MOXEeT MeHATh MO CBOeMy
yeMmoTpenHio. [IpenmosiosXuM, 4To MBI HCNOJbIYeM XCMOCTAT [Ad
NOJlyyeHUs HEeKOTOPOrc GHOJOTHYECKOro NPOLYKTA, CKaXKeM BHTa-
MHUHOB, TaK UTO KJeTKH, coOpaHHbLIe B COCYAe 3, COCTaBJAT NyJ,
H3 KOTOPOTO MaTepHas/l H3BJeKaeTcs H COOTBETCTRYIOINHM 0GpasoMm
obpabaTeiBaeTcs. MOXHO CKOHCTPYHPOBATL XeMOCTAaT Tak, yTOGBE
o6bem B cocyne 3 Bceria NOAJEPIKHBAJCH Ha HEKOTOPOM oOnpene-
JIEHHOM YPOBHe, HeCcMOTPSl Ha H3aMeHeHHe NMOTPedJIEHHN; 3TOTO MO-
XHO HOOMUTBCH, PeryJHpys CKOpPOCTh MOTOKa f M3 cocyza 1 B coor-
BETCTBHH ¢ YPOBHeM K/JeTOoK B cocyle 3. Korna 3toT ypomeub najaet
HHXKe 3afaitHOM BeJIHYMHBI [, Ha KJanaH NOLAETCS CHrHAJ, KOTOPLifi
OTKpPHIBAET ero, yBeIHUHBaeT [ H, CelOBaTelblio, CKOPOCTh NPOH3-
BOACTB2 KJETOK. DTOT CHrHan AefCTBYeT aHaJOTHUHO MeT]Je OTpPH-
aTeJbHOH 0GPAaTHOH CBSI3H, TaK KaK ecju YPOBeHb CIHUIKOM HH3OK,
CKOPOCTb NOTOKa YBeJIMYMBAETCS, H HaoBopOT, TOUHO TaK ke pabo-
TaeT HHrHOMpoOBaHHe 1O THMY OGpaTHOH CBA3H NpH peryaannu cKo-
POCTH NMOTOKa MeTaloJHTOB B UeNH 00pa30RaHHsA KOHeUloro fpo-
NyKTa. AHasoTHA 3Jech AOBOJALHO O4EBHOHAN, XOTS COOTBETCTBYIO-
IIHe BBIPaXKeHus, BooGule rosopsi, padnnuawrcs. Ecan caemats D
B ypaBHeHHAX (4.4) u (4.5) dyHkuuell YPOBHA KJIETOK, TO B CHCTE-
MY BBemércsi Apyrasi nepeMeHHas, KOTOpas NMepBOHAUA/NbLHO He YYH-
TLIRAJaCh NPH BHIBOJE 3THX YpaBHeHHHl. $ICHO, 4TO cyulecTByer
MHOTO pa3id4HbLIX THNOB Bhipa)KeHHH, KOTOpbIE YLOBJAETBOPAIOT
TTaBHOMY TpeGOBaHHIO (DYHKUHOHAMLHON 3aBHCUMOCTH MeXay YpOB-
HeM, CKOpPOCTbIO NOTOKa M noTpebjeHueM, 3anucaHHONl B BHAe aH-
tbepeHunanbHelX ypaBHeHu#. lIpn 3TOM XeMmMoCTaT CTaHOBHTCS ro-
MEOCTaTOM, HOAAEPKWBAIIIUM OTHOCHTENRHO TNOCTOAHHBIA mya
NPOAYKTa, HEeCMOTPS Ha W3MeHeHHA B ero noTpebJeHHH, TaK Ke
KaK MeTabojHYyecKHA NyTh NOALEPKHBAET MOCTOAHHBIA IyJ KO-
HEUHOrO MNPOAYKTa NPH M3IMeHeHUd (HIHOIOrHUeCKHX nOTpebHO-
creil.

Onnaxgo ecau notpebieHue NpeBblliaeT ONpeeTedHyI0 BeJHUHHY,
TaK YTO COOTBETCTBYIOUlee eff 3HaueHWe [ NPHBOAHT K 3HAUEHHIO
D=f/V> D, 10 cucreMa HecOMBeHHo pa3damnaHcupyercsa. Yo
HYJKHO CleNaTb, uToGLl cHcTeMa 06s1afana ru6KoCTbio ¥ NPHCIOCO6-
JIeMOCTbIO, HeOOXOAUMBIMH el B TakuX cHTyaunuax? Bo BnacTd XoH-
CTPYKTOPa HaXOJAHMTCs elle ONHH mapaMerp — ofhem XemocTarta V.
YBeauuuBad ero, M npu GUKCHPOBAHHOM f yMmcHbIIaeM [, noaneps
HBas ero, TakuM 06pa3oM, Ha ypoBie, MeHbiueM D,. Urobn BK./I110
9HTb 3TY PerVJHPOBKY, HeoGXOLHMO BBECTH HOBYKW) UeNb ynpashies
HHUSA, KOTOpas peryaupomana 6ul V (cKakeM, nMOJAHHMAas HAH ONys
CKas NOJABMIKHLIA CJTHBHOW pyKae, 2 He QUKCHpYS ero Ha onpeje-
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JeHHOH BBICOTE), KOTLA OTHOLIeHHe 7 AOCTHraeT KPHTHHECKOTO

3HaYeHHsl.

J.as Toro uro6nl yBMIeTh, KaKHe NPHHUUNDL AOJKIBE YIPABIAATH
bYHKIHOHAAbHOA 3aBHCHMOCThIO Mexay [ H V, noJjesHo paccmo-
TpeTb 3aBHCHMOCTb Mexxny DX, sBasmwoiefics Mepoli TpOH3BOIHTENb-
HOCTH XeMocTaTa, H D. VI3 ypaBHeHHs (4.8) Mbl BHIHM, 4TO

pi=pY {sp— K. (=25)}-

Sroit 3aBHCHMOCTH COOTBETCTBYET KpHBas, npHBeJeHHas Ha pHc. 4.2.
OHa HMeeT MaxKCHMYM, KOTODDIl, KAK MOXHO MOKa3aTh, JOCTHraeT-

cs npu
— (1 —_ 3= _\*
D—p.,,,[l (l Kslsn) ]'

TaK 4TO ONTHMAaJIbHAas ajnanTHBHAf cHCTeMa noajep:xHBana On V
TakiM, uto D npu M3MeHeHHH [ ocTaBatoch OH B OKPECTHOCTH 3TOrO
MakcHiMyma. HaMeHeHHS Besn-
yuH £ H §, CONPOBOKAOUINE H3-
mcHeHHe V, Obiin 6nt Gonee Men-
JEeHHBIMH, ueM H3MCHeHus L,
ypOBHS INPOIVKTa B cocyre 3
(puc. 4.1), B pesyavrate HaMe- I&
Henuil [, 9yTo OpHBeso O K cy-
IEeCTBORAHHIO PAa3IHYHLIX Bpe-
MEH pedakcaiiu.

HiameHenusa mnpoH3BOBUTEN Db -
HOCTH CHCTEMbI B pe3ysbTaTe H3- 7 7
meHeHH# V ananornyHbl H3MeHe- ¢
HHAM, KOTOpBIE KOHTPOJUDPYIOT- Puc. 4.2. 3abucumocTs Mexiuy DE u
cA penpeccHeli mo THNY oGpaT- D aaa kaeTok, pacTyudx B XemocTare.
HOH CBfI3H, TAe H3MEHEeHHe MOTOo-

Ka B MeTadoAH4ecKOM MYTH JOCTHraeTcsl 3a cueT W3MeHeHHs KoJHye-
cTBa QepMeHTOB. 3hech ONfATh pabOTaeT TOT Ke CAMBI NPHHUUI:
NpHCNoco6ieMOCTh NPOU3BOLAHTE/NBHOCTH LOCTHraeTcsi NpeBparie-
HHeM NapaMeTpoOB B HepeMeHHbIe ¢ onpejlejleHHOH QYHKIHOHAALHOM
33BHCHMOCTBIO OT APYrux mepeMendbiX. KoveuHo, 310 BCerfia gesaer
CHCTEMY HWHaMHueCKH Gogee ciaoxHoH. Ho 23Tty CNOXKHOCTL MOXHO
NOAAEPIKUBATL HA YPOBHE, MOALANOUIEMCS YOPaBIEHHK), [IPHMEHSS
NPHHLKN MEePaAPXHH, KOTOpas 3aBUCHT OT BPeMeHHOTO Maclutaba:
KPaTKOCPOUHble W3IMEHCHHA YNPABARKTCA OLHHM YPUBHEM YIpaBJe-
HHA, GOJlee NJHTeNibHbte M Gojee OOLIHPHBIE H3MEHEHHA — ¢ NO-
Mollblo «0oJiee BLICOKOro» YpPOBHSI ynpabilchHusi. [lepeblii ypoBeHb
MBE OOBIYHO Ha3bIBACM rOMeoCTaTHYeCKUM, 8 MOCJCAHHII — afanTHB-
HBLIM, XOTSl OYEBHIHO, 4TO 93Ta TEepPMHHOJOTHSA OTHOCHTE/bIas.
AnanuTuyecKH OHM Pa3feNsioTess B pe3yjbTaTe CyUleCTBOBaHHA
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3aBHCHMOCTH MeXAy NEePEMEHHRMH H MeLJeHHO MeHSIOHMHUCT
(«BeKOBBLIMH») NmapaMeTPaMH B COOTBCTCTBHH € BpeMeHaMH peJiaK-
caumu 3Tux yposHefl. COoBepIIEHHO $ICHO, YTO TEOPETHUYECKOro mpe-
Jena YHCJY YpOBHell aJanTHBHOrO JIefiCTBHA, KOTOPOe MOMET HMEeThb
CHCTEMa, He CYIIeCTBYeT.

CucreMBb BOCCTAHOBJEHHA KJETOK

XeMocTaT H ero roMeocTaTHUeCKHe MONH(HKALHHE Jal0T NPOCTYIO
MOJe]b HEKOTOPLIX THNOB (DH3HQJIOCHUIECKHX HPOUECCOB YymnpasJe-
HHs, paboTalkX Ha YPOBHE KAeTOUHBIX monyaauxi. B mpenwimy-
el ryiase s paccMOTpPe] BO3MOXKHYIO TCOPHIO TOMEOoCTaza smujep-
MHCa, BKJIOYANOLLYI0O H BpeMEeHHYIO, H NPOCTPAaHCTBEHHYIO YNOpAno-
YeHHOCTh, 0OYCAOBJIEHHYIO TEM, UTO BAOJIDb TOJUIH TKaHH NOALEDIKH-
Basicsi TpafHeHT snuaepManbHoro KeflioHa. CylecTByi0T RaHHBIE 0
TOM, 4TO KEHJIOHLI YyUacTBYIOT TaKXKe H B Pery/siHH CKOpPOoCTH obpa-
30BaHNS UHPKYJIHPYIOLIUX B KPOBH KJETOUHHIX NONYJAUHH, TaKHX,
kak rpanynonutsl (Rytomia, Kivinieni, 1968), aeitkounts (Garcia-
Giralt et al,, 1970) u sputpouutst (Kivilaakso, Rytomida, 1971).
PaccmoTpum, Kak ¢ DOMOIIbIO OCHOBHBIX NPHHIHKIOB YIpaBJeHHS
MOXKHO OOBACHHTL peryfsuiio KAEeTOYHOH MJAOTHOCTH B 3THX LHp-
KyJHPYIOUHX MOMyJAuHAX, H IpoBeleM cpaBHenme ¢ paloTofi Xe-
MoCTaTa.

[TepBulit MoMeHT, KOTOpuLIH Heo0XOAHMO pPacCMOTPeThb, COCTOUT
B caenyioueM. [ToCcKONBLKY B KPOBH CYIIECTBYIOT pasJ/iHUHLIE THITH
KJeTOK W Ka’KAbIi THN MO’KeT PeryJiHpoBaTbcsl HE3aBHCHMO OT IpY-
rUX, TO Ha KaXKAylo MONYyJAUHK LOJKHO HelCTBOBaTb CBOE CHEIlH-
¢uyecKoe CpPeLCTBO YNpabyieHHs, TeopeTHuecKH 3TO MOXeT ocylye-
CTBJSTLCA 38 CUeT HaJHUYHA Pa3feNbHhIX OTCEKOB A% POCTa CTBO-
JIOBBIX KJETOK KaXKAOro THIZ, TOrAa CKOPOCTb POCTa BHYTPH KaX-
JOTO OTCEKa MOXHO Obl10 Gbl peryjnposaTh, H3MeHSsl NOCTYNJeHHs
obulero MHTaTeILHOIO BellecTBa, HANPHMCP LIIOKO3LI, TaK XKe Kak
B xeMmoctate. OJHaKo pa3/iHunbie THObI KPOBETBOPHBLIX KJETOK COB-
MeCTHO (QYHKHHOHHPYIOT B OAHHX W TeX Xe OpraHax, TakuX, Kak
neyeHb, ceme3delka M KOCTHBIH MO3r. B TKaH$X 3THX OpraHoB cyure-
CTBYeT, KOHeYHO, THCTOJOTHUecKas reTepPOreHHoCTb, OTpaxKalollasn
UACTHYHOE MPOCTPAaHCTBEHHOE pasjlefleHHe Pa3/HUHLIX THMOB Mpef-
[IECTBEHHHKOB HJIH CTBOJIOBBIX KJ/ETOK, NOTOMCTBO KOTOPHIX RHbDe-
peHuupyercsa B 3peJitie THNH KJeTOK, HO AaHHHE O CYLLeCTBOBAHHH
pasnesbHBIX CHCTEM LHPKYJSUHH AA8 9TUX Das3iHYHBIX KJIETOK OT-
cytctBytor. Takum ofpasom, ynpab/eHWe OCYILECTBISETCA € TIO-
MOIUbIO CeNHPUUECKHX CHrHAJIO0B, 2 He NOCTYN)eHHeM NHTATEeNLHEIX
BEllleCTB, KaK 3TO MPOUCXOAHT B XeMocTare. Ha camom nese opra-
HH3M MOXKET YNpaBJIaTh JOCTAaBKOH NUTATesblbIX BelllecTB K .060#H
TKaHH, PETy/NHPYS KPOBOTOK, NO3TOMY KJaNaH, aHa/JOTHURBIR AeH-
CTByIOLIEMY B XeMoctare, Bce Xe cyllecTByer. OQHaKO NPH 3TOM
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HE/Nb3S MONYYHTD TOIKON THCKPHMHHAIUH B YNPaBJeHHH, HeoOxoaH-
MOfl B TOM cJayuae, ecid NONYNANHA KIeTOK BHYTPH KaMepH pocra
reTeporeHHa.

Takass DHCKPUMHHAUHSA MOXET BO3HHKHYTb B TOM cJyuae, eciay
JHpPepeHnHpoBaHHbe KACTKH BbaeasoT Gel0K, HanpHMep Kel/IoH
WM JpYyroe BEWECTBO, KOTOPOe crnenH(pHueCKH NOAaBJsSeT POCT HX
KJIETOK-NpeAlleCTBEHHHKOB, KaK 3T0 NnoKa3aHo DBafitemenom (Bate-
man, 1974) u BsitreMenom u ['ynBuuom (Bateman, Goodwin, 1976)
IS TeHKOUHTOB KPOBH H 3PUTPONHTOB B KYJbTypaX KOCTHOTO MO3-
ra. OtH HHrUOHTOPHl MOXKHO PAacCMaTpHBAaTh KaK CHrHaj oGpaTHOM
CBSI3H OT UHPKyJUpYllei KpoBH (aHaJIo0rom KOTOopoil Ha pHc. 4.1
aBaseTcs COCYL 3) B KPOBETBOPHBLIE OPraHbl, COlepXkallHe pa3nuy-
Hble THIBI KJICTOK-TpealiecTBeHHHKOB (cocyn 2).

CxopocTd pocTa KJAETOK-NpeiliecTBEHHHWKOB B cocyme 2 OynyT
Torga QYHKUHAMH (HIHOJOrHUIeCKOro YPOBHfi K/IeTOK B cocyxe 3
(3TOT ypOBEHDb MOXKET MU3MePATHCA C MOMOILLI0 KOHUEHTPAIHH COOT-
BETCTRYIOLIEr0 KeiflOHa) W APYCHX creuH(pHUeCKHX CHTHAJI0B, KOTO-
puie BAMSIIOT Ha CKOPOCTb pocTa. Hanpuvep, B ciayuae npenlirecTeeH-
HHKa 3pHTPONHTA BAKHYIO POJAb B CTHMYJSIHH CKOPOCTH JedeHHs
B YCJNTOBHSIX, KOra1a MMeeTcsl (PpHU3HOMOTHUCCKas MOTpeBHOCTD B (0JIb-
e KHCAOPONHON €MKOCTH KPOBH, HrpaeT TOPMOH 3DHTPONO3THH, H
JelicTBHE OTPHNATC/ABLHON 0OpaTHOM CBI3H C NOMOLILID MOCTYJIHPO-
BAaHHOTO 3PUTPOLMTAPHOrO KCHIOHA AONOJHSeT AEHCTBHe 3TOro rop-
MOHA aHaJoruyHo TOMY, Kak JaKTo3a H KaTaboJHTHBIH pempeccop
COBMECTHO peryJinpyloT akTHBHOCTD lac-onepoHa. CoBeplIeHHO ACHO,
4TO AJS TOTO, YTOOBL MOJYUHTb MOAENDb NOBeLEHHS TeMONO3THUECKOH
¥ APYrHX CHCTEM BOCCTZHOBJEHHS KJIETOK, HYXKHO CHALHO MOAHGH-
UHMPOBATb NPOCTble NPHIIIHOLI paboThl Xemocrara. [H6KHe U MHOro-
CTOpPOHHHE MOAXOAL K TaKOMY MOLESHPOBAHHIO MOKHO HAalTH B HC-
caenosaHuax Kopua u ap. (Korn et al, 1973) u Ilpotepo u Taii-
aepa (Prothero, Tyler, 1975). Mbt ocTaHOBHMCS Tenmepb Ha JIPYroM,
OueHb Ba’KHOM H HHTEPecHOM acleKTe NoBeleHHA KNeTOYHOM momy-
AAUHY — SBACHHH CHHXPOHH3ALHY KNEeTOK.

CHHXDOHH3AlHg KJIETOK

Avanusupys pocT MONyJSUHH B XeMOCTaTe, Ml He YYHTHIBa/JH
Toro ¢akra, 4TO 3TOT POCT HA YPOBHE OLHOH KJETKH eCTh MepPHOIH-
yeckuil nponecc. Kak oTMeuattoch B HadaJfJe 3Toll IMTaBbl, CYUIECTRO-
BaHMe UHKI3 Y KaKIOro 4ieHa HONYJSIHH MOXeT NPHBECTH K BO3-
HHKHOBEHHI0O UHK/JIHUHOCTM Ha NONyJAAUHOHHOM YypobHe. Omun us3
$haKTOpoB, KOTOPBIH MOMCT BBEI3BATL TAKYI) UHKJHYHOCTD, — 3TC Ha-
JHyHe BHEIUHEro MepHoHYeCKOro BO31elCTBHA, nepuod KOTOPOra
JocTarouHo GNH30K K cpcAHEMY BPEMCHH rellicpauud KJeTOK 444
TOro, uTofbl BLIHYJIHTH KJIETKH CHHXPOHH30BAaThLCS C THM BO3JeH-
cTBueM. B KauecTBe npuMepa MOXKHO NpPHBECTH HCCJIeJOBaHM3,
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BBHITIOJIHEHHbIE MHOI0 DO CHHXpoHH3auuu Gaxrepwit E. coli, pacty-
IUX B XeMOCTaTe, Kyia JHUMHTHPYIOIWHMI sneMelT NHTadua, docedar,
noGaensaca oanH pas 3a Bpems yasoeuus (Goodwin, 1969a, b, ¢).
ITpu pocTe KAeTOK B XeMOCTaTe BpeMs YABOEHHA onpenejasercs cKo-
pocTbio paabapienuss D, Kak 3TO BHIHO H3 ypaBHedusa (4.1), no-
CKOJTbKY B CTaiHOHAPILOM COCTOAHHH p =D, H pocT 3ajaercs BhHIpa-

KEeHHeM
dx

dt =l'!'x’
HHTErpHPOBaHHE KOTOPOro jaeT OOLIUHYH 3KCNOHEHIIHATbHYIO

byHRUHIO
£ = xoe.

OueBHJHO, UTO 3HAueHHe ¢, IPH KOTOPOM IJIOTHOCTH KJAETOK YABau-
BaeTcs, eCTb TaKoe 3HaueHde T, KOTOpoe YLOBJIETBOPSIET COOTHO-
IEHHIO

2x0 = xoe"T,
HIHU
__In2
h= 7

Taxum o6pasom, B craunonapHom cocrosiuuu D =In2/T, uro paer
CBA3b MEXAY CKOPOCTLIO pa3faBJieHHS H CKOPOCTBIO YIBOEHUH HJH
BpeMeHeM reHepanud nomyasuun 7. B MOHX 3KcnepumenTtax 6Gax-
TepHH BLIpalIMBAJHCL Ha cpene ¢ aedpunutoM (ocdata co cKo-
POCTBIO pOCTa, COOTBETCIBYIOWIEH CpefHeMY BpPEMCHH YIBOEHHA
90 MHuH, u Kaxabole 90 MuH po0aBiAsOCh HHKCHPOBAUHOE KOJlHYe-
c1B0 docdara. Pedy braTnl 3KCNepHMEHTa NpeAcTaBIeHH Ha puc. 4.3,
rAe NpHBeneHbl H3MeHeHHsl onTHueckoll MmIoTHocTH (Dss), YHCNA
K/JeTOK H aKTHBHOCTH pana depmeHToB. [IpH 3THX YCJAOBHAX HOCTH-
raercsi OTHOCHTE/JbHQ BBICOKAS CTEMeHb CHHXPOHHOCTH KJETOK — Ho-
panka 60%. JocTHup Gosiee BBICOKOH CHHXPOHHOCTH TPYRHO BBUAY
BapualebHOCTH mpollecca neneHus y Gaxrepuit, MameHenne nepuo-
Jla Bo3JeHCTBUA 0 3HAUYEHHH, OTJNHYHOrO OT BPpeMeHH YIABOeHHS, KaK
H CNef0BAa0 0XKHAATH, 38 METHO YMEHbIIaeT CHHXPOHHOCTD.

Tor daxr, uTo KiaeTouHoe me/eHHe HauMHaeTcA CPas3y Mocjie uM-
nyabcHoro nobapienus tocdara K KYJaAbType, NpeAnotaraer, 4to
docdar Heo6XONHM A5 3aBepIIeHHA HEKOTOPBIX COOLITHH, CBA3aH-
HEIX ¢ o0pasoBaHHeM MOTepeyHOil CTEHKH U pasfedeHdeM K/ETKH.
OueBHlHO, BHYTPHK/IETOUHBIl ypoBeHbL docdhata nanaer CIHIIKOM
HH3KO IJA TOTO, 4TOOBI 3TH MPOLECCH MOIJIH 3aBepINTbCS, XOTA
B6axkrepuu Bo Bpems dasm peduunra docdarta OIpoIOTKAT PACTH,
UTO BHAHO H3 KPHBOIl pocra, npusefeHtiof Ha puc. 4.4. 3nech nepe-
MeHHBle XeMOCTaTa 3aMeHeHbl Ha 3KBHBAJCHTHHIE NepeMeHHBE He-
NPOTOUHOHA KYNBTYPH ¢ noMoulblo npeobpasopadus X = xe??, rue X
0603HaYaeT NepeMeHHY KyJbTypbl, a X — NepeMeHHYK XeMocTara,
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[IpencrapsienHast KpHBas OTHOCUTCA K depMeHTy acnaptatkapGaMo-
uatpancpepase. [IpeobpasopanHe nepeMeHHBIX LeJaeT OYEBHIHBIM
TOoT (aKT, YTO OCTAHOBKH pOCTa B XeMOCTaTe MeXIy MOMEHTaMH
BBefleHuss GocdaTa HC NPOHCXOAMT. SIcHO, YTO UYBCTBHTENBHOCTH
pasHBIX mpoUeccoB K ypoBHIo docdaTa pasnuuHa, H B AeHCTBHTENb-
HOCTH Ge3 TakHX PasaHyuil 6b170 OBl HEBO3MOKHO CHHXPOHH3HUDO-
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Puc. 4.3. TloBeaende psia TNepeMeHHBIX OaKTepHANBHOH KYJbTYPH, CHHAPOHH3H-
pOBaHHON REPHOUHYECKUMU AOGABACIMAMH JHMHTHPYILIErO 3JeMeHTa MUTaHRS,
toctara.

BaTh KJeTKH C NOMOIbK OOBIYHOrO MHTAaTeThHOTO RellecTBa, Ta-
Koro, Kak docdar. To, uto du3nonsorus GakTepHi NpH 3THX yCJIO-
BHAIX 3aME€THO [EPHOJHYHA BO BCEX CBOHX aclleKTaX, OUEeBHAHO M3
npuUBefleHHbhx Ha puc. 4.3 KPWBLIX, OMHCLIBAIIHX NOBefeHHe pas-
JHuHbix depMedToR. Cnocobbt HCHONL30OBAHUA 3TOH NEepPHOTHYHOCTH
LJsi HCCJACIOBAlMS IHHAMHYECKHX acrnexkToB (H3HOJoruu Gaxrepuil
paccmoTpeHnul B ctatbhe I'yasuna (Goodwin, 1969b), B Koropoit nay-
ueHbl XapaKTEpPHCTHKH OTBeTOB lac-OMepoHa Ha Pa3lHUHBE BO3MY-
HIeHHA.

CyliecTBYeT MHOr0 HpHMCPOB KJICTOUHBIX NONMYJIALMH Kak cpeau
ONHOK.IeTOUHBIX OPTaHN3MOR, TaK H B TKaHAX MHOTOKJETOUHHIX, /5
KOTOPBIX XapaKTepHa NepHOAHUHOCTh MO YHCTY KJIeTOK, MHTOTHUE-
CKOMY WHJAEKCY HJIH HHieKCy BKAKUYeHHS TPHTHCBOR MerkKu. OOHAKO
ONpene/HuTh HeNOCPEeNCTBEHHYK) THPHUHHY CHHXPOHHOCTH He BCErda
yAaeTcsl, TaK KaK CHTYallHs BecbMa YCJOXKHAETCH CYlLIeCTBOBaHHEM
KJETOUHBIX 4acoB, KOTOPBIE MOTYT CaMH BJIHATh HAa KNeTOYHbIH LHUKJL.
[To-sunumMomy, 6akTepHn He 06,3aRAI0T TAaKHMH 1aCaMH, H B 3TOM
cjlyyae CHUTyanHsa ynpouiaerc. MHOrox/JeToyHeic, KOHeUHO, HMeIOT
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yackl, HO OHH O6LITHO JIOKAJIH3CBAHLI B CellHaJdH3HPOBaHHEIX Opra-
HaxX WM Xene3ax. Tak, 24-uacoBofi MHTOTHUECKHH pPHTM, CKaKeM,
B 3NUIEpMHCe HIM 3MUTENHH KeJYAKa MbIIH 3a1aeTcs, BEPOSITHO,
24-yacoBHIM UHMKJIOM HEKOTOPOro ropMoHa, PHTM KoseGaHHH KOH-
LEHTPAUHH KOTOPOro MOXeT OblTb aBTOHOMHDLIM, KaK PHTMHUECKas
aKTHBHOCTb HafNOUeUHOH XKesle3n Yy XOMSUKA, HJH Xe HHAYUHPO-
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Buemsa, MuH

Puc. 4.4. TlepevenHue XeMoCTara, nmpeofpasoBaHHue B IKBHBAJEHTIEE TEPHOXUH-
YeCKHe MepeMeHHLe KyJbTYPH AAf HArAANAHOrO RLIWBJIEHHS CHHXPOUHOCTH je-
JNenuil.

BaTbCA APYTHM NEPHOIUNECKHM CHIHAJOM, BO3MOMHO HEPBHBLIM, KO-
TOPHII HCObITHIBAET aBTOHOMIDbIC xoJdefauua. Hakoneu, naGaonae-
Mas NepUOAMUHOCTE MOXeT OriTh 06ycsoBJend BHCIUHHM DaKTOPOM,
HanpuMmep nepHoiHYecKol cMeHO/l AHR W Houu, Ge3 Kakoro-Ju60
yuyacTHs BHYTPEHHWX UacOB OpPraHH3Ma. PaccMOTPeHHIO 3TOro OueHb
HHTEPECHOTO AacCHeKTa NOBCACHHS OHOMOMHUCCKHX CHCTeM, Ha KOTO-
poM s mOAPOGHO OCTAlOBMIOCHL NO3Ke, OhLIH NOCBALLEHB MHOTHe
HeelenOBaHAA. B naunbill MOMEHT MHe XOTeJoch OBl KpPaTKo o6Cy-
LHTh HEKOTOPLIC MOAXOAE K aHaJH3y NepHOIHUHOCTH NOOyAfuHH
B YCJOBHSIX BHEIUHEro BO3LCACTBHSA.

3nech onAThb YAOGHO HayaTh ¢ oOLlER NPOCTOR MOZEH KJeTou-
HOTO pocTa B XeMOCTaTe, a YacTHBE Cyual B JeTalfiX PaccMOTpeTh
noaxe, [TocKoILKY Hac WHTepecyeT AHHaMUKa OONYyasLHH, onpene-
JsieMasl MoBeleHHeM OTOEJbHbIX KJEeTOK, HeoGX0JHMO Npexie BCero
BCTPOHTH B MOJe/Ib KNeTOUHBIT UHKJI. ITO MOKHO CAeaThb CNeLylo-
wuy ofpa3oMm. PaccMoTpuM cHauada KJISTOUHBLIH LUK KaK ORHY
CTaZulo, N0 3aBepIIeHnH KOTOPOH KaeTka gmesautcss Ha ape. [lo-
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CKOJbKY, KaK o6cyxaajoch B MpeAbAyIIci riaBe, CPelH KJETOK,
NPOXOAAUMX UHKJ, CYUICCTBYET 3HaYHTe bHASl BApHaGenbhHOCTh, HaM
HyXHa QYHKUHA, KOTOpas 3anaer BepOSITHOCTb TOTO, YTO KJeTKa,
Neqsliascs] B MOMEHT T, pa3fleJMTC# CHOBAa B MaJjoM HHTepBade
(¢, t + di). llycts sta dyHKUNA OymeT f(f— 7); TOraa BepOATHOCTh
TOrO, YTO KJeTKa, KOTOPas NOoJelHa4Cch B MOMEHT T, PasjesHTCH
CHOBa B HHTepsaJje (¢, ¢ di), ects [({—)df. Ecau naotHocTs
KJETOK B KyabType paBua n(f), TO UHCAO KJETOK, «POXMIECHHBIX» B
MpOLLIOM B TeueHHe MaJoro BpeMeHHOro HHtepBania (v, 7 - dr),
MOXHO 3anucath Kak dn(t). UTo6n HaATH UHCI0 KJETOK, HeJIHX-
Cf B Ma/i0M HHTepBaJje B HacTosweM, (£, {-+ di), Mbl JOBKHE CJlO-
XKHTh BCe BKJaAbl OT ZejeHHil, APOUCXOMMBIIHX B NPOUIJIOM, B3Be-
IIeHHblE ¢ TOMOILLIO QDYHKIAH pacupeleledHa BepoaTHOCTH [({—T),
H 3aTeM YMHOXHTh BCe Ha 2, TaK Kak Ml NpeanojaraeM, uTo Kax-
Jas KNeTKa faeT [Be NOueplHe KJIeTKH. B pesynbrare nojyuaem
COOTHOLUEHHE

dn(f)=2 [ 2{ fit —v)dn (1:,)] dt,

rae ¢ OTHOCHTCA K OTAC/ALHLIM MAaJdbiM BPEMEHHLIM NPpUpPAaLleHUAM
dt, B TeueHHe KOTOPbLIX B NPOINAOM KJIECTKH BeJHJHCH. yCTpeMJ'IHﬂ m
K 00 TakK, UTO NpHpalleHUss CTAaHOBATCAH 6ecKOHEUHO MaJLIMH BesH-
YHHaMH, MBI IoJlydyaeM HHTerpaJa

)4

dn (! d
10 =9 Sf(t—r)-d%dr,

- 00

rie o6GMacTh HHTEPHPOBAHHS OXBATLIBAET BeCh MEPHOJ PAa3BHTHS
KyabTYpHl. Ecili 3KcnepHMeHT Hayancs B HYJEBOH MOMEHT BpeMeHH,
TO HHTErpaj MoXXHO 3amHCaTh B BHIE

4
L0 —o{fe—n St act (2 (4.13)

t Jo'
(\

d
roe () ABJACTCS HAYaJbHLIM YCJIOBHeM. DT0 ypaBHeHHe H3Be-
dt /o

CTHO KaK ypaBHeHHe B0306HOBMeHWA. OHO MOXKeT ObITb HCHObL3O
BaHO JJ1% OMNHCAHHS POCTA KJCTOK B NePHOLHYECKOH KyJAbType uiH
CKODOCTH 3aTYXAHHS CHHXPOHHOCTH KaK (DYHKUHH BapuaGesbHOCTH
BpeMeHH YIBOEHHA KJeTOK, KOTOPas BLIpaKaeTcs ¢ noMombio HyHK-
uui f(f — 1) — QyHKUHY pacnpemesieHHs BPeMelld YABOeHHs. XHpII
v Suraebepr (Hirsch, Engleberg, 1966) nposenn uurepecHoe Hc-
CTel0BaHHE 3TOr0 BONPOCA, MOKa3aB, NPH KaKHX YCJIOBHAX MOXHO
NONYUHTh aHaNHMTHYECKHe pellends ypaBHeHus (4.13). Hpyras
MONeSb 3aTYXaHHUS KJAETOUHOH CHHXPOHHOCTH, HCMOJb3yMllad TeM-
nepatypayr  @QyHKnMiO AnA  OMICAHUS HM3MeHYHBOCTH BpeMmen
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redepaunn, paccMmorpeHa B crathe Byaun H de Poxko (Woolley,
De Rocco, 1973).

Yro6ul pacnpocTpaHuTh ypaBHeHHe (4.13) Ha cHcTeMmy co cra-
HHOHAPHLIM POCTOM 4 BO30OHOBJIEHHEM KJETOK, KaKoBoil siBAseTCH
XeMOCTaT M/AH JKHBaf CHCTeMa, HamnpHMep KpoBL, Heo6X0qHMO
BBECTH UJIeHBI, OTHCHIBAIOLHE CKOPOCThL BLIXOLA K/JAETOK H3 COCYAa
poCTa MM H3 MOTYJANHH CTBOJOBHIX K/JeToK. BroipefeHHe KiaeTox
H3 COCYZa CO CKOPOCTbH pa3bGamienus D fBAsieTCs NYaCCOHOBCKHM
OPOUECCOM, TaK KaK OH 3aBHCHT OT HEKOTOPOrQ ciayuaiiHoro coGhi-
THS, BeposiTHOCTb BbUKHBAHHS KJETOK B COCYNe pocTa 3a NepHOA
BpeMeHH { 3ajiaercsl uieHOM e~Pf, Tak uto obuias BepoOATHOCTDL Lede-
HUSl IS KJeTOK, «PONHBIIMXCA» B MOMEHT T M BCe elle MPHCYT-
CTBYIOLUIMX B TeueHHe HEKOTOpOro 0oJ/ee NO3LHEro BpeMeHHOro HH-
TepBana (¢, 1+ dt), paena

e~DU=Vf(t — 1) dt (¢ > 7).

Kpome Toro, HyXHO yuecTb Takke CKOpPOCTL BhIBeleHHS —Dn, Ko-
Topasi aHaforuuHa uineHy —Dx B ypasrenud (4.1). Taxum o6pa3som,
ypaBHeHHe 1151 pOCTa KJETOK B XeMocCTaTe, 3KBHBaJeHTHoe (4.13),
HMeeT BHJL

8

Q

t
r=2{erevpe—niar—pnt (F). 19
0

QuesunHo, ecm D =0, Mul nonyuuM ypaBeense (4.13).

CaenviOumHKi ar cOCTOHT B TOM, YTOOK NOAPa3AeJaHTh BCIO LENb
npespauleHHil, MPOUCXOANMHX ¢ CHCTEMOW, HA CTAJWH M BBECTH BHe-
HIHIOW NEepPHOAHYHOCTb, TaK uTOOH OHAa BJHWsJIA Ha BeposSTHOCTD
nepexoga M2 OLHOH cTaauH B APYTYI0. DTO MONHO CAENaTh LEJBIM
psanom cnocoGos. Jle Burr (Le Witt, 1972) ucnoabsoBan caenpyro-
muil Metof. OH pasmelNna KJETOUHBIH THKJA HA TPH CcTaguu H 060-
saunt ux W, U 1 V, Ha craznn W ILTOTHOCTH KJIETOK, KOTOpLIE
KAYT MOMEHTa, 4yToOm nepefiTy K caeayiouwcH CTaluH KJETOUHOTO
LUKJa, paBHa gw. [Ipefmonaraercs, 4uTO BpeMsl OMKHAAHHS 3aBHCHT
OT KOHUEHTpauHu JHMHATHPYIONero cybcTpara $ B XeMOCTaTe M, 3TO
HMEHHO TOT cyb6cTpaT, KOTOpHIH MepuofHuecKn no6aBAseTCss B Mo-
IeJbHOM MallHHHEOM 3KcnepumeHTe Jle Burra. Ha craguax U u V
YHCMO KJAETOK Ha efHHMIY o6beMa PaBHO gu H gv COOTBETCTBEHHO,
Tak 4T0 gw -+ gv -+ gu =n, NOJHOMY UHCAY KJETOK Ha eLUHHIY
ob6bema xeMocTata. [Ipoxoxienne kierkamu craguu U, npeanoao-
KHUTENbHO cocroduleit H3 (a3 S, Go ¥ M, u craauu V, Kotopas sB-
Jgsetca uactolo $asm G, onpefenseTcs dyHKUHAMH pacnpenese-
HHuA BepostHocTel fy(f— 1) # fv(f — 1), aHa OrMUHBIMH COOTBeT-
creyoueft PyHkndu B ypaBHehHH (4.13). DTH ABe cTasuu Obliu
pasjeJeHH AJ5 TOro, YToOGH NPHAATL MOLENH FHOKOCTh U BLIYHCAUTD
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BEpOSITHOCTE nepexoia u3 ctanud U (T. e. CKOpOCTb ReJeHHs Kie-
TOK), HO BO MHOTHX CJyu4adXx HX MOXHO 06belHHHThL M ONMCHIBATH
onHoll Pynknieil BeposTHOCTH nepexoja, [(¢ —1).

JTe BUTT npeAnoJiou, 4To cTanns W — 9TO MYHKT ynpaBjeHus
B K/JIETOUHOM LHKJEe, COOTBETCTBYIOIIHE rpaHHile MeXLy nepHoiaMH
G; ¥ S, u uTO NPOXOXK/JEeHHE Uepe3 Hee Pery/HPYeTCs He3aMeHHMOM
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Puc. 4.5. Uncnennoe MOLeanpoBaHHe NPOLECCa CHHXPOHH3ANMH KaeTok LS B Xe-
MOCTATE TMepPHONMUeCKHM A0GaBreHHeM MHTATE/LHOTO BEUIECTBA, KOHTPOIHPYIOLETO
BROX1eHne B S-(asy.

aMHHOKHCJIOTOH, KOTOpas onpefensieT CKOPOCTh CHHTe3a 6elKa —
HHHHaTOpa cHHTeaa JIHK. OT1o npennosoxenne oCHOBAHO Ha TOM
thakTe, uTO JHILIeHHe KNETOK TKAHH KHTAHCKOrO XOMSIUKAa apTrHHHHA
TPHBOAMT K OCTAHOBKE PA3BHUTHA KYJHbTYPDLI B HEKOTOPO# ToUKe dasnl
G, nepex Bcrynitennem B S-dasy (Freed, Schatz, 1969). Onnako
OUeBHAHO, YTO MONeNb MOMHO HHTEpNpeTHpPOBAaTb CaMbIMH pas-
HhMH cnocoGaMu. Jle Butt o6HapyXua, 4T0 OTHOCHTENBHO BLICOKYIO
CTeNedb CHHXPOHHOCTH KJeTOK MOMKHO MOJYd4dTb, €CJHH KOHIEHTpa-
IHIO aMUHOKHC/IOThI MePHONHYeCKd MeHATb TaK, dToObl nepHoa Ko-
JeGanuil Gbl1 paBeH BPeMEeHH reHepatllni, Kak NOKa3aHo Ha puc. 4.5.
Ha 3toM pHcynke MOMXHO BuleTb 3aTyXxaHMe CHHXPOHUOCTH B
NepBOHaYa bHO CHHXPOHH3HPOBAHHOH KyJbTYpPe MNpPH OOMENleHHH
€e B OKpYXKalolLyl Cpeny ¢ NOCTOSHHBIM COCTaBOM H 3aTeM Io-
fIBJICHHE CHHXPOHHOCTH B pe3yabTaTe KoJeGaHufl KOHLEHTpauHH
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aMHHOKMCJ0TE.. CHHXPOHHOCTb 3TOH  cHCTeMH — 55% — BrnoJaue
CpaBHHMa co 3HaueHnHeM, moayueHnbiM I'ynsunom (Goodwin, 1969)
3KCNepUMEHTaNbHO B CIyyae GaKTePHAJLHBIX KY/NLTYp B XeMmocTaTe.
Jle BHTT HCNOMBL30BaJ 3HAUEHHA NapaMeTpoB — CKOPOCTH moTpebae-
Husa amuHokucaot (Ks = 5,7 X 10-5 M), BpeMenu renepaunn (30 u),
Ko3()duuuenTa BapHaluu BpeMeHH rexepanuu (0,137),— coorBer-
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Puc. 4.6. Bausuye ymenilleing xoahduunenta BapuauuH PaclpeieleHHs Bpe-
MeHH yIBOGHHA KNETOK Ha CTeNleHb CHHXPOHHOCTH MOACAMPYEMOi KYJLTYDH K.Te-
Tok LS.

crByouie LS-kreTkaM (npenmnecTBeHHIKAM COCOHHHTENbHON TKaHu
y Mbie#), N0O3TOMY NONy4YeHHble HM ROJOMHTENbHbIE [Pe3yabTaThi
0 BO3MOXKHOCTH HHIYKUWH CHHXPOHHOCTH B MONEJH [OATBEPLHJH
NPennoOKEHHe O TOM, YTO KJETKH MOLYT OBITh CHHXPOHH30BaHBI
3THM €nocoGoM.

BauAnne yMeHblleHMA [MyMa HJAH H3MEHUHBOCTH KJETOYHOTO
UHKAa, U3MepseMoro xo3bduuHenTom BapHanuu (Jie BHTT Henmosb-
30BaJ BepPOATHOCTbL nepexofla ¢ pacnpefesneHHeM I'aycca), noxasa-
Ho Ha pHC. 4.6 (xosdduunent, Bapuauun 0,1 Bmecto 0,137). Us
pUCYHKa BHJHO, 4TO HCXOAHasl CHHXPOHHOCTDL 33aTyXaeT MeJl/IeHHee,
a ypoBeHb CHHXDOHH3AIMH NOCJe Hayala MmepHOAHIeCKOTO BBeNeHHS
aMHHOKHCJOTH MOBLIIIAETCA (CHHXPOHHOCTL CTAaHOBHTCS paBHOM
63,7%). Mamenenue apyrnx mapaMeTpoB, TakHX, KaK Sg (KOHUEHT-
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parMH JHMHTHPYIOLLEH aMHHOKUCIOTH BO BTeKawlled cpejie), uys-
CTBHUTEJNDLHOCTH CHHTe3a Oe/Ka-HHHUHATOpa K 3TOH JHMHUTHPYIOuLeh
aMUHOKHC/JI0TE M BpPEMEHH KH3HH OesKa-HHHIHMATOPa B JOBOJALHO
IMUPOKHX NPelesaXx MaJjo BJAHSET Ha cTelleHb CHHXpoHHOCTH. OnHa-
KO 3TH NapaMeTphl BCe Ke BIHAKT Ha CTalHOHapHoe COCTOsHHe
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Puc. 4.7. Bausnuue yMeHblleHHs BpeMeHn KH3HM GenKa — vHMIMATOPA PeIVIHKA-
win JHK wa cranuonapuoe coCTOsSIHHEe H CTeMellb CHNIXPONHOCTH MOJenupyeMoil
KyabTypbl Kaetok LS.

KJETOUHOM MONyNSUMH B XeMOCTaTe, KakK 370 BHAHO H3 pHC. 4.7.
3nech BpeMA KM3HH OelKa-HHMIHATOPa YMeHbllleHo o 2,5 4 mo
CPaBHEHHIO CO CTaHZAPTHLIM 3HaueHHeM 3 4, MO3TOMY cpexHHIT ypo-
BeHb Oenka-HHHIMaTOpa B KJeTKaX NOHHXKEH; KJAeTKH MelJeHHee
nepexofaT B ¢a3y cuuresa JHK, u craywowapHslil ypoBcHb momy-
JASHH B XeMocTaTe noHumxaeTcd, OjHaKo cTeneHb CHHXPOHHOCTH
cHHxkaercsa ¢ 55% Ttonbko no 54,6%. Jle BHTT Heenmemoran MHOXKe-
CTBO LPYTHX HHTEPECHBIX 3aBHCHMOCTEH TaKoro pona, H ero pesy.ib-
TaTBl ABJSKTCA BECKHM JOBOAOM B NOJAb3Y TOTO, UTO KJETKH MJe-
KOHMHTAIOWHX B KYJALTYpe MOTYT ObITb CHHXPOHH3HPOBAHbl STHM
cnocoboM. HeckoibKo nHast pa3pa6otka 3Toil mpo6iiembl, 0OCHOBaH-
Haf Ha Jpyrofi cHcTeMe runore3, Oblia fupensoxena Ppankom
(Franck, 1970).
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CYTOV-IHHC PUTMHE JAENCHHA KJAECTOK B TKAHAX MJACKOMHTAWUWHX

Kak ynomuuanock paHee, RIs TKaHell MJ/IEKONHTAIIIHX, OCO-
OeHHO TKaHeil 3MujepMHca, XapaKTePHbl OTHeTJHBble 24-uacoBbie
KoneGaHus MMTOTHUCCKOLO HIIZeKCa M HuJIeKca BKJIIOYeHHA TpPHTHe-
Bo¥ MeTkH. Mayuasy uvenHo sto spieune y muci, Byanoy n Jloy-
perc (Bullough, Laurence, 1960, 1961) upumau x cBouM Hcciaeno-
BaHHsM Kefinonos. OHH 0OHapyXKHAH, 4TO NHK MHTOTHUYECKOH aK-
THBHOCTH B 3NMHJCPMHCE YXa MDBIIIH HAcTynaeT BO BpeMst MepHOLOB
OTabiXa, TOTZa KakK B COCTOAHHH OOADCTBOBAaHWS H aKTHBHOCTH MH-
TOTHUECKUH MHIEKC HH30K, MPHYEM DPa3AHTANHChL 3TH YPOBHH MOUTH
B 4 pasza. TuaTenbHOe HcCIefloBaHHe delicTBUs anpeHannna in vivo
U in vitro w spdpekTa anpeHaTIKTOMHH HA 3TOT PHUTM NOJITBEPIK-
LaeT, UTO TOT TOPMOH CTPecCa HrpaeT BaXHYK poJdb B UHAYKLHH
KoseGanuli MuTO30B. AjpeHaisKTOMHpOBaliibe MbIWH o6Jananu
YCTOHYHBO NOBLINIEHHBIM MHTOTHYECKHM HHIEKCOM H HUKaKOro Cy-
TOUHOTO PHTMa HE HMeJH, B TO BpeMsl KaK MbIIUH, TOABepKeHHbie
cTpeccy, HJAH KJIeTKH, KYJLTHBHPOBAaHHBIe in vitro H 9yBCTBHTeNh-
Hble K ajpeHasuny, objagatH NOUHXKEHHBIMH HBHAcKcaMH. Takum
06pa3oM, anpeHal HH, O4YeBHANO, HHTHOHpPYeT BCTYNJEHHE KJeTOK
B MHT03. |loCKOABKY BpeMsl reHepaluu 0a3anhHHIX KJETOK B 3MH-
LepMuce yXa pasHo 3—4 cyT, a ACHCTBHC H3MCHCHHS YPOBHA anpe-
HalHHa Ha MHTOTHMECKHH HHOEeKC RpPOsIBIAAeTCS B Npenegax He-
CKOJNILKHX Uacos, To, Ka3aJock GBI, afipeHaJ iUl Bo3aeHCTBYeT Ha co-
6biTHd, NOBOJNBHO OJMH3KHe K MUTO3y. OjgHaKo ApyrHe HccjiefoBa-
trenn (Pilgrim, Erb, Maurer, 1963; Pilgrim, 1967; Brown, Berry,
1968) nokasaau, uro HaGuofaeTcs TAKXKe OTYETJIHBHIA PHTM BEKJIO-
UeHHs TPHTHEBOH METKH B TKaHAX, Y KOTOPHX TOARKO (aza (G
3aHHMaeT HECKOJbKO NHel (HanpuMep, 6a3anbHble KAECTKH NMUTEIHA
nuigeBosaa). [ToaToMy BpAA NH rOPMOHANBHBEH CHrHAM HIM CHTHAILI
Jo6GoH OPHPOAbLl AeHCTBYIOT HCK/HOUHTENBHO HA NPedMHTOTHYEeCKHe
coOBITHS, TaK KaK H3MEHYHBOCTb BJHTedbHOH asbl (; npHBOAHTA
f6ul K OTUeT/IMBOA pasHHLE B aMILIHTYAe PHUTMOB MHTOTHUECKOTO H
TPHTEBOrO HHAEKCOR BCJAEJCTBHE 3aTyXalidd CHHXPOHHOCTU NPH HpPoO-
XOXKACHUH cTanuu (G, UTO MPOTHROPEUHT IKCNEPHMEeHTaNbHLIM RaH-
HeiM, Takuy ofpasoM, HabmonaeMbie PHTMbl, BepPOSITHO, TEHEpH-
PYIOTCS Pa3AHYHBIMM PHTMHUECKHMH (QH3HOJI0TMMECKHMH CHCHaJa-
MH, 1eHCTBYIOIXHMH Ha pashbie 4acTH nHKaa. OniH cHrHal ¢ nepuo-
qoM B 24 u, gcicTBywwuil Ha pasHblc ()asel KJACTOWHOrO HHKJA,
npusoaua Obl K AByx¢a3HoMy NOBeielHi0 NONYJAUHH, LaBasl [Ba
NHKa aKTHBHOCTH, COOTBETCTBYIOILHE ABYM CYOUONYRALHAM, KOTO-
pHle CHTHAJ 3acTaer B pa3Hble $a3bl, ecar TOIbKO ITH (asnl He pas-
Jle/ieHbl HHTEpBaJjioM, 6JH3KHM K 24 u. Takum o6pasoM, ecan anppe-
HaJMuH OeiicTByer 6axe X koHny ¢as Gg w Gy, HHTHOHMpYS npo-
neccsl B HHX 06cux, u ecad S+ Go =24, T0 nonyyutcs CyTouHhIf
MHTOTHUeCKHH paTM. OnHako S + Gs o0uuHO 3HAUHTENRHO KOpoue,
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yem 24 u (cM. Pilgrim et al., 1963; Bruce, 1965), no3ToMy KaxoBbl
(¥3H0J0rHUeCKHEe HCTOYHHKH 3THX PHTMOB — MHTOTHUECKOTO H Npo-
necca cuntesa JIHK, — ucsicio. Hekotopele TkaHH K ToMy Xe He
NPOABJAAT HHKAKUX KoJeOaHHli MHUTOTHYECKOTO MWW TPHTHEBOro
HHIACKCA H, BepOfiTHO, HEUYBCTBUTENbHBI K KOJAeGaHHAM KOHUEHTpa-
uufl ropMoHoB. To, uTo GU3NOMOTHA MJIEKONHTAIOUIMX OPraHH30Ba-
Ha Ha ocHOBe 24-yacoBoro UHKJIa, cJjeayeT H3 paGoT MHOTHX
ucciaenopateneil (Halberg, 1963, Richter, 1965), Ho apanTHBHOE
3HauyeHHe CYUIECTBOBAHHS MEPHONHUECKHX PpeXHUMOB aKTHBHOCTH
KJETOYHOTO THKJI3 Pa3NuyHBIX TKaHell, Booflle roeops, He MOHATHO.
Wutepeciioe co cpaBHHTeNbHOR H 3BONIOIHOHHONW TO4eK 3peHUs
paccMOTpeHHe 3aBHCHMOCTH MeXKIY DHTMaMH KJETOYHOTO IHKJIa M
KoneGaHuaMH YCJOBHEH OKpyXKaluleil cpeliht MoxHo HallTH y Bploca
(Bruce, 1965).

U3 BCcero ¢Ka3zaHHOro BHIE MOMKHO CAEJATh BHBOM, YTO IHKJAH-
yecKas TPHPOAA Npolecca POCTa ¥ ACNEHHS KJIETOK NO3BOJIAET UM
H3MEHSTh CTENCHb CHHXPOHHOCTH C TIOMOIUIbLIO BHEIIHWX NepHoLHYe-
CKHX CHFHAJ0B H YTO 3TOT THI MOBCAEHHS MOKeT OOBSMCHATL B 06-
IUX 4epTaX CyTOuUHble PHTMbI MHTOTHUECKOH AKTHBHOCTH H CHHTe3a
JHK, nadnogaeMble B TKaHfiX MJAEKONHTAlOLHX. [oKasaTelabcTs
TOTO, UTO KJETKH NIPH 3TOM NOOALepKHBAIOT COCTOSHHUC CHHXPOHHO-
CTH DONYJSILHY, B3auMOZHeilcTBYS Mexay cofoH, He CyllecTBYerT.
Ckopee ecTh JaHHble O TOM, UTO, Kakasfd 6Bl cTeneHb CHHXPOHHOCTH
HU HabJofanachk, oHa SIBJAAETCSl Pe3yJbTATOM BO3/EHCTBHA BHeLl-
HHX BbIHYXIZaIMHX KodeGauuil. OfHaxke MOKHO NPEANOIOKUTH,
YyTO NPH HaJUUHE CHJABLHOTO B3aHMOJEHCTBUA MeNRIY KJIeTKaMH MO-
XeT NOABHTbCA TeHAEHNHS K DPasBHTHIO CHHXPOHHOCTH aHaJOTH4-
HO TOMY, KaK 3TO HMeeT MeCTO B CHHUHTUAX, HanpuMep y Physa-
rum polycephalum, B paHHeM 3MOpHOreHe3e HaCEKOMBIX HJIH B
CAHBIIMXCSA KJIETKaX, B KOTOPHIX BO3HHKaeT MUTOTHUECKAas] CHHXPOH-
HocThb. To, 4TO 3TO He o0s3aTeqbHO TaK, Oyaer cefluac NoKa3aHo.

KoHTakTHoe TOpPMOXKEeHHe

JlaBHO M3BeCTHO, YTO NpPH BO3PaCTaHHH MJIOTHOCTH HOPMAAbHBIX
KJIETOK B KyJbTYpe CKOpPOCTb HX Ae/eHHs NalaeT M B KOHUE KOHLOB
pOCT OCTaHaBAHBaeTCd. ITO MpPOHCXOAHT B TOT MOMEHT, KOrZa
KyJbTypa paspacTaeTcss Tak, 4TO KaXiaast KJIeTKa OKa3biBaercs
MOJHOCTBIO OKPYX<CHHOW APYrUMH KJIeTKAMH W HAXOLHTCS B KOH-
TAaKTC ¢ IHMH, SIBJ€HHC KOHTAKTHOTO TODMOMKEHHS NpeicTaBjsier
3HAYNTeNbHEIA QU330 0IMYecKHl HHTEpeC Kak cnocod yipapjeHHs
poctoM. OfHaKO CTBOJOBLIE KJeTKH, Hanpumep Oa3a/bHble KIeTKH
3MMACPMICA, TOXE HAaXOLATCA B KOHTaKTe ApYr ¢ ApPyroM H BCe
¥e NPoAOMKAIOT AeNUThCs, N0ITOMY Ha NePBHA B3TNIAL He OYeBHA-
HO, YTO OTO ABJEHIE YKa3hBaeT Ha HaJdM4He DerysipHoro mpoluecca,
a.)bTEPHATHBHOTO HJH JLOMOJHUTENBHOTO NpPOCTOMY MeXallHu3My,
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pabotalonieMy no THOY OTpHUATeAbHOR o6paTHON CBAI3W, KOTOpLIN
MBI paccMoTpeu B npeaniaylueit raase. Onnako pabora Jioenwreil-
Ha {(Lowenstein, 1967) ocBernia HOBYIO CTOPOHY 3Tofl npoGaeMbl.
Oxazanoch, 4TO MHOTHE THIOL HOPMAJBHBIX KJAETOK coo6marTes
APYT ¢ APYroM € HOMOULBIO IVIOTHLIX KOHTAKTOB, Uepe3 KOTOPEIE MO-
TYT NpOXOJUTbL MOJEKYJbl ¢ MOJ. BecoM BminoTh g0 H5000. Kak 6yner
BeCTH cefisl conpsKeHHasn MONYJASUHS KJETOK, KOTOPLIE MOTYT nepe-
AaBaTb CHTCHAJL, YNPaBAfiOUlHe HX IBHJKEHHEM I10 KJETOYHOMY
UHKJY, €CllH HCIOMh30BAaTh BBENEHHYIO PaHee MOeNb LHKJMa C IIy-
MOM H CTOXaCTHYECKHM W.JIH BePOATHOCTHHIM 3/IeMEHTOM, BbI3bIBAIN-
WHM 3HAUHTEJbHYH) H3MCHYHBOCTL BpeMeHH reHepauuu? [Tpusener
JH conpsiKeHHe X GoJiee ONHOPOJHOMY NEPHOAHUECKOMY NOBEACHHIO,
TaK 4TO BCe KJeTKH OYyAYT NpOXOAHTbL CBOH 1UHKA (oJjee peryasp-
HO, MM H3MEHYMBOCTL HM3-3a NpOIECCa CYMMHPOBAHMSI BO3pacTeT?
M uto MOXHO CKa3aTh 00 aMOJHTYAe YNPAaBAAMINX CHIHAJOB?
KoHeuHO, 0TBeTHl Ha 3TH BONPOCH 3aBHCAT OT KOHKPETHBIX Mpexno-
JIOJKEHHH, KOTOpble Mbl AedaeM 06 YCTOHYMBOCTH HHHAMHUCCKHX
NPoUeCccoB, JeXallHX B OCHOBe KJeTouHOro uHvkia. Ho npu stom
HHTePecHO OTMETUTb, YTO CONpPsIXKeHHe MOXeT NPHBECTH K YMeHh-
IWeHHI0, a He YyBeJHUYeHHMI0 YHNOPALOUEHHOCTH T11eJ0ro; 0pH 3TOM
CHrHAJBI ynpaBjieHHA OyAyT o6alaTh TaKHM I[YMOM H HMCTb Ta-
KYI0 MaJieHbKYIO0 CPeRHIO0 aMILIHTYAY, 4TO YXKe NepecTaHyT urparb
pob NepHOAHYECKHX pervasaTopos. Torla conpsaxeHHas NONYASUUH
3aMOJHUTCS CBOMM COBOKYNHLIM LIYMOM H KJETOWHBIH 1HKA (aKTH-
YeCKH HCUe3HeT.

D10 HHTePecHOe MNpeRnoJoxeHHe OBLIO BhIcKadaHo DaproHo
(Burton, 1971) u poBoAbHO nOAPOGHO paccMOTPeHO B mocaenuel
cratbe BaproHa u Kauxama (Burton, Canham, 1973). CymectseH-
HO, 4TO 3Ta MojeJb OCHOBaHa Ha BO3MOXHOCTH pas/oXKeHHus B psn
Oypue KosebGaHHH yNpPaBASIIOIIMX KIeTOK M ONHCAHHH B3aHMoncH-
CTBHSI MeXJY K/IeTKaMu JHHeHHBIMH useHaMu. TaxkuMm obpasow,
IHHaMHMKa BCeH COTPAXKEHHOH CHCTeMBl JHHeHHA | pas/iHyHBE pe-
MenHa noayualTcs cynepnoaunueii. Ecin npeanosoxuTb, uTo 1HK-
JIBl KJeTOK HMMeloT pa3Hble 4acTOTHl, pacnpelefeHHble mo [ayccy,
TO H3 3TOrD HenocpeRcTBeHHO GyIeT CJef0BaTh, UTO COMPAXKEHHAS
cHcTeMa NeACTBUTENbHO XapaKTepHayeTcsl GOJMBIIMM IUYMOM H 4TOD
cpenHAs aMnaIuTyna KojeGaHui B M0G0l KaeTKe OyleT 3HaYHTENb-
HO MeHbIIe, YeM KOrJa OHa HaXOIUTC B CBOBOJHOM COCTOSIHHH,
TAK KaK HECHHXPOHHbIe KoJe(aHHA KOMOEHCHPYIOT ApYT Apyra.
Bapron H K3HX3M mokasaiH, uTO B Npejcte, KOrja YHCJAO KJAETOK
OueHb BEJHKO W KaxJas M3 HHX B3aHMOLEHCTBYeT C # ApyruM
¢ KOHCTaHTOW conpsixkenus K, aMmMOIuTysa KoseSaHHI B J060oi
oTHeNbHOH KiaeTke ymeHbiuaercs B (1/n)/K pas. KonewHo, aMnsu-
TYAa B pesyabTaTe caydalnblX OGAYKTyaunii MoMeT LOCTHTHYTh
3HAUCHHS, TMPEBbINATOIEro MOPOroBOe, ¥ TOTAa LUK CMOXET Mpo-
NO/KATECSA, HO 3TO MPOHCXORHT pPENKO, eC/IM TOJbKO He CHetaHhl
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ocofble mpeanofoKeHHA. JICHO, UTO ynpaBJASIIOIUA CHrHAA Momer
OblTb WM HHIMOWTOPHOTO, WIH HHHUHATOPHOTO THIA, TaK KaK Ji060H
H3 HUX QYHKNHOHHPYET C MOMOLLLIO TOTO HJH HHOTO MOPOroBOro Me-
XaHU3Ma, KOTOPHIE He paboTaeT, eciu aMIJIUTYRa YMEHbLIAGTCS 1o-
CTaTOUHO CHJbHO.

DTH naHHble MOXHO OOGBLACHHTL He TOMbKO € IIOMOMIBIO MOLEH,
npextoxentoft Bapronom n Kauxamom. CoracHo CMmuTy B Map-
THHY (Smith, Martin, 1973), 213 npefcTan.1eHHs MOBELCHHSA YNpas-
JSIOIEro CUrHaja HHHNHANHH HJIH PCIPEcCHH MOXKeT GLITh HCMoJb-
30BaH OCUMJLISAITOP € pcnpecchedl no THny of6paTHON CBSI3H, ONHCAH-
BB B U7 2, ¥ AHHAMHKOH, 3ajlaBaeMOl cucTeMolt yparuenuit (2.5).
[TopeneHHe cONMPSIXEHHBIX OCUHAJATOPOB TAKOFO THINA S PACCMOT-
pen B Moeil kuure «Bpemedwda opramusanus Kactku» (Goodwin,
1963).

[Tycte HMeeTcsl cHMMeTPHUHOe CONpPSXKeHHE, KOTOpOe SBJseTcs
pesyabratoM AuHGGY3HOHHOH CBA3H; TOrka B ypasHeHuH (24) ans
TaNaHAHUECKOH 3HEPTHH CONpsKeHHHX OCHW/LIATOPOB Ha crp. 109
BBIIIEYNOMSHYTOH KHUTH K12 = k315 B 9TOM Cayuae OTHOUIeHHE cpefl-
Hefl MOJOXKHTE/NBLHOH AMOMMTYABI cONpSxKEeHHOH CHCTEMH K aMILIH-
TYJe HECONPSIKEHHOH CHCTCMBI ONHCLIBAETCS] BhIPaXKeHHeM

(A4) = EARLE
(Ar)y, 2 Wb he+ 1t | H Bk

<1,  (4.16)

roe
0 <l < A/ (huhy), a |H|=hyhe— ki

Taxum 06pa3oM, MBI BHIHM, 4TO CONpPSIKeHHe HeJUHEeHHBIX OCUHJA-
JSTOPOB 3TOr0 BHA2 TaKXKe NPHUBOAHT K YMeHbIIeHWI0 aMMIHTYAL
KoneGaHul, H MOXHO 0OKa3aTb, YTO YeM CHJIbHEE COMPSKEHBI
OCHHANATOPL, TeM GoAbure 3TO yMeHblieHue. B 3Toft mMonenn He
o6s3aTeNbHO BBOAHTL pacnpenedteHne [aycca pas yacTor ocuunnis-
TOpa, TaK KaK OCHOBHON NOCTY.JaT TEOPHH COCTOHT B TOSB/JIEHHH
IIyMa B cHcTeMe. B CTaTHCTHUECKYI0 MeXaHHKY OH BXOIHT B BHIE
napaMeTpa CHCTeMbl, Ha3BaHHOro TajJaHIHueckol TemhepaTypol
(«xomebatebHoli» Temnepartypoi). Ecau conpsixenuble KireTku
HIEHTHYHB BO BCeX OTHOIIEHHSX, KPOMe HX MIHOBEHHOro IHHaMH-
4ecKoro CocrosiHusi, 1o B ypaBHeHHH (4.16) Ay = hs. SlcHo, uTo
9TO He MOBJHAET Ha pesy/bTar.

OcobeHHOCTb O0eHX MoAedeft, KoTOpasd NPHBOAUT K YyMeHbLie-
HHMIO aMIIMTYIOBl CONPAKEHHBIX OCUHAIATONOB, COCTOUT B HaNHUHM
cnaboii YCTOHYHBOCTH ONHHAKOBOrO THNA; TOBOPSl CHEUHaJbHBIM
A3LIKOM, OHH ABAAIOTCA KOHCEPBATHBHLIMH CHCTeMaMu ¢ opOuTalL-
no#t ycrofiunBocThio. Ecsiy B3fTh OCHMAIATOPH ¢ GoJee CHILHBIM
THOOM YCTOHYMBOCTH, HampHMep ¢ aCHMITOTHYECKOH OpOGHTalbHOH
VCTOHYHBOCTBIO, X4PaKTepHOH Aaf npefeNbHbIX LHKJIOB, MOJYUHTCS
HHOM pe3yabTaT, TakK KXaK OCUHAIATOPEL OyayT CTPEMHTLCA
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K cuHXpoHu3auun (Winfree, 1967). BeposaTHo, 3THM u o6bacusercs
CHHXPOHH3a1Hs MHUTO30B Yy Physarum.

9T0 3aMeyaHuC BO3BpallaeT Hac K HCXORHON npobieMe KOHTAKT-
HOTO TOPMOKeHHss u yNpaBiaeHus pocToM. OueBUAHO, uTC noCTex-
CTBHS KJETOUHBIX B3aHMOACHCTBHH uepes MJIOTHbie KOHTAaKTH B 3a-
BHCHMOCTH OT HX CHJB, X28pPaKTePHCTHK YCTOHYMBOCTH BHYTpPHK.e-
TOYHBIX OCUMJIATOPOB H YPOBHS IUYMa MOJEKY/SAPHLIX NMPOIECcCOoB
B KJeTKaXx MoryT OhiTh CaMbIMH pasHbiMH. VIHTepecHo Oniio GH
HallTH BX AMaNna3oH, OOTOMY YTO 3TC Npeionpefefser caMble pas-
Hble CcyabGbl KJACTOK B 3aBHCHMOCTH OT HX HCXOJHBIX COCTOAHHIL.
CymecTByeT eule oana cTcmedb cBOGOABI, cBA3aHHas ¢ TeM, obpa-
3YHOTCA MM HeT NJOTHhIE KOUTaKTBI NPH B3aUMOJEHCTBHH KJETOK.
HekoTopbic THNHI ONYX0JeBbIX KJIETOK, HalpHMep, He 00pasyloT Ta-
KHX kaHajoB csfA3u (Lowenstein, Kanno, 1967); 8 To Xe Bpems
Ipyrue THOB KJETOK He HCTBITBIBAIOT KOHTAKTHOrOG TOPMOMKEHHs
Laxc TpW HalMYHHd MJAOTHBIX KoHTaKToB (Azurnia, Lowenstein,
1971; Borek et al,, 1969). C npyrofi cTopoHb, HeGoJbiHE TPYNNbL
KJIeTOK, Haxodsach B KOHTaKTe, MOTYT CTaTh aKTHBHee — (paxrt, o6-
Hapyxetuslfi Konom (Cone, 1969) u Ha3BaHHLIA KOHTaKTHOH mo-
mourpio. Bee 3T0 MOXKHO OO6BACHUTL HCX0Ad H3 o6well Momesn,
paccMaTpHBaiomeil BHYTpHK/eTOUHbie KoJebaHus C ONpeicseHHof
IHHAMHKOH, WIyM W HeKOTOpylo ()OpMY BHYTDHKJIETOUHOTO CONpS-
xenus. Kefl/loHbl B paMKax Takoro MeXaHH3Ma MOTYT PYHKIIHOHH-
poBaTh, paboras, CKa)eM, Ha TNOBEPXHOCTH KJIETOK M YBeTHuWBas
HX CPOLCTBO H cepy NefcTBHS NJIOTHLIX KOHTAKTOB, a TaKXe BJHAf,
KaK 3TO YKa3aHO Bblule (W.1H He BJAHUAA), HA BePOSITHOCTH MEPEXOLOB
MEXIY Pa3THYHBIMH CTaLHSIMH NHKJa.

KaeToyHbie yach

XoTs UK POCTa M [NeJeHUS KIeTOK fABJAACTCA NEePHOTHUECKHM
npoueccoM, ol B AeHCTBHTEIbHOCTH He 00.]a12€T XapaKTepHCTHKA-
Mu 4acoB. [eilo 3peck He B TOM, UTO MHKA HecTafHjeH NPH NOCTO-
SIHHBIX YCAOBUSIX (B 3TOM cJyuae oH Obl1 GBI MPOCTO HICHAME K HBEIM
XPOHOMCTPOM), & B TOM, uTO CPelHHH [OEePHOA KJETOUHOTO UHK/Na
MeHsAeTC NPH HaMeHeUHH BHeWIHHX (aKTOpPoB, TaKHX, KaK cocCTas
cpelbl, oCBelleHHe H TeMnepaTypa (Qio > 1). KoHeuno, He BBI3HI-
BaeT COMHEHHR TO, 4TO B OCHOBE KJETOYHBIX 4acoB JIEKHT Npolece,
CKOPOCTb KOTQPOro 3aBICHT OT MeTafoaHYeCKUX aKTHBHOCTCH, nOJ-
BepKeHNbiX THM BAHauuaAM. Ho nmockosabky yukius uwacos -— ga-
MepATh ONPeAeJCHHEIE HHTCPBAJBL BPEMCHH #e3aBHCUMO OT YCJIOBHA
OKPY2KAWIICH Cpeanl, B KOTOPOH OHU HAXOAATCH, TO CJIedyeT CKOM-
NEeHCHPOBATL 3TH BJAHAHUA, T.e. AOKEH OLITh BpeMeHHOH roMeo-
CTaT, NOAAEPKHBAIOIWINN NOCTOSAHCTBO nephoaa. {Ipobnema coapa-
HHSl HAleXHbX XDOHOMCTPOB Obld CCPbe3HKM HCNBbITAHHEM 1JIA
usobpeTatedell u Macteposwx XVI n XVI1I Bekos; oT ee pewenun
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3apHcesla HABHIA(HOHHAsE TOYHOCTH, HMeBwWas JoJbiloe 3Havuelune
B 3Ty 300XY KPYrocBCTHLIX nyTrcuiccTBHil. [as toro uTo6H Ha Tou-
II0CTh X0Ja He BJHAJA OKPYXKAWUlas CPCRa, XPOHOMETP HIONUDO-
BAJH: 3aK/JI04aTH ero B BOAOHENPOHHHAacMblii $VTAAp, NOABCIUIUBA-
JIH Ha KapAAHHOM MOBCCC 117 NPEROTRPAIEHHSA MEXAHNUECKHX CO-
TpAceHHA M T. 4. Tpyanec GBLIO CKOMIEHCHPOBATh M3MEHEHHE TeM-
ncpatyprl; Toawko Bo BTopoil nonosnne XVIII B, dpanuysy Jlepya
¥yAaJoch CKOHCTPYHPOBATh KOMIMCHCAUUHOIHBE (aJdauCHPLI, TaK UTO
MOMEHTBl HHEPIHH MasTHHKOB He H3IMEHsITHCh € TeMmIepaTypoil.
HMuTepecHo OTMETHTb, UTO XKHTCJAH OCTPOROR [JoaHHesHil, KoTopbie
B NpejesiaX CBOero apxumenara OblJIH BHIHVIKACHB MJIaBaTh Ha pac-
ctoauus csbitle 2000 Muab, MOrIH H3MEPATb BPCMS TaK XKe XOPO-
wo, Kak U kanatad Kyk, xoTs y Bux He OblJIo MeXaHU'IECKHX XPO-
HOMeTDPOB H cCekcTanToB. OuUeBHAHO, OHM HCIOJB30BAJAN CBOM OG-
CTBEHHHIE Yachl, 4 Takie 00JalalH BHICOKOPa3BHIOH cOCOGHOCTLIO
K pacno3NaBaHHI0 H OPHEHTHDPOBKC, NPHOOPETCHHOH B pe3yJbTaTe
LJAHTCABHOR TpeHHPOBKH. DTa MHTepecHas npolseMa 00 CHX IOp He
peuresa. Eme Oosce yIHBHTENBHBIMH SBRJAAIOTCA HABHTaNHOIUbIE
CIOCOOHOCTH MHTPHPYIOWMX NTHU. KakoBa npupona GHO/IOTHYECKO-
ro npouecca, RAMWILEro UM 3Ty ¢Bolony NCPCABHMKCHUA B OPOCTPaH-
CTBC C MOMOILBIO TOYHOTO BOCHPHNTHA BpemeuH? Cpfizsb MCXKAY
KapraMd H uacaMu — Hanbosee (ynaaMeHTadspHas 3aBHCHUMOCTb B
GUOJIOrHH; Mbl YOeLUMCS B 3TOM B cJacayloueli rmase NPH paccMoT-
pPcEHH 3M6puorene3a. B pauubtfl ke MOMElUT HallH HHTCpPeCH CBSl-
3adbl TaBHBIM 06pa3oM ¢ XpoBoMeTpuel,

O cymecTBOBaHHH NPHMCPHO 24-yacoBoro pHTMa aKTHBHOCTH
pasMU4HLIX THOOB B OPraHH3Max, HaGJMIOLAOIIErocs HC3aBUCHMO OT
N000f BHeNIHeW NePHORHYHOCTH, M3BECTHO y:Ke gaBHO. TakHue pHT-
Mbl ceffuac HasbiBalOTCA NWPKanHLIMU (circa diem, npumepHO OAUH
JeHb), H OHH SBJAMIOTCS HaHOOJCC WHTEHCHBHO H3yuaeMblM HPOSIB-
JICHHeM BHYTpeHHeH CHCTeMbl KOHTDOJSI BPCMCHH B OpPraHH3MaXx.
IToMHMO 3TOr0 HMCIOTCH RaHHble H O PUTMaX C APYrHMH MepHOIa-
MU, TaKHMU, KaK NPHJIUBHO-OT/IHBHBIE, HCAeAbHEE, MecAyHbie (NYH-
HBIC), CE30HIIbIE, rOJ0BbHe I GoJee AJHTellbHbie, TAKKC ABJASIIIIHECS
3/1eMCHTAMH XDOHOMETPMH Y DAasjHYHHX OpPraHisvoB. 34cCh 5
OTPA4HHUYCh UMPKAaNHBIMH DHTMaMH, a CpPelH HHX TOJbKO OpHMe-
paMH, KOTOPBIC NO3BOJAIOT ACTATbHO U3yUaTb 5TO fiRjeHWe Ha KJje-
TOUHOM YPOBHe,

Oann H3 na. onee HHTEpECHhIX OpPTaHH3MOB sl H3YYeHHS
IINPKaAHOrO peXkuMa — OHOKNETOUHas MOpCkad Bonopocth Gony-
aulax polyedra. DT0 0auH H3 MHOTHX MHKPUOPraHH3IMOB, OTBeT-
CTBeHHBIX 34 CBeueHHe BOAb B OKeaHaX, MpHYyeM HHTEHCHBHOCTD
3TOTO CBedeHWs JOCTHraer MakcHmyMa K 11—12 4 noun. Kyabtypn
Gonyaulax MOTYT cofepkaTbhcsi B 1a0OPaTOPHBIX VYCAOBHAX, 4TO
MO3BOJASAET MOJLPOOHO HCCAENORATh (PUBHONOTHIO HX UHPKAAHBIX PHT-
M08, Hccnegorannst Cyunn u Tlacthaurca (Sweeney, Hastings,
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1958) nokasany, uTO NEPHOLHYHOCTL XapaKTepHa He TOJNLKO A
caMoro mnpouecca JIOMHHCCHEHIHH, HO H AJA ee IPKOCTH, KOTOpas
LOCTHraeT MakcHMyMa NPHGAH3HTENBHO 32 1BAa 4aca 10 KOHua me-
pHoLa TeMHOTDI, a TaKXKe AJf npouecca KJIeTOUHOTO AedeHHs ¢ MaK-
CHMYMOM uHCJTa AelSLIHXCA KJAeTOK, HaCTYNAIIHM uepe3 nosuaca
nocie MaKCHMyMa SIPKOCTH. ITH DHTMbI POJOJKAIOT CYLLECTBOBAThL
B TeueHMe Heietb MOCHE TOIO, KaK KyJLTYPHI, BhIEpaHHbie B yc-
JoBUSIX depepoBadus 12-uacoBblX uHTepraJoB cBera (900 ¢yr-cse-
yeft) u Temuotel (coxpamenno CT 12:12), noMewanTr B yc/oBHS
nocrosinoro ciaboro ocsetenns (100 dyr-cseueit). IMpu nocros-
HOMl OCBEeLIEHHOCTH MepHOJ pHUTMa He paBeH B TOYHOCTH 24 4, Kak
npu CT 12:12, Ho 6au30K XK HuM. [IpH H3MCHCHHH TeMNepaTyphl
nepuoi puTMa MeHsercs cjaab6o. Hanpumep, npn 18°C on papen
229 4, B To BpeMa Kak npu 25°C — 24,7 u. TaknuM o6pasoMm, pHTM
umeeT Qip << 1, T. e. 4achl He NPOCTO CKOMICHCHPOBAHLI B MX pCaK-
IHH Ha TeMmepatypy, a nepekoMneHcHpoBanel! OnHako raaBHBIM
MOMEHTOM OKa3LIBAaeTcsl TO, YTO 3TOT NepHO[, HeCMOTPS Ha H3Mme-
HeHHSl TeMnepaTypsl, COXpaHsAeTcs NPHMCPHO PABHBIM 24 4 B OTJIH-
UHC OT BPEMEHH TeHepalHtH.

B pexxume CT 12:12 opu 21,5°C ryavrypa Gonyaulax polyed-
ra, uccnenycMasi Cynan H lacturrcom (Sweeney, Hastings, 1958),
vuMena cpenHee Bpems resepanuu 1,5 cyr. [lockoabky orpomHoe
GONILIUIHHCTBO KJAETOUHBIX AeNeHHfi B JM06ble CYyTKH NDOHCXOLHT ne-
pen caMblM DacCcBETOM, TO OUEBHAHO, YTO KJIeTKH B OCHOBHOM Je-
JATCA ¢ 4epenylOUIMMCS BpeMeHeM reHepanHd B 1 M 2 JHsa, 4TO
NPHBOAHT K CpeiHeMy 3HaueHHIo s nonyasuuu 1,5 cyr. (B peii-
CTBHTEBHOCTH BpeMelna reHePalHH MoOryT ObiTb CKOMOHHHPOBAHM
PasHLIMH crnocoGaMy, ianpuMep n 24-4acOBHX BpPeMCH TeHepauuu
¢ m 24p-uacoBhMH BpeVIEHaMh reHepauwH 3a n -+ mp cyTok. [lpu

3TOM (n+m)/(n+mp)"“-—, rne n, m H p-—Inetbie 4uCHa, HO

cayuad n=ms=t1, p=£2 cpaBHUTeBHO Ma/toBeposATHHL) OcobHi
HHTepeC NPelCTaBAAET TO, YTO KJETOYHLIH LMK/ B 3TOM OPTraHH3MeE
HAaXOAHTCA MO YnpaB/leHHeM 3HJOTEHHBIX HJIH BHYTDHKIETOUHDLIX
yacoB, KOTOPble KaKUM-TO 06pa3oM BLIHYXKINAIOT WIH CTPOCHPYIOT
KJeTOUHBI1 LHKJ, YyTo B HeKOTOPOM CMDbICJe 3KBHBAJIEHTHO YyCHJe-
HHIO CHHXPOHHOCTH MeXIy KoJeBMI0WHMHCA KJIeTKaMi H BHellHed
nepHOAHYHOCThIO. KJIeTKH cO CpellHHMU BpeMeHaMH reHepanHH, of-
JHUYHBIMH OT MCPHOJAA YHpaBASIOWHX KoJjieGaHUHA, BO BpeMs HX He-
cHHGba3sHBX UWHKA0B GyayT OCTAHOBJEHBI Nepel BCTYNJIeHHeM B je-
JNeHue (B NpPeANOJOXKEHHH HHTHOHTOpHOTrO ynpasaeHus). IIpu srtoi
3ajepxkKe 06Ul pocT Gyler NMPOLOJMKATLCA, TaK UTO OHH MOTYT
3aBepUINTb Clenylomwuil niKA ObicTpee. Takum oGpasom, B cpaba-
THIBAHHK MPOLECCOB CHHXPOHM3alHH B 3THX ABYX CIyuasX He cy-
LIeCTBYET PAa3HHLH, 33 HCKJAIOYEHHEM NPOHCXOKAEHHT CHHXDOHM3H-
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pylOllero CHrHaja, KOTOPHIH B Cnydae HHPKaZHBIX YacOB OKa3bl-
BaeTcsl BHYTPHKIETOUHBIM.

OnHako 3mech BO3HHKaeT OJHa upe3BH4aiiHO HHTepecHas npo6-
JeMa — 3T0 BOMPOC O TOM, noucMy KyawTypsl Gonyaulax polyedra
OCJIe TOro, KaK OHH cHHXxpoHH30BaREl putmMoM CT 12:12, octalores
CHHXPOHHEIMYU B TCueHHe HCHe b NpPW HCOPepPbiBHOM cjaaGoM ocbe-
HmeHHd 6e3 KakuxX-THOO 1IPU3HAKOB CHIJKEHHS aMIJUTYILl pHTMa
B CAEeAYIOIUHX UHKNaX. Ec/AH KyJbTypa COLepHTCA NPy Helpepbis-
HOM APKOM OCBELUEHHH, TO PHTM OwICTPO cOHBaeTcst W KyJbTypa
CTAHOBHTCS [OJHOCTBIO ACHHXPOHHOH, HPHUEM KJETKH ReJaATCS B
awdoe Bpems Mg U Howd. [lo-BHAHMOMY, NpH craloM OCBeUIeHHH
MewJay KJAeTKaMud BO3MO:KHA KaKasf-TO CBA3b, TaK 4TO KJETKH
octatorcss B (Pase Ha MpPOTSDKEHHH BCeX TNHKJAOB, NPHPOAA 3TOrO
B3aUMOAeHCTBHS HEH3BECTHA. AHAJOrHUHEE faHuble OHIJH 0OJyYe-
ol damyracoM (Edmunds, 1971) npH HccienoBaHWH PHTMOB KJe-
TouHoro netenus y Euglena gracilis.

$PU3HOJOTHA KIETOYHBIX YacoB

[TepHOZ WHTEHCUBHOro HCC/IELOBAHHWA MNPHUPOAB KJIETOYHLIX ua-
COB COBOAJ CO CTaHOBJIEHHEM MOJIEKYJADHOH GHOJOrdY Kax OCHOBHI
4HAJUTHUECKOTO MHINIIeHHs B GHOMIOTHH B KOHUE TNSATUAECATHIX H
Ha OPOTSKEHHH BCEX IeCTHAECATHIX rofoR. [TostoMy GONBLUIHHCTBO
HCCTEI0BAHHI OMUpaJoch Ha KOHUENIHE 3Toll Haykd. EcTecTBeHHbIM
KaHAHZaTOM Ha pOJMb KJIETOYHOTO OCHHJJATOPA, KOTOPBI MOT OH
JCKaTh B OCHOBe PaBoTHl HacoB, 6blia OfHa H3 lenell OTPHIATEND-
Hoit oGpaTHOH cBA3H, Hrpamiiell, Kak Obl10 NOKa3aHO, HEHTPaTb-
HYI0 POJb B KJIeTOYHOH (H3HoMOrHH. OZHAKO OTHOCHTE/bHAA TeM-
NepaTypHasi He3aBHCHMOCTL 4acoB [PERmoJiardeT CyWecTBOBaHHe
IOTOJHHTETLHOr0 3BeHa NOMHMO UENH YNnpaBJelhs, oTAegbHbIE CTa-
JHH KOTOpPOH perynupyoTcsi MeTaGONHUECKHMH TPONeccaMH, TaKH-
MH, KaK CHHTE3 MAaKpOMOJeKyal H (epMeHTAaTHWBHLIA KaTanus, Cco
sHaueHHAMH Qo Mexay 1 u 2. [IpeanojaraevMeM KaHaHnaToM Ha
pO/b HEdyBCTBHTEAbHOTO K TCMIlepaType mpoliecca B uacax OblIa
nudpysus (Ehret, Trucco, 1967). BakTepun canmikoM mansl Aas
T0TO, UTOGH Au(dY3HA MOrIa 0K43aThCs BAXKHLIM YU4CTHHKOM pe-
FYASIHK, HO, K CU2CThIO, UHH HCKII0Y4AIOTCS H3 DACCMOTPEHHS TeM,
uTO, NO-BHIHMOMY, HE HMCIOT UMDKANHBIX PUTMOB. TakuM oOpasoM,
ofmas runotesa, KoTopast Kazajach HaHOoMee npucMaeMod, co-
cTost1a B CAelyloleM: makpoMoaexynw, Hanpumcp MPIIK, cunre-
3HPYIOTCA B 9YKapHOTHUECKOM fipe, 3aTeM BLIBOAATCA B HITOMIA3-
My H AnddYHIHPYIOT K yuacTkaM B3aumopelicTBus ¢ pubocoMaMu,
nocsie Uero CHHTE3HPYIOTCH Geaxku W Toxe IHPOYHINPYIOT K OYHK-
LHOHAJBHBIM YY4CTKAM, BHI3HIBAS) H3MEHEHHs B COCTOSHHH LHTO-
Mma1asMbl. ITH LHTONJA3MAaTHUECKHE H3MeHeHNs 3aTeM NCPeAaroTes
SAPY H ONATb ¢ TOMOWbIO IHHPY3HH 06eCneqnBaloT oTpHUATENbHYO
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o6paTHYl0 CBfI3b, 3aBCpiias TakKHM o6pasoMm uuki. [lepuomw 3THX
NPOUECCOB, BEPOSITHO, MOXKHO chegaThb paBHbiMH 24 u (cm. Good-
win, 1963).

OueBHanpiit ¢cnoco6 NPOBEPKH MOJEJNN 3TOTO THIA — TDONKTATLCS
OCTAHOBHUTL 4aCLl, 3ATOPMO3HB Ty HAH HHYIO CTARHMIO ICOH cOObl-
tuit. Uro6m ocranoruth cuuTes MPHK u GenkoB, moaasHTb dep-
MEHTaTHBHbIN KaTalu3 ¥ TaKHM 00pasoM MOUHITATbCS HCLAENORATH
paBoTy MOCTYaHpOBalUubX MOJCKY/ISPHBIX OCUHWAAATOPOB B OTpPOM-
HOM MHOXXECTBE OPTallM3MOB, 0ONaT4l0NHX NUPKaAHBIMH PHTMaMI,
GhLIH HCOONB3OBAHL COOTBCTCTBEHHO AKTHHOMHIHH D, NYpOMHLHH
HJIH aKTUIHOH H Pa3nHuHbie HHFHOGWUTOPh GepMCHTOB. PeaynbraThi
MHOTMX TaKUX 3KCIepPHMEHTOB onyOJHKOBaHL B COOPHHKAX MaTe-
PHAJUB CHMMO3MYMOB N0 6HOJOCHYECKUM vacaM, Hampumep Cold
Spring Harbor Symposium, 1960; Circadian Clocks (Ascholf,
1965): Cellular Aspecls of Biorhythms (Maversbach, 1969) uT. a.
HecMmorps Ha GoaBILOE KOJAHUICCTBO OueHb MHTEPCCHBIX IaHHDBIX, HH-
KaKoi 4eTKo# KapTHHH He BO3HHKIIO, W K Komnuy 60-Xx rofos cTaJto
SICHO, 4TO (HIHOJOrHIECKHC OCHOBH OHOJOTHUCCKHX 4aCOB MOYTH
TaK e MaJjo NOHATHH, KaK U KeCATH/JETHCM paHblle, 3Ta CHTYanus
XOpoulo oOnHcada B KHHMre DronHutira «(PU3IHONOrHIECKHE 4YaCH»
(Biinning, The Physiological Clock, 1967), koropas uutaercs cko-
pee XKak JeTeKTHBHHIH paccKas, Tie KaXkiblil NyTb pemerud npobie-
MBI CHCTEMATHYECKH W3YyacTCA Ha OCHOBE NPCACTaBJeHHH MOJeKy-
NAPHOH GHONOIHH H KaXKAbH MPUBOZNT K HeyOeaWTEeJAbHOMY pe-
3YJLTATY, 2 CaMH 4ach MOCTOSIHHO YCKOJB3AIOT OT HCCAEA0BATENS,

OcHoBHble TPYZMHOCTH B 3TOf 06JaCTH HCCJCAOBAHUN, XapakTep-
Hble W 0451 MHOPHX JPYTrHX pa3fesoB GHOJIOTHH, CBsI3aHb! ¢ mpobJe-
MOH HIeHTHQHKAUUH NCePBHUYHOIL, a He BTOPHUNOH HAH ojiee nos3f-
Heil npUUHHE H3yuaemoro npouecca. Kapaxawban U lactunre (Ka-
rakashian, Hastings, 1962) nokaasaw, yro aktudoMuuudg D B koH-
ueHTpauuu 0,2 MKr/mM/ nofapasieT pHTM JIOMHHecueHuuu y Gonyau-
lax. T10CKONBKY POCT B 3THX YCJIOBHSX TOPMO3MJCH TO.bKO UaCTHY-
HO, TO OUeBHJHO, 4TO Kakde-To JIHK-saBucumble cobuiTHA GUOCHH-
Te3a, CBfI3aHHLi€ C MNCPHOLHYECKON GHOUIOMHHCCUEHTHON aKTHBHO-
CTblo, GoJlee YYBCTBHTEILHB K aHTHOHOTHKY, UeM JIPYTHC, CBSi3aM-
Hbie ¢ pocTOM. B To# ke cTaTbe GhiJIO NMOK43aHO, YTO AHANOTHUHEBIf
pesyabTaT NOJYUAeTCH NMPW HCHOAb3OBAHUH TYPOMHIHHA IS 0OCTa-
HOBKH G€JIKOBOIO CHHTe3a. IDTH HaBIIONEHHS, KOHCUHO, Tpeianona-
raiT, 4TO HeoOXOANMMMII YCJOBHAMH T8 MpOsB/eHus Nepuogue-
cKOro JoMuticcnentuoro pexkuma y Gonyaulax asaserTcs CHHTES
MPHK u Genka. McenepoBaHusi Ha RAPYrax opraldsvax TMOKasagu,
YTO TPOABAEHHIO UHPKAIHBIX PUTMOB OODLIYHO MCLIAIT HHTHOHTOpPDLI
AbiXaHuA. DTO TOBOPHT O TOM, YTO sl MPOTCKAHHA Tpouecca He-
06xoauMa 3Heprus. OuaKo 4aCTO OKasbLIBaJOCh, UTO KOTJa Opra-
HHM3MBI, MOJABEPTHYBUIHecH AefiICTBHIO BEleCTBA B TeueHHE HEKOTO-
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poro nepuona BpeMeHH, 3aTeM BU3BPAllasiHCh B HOPMAJbHblE YCI0-
BHS, TO H3IHONOTHUECKAA NEPHOAUYHOCTb HAUWHA/Nach CHOBa ¢ TOM
caMofi Pa3n, KOTOpyi# 0OHa HMeda Obl, eciy OB 0cTaBafJachb HeBO3-
MYLIEHHOH. DTO BBITISAHT TaK, Kak OyATo aHTHMeTalO/JHT MeulaeT
He GHIHOJOTRUCCKOMY PHTMY, JIeXKaMeMY B 0OCHOBE (YHKUHH 4aCOB,
a BBIPAXKCHUIO HEKOTOPOTO (DH3HOJIOrHUECKOro npolecca, KOTOpbI
yIpaBAseTcsl YacaMH, — TOYKa 3PeHHst, (1e0JHOKPATHO BO3HHKAO-
mwas B anaaude Bwwununra (Biinning, 1967). CaMu uacwl, 00-BHIH-
MOMY, TAKHM BO3ZEHCTBHEM He 3aTPariBaloTCH.

Pemaiomcii npoBepkol NepBHYHOCTH ICHCTBHA Ha CaMH uacChl
6bli10 6L1 H3MeHeHHe uX ¢aspl. Jlo camoro HCIdBHCTO BpeMeHd
CAHHCTBEHHHWIM aHTHMeTabOJHTOM, HNPOH3ROASIIIMM Takoli 3ddexT,
Ghi1 apCeHHT, KOTOPBI BBISBIBAJ CIOBHUT (Pa3kl B KOMeGaHHAX cBeue-
nis y Gonyaulux (Hastings, 1960). Oanako 310 nasaio caafoe
npefcTaBiCHHE O MeXaHH3Me uacoB. UTo6b XOTb Kak-TO NOAOHTH
K pellieHHI0 Bolpoca O NpHpone (DH3HOJOTHYECKOro Npoluecca, Je-
Kaulero B OCHOBe OHWOJIOTHUCCKHX PHTMOB HJH Y4acCTBYIOLIETO B
HeM, HeoOXOAMM mpenapatr (MM Npenaparbl), KOTOPBIT HMHTHpYET
caBuramliee (hasy AeHcTBHE OCBelleHHS H ANA KOTOPOTO H3BECTHO
MecTo ero AedcTBUSl B KJaeTKe. Takoe BenicCTBO Teneph HalgeHo, H
C ero MOMOLWBK H3YyyeHHe GHONIOTHYCCKHX YaCOB BCTYNHIQ B HOBYIO
tdasy, Onnako 10 TOTO, KaK OHO OLLI0 OOHAPYIKEHO, HCCAeOBaHHA
B 3TOIf 06JacTH NPUBOAHIAH K DAY NapajOKCOB, e1HHCTBEHHOe pas-
pCIUeHHEe KOTOPBIX COCTOSN0 B HOJMHOM OTKase OT NepBOHAuaJbHOM
CHCTEMBI NpelcTaBJeHHH MOJEKYAZPHOH OGHoJIOrHH, KOTOpble uMmesu
TaKoe 3HaueHWe AMA (PopMHPOBAHHSA obuied KapTHHLI B 3Tofi o6aa-
CTH, H TIPHHATHH HOBOro moixoxa. Ha caMoM feie 3To BO3BpalLalo
HccaepoBaTeNel OmSITh K KJacCHIecKOMY ¢ TOUKH 3penHsl (H3H0JI0-
rHy NOAXORY. PaccMoTpuM, Kak M NPHUXOAMM B 3TOT KamyluHiics
TYNHK, [PeACTaBAAOWHRACA B BHAE MOJEKYIAPHO-OHONOrHIECKHX
napanoxcos.

Posb szpa B reHepauli KJIeTOYHBIX THPKAJHLIX PHTMOB MOKHO
NPAMO HCCAELOBATh Ha OJHOKJIETOYHOI MOpCKOH Bomopocau Acela-
bularin. D10 3aMenaTelbHOE pacTeHHe HMeeT CIIOMHYIO KACTOUHYIO
CTEHKY M COCTOHT M3 Tpex yacCTefi: pH30H1a, KOTOpPHI BMellaeT f1po
Il TIpPHKpeNnjsieT pacTeHHe X ero cy6cTpaTty, KPyLJoH WJSNKH AHa-
METpOM OKOMO | ¢M H «cTefesbKa» LJIHHOH B HECKOJIbKO CaHTHMET-
pOB, KOTOPLEA coeldHAET HX. LlutomnasMa uoBciony HempepoiBHA H
3ak/MoueHa B TOHKOM uHJHuipe cTe(esibKa, OKPYyXKas UeHTPabHYI
BaKyoJib. AKTHBHBIH LHK.03 IepeMeninBaeT NHTOMIA3MY, KOTOpas
COREPIKHT XJOPOIJIacThl, MUTOXOHIAPHH, PHOGOCOMBI H IpYrHe BKJIO-
uyenna. B cnenywiueit rnase 1 paccMOTPIO HEKOTOpPEIE pereHepaTHB-
Hble H MopdoreHeTHYecKHe CBOICTBA 3TOTO OpraHH3Ma.

Ouenb Goabwoli pasmep Acetabularia nossossier uamepats ¢Gu-
34oJOoruueckHe aKTHBHOCTH OTHeJNbHbIX KJETOK H BHINONHATH 3KC-
DepHMEHTH MO [epecakKuBaHHId ALEP, KOTOPHE MNPaKTHYECKH
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HeBO3MOXKHBI Ha JAPYIUX THNaX KJeToxk. $1Apo Jerko yaaJutb, Npo-
CTO OTpe3aB pPH30HJ; HA €r0 MeCTO MUXKHO NMOMECTHTb Apyroe sapo
nyTeM NPUBHBKH NPYTOTO PH30OHAA K CcTefesbKy MeTOLOM, paspabo-
TaHHBIM [emMepaunroM (Hammerling, 1934). CymectBoBanue uup-
KaJHOTO pHTMa (OTOCHHTETHUECKOH aKTHBHOCTH B 3TOM OpraHusMe
6el1o yetanoBaeHo Cyunn H Xakco (Sweeney, Haxo, 1961) u liseii-
repoM H np. (Schweiger et al., 1964). [Tocneanne uccrenoBaTeNn
MOKa3aJjH, UTO PHIM COXPaHAeTCs B OTCYTCTBHe fAJpa, a COINACcHO
Cynnu u np. (Sweeney et al., 1967), nepHonuyeckas HOTOCHHTETH-
uecKasl aKTHBHOCTb COXPaHA/1aChb B 3HYK/JIEHDPOBAHHBLIX PacTeHHAX
la’ke B NMPHCYTCTBHH B cpele aKTHHOMHUHHa D, nypovHuHna u
xnopaMdenurona. TakuM 06pa3oM, HH aApO, HH OeNKOBBIH CHHTE3
He fIBJSIOTCS HeoOXONMMBIMH aas Toro, utodwl B Acetfabularia pa-
foranu nHpkanusie yachl, ONHAaKO eclH filpa NepeHeceHbl WAH C
PH30OHAAMH, WJH KaK OTJeNbHbie OpraHeaJsl H3 OAHOro pacTeHH:
B LpYroe H 3TH pacTeHHA HAXOATCs B mpoTHBo(da3e MO OTHOLIEHHIO
k pexxuMy CT, To yepe3 HeCKONBKO AHell KYJbTHBHPOBAHHS (pPH CJia-
60M uenpepbiBHOM OCBemleHuH ¢as3a pHTMa ompegnensercs bas3of
anpa. KpoMme Toro, noGaBineniie aKTHHOMHUHHa D K pacTeHHsM c
A1paMH TPUBOAHT yepe3 HECKOJbKO ZHeH K HCYe3HOBEHWH UHpKaj-
HOro putMa QOTOCHHTeTHYecKofi aKTHBHOCTH. OueBHIHO, AAPO BCe
3Ke 0Ka3bIBaeT BAHsIHMe Ha IOBefeHHe HTONMa3MBl, HO TaK e oue-
BHIHO, UTO LUMTONA3Ma JJ151 NPOABIEHHS IHPKaAHOTO MOBEICHHA He
HY&K/Jlaercsl B sjpe. ‘

XHMHUeCKHM BelleCTBOM, KOTOpPOe NafJo KTou K peileduo 3Tof
3arajgkye, oKasancs HOHODOp BaJMHOMUIHH, KOTOPHIA B3aUMOIeHCT-
BYeT ¢ MeMOPaHOW, yBesaHunBasA CKOpocTb nocTtynienus K+ B kner-
kH. BiwonHunr H Mosep (Biinning, Moser, 1972) o6uapyxuau, uto
3TO BellleCTBO OYeHb 3P(PeXTHRHO HMHTHPYET OCBelleHHe B ONBITaX
no ¢$a30BbIM CABHraM ABHXKeHHS aHucTbeB Y Phaseolus. drtor ¢axkr
HeMC/IJ€HHO o6paTHs BHHMaHHe Ha poJb MeMOpaHBl H Ha H3Me-
HeHHe HOHHBLIX KOWlIeHTpanHuil Kak BO3MOXHYIO OCHOBY (H3HOJIOrH-
yecKHXx puTMoB. [TocsenHHe Hcc/enoBaHHS uKIpKa,ﬂHb[X PHTMOB Y
Gonyaulax, suinogaHenuble Houiocom u ap. (Njus, Sulzman, Ha-
stings, 1974), a raxke Cynun (Sweeney, 1974 a), noaTeepanau
JNOMNOJHHIH 3TH AaHHbe, ABTOPH NpeRtoKWIN MeMOpaHHbie MOIeTH,
KOTOpble ONHCHIBAIOT BO3MOXKHLIH MEXaHH3M 4acos.

OxgHa Takast Molenb, BhiaBMHYTas Cyunu (Sweeney, 1974b)
aas o6bAcHeHHS napajgokca y Acetfabularia, cocToHT B clenyomem.
BaxHbiM cBolicTBOM xaoponaacros Acefabularia oxasanoch usMe-
HeHHe X 0GbeMa B TeueHHe CYTOK, UTO 3acTaBJsfeT NPEANOJIOKHTD
Ha/JuyHe HHPKaZHOro pPHTMa NPOHH1aeMOCTH HX MeMOpaHbl. CyHHH
MOCTYJIMPORANa, YTO LA fAfipa TaKXKe XapaKTepHO PHTMHUHOE H3-
MEHEHHE COCTOSTHHSA, CBSI3aHHOEe ¢ H3MEHeHHeM NPOHHIAEMOCTH MeM-
fpanb, U YTO 3TO OBYCAOBIUBAET UMKJAHYHOCTb OfMeHa BelecTs
MeXIy SAPOM OpraHu3Ma H IHTOMNA3MOMl;, 3Ta UUKIMYHOCTD Je-
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HT B OCHOBe NHpKanHBIX uacoB Acefabularia. Ectb MHoro cnoco-
00B peaJju3alHy TaKoro pHTMa HaH koJebGanuit, Ho Cynnu npegno-
Jaraer, 4To CyUlecTBYIOT Ba MeTabOJIHTa OTHOCHTEAbHO HH3KOIO
MoJeryasipHoro Beca X u Y (He MakpoMo.eKysn), npuueM X HH-
AYUHPYCTCS TOJIbKO B LHTOMIa3Me ¢ noMouibio Y, B TO BpeMs Kax
Y mHayunpyercss B opraneaax mertaGoautom X. Tlponnuaemocts
oprame/n ymnpaeJsercs KoHHeHTpaunmedi X BuyTpH HHX, H o0a Be-
mecTBa pacnagatorcd. [TOCKONbKY MHB NpOBejH pa3iHyHe MeXIy
MOJIeKY1aMH B 3THX ABYX OTCeKaXx, naBaiTe HasoseM HX X Y.
(uuronnaszva) u Xo, Yo (opraneaan). Torma monens, CyuHu Mo-
XKeT GhITb MpencTapjeda ClelyIWHMH YPaBIeHHAMY:

e — ¥ — bX o+ [ (Xo) (Xo — Ko,
Y,

Lo =g (X) Mo — Yo —c¥,,

dX,
dt

"3;0 = BXU + g (XO) (Yc - Yu) - YYo

= f(Xo) (X — Xo) —aX,,

3aech Takue BbipaxkeHusl, Kak f(Xo) (X — X¢) u g(Xo) (Yo —Yo),
NPEACTaBAAIOT CKOPOCTh ABHXKeHHA BeuectB X H Y uepes memGpa-
HY OpraHe/sl, TPOHHIAeMOCTL KOTOpOH 3alaHa (GyHKUMAMH f u g
oT Xo. B03MOXHOCTL CYlIecTBOBaHHA KoJe0aTeNbHOro pelieHHs
3Tofi CuCTeMBI 06yClI0B/JeHa HanuuMeM (QYHKUHA NPOHUIAEMOCTH,
KOTOpble MOTYT OBITH CyliecTBeHHO HesuHelHbIMH. Torma Ha nno-
cKOCTH (Xo, ¥Yo) MBI mostyqum caenyloulyw Xaptudy (puc. 4.8).
[lasosem tasoit 0 Touky O, xorma KoHUeHTpauus X, ROCTHraeT
MaKCHMYMa, & NPOHHLAaeMOCTh MeMOpaH opraHens — MHHHMYMa.
B opranentax cuntesupyercs Yo, a KoHnentpauus X, us-3a pac-
nana yMenolaercs. I1pu pacnaze X, MemOpana cTaHOBHTCS GoJsce
nponunaemoli Aas Yo, KOTOPHIH BBIXOLHT HApYXKY, 4TO TPHBOLHUT
K YMEHDLIIEHHIO ero YpOBHA B opraHeste. Torma X, TokKe GHCTPO
CHH3HTCA, 3aTeM, KorAa Y B UHTOMAAa3Me BO3pacTeT, Y. HHIYUHpYeT
obpasoBannHe X, 4TO NpHBENET K MeL/NeHHOMY HakomienHio Xo
BHYTPH OpraHeJ)sl H UHKJ HauHeTcsl cHoBa. [as X. u Y. Gyner
HMeTb MeCTO TaKoH ke, HO HHBepTHPOBAHHDLIH LHKJ,

Sta Monmeab ofbAcHAET TOT aKT, UTO LHPKaAHHIl PHTM HOTO-
CHHTETHUECKOH aKTHBHOCTH y Acetabularin He 3aBMCHT OT HaJHUHS
aapa, MPHK w OeaxoBoro cuHTe3a mpH YCJOBHH, uUTO HMENTCH
tepMeHTHl U NMpenllecTBEHHWKH Asst obpasosanus X H Y. OHa Mo-
KEeT Taxke oOBLACHHTH, KakuM ofpa3oM Takas (oJbluas opraxed-
7a, KaK sApo, BbI3bIRaeT (az0BBIX CABUr IHTONMA3MM B JaHHOMH
tdasze yuksa. Ho oHa He B COCTOAHHH OOBACHUTL 3aTyXaHHs THD-
KaJIHOTO PHTMAa B LEJBbIX PAacTeHHAX NOJ JeHCTBHEM aKTHHOMHIIHHA
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D. Kak orveuaer CyHH, AJst 3TOMD HYXKHO BBECTH AOMOJHHTE/bROE
NPeanooKedHe O TOM, YTO B NPHCYTCTBHH snlpa UHTOMIa3MaTHYe-
CKHE OeJKH CTAaHOBATCA HEYCTOHYHBHIMY, TOIAAa KakK B e€ro OTCYT-
CTBHC OHH yCToRumBBL DdexTh cigura ¢asbl WHPKALHBIX Yacos,
H3MeHelHs OCBEHICHHS H TEeMICPATyPbi O0BACHAITCA UYRCTBUTENb-
HOCTBIO MpORHIaeMoCcTH MeMOpanbl 0PraHe/n K 3TV BO3NCHACTBUAM.
VIaTepecHass Mone/b 4acoB, KO-
TOpas NOAUePKHBAET Poib MeTabo-
JIHYeCKHX OTCEKOB KaK CYIlecTBeH-
HOt 0COBEHHOCTH CHCTEMBI MOLAED-
0 WAHHS UHHPKaZHOrO pHTMa, BHI-
neuHyTa Kamwunrcom (Cummings,
1975; 1976). OH Hcnoab30Ban Npo-
CTYIO MeTd00/IH4EeCKYIO LeNb ¢ NeT-
Jeil NOJ0XHTebHOI 06paTHOf ¢BA-
3H, KOTOpas, Kak MBI BHAeMH, BH-
X 3pIBaeT NAHMHAaMHUIECKHE HeYCTOHUH-
Puc. 4.8. Msofpaxende npefenbro- BocTH. MeTaGoanTLl 3T9ﬂ UEH pac-
ro uMkna Ha Gasopofi maockoerw  HOJOMEHbI B IUTOMIA3MATHIECKOM
(Xo u Yo). oTrceke (kJeTounas veMmOpapa HJH
KOPTeKC), KOTOPBIH MCIJIEHHO TpH-
XOJHT B pABHORECHE C UHTOMJIA3-
Mofi. IMeHHO 3TO MeanedHOe MOCTHKeIHE paBHOBecHs 06YCJOBJH-
BaeT AJHTEJNbHOCTL Mepuona UMPKaaHLIX kojeGaHuil. YpapHeHus
Kammunrca (Cummings, 1976) uMeroT creayiomuil BuA:

i=A—kx—S@x,
y=S{y) x — Ry,

&

rae S(y) —curMoHnHAA (QYHKUHA, ONHCHIBAIOWAf OPOIece NOJo-
KHUTeJILHOH OOpaTHOH CBSI3H, C MOMOLIBIO KOTODOH Y YCKOPSiET CBOH
cOGCTBEHHBI CHHTER; Ry H £2 — KOHCTAHTHI, XapaKTepysylolie ycTa-
HOB/JeHUWE paBHORECHS MeXAY OTceKoM u uMTomiazMoll. KammuHre
HaeHTHGHLHpoBAT X kak BAM®, a y—kak 5-AM®, dokrycnpys
TakuM 00pa30M BHHMaHHe Ha PoJH 5THX MeTa(oJHTOB B MeXaHH3-
Me DHpKaIHbiX uacos. McroJbsys JuHeHHYK annpokcuManuio S(y)
B OKPECTHOCTH CTaudoitapHoro cocTosiHus (X, §), Kammuure noxa-
3a7, UTO YacTOTa OCUHJLISITOPA ecThb

o=[g/x (k3 — kak)) — E1]™.

Cunrasi, 4TO Pa3HOCTh MeXAY k1 H k2 JOCTAaTOUHO MaJa, MOKHO
Jerko NOJAYYHTh MEPHOA AJHTENLHOCTBIO B AeHb. I pyroil uHTepec-
HOMH OCOGCHHOCT[)IO 3TOTO OCLLHJIJIS[TO])E[ IBJSAETCA OueHbL MaJnlast CKo-
pOCTD, C KOoTOPOI yBeTHuHBaeTCA ero aMIVINTYna, KOrjia TPaekTOPHH
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PACKPYUHBAIOTCH K MNpefeSbHOMY LHKJY H3HYTPH, — BONPOC, K KO-
TOPOMY Mbl BEDHCMCS TM03Xe NPH O00CYKAEHHN HEKOTOPHIX 3KCHEpH-
MEeHTaJbLHBIX NaHHHMX O NOBEIEHHH yacoB. DTa Moaeab Ipcadaraer
MHOT0 MHTEPECHHX 3KCMHePHMEHTOB, 0COOCHHO CBA3AHHLIX ¢ BUYTPH-
KaeTouHbiM pacnpepetenneM UAM® u 5-AM® no orcexkam. s
6oJiee rayGOKOro 03HAKOMJIEHHS! ¢ (H3NOJMOCHCH 1acOB 51 peKOMeH-
Y0 uHTaTeo OOPATHTLCS TakKe K paboTe daMmydaca u Kupuaio
(Edmunds, Cirillo, 1974).

Kak xc ObiTh ¢ ApJeHHeM TcMOepaTypHOH KoMneHCauud B GHo-
JOTHUCCKUX u4acax? MHrepecHoe ofwsicHeHHC 3Toro Qakra GHAO
npennoxeno B cratbe Heioca u ap. (Njus et al, 1974). Ounu pac-
CMaTPHBAKT IEeTANbHY0 MOICIb MeMOpaHml Ha MOJeKY/JHspHOM
YPOBHE, B KOTOPOH H3MeHCHHE AKTHBHOCTH HOHHOrO TpaHCnopTa
yepe3 meMOpaHy OOYCJOBJIEHO H3MEHEHHeM B pacClOJNOXKEHHH H
OpHEeHTaUHH MeMOpaHHEIX DeJKOB, 4eTKO NPCACTABAEHHBIX B XKHIKO-
cTHOI Mo3anyHoil Moaend Cunrepa u Huxoawcona (Singer, Nicol-
son, 1972). PeryasiTopaMu 3TuX H3MeHeHuH aKTHBHOCTH H Dacmpe-
JNenenud MeMOpaHHBIX GeJKOB BLICTYMAWT KOHNEHTPAUHH HOHOB
BHe MeMOpaHbl, UTO CHOBa NPHBOJAHT K OCHOBHOMY MeXaHH3MY
ACHCTBHS CHCTEMB CaMOpPEryJIMpYIONICHCs oTpHUaTeTbHON 06paTHOR
cpA3H. [1ocKoAbKY 3TH MeMOpaHHbIC GelKH OTHOCHTEJDLHO YCTOHYH-
BH, MOi€Jb He4YBCTBUTENbHA K HUFHOHTOPAM MaKPOMOJEKYAApHOTO
CHHTe3a M K UHrHGHTOpaM (epmeHToB. [Ipencrasasercs, uTo nup-
KagHas H3UOJOTHS KJIETKH PEeryJHpyercsl HOHHBIMH H3MCHCHHS-
MU, — NpeAnosioKeHne, KOTOPOe CT4A0 OOWeNnpusHaHHBIM H3-3a
HaMuuug GOJLIIOro WYHCIa TOpMOHOB, KOTOPLIE, [O-BHAUMOMY,
IefiCTBYIOT HemocpencTBeHHO Ha MeMOpaHHl, H TakKHM o6pa3oM mpe-
o6pazoBaHde NePBHYHOTO, FOPMOHAJIBHOTO CHTHAajNa NPOHCXOOHT ¢
NOMOWbIO HOHHBIX CHrHastoB. PoTopenentopsl B MeMGpaHe BJAHAIOT
Ha KaHajel, yepe3 KOTopble npoxoauT K+, uto o6bAcCHAET CBETOBYIO
YVBCTBHTCJABLHOCTh H 3aMCYaTCibHYIO OBICTPOTY, € KOTOpOH cBeTO-
Bble CHLHAJbl HHAYUHPYIOT (pa30Bble CABHTH.

Kax monaraior, reMnepaTypHas KOMMeHCAauHs NPOHCXOIUT B pe-
3YJLTATC JHIKUAHOW ananTanuH. 3To sBJICHHE, KOTOPUe HMeeT Me-
CTO BO BCCX MOWKHJMOTCPMHBIX OPraHH3MaX H BK/IOUaeT H3MeHCHHS
B JMNHAHOM COCTAaBC MCMOpaHDBI, MOCTUSHHO NOANePKHBAIOIIHE MEM-
6paHy B KHAKOM COCTOSIHHH B IIHPOKOM [HamasoHe TeMllepaTyp
{cMm., Hanpumcp, Barenska, Wlodaver, 1969). Huloc u ap. npenno-
JOMHJIH, 1TO OCHOBHBIMH KMHETHUECKHMH XapaKTepPHCTHKaMH MeXa-
HU3Ma Y4COB ABASIOTCH MHrpauns OelKOB H KOOMepaTHBHbie B3aH-
MOAEHCTBHS MeXKIYy MaKPOMOJCKY/1aMH B McMOGpaHC, 4 HOCTOSHCTBO
SKHAKOCTHBIX CBOHCTB MCMOpD4HH fesiaeT Npouecc OTHOCUTC/DLHO He-
UYBCTBHTEALHBIM K TeMnepaType, 32 HCK/IOYeHHEM 3KCTpPeMaJbHBIX
3ualueHnit TCMNepatyp, riae GYHEUHOHHPOBAHHC WACOB, KAaK M MHO-
THX APYTHX GU3HOJOIHUCCKIX NPOIECCOB, YXYAWaeTcsa. JTd MOLETD
HMeeT MHOro HHTEePEecHLIX IKCNepHMEeHTajbHBIX CJeicTBHH, naBas
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NpH 3TOM OueHb NPAaBLONOLOCHOE OODBLACHEHHC (QH3UOJOTHUECKOTO
MEeXaHH3Ma KOHTPOJS BpeMeHHW Ha MOJeKYJspHOM YpPOBHe.

Taxum oGpasoM, OPCACTaB/AETCS, UTO HEYJOBHMbBIE GHOJOruye-
CKHe uachl HaKOHeu-TO OOHapyXeHBH H TAABHBIM MX KOMIIOHEHTOM
apasercs Mem6pana. Mopean, spiaBunyteie CyHHE (Sweeney, 1974),
Hbiocom u ap. (Njus et al., 1974) n Kammunrcom (Cummings,
1975), umeliHO npocTht H U3SHBbE H OCHOBAHLI Ha ()H3IHOAOTHUECKHX
OPHHUMNAX, KOTOPHE He CBA3aHW C MOJCKYJAApHOH OHOMOrHeR reH-
Horo yupabiaeaua. OTHOCHTCADHAR H30JSUHST MeXaHH3Ma 4acoB OT
o6uicii GHINOIOrHH KATKH B TCOPHAX, OMHCAHHLIX Bbllle, eCTb pe-
3YABTAT NO;Pa3AeJCHHOCTH KIETKH Ha OTCEKH H JIOKAJH3ALHW MPo-
neccoB B MeMOpaHax, a TaKxe He3aBHCHMOCTH ero OT CHHTe3a Mak-
poMosekysn. B cBfI3H ¢ 3THM BO3HHKaeT HHTepecHas npobsieva H3y-
YEHHS] KHHeTHUECKHX MeXaHU3MoOB ¢ GOJDLUIHMH BPeMeHaMmu pefak-
Ca1lH, B OCHORE KOTOPLIX MOTYT JIeXaTh MelJeHHas AUDGY3HS UK
mpouecc YCTaHOBAEHHS PAaBHOBCCHSA, 3HauHTe/bHO paculdpsioiiyue
BUHAMHYECKHe BO3MOIKHOCTH MeTa0o/iueckoll cHCTeMBl BKJOYe-
HHeM cBoicTB ee (ha30BLIX rPaHHll. DTO BKAIOUCHHE NOBEACHHA MEM-
OpaHbl BO BHYTPHKJIETOUHYIO NHHAMUKY OyAeT Tak e CYIIeCTBeHHO
OpH H3YYeHHH TPOCTPAHCTBEHHON YMOpALOUEeHHOCTH, KaK W B aHa-
JIH3e BPeMeHHOro mopaaka.

JIMHAMHKA 4aCOB, KOHTPOJIMPYIOWHMX BHNYMJIEHHe JQMYHHOK
y Drosophila

3axkanyupasg 3Ty riaasy, f Gbl XOTes paccMOTpeTh OJHH H3 KJac-
CHYECKHX NMPHUMEPOB 4acoB Y MHOrOKJETOUHBIX, KOTOpHIl no3sonser
NPOHJIJHOCTPUPOBATD CKPRITHIC BO3MOMKHOCTH HEKOTOPBIX MOILHBIX H
ONHOBpPEMEHHO MNPOCTbIX aHAJAHMTHUGCKHX KOHuenuuit. TakuM opra-
HH3MOM sBasiercss Drosophila pseudo-obscura, a nUMpKanHBI pHTM—
3TO PHTM BEIXOL2 B3DOCJBIX MYIIEK H3 KYKOJIOK, T.€. PHTM BLLIYIN-
Jend. B HOpMa/bHBIX YCJOBHAX 3TO MPOHMCXOAMT palio YTPOM, IHe-
pen cavbiM paccBeTom. [lonyasuuss auuunox Drosophila Moxer
OLITh CHHXPOHH30BAHA NMPOCTO NYTEM NepeMelleHHst HX OXHOBPeMeH-
HO H3 ycaoBHit ¢ mocrosiHHbIM ocBemenneM (CC) B temuoty (TT).
3aTeM JHUHHKH OKYK/THBATCS, DOCIE UCTO BhUIYIJSIOTCS B3POCADLIE
MYXH, OpHUeM B rpyNne BLLIYIJIEHHe NPOUCXOAHT OPHOAU3HTENbHO
Kaxable 24 u B TeucHHe HeCKoJAbkux AHell. Takum obGpasoMm, 3Tor
PHTM XapaKTepcH A5 ONONyJNSuMM B TeJOM, TaK Kak Kaxjaas ofT-
fedbHag MYyXa TosBAfercs TOMbKO ofHaxAW. OaHako, nopasaMbic-
JIHB, MOXXHO MOHATH, YTO TaKoe NOBefleHHe nony/asuHu oObACHHMO
Ha/lHUHeM 4acoB BHYTPH Kaxpaoil MYIIKH, KOTOpble CTPOOHPYIOT BEI-
JynnedHe TaK e, Kak muMpKanHble uyachl Gonyaulax cTpoGHPYIOT
WK PeTY/NIHPYIOT paspelieHde Hauafla KJeTouHoro neneHus (Pit-
tendrigh, 1960, 1965, 1966; Engelmann, 1966, Chandrashekaran,
1967). Myumika, roroBas NOSABHTBCS Ha CBCT, MOXeT 3TO CHAeaaTh
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TOAIBLKO B ompeneseriHoe BpeMs AHA. OueBHIHO, Mbl HMeeM 3aech
1e/10 CO B3aHMOJEHCTBHEM MeXX1y NepUOLHUECKHM IpPOUECcCcoM,
4acaMH, H DpPOIECCOM PAa3BHTHS, KOTOPHI OpPOTEKaeT NOCTyna-
TeJhHO.

Wccenenorannsa Ha Drosophila we MOryT OTBETHTL Ha BOMPOCHI,
aHaJOrMYHBEIE [OCTABJIEHHLIM Bhbillle, 0 OPHPOAE MOJEKYJSPHBIX 0pO-
11eCCoB, KOTOPble, BO3MOXKHO, YUacTBYIOT B (hOpMHPOBAHUM WUPKaL-
HOro pexdMa (llanpuMep, Ha BONPOC O POJIH SIAPA HJAM PA3HBLIX TH-
noB MOJAeKy.1 B MevfOpaHax H T. A.). OnHAaKo MOXHO 3aJaTh HeKo-
TOpLIC BOMPOCH TOUCKOBOrO Xapakrtepa off yCTOHUWBOCTH wacoB H
PA3IMEPHOCTH COOTBCTCTBYIOMLeft AHHamuueckoit Mogend. Ho cux
Nop Mbl NPeAnoAaraH, 4TO MHHHMAJAbHOE UHMCIO NepeMeHUbIX, KO-
ropoe Heo0XONHMO 17 CYLLeCTBOBaHHA KoneGaHHA B OHoJOrHue-
CKOM cHCTeMe, paBHO ABYM (pHuc. 4.8 3Toft ritaBel HAH pHc. 2.8 B
ra. 2). OnHako, ec/ii FOBOPHTL O Pa3MEPHOCTH, HMETCsl Komeba-
Husl faxe GoJice MPOCTOIO THIA, Ha3BaHHble 0GOOUIEHHBIMH peJiaK-
CallHOHHBIMH KOJeOaHUAMH, DTO NcpHOnHYecKas QYHKUHA BpeMCHH,
KOTOpas MOXMeT HMeTh PAa3JHUHble MepHOIAb, HO NPaKTHUECKH He
McHsieT aMOauTYyAR. CocTosiHHe TAaKOro OCHH/MIATOPE MOXKeET ObiTh
3aJaHO ¢ OOMOIILI0 TOMIBKO OAHOH nepeMmeHHON —ero ¢asbi, T.e.
OCHUMAAATOP aHaJoTHueH OOLIYHBIM YacaM, KOTOPble MOryT OHITE
yCTaHOBJEHbl Ha J1060e BpeMst H 3aTeM NMOWAYT ¢ (PHKCHpPOBaHHOM
CKOPOCTBIO, @ €JHHCTBEHHBIM BHAUMBIM NMOKA3aTeleM MHX COCTOSTHHS
ABJASIETCA TOJIOKeHHe CTpesok. Uachl NOKa3biBarT TOALKO BpeMs,
unu asy, B8 uaTepnatc ot O u 24 u, uau 0 n 2x panwan. HMcexons
H3 BCECTOPOHHUX H OCTPOYMHBLIX HCCJCLORAHHI noBcfeHus Guomaoru-
UeCcKHX 4acoB B OTBET Ha palfiyudble THHBI BO3MYweHa#, [lurrenn-
pait u bpoc (Pittendrigh, Bruce, 1957) mocrpouiu Momesb, B Ko-
TOPOH NPCATOSArajaoch, 4TO XPOHOMETPOM SfIBIAETCA OCIHIIATOP
3TOr0 peJaKCalHOHHoro THna, ¢asy KOTOPOro MOXHO MrHOBEHHO
BHOBbL YCTaHOBHTbL OCBelleHHeM HJH LPYrUM CHruajoM, He 3aTpa-
ruBafg NpH 3TOM AMIJAHTYAbL. <11060e H3MCHCHUe B HabjioflaeMoM
OTBETE 1la CHrHAJN PACCMAaTPUBAeTCAs B 3TOM Ciayuac KaK H3MeHeHHe
B Npouecce, YIpaBAAeMOM 4YacaMH, C MOMOILbH) KOTOPOro NpofAB-
JfeTcs X HaaHyde. ITa MOIeTh HCIOIB3YETCH MHPOKO H € GO/b-
ILHM YCTIEXOM.

Kak s yooMHuHaJ Bhllue, BaxHOe cBOACTBO GHOJOrHYECKHX YacoB
COCTOHT B MX CHOOCOOHOCTH pearHpoBaThb Ha HEKOTOPLIE CHIHAJEL
OKPVKAIOWEH CPeAbl, ABIAKIMHCCA HAAEKHBIMH HHIHKATOPaMH
COMHEYHOro BpeMeHH; HanboJiee BajKHbI H3 TaKMX HHIHKaTOPOB —
cRet. DTO TMPOCTO LpUMep NBJAEHHS CHHXPOHH3ALWH, PaccMOTpeH-
Horo Boime. [leficTBHe CHHXPOHH3HPYIOWEro CHrHaJa Ha NepHOLH-
yeckuil npounecc Oyner, OUeBHAHO, 3aBUCETb OT (aspl ITOro mpo-
uecca, Tak Kak B O0LleM ciayuae CHLHAJ MOKET KaK YBeJIHUHBATD,
TaK W YMeHbmaTh a3y, T.e. NCPeBOIHTb Uachi M BrIepel, W HA3al
Boasioc KouauuecTBO paboT no GHOJOrHUECKHM 4acaM MOCBSILIEHO
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HCCJAE0BAHHIO WUMCHHO 3TOFD BONPOCA; NOJYUeHO MHONO KPHBBLIX
tbasoBoro oreeTa, KOTOphle Aal0T rpaduk (asoBoro casura (Ag),
BLI3BAHHOPO NAHHLIM CHTHA/IOM, TPHJOKEHHWM B JaHHOe BpeMs
WIH B fauHylo (hasy Ouojoruueckux uacos. Jus Drosophila 3THM
CUTHAJIOM MOXeT OHTD 15-MHHYTHOE ocBeleHHe O0eflbiM CBeTOM
NONYJSUMH KYKOJNOK B HEKOTOPbIH MOMeHT 0ocTe TOro, Kak OHH
6oty nepevemenbt 13 CC B TT ans cHHXpoHH3auuu HX uacos. [lo

12} i
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Puc. 49. Tunnunan kpuBast Ha30BOro OTBeTa UMPKALHLIX YACOB HA CHALHBIA CHr-
HaJ, U3MeHaTOWwHH $asy.

CpaBHEHHIO ¢ KOHTPOJbHOH 3Ta MONYJANHA HauHeT BLIAYILIEHHEe WIH
paHbille, HJIH TO3XKC, HIH B TO e caMoe BpeMsi, H ()a30BLii CABHT
6ynct TOrza HAIM [OJUXKHTeMJeH, Hjd OTpHIaTesdeH, HJAH paBeH
HYJII0 COOTBeTcTBeHHO. [JepHOM pUTMa BLUIYNJIEHHS He 3aTparHBaer-
cst 3THM Bo3gciicrBieM. THOHuHas KPHBas TAKOTO Pola MOKa3aHa
Ha puc. 4.9. 3aMcTHM, UTO KpHBast HMeeT Da3phiB B TOUKe, rie OT-
craBaiye no ¢aae, pocturwee 12 4, BAPYr npeBpauiaeTcs B onepe-
XeHue B C/Ayvae, KOTia CBeTOBOH CHIHA/ Ha uachl MOAaH npubsaun-
auTeabHo B 18 u. BmecTo Toro uytolnl CIBHHYTBCA Ha3ajl Ha BpeMs,
HCCKOJbKO Godabluce, ueM 12 4, cucTeMa CBETOBbIM CHI'HAJIOM BHe-
3allHO OpojBuraeTcst Broepef. YUTo 3To 03HauaeT C TOYKH 3PEHHSA
pabornt uacoB? Ha nepmuiit B3rdsl Kaxercs, 4To B HacaX HMeeTcs
TOPOTOBHH MeXaHH3M, 338 CueT KOTOPOro uachi NPH OCBEWEHHH 0OC-
Je npuMepHo 18 u nepeaBHralTCst CRETOBRIM CHUTHAJ/OM BOepen, a
10 3TOTO MOMeHTa — Haszaa. Oanaxo Bundpu (Winiree, 1970, 1971)
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pan japyroe o6bsiCHeHHWe NPHpPONE pa3pbiBa U 3THM MNOJIOXKHJA Haua-
JI0 HOBBLIM NPEACTaBAEHHSIM O DPOLEccaX, KOTOpbie YupaBJsiOT fe-
pHOAHYECKHM PeXHUMOM OPraHH3MOB,

Hosonel Baudpw ocHOBaHB HA YMCTO KAaUECTBEUHBIX, TOMNOJOIK-
YeCKHX apryMeHTax 0 BO3MOXHOM MOBERCHHH GHOXHMHUYECKOrO HAU
$U3HOVIOrHIECKOrQ OCHHAISATOPOB H NMPOAYMaHHOM HCHOJb30BAHUH
npHHuHna «6puTBb OKKaMa» IS COXpaHelus MaKCHMAJbHO 1po-

Puc. 4.10. dunamuyeckoe o0bACHeNHE NPHIMHH Pa3phBa (a30BOA Kpusoll aTseTa
LMPKAXHHX H3COB B TePMHHAX TONOJOTHYeCKAX CBOHCIB MPefebHOTO (AKJIA.

croit xaprunnl! [TokazaB cHauamla, YTO ORHOMEPHBIN peTaKrCcalUOH-
HHH OCHHMIATOP BLILIEOMHCAHHOrO THNA, KOTOPBHIH HMeEET MOCTOSH-
HYIO aMITHTYAY ¥ NepeMeHHY10o ¢asy, uaBepHAKa sBAfeTcs Hiea-
nuszaudedi, OH HCCTefOBas npefnojaraeMoe KadecTBCHHOE MOBe-
AeHHe Impocrefiliero THna OHOJOrHYECKOro ocLUWJIAsTOpa, T. €.
OCHUAAATOPA € ABYMS MepPeMEHHLIMH — aMILIHTYROH H dasoft (yro
3KBMBAJEHTHO JBYM TlepeMeHHbiM X u Y). 3ToT ocuuanatop
HcuezaeT NpH HenpepesiBHOM ocBentenus Drosophila pseudoobscura,
Tagk UTO AHHAMHKa CHCTEMDLI H3MeHSieTCs OT DJHHAMHKH [pefesbHoro
IHKJIa C TPAEKTOPHAMH, CXOAALIUMHCA K YCTOHUHBOMY 3aMKHYTOMY
IHKAY, K JUHaMHKe CHCTeMbl ¢ YCTOHUYMBOH TOUKOl, KaK NOKa3aHo

! «Bpureoii OKkama» HA3IHBAIOT H3pPeYeNHe AHTMHACKOro dunocoda Yunapama
Orkama: «CymiHocrH He cieiyeT yMHoKarto 6es HeoOxomuMoctns. To ecTh Bce,
MTO MO0 OTcedb BpHTROR Ge3 yiepOa JTR MOHUMAHHA TPHPOMU HBIEHH, NYHK-
HO otcexaTb. — [Tpum. nepes.
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Ha puc. 4.10. INpenedeHbiil UHKJI OTMedeH Ha 3TOM pPUCYHKe Oyx-
Boil C, a Touka O — 0COGEHHOCTb BHYTPH LHK/IA, H3 KOTOPOH HCXO-
NAT pa3BepTHIRAMIIMECH K LUHKJAY TPaeKTOPHH. ITO CTalHOHApPHOE
(HeycTOlUKBOE) COCTOSIHHE CHCTeMb B TeMHoTe. Touka P — 3710
YCTOHYHMBOE CTalHOHAPHOE COCTOSHUC CHCTeMbl NIPH OCBeleHWH, Ko-
rra Her KoneGanuil. JIlo0yw TOUKY Ha NMpelenbHOM IHK/JE CBETOBOH
CUTHAM OpHBeleT B ABHXKEHHE MO HanpaBleHHI0O K P, H B 3aBHCH-
MOCTH OT TOro, rae Ha NpeAedbHOM [HK/Ie HaXOZHICsl HauallbHas
TO4KA, [ OT TOro, Kax CH/eH CHriaj, OHa B MOMEHT CHSTHS CHrHaJja
0Ka3bIBaeTCs! THAe-TO BHYTPH Opefetnlioro HHKJAA, CMENeHHoHd K
Touke P. 3aTeM mocJie BHIKJIOUeHHS cBeTa oHa nepeMectutcd K C,
H TO MCCTO, TZe OHa nonazaetr Ha C MO OTHOWEHHIO K KOHTPOJbHOI
usoBpakatwiuefi TOuKe, NOCTOAHHO MepeMemalowenca no C, onpe-
LeNUT BeJuuHHy (a30BOre CABHIra, MOJOXKHTENTbHOIO uJd OTpHIA-
TeNbHOro (OnepekenHs HAH 3aJlepXKKH). Karkum xe ofpasoMm
noJyyaercss KpPHBasA C pa3pbiBOM, aHAJOTHUHAA H3oOpaKeHHOH Ha
pHc. 4.9?

Buudpu obbsicuser 3o caenyiomuM obpasom. [TycTe MH HMeeM
DOOYJSIIHIO MYX, Uachl KOTOPBIX pacnpefesedH N0 OpefenbHOMY
unkay C Tak, 4To Bce OHH HaXoHATCs B pasHeIX ¢asax. Temeps,
€CJH JaeTcsl CBeTOROH cHrHaj, ToukH Ha C, npencTaBAslOILHE CO-
CTOSIHHS 4acoB, OyLyT MNcpeMelllaTbcsl MO HanpasjeHHio K P u B
KOHIIC CBETOBOrO CHrHafta GyayT pachpeie/leHEl 0 HEKOTOPOH KpH-
BOil, HanpuMep KpHBo# B wa puc. 4.10. 3aTeM TOuKW CHOBa MPOABH-
HyTc K OpefleibHOMY UHKJIY M BO3BPATSITCA Ha HEro uepe3 HEKOTO-
poe BpeMs, 3aBHcsllee OT TOTO, HAaCKOJAbKO Aafleko B naxomurea
ot C. Kaxaas Touka cABHHeTCs mo (pa3e no OTHouleHHIo K cBOef
KOHTPOJLHOH TOUKe HJIM BIepeX, HNH Hasal B 3aBUCHMOCTH OT Ad-
HaMWKH BO3BPAlleHUs K npeledbHOMY MHKTY (rpy6o rosops, LJAHHLI
TpaeKToOpuH Bo3Bpauiciius). Ho MBI BHAHMM, 49TO 3TH TO4KH ONATH
fynyt pacnpeliesieHbl 1O BceMY (peReNLHOMY UHKJAY H COXpaHdT
CBOM IMEpPBOHAUAJbHBIE B33HMOOTHOMIEHHS B HEKOTOPOH OKpecTHo-
CTH. DTO NMPOHCXOJUT NOTOMY, UTO KaxKAas COHpajbHas BeTBb, HC-
xoasimas u3 ocoboit Toukuw O, mepecekaeT KpHBYI0 B B onHofl K
TOJIbKO OLHOH TOUKe.

Ecau, ognako, naercs GoJee CHJILHLIH CBETOBOH CTHMYJ, TaK UTO
TOYKH, NPEACTaBIAIIHEe UaCkl, MOMaAYT fa 3aMKHYTYIO KpHBOi A,
Goaee 6au3KYW K P, u 6ynyT HaXoRuTLCA MO OAHY CTOPOHY OT
roukd O, CHTYauus B KopHe u3meHutcs. Tenepb Kaxnad CHHPaJb-
Hasi TpaekTopus, packpyunpasch H3 O x C, mepeceuer KpHByio A
HJH B IBYX TOYKAaX, HTH HH B OZHOHA. TpaeKTODHH, KOTOpLIe He me-
pecekaloT A, ompenemsr NmyCcTYI0 4acTh KOHeUHOro pacrpenedeHHA
touek Ha C, B TO BpeMsl KaK TOUKH, KOTOpHe NepBOHAYAAbHO HaXo-
JHIHCh Ha Toi uyactH C, KOTopas COOTBETCTBYeT 3TOMY MNYCTOMy
CerMeHTy, NOCJde BO3MVIIEHHS BEePHYTCS K TOUKAM Ha MPOTHBOMNO-
JOXHON yacTH IHKIa. B cepenyiHe 3TOH cHcTeMbl CYLIeCTBYeT TOYKa
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paspbiBa, rae OPOHCXoaHT pe3kHil nepexon or 12-uacomoro omepe-
®KeHHs Mo $ase K 12-uacoBOMY OTCTaBAHHID, DTOT aHaNH3 NOKA3LI-
BaeT, YTO CHJbHbIE H caabble BO3MYIleHHst GHOMOTHUCCKHX YacoB
A0/KHBL MPHBOAHTL K COBEPUIEHHO Da3HBIM KPHUBHM (a3oBoro or-
BeTa, TaK KaK pa3pbiB HMeeT MeCTO TOJbKO B IICPBOM CJydae,
Bundpu npeackazaa ato siBJeHHe, a 3aTeM OGHapPYXKHJI JHTEPATYp-
Hble JaHHLIE O TOM, UTO LEACTBHTENbHO C/alble CBETOBbIE CHrHAJDI
faoT das3opbie Kpusble Ge3 pa3puiBoB. KpoMe Toro, ApYrHX THIOB
noBeneHHsl 06HapyKeHO He GbIMO, H 3TO MOATBep:KAaeT NpaBHJbL-
HOCTb [PefNOJIOKEHHA O TOM, UTO NHHAMUKY CHCTEMD! KaueCTBEHHO
MOXHO TIPeICTaBUTL TaK, KaK 3TO CRestaHo Ha pHc. 4.10.

OxpolneHutit ycnexoM, Bunppu nponosxkan HCnosbaoBaTh 3TOT
BHA TonoJorHuyeckoroe npeacraeBneHud. OH paccynud, 4to eclH Cy-
HIECTBYET TaKad ocobaf Touka, Kak O, TO MOXHO OnLio 6B HaliTH
CBETOBOfl CHTHaJ, KOTOpHIl, OyAyud NPHJIOKEHHBIM K KYKOJKaM
B naHHyw (pasy uukmIa, npuBeleT HX B 3Ty TouKy. Ilockospky 3To
CTanHOoHAPHOE COCTOMHHE, TO Yachl 31ech OYAYT OCTaHOBJIEHBI H
IONyAS1HA CTaHeT pa3HOBpeMeHHON, apuTMHuHOH. O Ko/HuecTBeH-
HbIX acrneKTax JAWHAMHKH 3TOH CHCTeMbl HHMuero He GLLIO H3BeCTHO,
MO3TOMY NOHCK KPHTHUECKOTO CHTHala UJH CTHMYyJ/Ja Takoro THna
Oun nono6eH NOHCKaM HIOJKH B CTOTe CeHa.

3ameuateasHo 1o, uto Bundpu (Winfree, 1970, 1971) obuapy-
SKHJ ero, HCKYCHO MOCTPOHMB 3KCIEPHMEHT, UTO MO3BOJIHI0 EMY NP0+
cMoTperb Thicsiun Drosophila W onpeneadTh KPHTHUESCKHH CTHMYJ.
Uwm oxaszanca 50-cexyHaublii uMnysnc 6esioro cBeTa, MOLAHHBIRM B
6,8 u nupkapHoll ¢aswl. [Jo-BHAMMOMY, 3TO HOATBEpXKAAJO Hpa-
BHJbHOCTD MpeLJoKeHHOR NHHaMuueckol cxembl, OgHaKo BO3HHKaNA
HoBasi npolaema: BMECTO TOro uTOGLI PacKPyuHBAThCSl CHOBa K
npejedbHOMY UMKAY, 4achl, DO-BHAHMOMY, Pe3KO OCTaHaBJHBAJIHCD
B Touke 0. D10 MOKHO OOBACHHTL, NMPEANOJOKHB, UTO BO3Bpatle-
HHe u3 O K mpelesbHOMY NHKAY HIeT OYeHb MeLJeHHO U BBLIYI-
JiedHe MPOHCXOINT A0 Halaaa GYHKIIHOHHPORAHHS 13COB.

®axtnaeckd Bundpu (Winiree, 1973) moxasaa, uto MOXHO BO3-
IeficTBOBaTb Ha aMMAWTYZy UacoB, 3aJalOWHX PHTM BBUIYIJIEHHS,
CBETOBLIMH HMIYJNBCAMH, TaK 4TO OCUUAIATOP OyAeT OPOZOTKATh
MITH 10 CBOEMY LHKJIY, HO N0 MeHbIIeH TPaeKTOPHH, NPaKTHUECKH
He H3MeHHB nepuona. 1o Tpebyer MoxHpHKauHH (a3oBOre MOpT-
pera puc. 4.10. MoxHo 6610 OB, KaK YIIOMHHAJOCh Bbillle, HaPHCO-
BaTb TPaeKTOPHH, MELJIEeHHO pacKpydHBawivecs H3 ocofoH TOUK:
0, B coorBercTBUu ¢ Mozenbio Kamuurca (Cummings, 1976), xa-
pakrepusywouiefica TOYHO TakuM noBelenHeM. OGbACHeHHe TAKOro
THna 6bli0 TakxKe npensoxeno Ongpuprxes v Ilasanancom (Aldrid-
ge, Pavlidis, 1976). Onnako Bundpu (Winfree, 1975) nowen apy-
CHM NyTeM, BLIABHHYB HIEI0 O TOM, UTO OPTaHHU3M HMeer UeYH
nonyafMI0 YacOB HOMpeaessieT Bpemsl COIMIACHO CTENCHH HX KOJI-
JNeKTHBHOH CHHXPOHHOCTH. CBeroBLIe CTHMYJH MOryT pas3pyllarb
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3TY CHHXPOHH3aLHI W JaBaTh JOXO OPIraHH30BAHHYIO NONY.ISLHIO
C HH3KOH cpennell aMIAUTYI0H. DTO BBOAWUT HOBBII YPOBeHbL CJOXK-
HOCTH B PacCMOTPCIIMC H3MePCHHS BPCMCHH U TpelyeT mpuMeHeHHS
HOBBIX MeTONOB aHalu3a. AHaAHTHYECKHC MOZC/M IJIsi 3TOro THNa
KOJIJIEKTHBHOrO NOBEICHNA PHTMHUECKHX nonyasmufi 6yayr pac-
eMOTpeHsl B . 7. B 3akjloueHue 3Toll riaBel & OPOCTO XoUy noj-
UEPKHYTh, YTO KpPacoTa MN0AX0Za K OHOJOTrHYeCKHM KodcOGaHusM,
PHHATOTO M WCNOJb30BAHHOIO BHHDPH, HATAAIHO NOKA3BIBACLT, UTO
OO HA KauecTBeHHDbIH aHAMH3 MOMKCT OKA3aTbCs MOJE3HBIM M MOLl-
HbIM C1OCoGOM MJaNHPOBAHHA JKCNIEPHUMCIITOB,
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MOP®OreHE3: OAHOMEPHAR
ANMEPUOAMNYHECKAA YNOPAJAOYEHHOCTDL

Beemenue

1 ocraHoB.aIOCH B 3TO# riaBe Ha 006pasoRaluU OLHOMepHOH oce-
BOH YNOPALOUEHHOCTH B OPraHu3Max H ee CBsi3H C HpOUecCaMH, pac-
CMOTPCHHBIMH Hamu paHee. Hccaenys Mup romeocrasa, Haxons-
Ierocs BHC BpPeMEHN H NPOCTPalucTsBa, IAC OCHORHOE BHHMaHHe
yileJndeTest YCTOHYHBOCTH B TOMOTEIHLIX CHCTeMaX, H o0HapyXKus,
YTO MeXaHH3Mbl OTPHIATEeNbHOH 00paTuol CBS3M H aldnoCTepHue-
CKOH PCTYJASILEH, HCIOJAb3VeMble LA ROCTHXKCHHA YCTOHUHBOCTH H
AHCKPHMUHALNKE, 06YCI0BINRAIT BUSMOMKHOCTD CYIleCTBOBAHUA KO-
ncBaTe/bHOrO PeKHMa H, CACIOBaTe/blio, BpeMeHHOH opranH3auuy,
MBl MOAOMUJIM K BOOPOCY O TOM, KaK U3 HCJHHEAHOH KHHETHKH H
BpeMeHHOH YNMOpAMOUeHHOCTH BO3UHKAeT NPOCTPAHCTBCHHAA CTPYK-
Typa. DTOT BONPOC YiKe 3aTparHuBa.jcs B r. 3 B CBA3M CO CTPYKTYp-
HBIM roMeocTasoM 3nufepviuca. Mu yBuzc/au, yTo BpcMeHHAs ynops-
IOUEeHHOCTb npoueccod andbhepeHUHPOBKH, CBsi3aHHAs ¢ NepeMelle-
HHeM KJICTOK u3 0a3aJbHOro cjaos 30UAepMlca, 1aeT Mogeas, 06b-
SICHSTIOLLYIO0 YCTOMUMBOCTL TKaHeBOHW CTPYKTYPBL K TaKHM BO3ACHCT-
BUSM, Kak HaHeCceHHe paHbl MJIH KPaTKOBpeMellasi anmnJIuKalHs
KaHueporeHa. d1a raobajbHas YCTORUHBOCTL Owsa OByClOBJeHA
NPOCTPAHCTBEHHBIM Pacnpefieseicd MoeKyISpHOTO YNpaBJsoie-
ro BelleCTB4 — 3MHACPMAJBHOrC KeHjgoHa. DToT 0esOK, KaK npen-
NoJdaratoch, BO3ACHCTBYET HA COCTOsiHUE An@bepeniupOBKE KJETOK
H Ha CKOPOCTb NPOXOKAEHHS! KJACTOMHOrO [IHKJNa Osnaronapa nepe-
KpecTHOMY B3aHMOJEeHCTBHIO MeXAY DPOLECCaMi KJAeTOUHOTO UHKIA
H KJeTouHol aupdcpenndposkn (cm. puc. 3.8). B naHHO# rnaBe Mbi
BCIOAY OYasM CUHTATh, 4TO JOGLIE MOJICKYMbI, II€PABHOMEPHO pac-
npenc/eHHble MO OPOCTPAHCTBY B Npejelax pa3BHpatomeiicst cHcTe-
MH U OTBETCTBEHHBIE 34 BO3HHKAMUIHC H3MeHeuus Gopumbl, a che-
A0BaTe/ihHO, RedCTBYIOUIHC KaK MopdoreH, QyHKUHOKRHPYIOT aHaldo-
ruaio KeitTody. Taxum ofpasoM, npeanodgaraercsi, UTo MopboreH
BO3AeHCTBYET OPSIMO HJAM KOCBEHHO HA MOJEKVISAPHBH ynpaBasio-
WHA anuapar KAETOK ¥ BJAHsET Ha CKOPOCTh CHHTE3a Pa3iHUHBIX

ClLeCTB, KOTOpHle CBA3aHbl ¢ mpoueccoM anddepcHuuposku. Hu-
KaKOTro paspbiBa OPH ABHXXCHHH OT I'OMCOCT4332 H YCTOWYHBOCTH
K BpeMcunlil OpraHM3alMH H HAKOHCI K BPEMeHHOHA u mpocTpas-
CTBEHHOI YNOpALOUYEHHOCTH He cyuiecTBYeT. Ha poTsikeHun scero
3TOr0 aHaJdW3a [pOAOHKAKT paboTaTh HEPAPXHYECKHC NPUHIHMLL,
NO3TOMY TAK Ha3kIBAEMBIC CHCTeMBl 00Jee BhICOKHX YPOBHCH BK!IO-
4awT B CBOW PaboTy BCC COOTBETCTBYIOULE AKTHBHOCTH CH-
cteM OoJee HWHSKHX ypoBHefl. Tlpy paccMOTpeHHH MeXaHH3MOB,



1582 Taasa 5

¢ MOMOWIbI0 KOTOPLIX AOCTHraeTcs YNOPSJOYEHHAs FeTeporeHHOCTh
MOJEKYAspHOHl aKTHBHOCTH B PAa3BHBAIOUIHUXCS H PereHepHpyIOLIHX
CHCTeMaX, MOJeKyJspHbe MPOUeCCH No-npexHeMy OyayT urpathb
GoabIyw poah.

HauHeM aHa/Ju3 NPOCTPaHCTBEHHOH YNOPSNAOUEHHOCTH C H3BJIe-
YeHUS U3 MOJEJSH FOMEOCTada 3MULAEePMICA HEeKOTOPHX OOWKX NpPHH-
LUHOOB. YCTOHUHBOCTb W NPOCTPAHCTBeHHAsl OpraHU3auHs TKaHH,
COTTaCHO 3TOH MOJeNH, ONpelesiloTcs AH(pQpepeHUHATBHBIM pacs

g

erm,
Kedro

Kory

Tlosepxrocme Basanpusi
ca0tt

Puc. 5.1. KauecTBenHoe ujoGpaxenne npoduas KOHNeHTpauuwu KRehiowma Gl B
3NN IEpMUce.

npcacaeHreM CKOPOCTH 06pa3oBaHus AHQYHIHPYIOLIHX MOJEKYT —
0HIEPMANBHOTO KCHJIOHA H HAJIHUHCM TpaHuuw, AeficTBylolIel
KaK CTOK, T. e. 6a3anbHoil MeMOpaHbl BMecTe ¢ CUCTeMOH KpoBooG-
pautenus.. Bepxuaf rpanmuna cdopMmHpoBaBUICHCE TKaHu 06paso-
Balia HenpOHHUAEMHIMH KEePAaTHHH3HPOBAHHBIMH uclIYIKAMH, KOTO-
pble 3afepXKHBAIOT BHIXOL Ked/IoHa H, CJIeloBaTelbHO, NPHBORAT
K ero Hakomactuio B 3Toil obiaactu. [Ipcamonaraevoe pacnpenene-
HHEe KOHLUEHTPAUHH KeflIoOHa OT TMOBEPXHOCTH KOXH 10 6a3a’mbHOro
€10 BBITNAIHT NMPHOJIH3HTENBHO TaK, KaK noKa3aHo Ha puc, 5.1,
B aToff MomZeaH Kaxpas KJeTKa CJIYXXKHT HCTOUHHKOM KeiJioHa, a
Takyke MoxKeT OBITh CTOKOM, ec/H OC/0K paspynraetcs, a cav#
KJACTKH MHCPUPYIOT oT 6asaiwHoro ciosl k nosepxiiocTH. TouHasd
dopva rTpanieHTa onpenenseTcAd CKOPOCTAMH 06pa3oBaHus H pas-
pYLleHHS KeilJJOHa B KJeTKe B DPas3jHUHLIX 00jacTaX, UpoHHnae-
MOCTBIO KJETOUHbIX MeMGpan J.s51 KefiJoha, CKOPOCTBIO ero [Hddy-
3uH, CKOPOCThIO BbIXOAA 4epe3 6a3aibHYK) MeMOpPaHY H CKOPOCTHIO
NCTAJBHOTO IBHMKEHHWS KJAeTOK. BCA cucTema HaXoauTCd B JIHHA-
MUUCCKOM paBuoBecHH. JleTadH 0poICccCOB HeU3BECTHLI, NO3TOMY
NOCTPOUTh TOUHYW Moncab He YRaercs. Ognako MOKHO paccMoT-
peTh OOUIHA Knacc CHCTEM, YAaCTHDLIM CjyyaeM KOTOPOTO SIBJISETCH
3Ta MOJedb, H OGCYAWTH NallHBIC O PasHbLIX 3KCOCPHMEHTaMbHHX
CHCTEMAX KaK pa3HbiC BapHaHTH B jipeiciaax OJHOro Kaaccd. Bo
Bcex 3THX CHCTCMaX B KadyeCTBE OCHORUKX ocolenHoOCTeil mpouec-
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COB, YNOPSAOUHBAKOWIMX [OPOCTPAHCTBO, BHCTYNAOT MeTabo/Hye-
CKHe TPagHeHTbl, AHQOY3ua H ABHXKeHHEe KjaeToK. TakwM o6pasou,
HaM HeoOXOJHMO NepeKJIOUHTBLCA ¢ HCCJeLOBaHus NpobjcM, cBA3aH-
HEIX C YCTOAUHBOCTBIO B FOMOTE€HHLIX CHCTeMaX, Ha aHalu3 AHHaMHU-
UECKHX MOJell H HX MPOCTPAaHCTBEHHYK) YCTOHUHBOCTh.

IlonsgpHOCTE M OCeBbie rpaaHeHThl

B ocHoBe MopmesnH 3nUAEpMafbHOrO rOMeOCTasa JeXHT Inpel-
CTaBjeHHe O Ha/JMYHH rpajHeHTa BelecTBa BAOJDL OCH OpraHn3a-
uvH, KoTopas neprneHAUKYyJdsApHa Ga3aibHoll MeMGpaHe (puc. 5.1).
TakuM o6pa3oM, MOXKHO CKa3aTh, UTO TKaHb MNOJSpPH30BaHa B Ha-
NpaB/eHHH 3TOH OCH NPOCTPAHCTBEHHON OPraHH3aluH: [POKCHMAa/b-
Hble KJETKH, NPHMbIKawUHe K Ga3ajbHold MeMOpaHe, HaXOnATCA B
JApYroM COCTOSIHHM, YeM RHCTakbHble (Y NOBePXHOCTH NMUACPMHUCH),
BCce OCTajbHEIe KJeTKH IJAaBHO pacnpefeseHbl MO COCTOSHHAM, Npo-
MEXYTOUHBIM MeXIy 3THMu aBymda. ['oBopa Gosee alGcTpaxkTio, ob6-
pasoBaHHe NQJASPHOM OCH OOYCJORJCHO CYILIECTBOBaHHeM HCXOAHOH
TOQUKH HJH IOBEPXHOCTH, ompejeasliolieli Haualo H HanpabBJeHHe,
B KOTOPOM BIOJB 23TOH ocH BegeTcsl uaMepeHHe. UTé uMeHHO H3Me-
psieTcss ¥ Kak arta uHpOpMauus Bo3fefcTByeT Ha COCTOSHHE Kie-
TOK — BONPOC, KOTOPLIH A/ GONBUIMHCTBA Pa3BHBAKIIHXCA CHCTEM
cOCTaB/deT r1aBHBIR npefMer Hecenosanus, Ho nonsprocTs B TOM
HIH MHOM BHJE — NOYTH YHHBEPCa/jibHOe CBOHCTBO H MHOrOKJIETOU-
HEIX, ¥ OJHOK/JETOYHLIX OpraHuaMoB. §1 paccMmoTpio npHpoRy 3Tofl
YHOPSALOUEHHOCTH AUIIb ¥ HEKOTOPLIX NPUMHTHBHHIX MHOTOKNETOU-
HBIX; OHHM IIHPOKO HCHOJIB3YIOTCS B KauecTBe oObeKTa aasl HCc/e-
JIOBaHHA, NOTOMY UTO HX OpraHH3auus B NPHHUHUNE OJHOMepHa, He-
CMOTPS Ha TO, YTO HeoOXOAHMBIE OCHOBAHHSA CYLXECTBOBAHHA Y HUX
MOIAPHOH YCTOHUUBOCTH OCTAIOTCH NpPEAMETOM NOCTOSHHOTO H3y-
uenusi. Mrak, pacemotpum runpounsl Hydra w Tubularia. Hydra
uMeeT KpafiHe IPOCTYIO CIPYKTYPY; 3TO B CBoeH ocHOBe TpyGKa
¢ ycThbeM (IHIOCTOMOM), OKPYXKeHHBIM KOJAbUOM [lynajer Ha [IH-
CTaJbHOM KOHiEe, H C TNpHKpenasiouefica nofowsol (6a3anbHbIM
LHMCKOoM) Ha ApyroM. Ee TKaHeBas CTPYKTypa Takxke oueHb npocTa
H COCTOHT M3 IBYX 3MHTEJIHAJBHMX IJIACTOB, H3BECTHBIX KaK 3KTO-
jaepMa (BHEMHHI) U racTpolepMa (BHYTPEHHHIT), NpHKpenseHHLIX
K Me30njee, TOHKOMY MeMOpaHHOMY CJ010, CojlepKalleMy KoJlTa-
reHonofoOHLI Marepuan. PasMmepnl sToro oprauusmMa —oT 1 1o
2 cMm B LaHHY (B 33aBHCHMOCTH OT BHAa) H OKoJo 1 MM B fHaMerpe,
KOrZa XXHBOTHOE BHTAHYTO. Potorpadus Hydra littoralis noxazaua
Ha puc, 5.2.

ATy opraHu3Mbl 06/1a1a10T NOPa3UTeNbHOR CMocOBGHOCTLIO K pe-
reHepaniy UeJ0ro H3 MaJeHBKHX uacTell H BOCCTAHOBJIEHHIO H3 OT-
DenbHHX ¢parMenToB. Eciau oTpe3aTh CerMeHT 1eHTPaJbHOro
yyacTKa Tesna, TO HOBas roJjopa (THONOCTOM H  L{yRaJjbIbl)
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pcreHepHpyeT LUCTAJILHO, @ HOBAst NORONIBA — POKCHMAJbHO, H
NepEOHAauA/IbHAS TOJISIPHOCTD TKAHU coXpaHdeTcs. DTy NOJAsAPHOCTD
MOXHO H3MCHHTb Ha OGPaTHYI0 Da3aHuHbIMH BO3REHACTBUAMH, Ha-
MpHMep C NOMOLIBIO 3/HeKTPHYECKOrO MoJast [KaK nokasaHo Jlanmom

Pne. 52. ®ororpadua Hydra littoralis, wa KOTOPOH# BHANBL HOXKKA M [UDOCTOM,

Meqyounas o6.1acTb, 30112 NMOYKOBAHMA € 0OABOM pacrynieil modkoft n oauoil Aud-

depenUHpPOBANIION rMAPOH, TOTOBOW OTIEAHTLCS OT POLHICALCKOrD OPTaluiMa,
a rakme BGazagbnmll Anck (¢ sobeanoro paspedteinns jpa Ao XopuOpyx).

(Lund, 1921) na Obelia u Poysom (Rose, 1963) na Tubularia] unn
nepecayKHBaHIEM THNOCTOMa HAa NPOKCHMMANbHRIH KOHel u [ocae-
AYIOUIMM VialJeHneM cro vepes Heckoabko aueit (Wilby, Webster,
1970). Oanaxo ecsaum cermMeHT OueHb KOPOTKHH, TO roJd0oBbi MOTYT
o6pasoBaThesd Ha 060MX KOHLAX, T. €. OOJIAPHOCTL MOXKeT ObiTh 06-
paTHMOIl; TakuM 06pa30M, CYIICCTBYIOT YCAOBUS, NPH KOTOPHIX nep-
BOHauajbHas oceBasi ynopsgoientnocts y Tubularia w Obelia tepsier
YCTOHUHBOCTD.,

Bonblloe 4HCIO paHHHAX HCCIE0BAHHA MeTaboJgHyecKoro mnpo-
HCXOXEHHS! NOJSAPHOCTH ¥ THAPOHA0B Gbito suinonneno C. Yaia-
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ROM, KOTOPDLIfl pa3BHJ KOHIUEMIHI MeTaGoJHUECKHX [pPaiHEHTOB,
B UaCTHOCTH OKHCJIHTEJbHOTO MCTab0mu3Ma, KaK OCHOBHON NPHUHHLL
oceBol ynopamouennoctd. Ero uccaenoBaius ¢ HHTHOHTOpami o
KpacHTeJNAMH HABOAWIH Ha MHCIb, UTO MeTalo.IHYCCKAA aKTHB-
HOCTDb Haubojee BeJHKa B TFHINOCTOME M YMCHBUIAETCS! O Hanpas-
Jetuo K GasanbHoMy ZuCKY. Teopus MeraboJNUCCKHX rpaiHeHTOB,
TwatenbHo paspaborannas Yailnzom (Child, 1941), xpalize nno-
LOTBOPHA KaK PYKOBOXCTBO NMPH HCCACAOBAHMHM H OOCTPOEHHH Teo-
puit, HeCMOTPS Ha NPOTHBOPeuHRbie IAHHbIE O CYNLGCTBOBAHHH rpa-
IVeHTa OKHCJuTejbHoro wMcTaonuama. lace Hafiina o poau
nuPPy3uOlUHBIX TpagueHTOB (OJAS KOTOPHIX HYMAHBI MeTafosinue-
CKHe rpazvesThl TOI'0 MM HUOT0 THNA), »MeKTPHICCKHX NoJdell H
BHYTPHK.JI€TOUHOrO coobiienuss B ollleM BHIE OCTAlOTCH OCHOBOM
MHOPHX NpeacTaBjeHUil 0 AHHAMHYCCKOWH MpHpoie OOJAPHOR yIo-
PANONENHOCTH B PAa3BHUBAIOUIHXCH cHcTeMmaXx. SIcHBI 0030p paspu-
THs 3Toff o6.1actu faH Beberepom (Webster, 1971).

[TockoNbKY nepBO#t M3 YU4CTKOB cpeflHefl uacTH KeNyAKa rHl-
POMIOB BCerfia PCreHCpHPyeT HMeHHO ro/oBa, a ApyrHe uacTH Rudg-
tepeupyIOTCA MO3KE, TO, NO-BUAHMOMY, HauboJsiee AHCTAIbHASR
4acTh JeHCTBYeT KaK OPraHH3aTop OCTaJbHOH CHCTEMBI H NOSTOMY
onpelenseT Hayano MoOJsipnod ocH. B mHPOKOM nHamasoHe pa3sMe-
POB pereHepHpPYIOUICIO yuacTKa NpulaH3uTeIbHLIe pasvepnl yacreill
BHIpOCILEr0 OPraHH3Ma — FHmOCTOM, WYNadbubl, NHILEBADHTENLHAR
30Ha H TNOJONIBA — OCTAIOTCA MOCTOSAHHBIMI, T.€. OPTAHH3M CIOCO-
OeH He TOJLKO pereHepHpoBaTb CBOW YaCTH, HO H COH3MepThb
iX. OnHako KOrja pereHepupyoliHe YYacTKH ouedb MaJbl, 3TO
cBoficTBO MacmrtabupoBanus y Tubularia u Corymorpha wapymaer-
¢Sl — roJIOBHBIE 44CTH OKa3bLIBAIOTCH 3HAUMTENbHO O0Jihille LPYTHX,
OGurast cTpaTerdsi pereHepauud COCTOMUT B TOM, uTOOBI CcHauala
BHIPACTUThL (DYHKUHOHAJMBHYIO rQ,10BYy, a 3aTeM o6pa3oBaThb H3
ocTaBlleiicst TKAaHH ApyrHe ¥acTH, NpUBJAeKas B Tol WJAH HHOH cTene-
HH B3aHMOIEHCTBHA, NPHUBOASILINE K MacluTa0HPOBAHHIO HAH PeryJis-
uud. Taxknm oOpa3oM, rUMOCTOM B COOTBETCTBHH € MNOCTYJaTOM
Yaitafa oeicTBYeT KaKk JOMHHHPYIONIAS HIH OPradn3yoIas o6aacTb.
Hasee BCcTaer Bonpoc o NpRpose oprauusylouleft aktusHoctH. He-
KOTOphie MCCJAEAOBATENH NPeRNnoaaranT, UTo CyLlecTRYeT CHIOCTOM-
HBIl HHALYKTOP, NPOU3BONHMBIA IOHCTaNbHO, M UTO €ro rpaineHT
onpencasact ob1acTs ofpa3zoBaHust rogosel. Mmewores HexoTopbie
NaHHBIE B LIOJb3Y CYIICCTBOBAHHSA TaKOTMQ BCIICCTBA, ABJISIOUICTOCH,
o MHeHWID p#Aaa uccaefobatenedt, noaunmentuniom (Lentz, 1965;
Schaller, 1973). Moxuo Gbl1o Obl TPEANONOKHTL, UTO OHO Ae€HCT-
BYET B KaKOii-TOo CTCNCHH aHa/JOTHUHO KCHJAOHY NPH HHIYKUWH Kjie-
Touno#i nH(pQepeBUHPOBKH B 30MIepMHCE, OZHAKO YCTOHYHBOCTh
0CCBOl YNOPAAOUEHHOCTH B 3NHAEPMHCE 3aBHCHT OT JABYX APYrH:
bakTopoB: CYeCTBOBAHUA JOKAJIU30BaHHOH 30HK pocTa B 6asalth
HOM cJioe H CTOKa KeinoHa uyepe3 OGasaqapHylo MeMmGpany. iz
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Hydra wer panHbIX HM O HaJHUUM JOKaJAbHOH 30HB pocta (Camp-
bell, 1967), uu o Tom, uTo 6a3ambHBIH AHCK LEHACTBYeT KaK CTOK
AJA THIOCTOMHOrO HuAYKTOpa. ONHakKo fCHO, 4TO THIOCTOM H TMo-
IOLIBa BO MHOrHX OTHONEHHSX aHTAaTOHHCTHYHLI, TaK KaK nepecajika
NOJOIWIBH B JHCTA/JBLHYI) YacThb pereHepHPYIOLIEro CermeHTa mpe-
NSTCTBYeT pereHepalHd THOOCTOMA B 3TOM MeCTe H BhI3biBaeT
H3MeleHHe OASPHOCTH, DTO MOXKeT ObITh OGYCAOBAEHO HIH TEM, HTO
NoN0MIBa AefiCTBYET Kak CTOK (T. €. paspyluaeT MHNOCTOMHDIIT HHAYK-
TOp), HJH TeM, UTO OHa NPOH3BOIHT aHTArOHHCT — HHAKTHBATOP
HIH HHCHOUTOP THIOCTOMHOrO HHAYKTOpa, HJAHW, HaKOHel, TeM, 4To
B ticit obGpasyercs coGcTBeHHBIEE HHAYKTOp. [locieanee mokaszano
HoioManom (Newman, 1974); um Xe paccMOTpeHBl BCe ajbTepHa-
THBHEIE BO3MOXMHOCTH, OCTaHOBMMCA TCOCPb Ha pas3/H4HBIX MOA-
X0LaX K peliCHHIO BOMPOCa O MPHPOLE oceBOH YTMOPALOUeHHOCTH
TaKOro THIA.

o moctelHero BpeMEHH pa3BHTHe aHaMUTHUECKHX MoaedeH 8
3To#l 06/1aCTH HAXOAUJIOChL MOA CHJLHHM BJHAHHEeM HIeH H 3Kcne-
PHMCHTAJILHLIX KaHHLIX BosnepTa u ero rpynnel, KoTopas paborana
raaBHbEIM oGpasoM ¢ Hydra u upinaenkov, OGmuil avanus npoGiem
o0pa3oBavus CTPYKTYp H MopdoreHe3a pasBHBAIOWHXCH CHCTEM H
BHISBJeHHe NOHATUH, HeOOXOLHUMBIX AJI pelleHHs 3THX BONPOCOB,
6ui1 coenan BoameproMm (Wolpert, 1969). OcHoBoli 3T0ro ananusa
6bl1d KOHIENIHA MO3HNWOHHOH WHPOPMALUUH U HHTEepecHBI mocry-
JIAT, COCTOAIUMUI B TOM, UTO, KAKUMH OBl HH GblNH (PH3IHOIOTHUECKHE
NpPOLECCH, KOTOpLIe yuacTBYIOT B TeHepallHH MpPOCTPaHCTBEHHO pac-
npeneTeHHoll wHpopMauuu (Hanpumep, rpagHeHTa ocoloro Belfe-
CTBa), OHH YHHBepCaJbHHE I/l BCEr0 XHBOTHOTO, 8 BO3MOMKHO, H
pacTHTeNbuoro napcrea. Boanepr yrBep:iaer, uTo B peryaHpyo-
UIUXCS CHCTeMaX, TaKuX, KAK MOPCKON eX MJH 3MOPHOH aMpuOHH,
LJIS1 YCTAlOBJEHHS OCH, BROJIb KOTOPOU KJAeTKH AubdepeHIupYoTcs
B COOTBETCTBHM CO CBOMM MCCTOMNOJIOXKeHHeM, Tpefyctea: 1) Hexon-
Hasl TOYKa, C KOTOpPOH HauHHaeTC OTcueT; 2) HampaBJeHHe AAY
H3MepeHHA BIOJb 3TOH oCH H 3) MCXaHH3M peryJiMpoBaHHs Mac-
mrada, KOTOPHIl MoXKeT MeHSTh eAHHHULI H3MepeHWS BAOJDL OCH
TaK, uTo ofiee YHCAO efHHHI] 0CTaeTCsd HHBAPHAHTHBIM MpU H3Me-
HeHHAX AJHHHE ocu. [lo Tepmunonoruun Bosnepra, s31o: 1) Hexopnas
KJeTKa HJAH 00JacTb, ¢, 2) NOASPHOCTL, CIyXKalllas HampasJfe-
HHeM, B KOTOPOM H3MepsieTcsl N03WUHOHHAA uiubopmanus, n 3) BTo-
pas KOHTPOJbHAA KJeTKa HAH ofaacTh, 0603HAUEHHAA @5, Ha npo-
THBONOJMIOXKHOM OT op KoHue ocu. [lpemmostaraercs, 4To 3HayeHust
rpafiHeHTa B g H @) YCTaHaBJWBAIOTCA HEKOTOPBIM cmocoloM, He
3aBUCSIIHM OT JJTHHBI OCH, TaK UTO MNOJYYaeTCA PeryaHpyomui
rpannedT. [IpH Hanwuwy Takofl OCH KjeTKu 6yayT HMeTh HHPOpMa-
HIO, CNenHPHURYIO A WX MECTONOJOXMeHHs Ha Hell, H cMmoryr
AR hepPeHnHPOBAThCs COMIACHO HEKOTOPOMY «KOLY», HUHTepIperH-
pylolleMy NO3HUHOHHYIO HHDOPMALHIO,
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Pasnauue Mexay MO3HLHOWHON HHpoOpMauHelt ¥ ee HHTepnpeTa-
1Hed OKa3biBaeTCA OYeHDb BaXKHLIM MOMeHTOM B aHajHse Boanepra,
g HWMeHHo Ojarozaps 3TOMY NpcinofoXeHHe 06 yHHBepPCaJTbHOCTH
npefCTaBaseTcd BO3MOXKHBIM, COracHo ero TeopHH, pasHble BHLI
MOTYT HCUONB30BATL PasHble KOABI J151 HHTEPHPCTAIHH NO3HLHOH-
HOH uHdopmanuH, 3amxaBaeMOH OCAMU, KOTOPHIC OLHHAKOBHL HJIH
nofo6Hbl Y BCEX BHIOB OPraHH3MOB, I0CTHrasi TAKHM NYTeM pasHo-
06pa3ust GeHOTUNOB NPH COXPAILENHH OCHOBHOTO 3UHIEHETHUCCKOIO
MexaHnaMa. OnHako Heslbas CAHINKOM YIOBaThb Ha OpoOLEce HHTep-
MpeTauuy, MOCKOJbKY 3TO 03Hayato Obl NPOCTO NMEPCHCCCHHE TPO6-
JeMbl M3 opHofl obaactu B ApPYyTylo. Boslneprt okasbiBacTcs B omac-
HOW GJH30CTH OT TaKOH CHTYauHH, YTBeP/KAAS YTQ KOBUENUUS MO3H-
HOHHOH HH(OpPMAanHH n03BoJAeT O0GXOAHThC 6e3 MpesnosoKeHHs
0 CYNIeCTBOBAHHH KaKOH-HUOYAL 00513aTeILHON CBSA3U MEXIY CTPYK-
TYPOH HJIH NpelcTPYKTYpoH MopdoreHeTHyeCcKoro noJs H NPOCTPaH-
CTBCHHON YNOPALOYEHHOCTBIO, KOTOPasA CTAHOBHTCS OUEBHIAHOMN, KOT-
Ia nose BoipaxeHo (Wolpert, 1972). Tak, oH yGeXaeH, UTO OHH
W TOT XKe (JTHHe[HLI) rpanHeHT B OJHOM OpraHH3Me MOMKeT Opo-
H3BOIHTbL CTPYKTYPY, Takyw, cKaxKeM, Kak QpaHnysckuii ¢sar, a B
NpYroM — Kaxk 3Beagso-nodocatuii daar CHIA. d10 ouenn 3komo-
MHYIIO B [JaHe MEXaHH3IMOB [O3HNHOHHON wHQOopMaunu, HO, Kak
MHe Kaercsl, o6owuaoch Obl Kpaifilie LopoTo NPH NOCTPOEHHH MeXa-
HH3Ma HHTeprperauuu. C TOuKH 3pcHEst YonaudrtroHa (Wadding-
ton, 1972) noncku yHHBepPCATBHOCTH MOpPQOreHeTHUECKHX MEeXaHH3-
MOB ABJSIOTCA, BEPOATHO, HIMO30PHLIMH H B PAa3BHBAIOLIUXCH Opra-
HH3MaX paboTaeT pAL OTYETIHBO PAa3JHYAIOUIUXCA MPOUECCOB,
Kax Gyner BHEHO M3 3TOH HJH ABYX NOCTeRyIOUIMNX TJIaB, f, KaK H
Boaneprt, npHoepXuBalOCh B OCHOBHOM YHHBepCAJMHCTCKOH TOUKH
3peHHs, HO MHe MOpPeiCcTaB/sieTcs, YTO OpPraHH3M paforaeT ckopee
KaK aHanoropas, uyeM KaK uH(POBas BHIUHCJAMTENbHAA MallWHa, H,
CJIeIOBaTeNbHO, 51 He Pa3fiefiio ero YGexAeHHOCTH B CIOCOGHOCTH
Pa3BHBAIOUIHXCS CHCTEM HHTIEPOPETHPOBATH MOHOTOHHBIH rpagHedT
KaK MO3aHuHYI0 MepUOLHYecKYI0 CTPYKTYPY, CTPYKTYPy € KpYroBoi
cuMMeTpHefl UK Mo60of npyroit dopMoil, Koraa eqHHCTBEHHOE Orpa-
HHUEHHE — 3TO OrpaHHUeHHe, HAKAaJbiBaeMoe Ha HHDOPMAIHOHHYIO
paaMepHOCTb MO W Pe3yJabTHPYouel CTPYKTYpHL

Bo.nepToBckuHii aHaqH3 o0Gpa3soBaHusl CTPYKTYPBl OHJ  YMBILI-
JeHHO npeiacraBtien B alCTPaKTHBIX TepMHHAX, UTOGH He CBA3LI-
BaTh cebd ¢ ToH HIM HHON MoJedbio H HeBOJNLHO He IomacTb MOA
ce Bausdue. Hmenno sta HeiiTpanbHOCTH H OOWHOCTL OpeACTaBJe-
HHA CTHMYJIMPOBaJH INOCTPOEHUE Mognedell, yAOBAETBOPSIOIIHX
OCHOBHBIM OMHCAHHEM TpeGOBaHUAM, W 3SKCHEPHMEHTAJLHYIQ NpoO-
BePKY BHTeKaloWMX H3 HUX ciexcTBuf. ITosxke B Haniioff raase s
paccMoTpio Mozenb o6pa3oBaHHS MOPQPOreHCTHYeCKOro NoJs, KoTo-
pas ceofonHa OT nocneniero TpeGoBaHus Boamcpra, TOCKOJBKY
perynfuusi B Hell OCyl(ecTBaAsiercss (€3 yyacTds Kak MEeXaHH3Ma,
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KOHTpOJHpYIollero Maciital, Tak ¥ BTOPOH KOHTPOJbHON TOYKH
B CHCTEMe, ynpouias TakHM 006pa3oM OCHOBHYIO aKCHOMATHKY, He-
ofxomuMyio aast GOPMHPOBAaHHA NOJS NO3HIHOHHON HHDOPMALHH.
Leno#, ynnavenHoll 3a 370 ynpoumeHne, oKa3bBaeTcs TO, uTO eCH
OCb MeHbille HeKOTOPOH KPHTHUCCKON ANMHBI, TO PCryasiudsl BAOIL
Hee He LIPOHCXOAMT NOJHOCTbIO. ONHAKO HMeNnHo 3T0 H HabBMIAaeT-
C B TAaKWHX opraHusmax, kak Tubularia n Corymorpha, nostomy
KaXeTcs, 4To yenoBHe (3) JIeXKHT 32 npeneiaMu TpeGoBAHUH, BhiTe-
KaIOWIHX M3 3KCIOCPUMCHTAJbHBIX gaHHbIX. Hosble uccnenosanus
nabopatopui Boanepra no pasBHTHK KOHEUHOCTH UbINJeHKa MPH-
BeJH K MojesH, COBeplUeHHO OTJANYHONH OT Tofi, KoTopas Gbuia
OOCTPOEHA mpu H3yveHWH pereHepaunn y Hydra. 3T1a wmonens
HECKOJbKO Oojee NHHAMHUHa, UeM HCIOJb30BAHHAS TIPH ONHCAHHY
(peHoMenonorun Hydra; oHa BRIWOUAET NpOIeCcC pOCTa H MeXaHH3M
BpeMeHHOH AH(ppepeHInPOBKH, HO KOHUENIUs MO3UIHOHHON HHpOP-
MallMH COXpaHsieTcs 3a CUeT HCKOTOPOH HeoNpenesieHHOCTH HHTepnpe-
Tauuu. B cienyoueli riase ML paccMOTPHM 3Ty MOJedb, a TaKkKe
anbTepHaTHBHYIO efi, KOTopas ONUCHIBaeT € eNHHLIX MO3HUUA o6a
THIIa IPONECCOB.

Ha nanioM 3rane noJesHo paccMoTpeTh MaTeMaTHUECKYIO Teo-
pulo, npeactaBiennyio ['upepom u Mednaprom (Gierer, Meinhardt,
1972), xotopas omnucHBaeT CBOACTBa [OBOJILHO (MHPOKOrO KIacca
NpoueccoB, COOTBETCTBYIOWIHX, KaKk NMPasuJo, NOBeZEHHIY aKCHAdb-
HO-YNOPSILOYEHHBIX CHCTEM. DTH aBTOPbl NpeNNQJaraioT, 4yTo B Ta-
KHX CHCTeMaX NpoTeKaloT ABa PasIHYHBIX TIpouecca, B3auMmolefi-
CTBHe MEXAY KOTOPBIMH NPHBOAHMT K INJIaBHOMY paclipeleseHHIO
KJICTOK MO coctofHusM. OAWH H3 HHX cnocofeH aKTHBHPOBAThL He-
6oLy 061acTh, YTO XaPAKTEPHO IS HHIAYKUMH, KOTAA TOJOXKH-
TeJbHOe BJWAHHE mepenaercsi OT ORHOH KJeTKH HJIYW TPYNNBI KIETOK
ee COCeAAM, H BKJajZ B HHAY!IHPOBaHHE CTPYKTYPHl AAIOT JHIUDL €O-
CelHHe TKawd, Tax MPOUCXOAHT, HanpuMep, KOria CyGrHNOCTOMHAs
TKaHb TPAllCIIAHTHPYeTC B CPCAHEXeAyNOoyKoBYo o0nacts Hydra
H 3llecb HHAYUHpPYeTCsl THIOCTOM. DTO BJAHAHHe GJIH3KOLEACTBYO-
mee, MOTOMY YTO 33TPArvBaKTC TOABKO COCENHHEe C TPaHCIJIaHTa-
TOM KJCTKU. BTOpHIM mpoleccoM, 00 HX TPeANo0xeHHI0, SBASETCH
uurdbuposadne GoNbmold 06aaCTH, YTO BLIABAAETCA, HanpuMep, mo-
naBjeHueM 06pa3oBaHHs THIOCTOMa B IHCTaJbHOM NOJOXEHHH B
MPHCYTCTBHH [HIIOCTOMA, TPAHCHJAHTHPOBAHHOIO MPOKCHMAALHO,
npHiyeM HHruOuTOp AefiCTBYeT Ha PacCTOAHUU B HECKOJILKO COT KJe-
Tok. [IpeAnonaraercs, 4To pasAHUHS MeXKAy 3THMH THIAMH AeiicT-
BHA OGYCTOBAEHE PA3HLIMM CKOPOCTAMH ZUPPY3uH crnelHPHUSCKHX
BEILECTB, AKTHBATOPa M HHrHGHTOPA, XOTHl He HCKJIOYAIOTCA H apy-
rHe NYTH BO3HHKHOBeHHA OJH3KO- H NaJbHOAEHCTBYIOUIHX B3aHMO-
neficteuél  (cm. pagee). [upep u MehiHapT npegnosaramnT TakXe,
4TO AJIS1 9THX BEMIECTB CYLIECTBYeT N/aBHOe pacnmpesefeHHe MIOT-
HOCTell MCTOYHUKOB U (NJIH) CTOKOB, 4TQ ZaeT Hauajo NOJAPHOCTH
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Tkann. KpoMe Toro, Kak cuuTawT aBTOPH, MJIOTHOCTH HCTOUHUKOB
H CTOKOB OTJIHYAKTCS OT paclpeleseRHA KOHUEHTpauHH caMHX pe-
MICCTB H YNPaBJISIOTCA NPOLeccaMH, KOTOpbie XapakTepH3ywTes
OOMLIMMH BpeMeHaMU PCAaKCalHH, yeM Js akTHBaTopa H HHru-
6HTOPa, B COOTBETCTBHM C JNanHbIMH, MOJYYEeHHHIMH Ha CMIApOHIAX.
Takum oGpasoM, Moflelb NPHMEHUMA K COOLITHSM, MPOHUCXOISILIUM
B Npcienax HecKoJbKUX (cKaxkeM, oT 4 po 12) vacos nocie aiodoro
SKCNEPHMEHTAIbHOr0 BO3MYIIEHHUA; 3TO BPeMA HeoOX0IHMO AJf TO-
ro, uToObt YCTAHORHTH Haua ibibil rpagucHT. TaKkHe MOCTYAaThl NPH-
BOIAT K CAeNYIOLIHM AHpdepeHnagbHBM YpaBHEHHAM:

E=o( + @ W—pa+ Dy 35,
a o 6.1
=o' (x) +gla, h) —vh+ Dy 57,

rie X— KOOpAHMHATa BROJL ocd. B 3Todl cucTeMe @ — aKTHBaTOp;
h — unruburtop; p(x) — pacmpcaeiedde HCTOUHHKOB aKTHBAaTOpa,
p’{x) —To ke IAA HHruOuTopa; uicHbl f(a, #) w g(a, h) onHch-
BAIOT BJIMAHHC @ W A Ha COOTBETCTBYIOIULHE CKOPOCTH HX CHHTe3a,
]t ¥ v — KOHCTaHTDLI pacnaja meproro nopsiaka, a D; u Dy — koad-
punnedTsl gudQysud, nprucM npexnodaaraercs, uto Dy > D, Bun
pyukuui f(a, k) 1 g(a, k) 3aBHCHT OT NPeANOJIOKEHUI], CAEAAHHBIX
0 KHHETHKe paccMaTpHBaeMoro npoluccca {(HampuMep, B3auMoneli-
CTBHE KOHKYDPEHTHOTO HJH HeKOHKYPEHTLOro THOA MeXIy a u f),
I CTEXHOMeTPHH peakuuil. B ofuiev cayyae 3To HCMHHCHHBIE QYHK-
LM, OTHCLIBAKIIHE aKTHBHOCTL (PCPMEHTOB C KOONEPATHBHON KliHe-
THKOW H a/JIOCTCPHUCCKHMH cBofictBaMu (ra. 1). MmeHHO npHCYT-
CTBHe 3THX QYHKuMii B cucTeMe ypaBHenuidl (5.1) npupaet eit cpoli-
CTBa, HeOOXOAHMBie A/l OOpa30BaHHA YCTOHUHBHIX FPAaLHEHTOB H3
COOTBETCTBYIOIIHX HauaMbHBLIX YCJIOBHH, HaJOXKEHHBIX Ha (YHKNHH
p u p’. DTa cucTeMa ypaBHeHH# NpHHALJEXKHT K 00wel KaTeropHu
ypaBHeHHH, ONHCBHIBAIOLUIHX DCAKIHOHHDIE cHCTeMBl ¢ aHPPysHei,
ppuvYeM DepBLIM NPHMEPOM HX HCIOTb3OBAHHS 1.5 ONHCAaHHS MOp-
tborenesa fAiBaAseTcA Tenmepb yke KiaaccHueckana pabora A, Towpunra
(Turing, 1952), nokasasiucro BO3MOMKHOCTb TeHepaIlHd NepHoLHUe-
CKMX BOJH KOHLUEHTpauH#d MopdorcHa B TKaHH. Mefinapr u Tuapep
{(Meinhardt, Gierer, 1974) npuMeHH/H CBOW MOASTb K OTHCAHHI)
Hydra w apyrux pasBHBAIOIWIMXCA CHCTEM M NOKa3adH, 4TO OHa
VIOBIeTBOpAeT MHOrHM TpebGvembiM cBoficTRaM. Bonpockl 0 cpasn
MeXJy KOHLUEHTpauusMH aKTHBATOPa H HHTHGWTOpa, ReHCTBYIOIIH-
MH Kak MopdoreHbl, H 0 HX JeficTBuH Ha AHQYCPEHUHPOBKY KJIETOK
NpH 3TOM TOAXOMe, KOHEUHO, He pacCMaTpHBAKTCA, a KPHTEpHeM
A5 Pas3jHUeHHs ABYX MPOLCCCOB SBJASIOTCA HX BPEMEHa pesakca-
HHA. Kax oTMeuaioT aBTOpHl, COBNajeiHe C 3KCHepUMEHTOM He
N03BOJsAET CAeNaTh HHKAKHX BHIBONOB 00 a1eKBaTHOCTH MOZLEJH.
/lanHuie, HeoOXONHMEIE TS BLIAICHEHHS AeTalell paccMaTpHBAEMBIX
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MOJIEKYIIPHBIX MeXaHH3MOB, MOTYT 1aThb TOJbKO GHOXHMHUECKHe W
du3vogoruyeckue HccaegoBaHuf., OxHako NaHHas Mojedb Oped-
CTaBJsleT ONpele/eHHYO LeHHOCTb, MOCKONBKY [OKa3biB3aeT, 4UTO
obulefi cxeMe COOTBETCTBYeT Hedbil PAL MeXaHH3MOB Pa3/H4HOro
THMa&, 4TO 06eceyHBaeT OCHOBY AJISl KJaCCH(PHKAIHH JOBOJABHO pas-
Hoo6pasHoro Habopa Monetefl. OHH NPHMEHAIOTCS He TOIbKO K ONH-
CaHHIO THAPOHIOB ¥ NJOCKUX yepBed, HO M K MoGoH pasBupaloweil-
Cl CHCTEMe ¢ aKCHaJBLHOH CTPYKTYpoH H MOJSIPHOH YROPsaOueH-
HOCThIO.

I'naBHLIM HeoOCTATKOM 3TOH MOAEeNH NPENCT4BJASETCS TO, 4TO
OHa He OODBACHSET peryasndd, Tak Kak NpH H3IMeHEHHH JIHHeHHbIX
pa3MepoB cUCTeMbl MH MOJayuaeM rpajHeHT, KOTOpPLIH HMeeT Apy-
TYI0 MO3HIHOHHYI HH(POpPMauHio B npelenax HOBOH RJAHHBL 3TO
NoKa3aHo B INcpBoH craThe ['upepa W Meitnapra (Gierer, Mein-
hardt, 1972). [lcpca TCM Kak MCKaTh Mo/lefb, 06/4analoULyi0 TakuM
CBOUCTBOM, 00paTHMCSl K OpPraHu3My, Pa3BHTHe KOTOPOro Helh3d
OODACHHTL HA OCHOBAHHHM CTaTHYECKHX IPaJIHeHTOB THIA paccMaT-
PUBABIUUXCA A0 CHX TOP TPH OUHCAHHH MEXaHH3MOB, YNOPSIOUH-
BAIOIIHX MPOCTPAHCTBO. IJTO NPHBCAET HAC K PacCMOTPEHHIO Crno-
coba oOpa3oBanWst TPaaHEHTa, ROBOJBHO CHJAbHO OTHUAKOLIEroCH
OT BCeX PacCMOTPEHHBIX palee.

Heﬁcmexepm U BOJHBI aKTHBHOCTH

Cpenu orpoMuoroe pasHoofpasust LOCTYUHBIX AJS1 HCCASLOBAHHA
OpPraHH3MOB HMeEIOTCS TakHe, KOTOpPbie BOMIOUIAKT B OCOGEHHO Npo-
cToit dopMe MpHMepH OpPraHH3allHH, paccMaTpHBaeMOH KaK ocloBa
HJIH NPOTOTHI HEKOTOPLIX NPOIECCOB, CBA3aHHBX ¢ pa3BHTHeM. Ta-
KHMH 00beKTaMHu NpH U3YUEeHHH AKCHA/IbHOW OPraHM3alHu M pere-
HepauHH Y MJEKONHTAIOIHX OPeACTaBAAITCS THIPOHAb; NPH HC-
CAelOBaHHH CHHXDOHHOCTH SACP H MHTOTHUECKOrO UHKIA — MHKCO-
muunersl Physarum polycephalum; npH pacCMOTPEHHH TKaHEBOro
rovMeocrasa 3Ty posb Hrpaer snupepMuc, Ilpu BuiGope HAeanbHBIX
IKCNEePHMEHTaJbHLIX MOAeJell mpoueccos, KOTOpble B AeldCTBHTEID
HOCTH OCYIIEeCTRAAIOTCA B 1eJoM psjfe (popM, uccleroBaTessi Mo-
JKET MOLBECTH ero MHPOBO33peliHe, HO, NMOCKOJbKY Mbl OCO3HaeM
3TO, TaKOH NoaXoa NPeACTaBJsieTcs MoJe3HbIM. 31ech MLl paccMoT-
PHM OpraHHu3aM, NpeiCTaB/ISIOMUACA HIeaJbHbIM OOBEKTOM C TOUKH
3peHHs NCPCXofa OT NMPOCTPAHCTBEHHOH H BpPeMeHHOH Heymnopdajno-
YEeHHOCTH K 'UeThIpeXMCPHOH OpraHH3auHv, XapakTepHoH AJs mpo-
necca paasBuTHA. DTo mukcoMuner Dictyostelium discoideum. M3
ero HCCJENOBAaHHS MBI Y3HaJNU O THOE CBASH MeXKIY KJICTKaMH, He
BCTPEYABIIEMCS] HaM paHee, KOTOPHIH MOMKeT HrpaTbhb BaXKHYIO POJb
B MopdoreHese,

B MukcoMHuueTax ¢asa pocTa pe3ko OTAHUaeTcss OT (asbl pas-
BuTUsl H auddepenunposkr. [Toka B u306HIHH HMclOTCS GarTepuH,
KOTOPLIMH MHKCOMHIETH NHTAlOTCH, OPraHu3M NpeJCTaBleH nony-
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nAndell MHKcaMe6, KoTopble MepeABHraloTCesl, 3araaTuiBas GaKkTepuu,
C MeCTa Ha MeCTO C NOMOIULIO fceBAornoauil, o0pasyloUHUXCsa NpH
IBHelHH B JOGoH vacTH KJIeTouwHON noBepxHocTH. CaeroBarestn-
HO, 3TH BereTaTHBHhie ameObl HeNOJSpHL. BpeMsn K1IeTOUHBIX reHe-
pandil paBHo npumepHo 3 4, ¥ Kaxpas ameba BeneT ccOst coBep-
WIEHHO He3aBHCHMO OT cocefefl. IIukakux yrkazawuil Ha KaKyw-1160
[POCTPAHCTBEHHYIO WJH BPEMEHHYO YHOPSIOUEHHOCTb HONYJAAIHH,
MOMHMO TOH, KOTopas MoxKer GblTh OGYC/IOBJ€HA TNPOCTPaHCTBeH-
HDIM paclipefesieHHeM HCTOVHHKA NHIMH HJAN OCOOEHHOCTAMH reo-
MeTPUH NOBEPXHOCTH, He cywecTByeT, [Ipy HcuepmaHHH HCTOUHHKA
NMHUH POCT NPEKPaULaeTCsl, KNETKH CTaHOBSITCS MCHee NOJBHKHBEIMH
¥ KJeTQUHDLIE Je/leHUs] NPOHCXORAT 3HAUHTENbHO peke, XOTS 3MH30-
InyeckH H Halaopatores. [locte neprosa AJHTENBLHOCTBIO OKOJMO
8 u, H3BECTHOrO Kak MHTepdasa, MPH LOCTATOYHO BLICOKOH MJIOTHO-
CTH ame® BoLIABJAfeTcS HoBasd (opMa nomeneHHs. OTienbHbie KaeT-
KH, pacnpefesieHHble CAYUaidHO NO BCeH DONyAsuyH, HAuYHHAKOT RNe-
PHOJMUECKH BLIAE/IATH XHMHUECKOe COCAHHEHHe, Ha3BaHHOe NepBO-
HauyaJlbHO aKPa3HHOM, KOTOpOe paclpoCTPaHAeTCE OT KJAeTKH K
KJeTKe, TaK KaK KJeTKH, MOJYUHBIUHE CHFHAJN, caMH CTUMYJHPYIOT-
csl K BbiIeNeHHI0 3TOro XHMHueckoro coenunenus (Schaffer, 1962).
ConyTeTBYiOWas NOABAEHHIO CHTHAMU3AUMH CPeldH KJIeTOK NoJafp-
HOCTb NPOSIRNAETCA B Pa3BHTHH ¥ aMel MepeiHero H 3ajHero KOHLOB.
[To-BuauMomy, 310 Hco6XonnMoe yciaosHe 3P(PEKTHBHOIO XeMOTaK-
cuca. Takum o6pasoM, BOCHpHSITHE CHrHaja KAeTKoll NpHBOAMT
K LBOHCTBEHHOMY OTBeTY: BBIJeJeHWID aKPasHHa, ¢ NOMOULbI0 KOTO-
poro cHrHas nepefaeTcs COCeJHHM KJeTKaM, H XeMoTaKcucy, B pe-
3yJbTaTe KOTOPOro KJAETKH NepeMellaloTCsd K HCTOUHMKY CHrHam a
¢ NOMOUIbIO aMeGOHNHOTO NBHXKEeHHA,

Cefiyac  axkpasuH  HIeHTHOHUMPOBaH: 3TO  NUKJIHUECKHH
3,5"-AM® (Konijn et al.,, 1968), ¢ KoTopuIM MbI y3KE€ BCTpPEYasiHCh
KaK ¢ CHrHaJOM FJIOKO3HOro HCTOLIEHHS) Y OaKTepHil, JHUIEHHRX
HCTOUHHKa yriepoia. [lo-BunuMomy, rosnonawuue amebn D. discoi-
deum HMelOT MoJ06HYIO MeTaboMHUECKYHO CHCTEMY, KOTOPYIO OHH HC-
0o/Ib30BaMH A1 BLIPAabOTKH CHCTEMBl DNEpeNaud CHrHamOB MexAy
KJeTKaMH¥ B OTCYTCTBHe NMHIIM. BpeMs mexny nocienopaTefblbIMH
CHrHaJ/laMH OTAEJLHBIX KJIETOK H3MeHsieTCs OT 3 BO 7 MHH, CpellHee
3HaueHue CocTaBafAel MNPHMEPHO 5 MHH. DTO HMEHHO Te NEPHOLDI,
KOTOpble MBI OOLIYHO OXHIaem J.449 KoaeGaHHi B meraboaHUCCKOHR
cucreme, H I'oabnGerepom (Goldbeter, 1975) 6nl1a nocTpoeHa HHTe-
pecHas MOIeJb reHepaunuH 3THX KoNe(GaHHH, OCHOBaHHAasl Ha NPHH-
IIHNAX aJ/lJoCTepHUYECKOro YympapsjeHHd, onucadubix B ra. 1. [ene-
THYECKH 3TH KJeTKH TaKHe )Ke, KaK W BCe OCTa/JbHbIe; BCE ReJ0o NmPo-
CTO B CAyuaiiHOM pacnpenesieHHW KJAETOUHLIX COCTOSHHE B mepBOHa-
YaJbHO Ne30PradH30BAHHON MONYJIsIHH.

BaxHLIM acmeKTOM mepegaud CHrHafga fBJASETCs TO, 4TO HoC/Ie
BblesieHHs mopuud BAM® aMe6ul BCTynaloT B pedpakrepryo $asy
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HEeYYBCTBHTE/IbHOCTH ANHTEAhHOCTLIO OT 2 80 7 MHH B 3aBHCHMOCTH
oT Bo3pacra. Kpome toro, tAM® GuicTpo paspymaercs BHeKJeTOY-
Holt docdonuscTepasoil, cexpetipyeMoit amebamu (Bonner et al.,
1969). Takum oOpa3oM, AHHAMHKa pacnpocTpaHeHHs CHrHajga co-
BepPIUEHHO aHAJOTHUHA COOTBETCTBYIOIUHM NpoTleccaM B HeitpoHax,
rie Heipomepenalllce BCILECTBO (MERAHATOP), HANPHMeEp alUCTHAXO-
JIHH, BbILENSCTCS B HEPBHBIX OKOHUAHHAX M 31eCh XKe ORCTPO pas-
pyliaeTcl dUETHAXONHHACTEPA30H, obeclnednBas TaKuM oO6pasoM
BO3MOXHOCTh TMOBTOpPeHHs curiana. Pedpakrepubtii ncpuol oGyc-
JOBJUBAET OLHOCTOPOHHOCTb PAacnpoCTpPaHEHWs CUTHAMa, a TaKxkKe
yCTaHaBAHBaeT BNOJHE oNpelencHHble PAHHIEI MeXAY NeficMeKe-
paMH, KOHKYDHPYIOUHMH 32 aMel, Tak 4To HuKakad amela He Mo-
XeT OHOBPEMENHO CIYXKHTb ABYM X03seBaM. JIMHaMUKa KORKYpeHT-
HOro R3aWMOJEIICTBHSl MexIy NeHcMeKCpaMu olpefefsieTcsi Kak
pedpaxkTepHbIM NepHOAOM aMel, TaK H OTHOCHTEIbHBIMH YacTOTaMH,
npHueM OoJsiee «OBICTPBIN® MeficMeKep HMeeT [PeHMYILUECTBO. ITH
B32HMOLCHCTBHA NMPUROAAT K ROBOJILHO PaBHOMepPHOMY pa3slefeHHI0
UCXOOHON NOMYJAAUHU aMel MexJAy HeKOTOPLIM KOMHYecTBOM refic-
MeKepoB C BIIOJHE ONpefesfieHHbIMH 00JacTaMH HOMHHUPOBAHHS
Mexny Huvu (Cohen, Robertson, 1971a, b). Psagom uccienosa-
Tesleli B 3Toff o6nacTu CHATH uefiTpadepuoll cheMKoil npekpacnue
$GuALMBI pouecca arperalnd, B KOTOPbIX BHIHDLI BOJHBI aMeGouni-
HOrO JIBH>XEHHS, pacnpocTpaHsoUlHecs OT neficMeKkepoB, H YCTaHoO-
BJeHHe rpaHdl Meay HUMH. BoJHBEI MOryT wMeTh BHI KOHUEHTpPH:
UeCKHX OKPYXHOCTeH WM cnupaJeil, IHHaMuKa KOTOPLIX OmHcaHa
4 npoanann3duporana JlapcroHoM (Durston, 1973).

Bo Bpems npouecca arperaniu amelbl CIUBaOTCH, BCTymas B
KOHTAKTBEl APYT ¢ APYrOM B TOT MOMEHT, KOrfa OHU ROCTHraloT mefic-
MCKepHOH KJeTKH. 3aTeM ofpa3yercsl CIJOIIHAA Macca KJETOK,
cobupalowuxcs B Kyuy C neficMeKepHoit K/1eTKOi HaBcpxXy, Kyha
nmocJaefHss BLITeCHseTCSl BHOBL mpubbiBarowumu ametamu (Gerisch,
1968). 310 cKonIeHHe ONPOKHABIBAeTCs H NpeBpallaeTcsl B BLTSHY-
TYI0O B (popMe COCHCKH MacCy KJeTOK, HaXoaslluXcs Tenepb B Tec-
HOM KOHTaKTC; NONyuHBilleecs oOpa3oBaHHe HA3BIBAETCS CJH3ERH-
koM. [lyancupylolive BOJIHBM COKPAaLICHHS NPOIOMXKAT Pacnpo-
CTPaHATBCA OT TepedHHX YYacTKOB CJH3eBHKAZ K 3aAHHM H MOCYT
ObITh CBSI3aHH C erp IBHMKeHHeM, KOTopoe NpencTaniasieT coboil Gec-
NOPAROUHYIO MHIPATHIO H NPOLO/KAETCA B TeyeHHe HeCKONIbKUX va-
COB. 3aTeM C/H3€BHK INpeKpalllaeT ABH:KeHHE B TOPH30HTa/ILHOM
HanpaBJeHHU H U3MeHsieT ero Ha BepTHKaJbHoe NepeMellieHHe, Ha-
npaessis BBepx cTebenb U GOPMHPYS Ha BepXylike CTeG/asl KOHYC
cnop. TlepHognueckoe nBHXKeHHe HaGJIONaeTCA Ha INPOTAXKeHHH
BCEro pas3BHTHA. B pesysbrate BO3HHKaeT NJIOAOBOE TeJO, COCTOA-
mee H3 CTelebKOBHIX M CHOPOBBIX K/ETOK, BPHUEM COQTHOlUIeHHe
Mexay HHMd (1:2) B mIHpOKOM LHanasoHe pa3MepoR OCTaeTCs MHO-
croauHbM. OAHAKO OYeHb MaJleHbKHe NI0A0BLIE Teja HMET Henpo-
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HOPLHOHAILHO GOJIBIIOE YHCHO cliop, ToRoGHO TOMY KakK oueHb Ma-
JIEHbKHE TUApPOUIbl HMEIOT HeNpOMOPNUHOHANLHO GOJbIIHE TOJOBHI
HJH ruJpaHThl. Pc3yabTaToOM MOMHOrO nponecca pasBHTHS, KOTOPBI
3aHuMaet B ecaoM 30—40 u, okasblBacTCs NpeBpalleHHe HeopraHu-
30BaHHOH monyJsinuu HeodwarwnHxes amed B NPOCTPAaHCTBEHHO OP-
raliM30BaHHblie, THPQCPEHUHPOBAHHbIE IIOA0BbE TE13.
OcoGeHtoCTbIO 3TOrO TPOICCCa, KOTOPLH NpUBJ/EKAeT Hallle BHU-
MaHHe K BAXKHOMY MOPGOrCHETHUCCKOMY MexaHH3MY, He paccMmar-
PHBACMOMY CTaTHYECKHMH IPaRHEeHTHHIMil MOIEASIMH, SB/SeTcs mne-
PHOIWUECKAN CUTHAJIH3AIlHA, KOTOPAs UMEET MCCTG 11a NPOTSHKeHHH
Bcero pasputua D. discoideum. 310 HauBoxee npocToil cnocob co-
6paTth BMcCTC aMch, pacceAHHBIX no npoctpaHceTBy. [lockoabky cur-
Ha/l aKTHBHO PaclpocTpaHAeTcsl KIeTKaMu, pacCTOSHHE, HA KOTOPOE
OH MOXKET NepelaBaTbCs, (DAKTHYECKH HeOUPAHHUCHHO B OTJH4HE OT
AKCCTKHX NPOCTPAHCTBCUHBIX OrpaHHUeHH i, KOTOPbie HAKa1hiBaJHCE
6bl, ecid Ob KICTKA-UCTOUHHK MPHUBJACKaJ4 cOcegei, ToLIepHuBas
CTATHYECKHH TpagHeHT XeMOTakTHueckoro BemectBa. OmHako Bo3-
MOXKCH APYro# MeXaHH3M: KNETKH MOryT [0/1aBaThb CHPHAJbl Hempe-
pPLIBHO, @ He NMepHOIMUECKH, TaK uTO Ka)KAad M3 HUX fBJIsSeTcs H
HCTOUHHKOM, U CTOKOM; B pe3yJbhbTaTe DpPOLECC CTaHOBUTCS B Ka-
KOM-TO CTCHEHH aHaJOrHYHbIM NPOIECCY, ONMHCBIBAEMOMY MOJIEeJbI0
lipepa u Meitnapta (Gierer, Meinhardt, 1972). drtor Makponoa-
X0l K KjerouHoil arperaunu pa3sut Keancpom n Ceresiem (Keller,
Segel, 1970) (cM. Tarike Segel, 1972), xoTopble aHaAHIUPYIOT NPoO-
mecc B TEPMHHAX, OMHCHIBAIINHX HCOPEPBIBHOE [OJie, B OTJHUHE OT
MHKPOCKONHUECKOH TOYKH 3peHHs, OPHHATOA 3lech W B CTaThsix Ko-
sua H PoGeprcona (Cohen, Robertson, 1971, 1972). Fmeercs pa-
6ora (Nanjundian, 1974), rae npoBeneH HHTepeCHbINl aHaNW3 3THX
ajqbTepHATHBHLIX NOAXOIOB K mpobaeMe arperaudd H Mopdosoruy y
ciH3eBHKa. B Heft nokasaHo, uto ana D. discoideum 3HaueHHs BesH-
YHH, ONMpeLe/fI0UIUX OTHOCHTEbHYIO 3(DPEeKTHBHOCTL NBYX BapuaH-
108 (KOHCTaHTa AH(QY3uu, BeNHUHHa uMnyabca TAM®D, noporoswii
ypOBEHb OTBETA H MEepPHO] CHTHANH3AUHK), TAKOBHL, YTO NYJAbCHPYIO-
IH# MeXaHH3M OKa3ulBaeTcd 3HAUUTEeIbHO (osiee 3 GhEKTHBHBIM,
Cucrema H3 3jeMeHToB, crnocofHas K pPacnpoCTpaHeHHIo NepHo-
JMYECKHX BOJH 3TOro THNA, HMeeT CBOHCTBA BO3GYRHMON cpenw.
Torna Bo3HUKaeT BONPOC: He SABAAIOTCA JH BOOOIIE pa3BHBaOUHeCH
CHCTEMBI BO3OVAMVMBIMH B 3TOM CMbIC/e H KaKOBh TOCJAEICTBHA Ta-
KHX CROACTB AJs WX MPOCTPAaHCTBEHHON W BPCMCHHOH OPraHH3auHn.
MoxHo Jau BHPaboT4ATH CIHHYIO TOMKY 3PcHUS Ha MopdoreHes,
o6beaHusIA ocobeHHoCTH noBezedus ). discoideum ¢ acnekramu,
MOJIYdeHHhMH H3 aHa/H3a NOBCICHHA THAPOWIOB, H 3aTeM Io-
CTPOHTL O6ILYI0 TeOPHIO, KOTOpas MOTJa OB O0BLACHHTb NPOHCXONK-
LEeHHC NOASPHOH YNOPHIOUEHHOCTH H NCPHOLHYECKHX SRJEHHE, O1-
HOBpeMeHHO OOBACHAS BO3HWKHOBEHHE, PETYASUMI0 H CcTa0HIH3a-
nu rpaguendton? Llenb rakoro o600lieHHS COCTOHT, OYeBHIHO, b
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Co3faHVKH GoJee WM MeHee YHHBepCaJbHOIO MOAXOHAa, MO3BOJNIO-
IUero 3aTeMm NPHCTYNHTb K HCCJAeLOBAaHHIO TPYILHEIX # MHOrONJaHO-
BLIX nmpobieM MopdoreHdesa y BHICHIHX OPraHH3MOB H B 0COGeHHO-
cTH K npoGremam HefiposmGpuosorun., Ho npexsne uem nbiTaTtones
CTPOHTL TAKYWw TEOPUI0, HYXKHO NPHHATHL BO BHHMAaHHe OueHb BaX-
HYI0 0COGEHHOCTb MOp{OreHe3a, COCTOAILYIO B TOM, UTO HEKOTOpHE
OJHOK./IETOUHbIE OPraHH3MB! CNOCOGHLI OCYUIECTBAATL MOpOrcHeTH-
yecKHe MPCBPAIlEHHN, PereHepalnic M Peryasidio cnocobavn, He-
OTAVUHAMBIMHE 0T cnocofoB, HCNOMIb3YeMBIX MHOTOKIeTOUHEIMU. Kpo-
M€ TOTO, CYWLCCTBYIOT (ha3nl Pa3BHTHA MUOTOKJETOUHBIX (HaNlpUMeD,
paHllge CTafHB Pa3BHTHA HACEKOMEIX), e MopboreHes npoHcxo-
IUT B OTCYTCTBHe pa3jlejieHHs KJAeTOK.

Hrar, ecan Mbl XoTHM, uToGB! Hama MoporeHeTHUECKAS TEOpHS
6bita XOTh B KAKOH-TO CTeneHH YHHBepCanbHO!N, OHa He JOAKHa
3aBUCETL OT B3aUMOJEHCTBHI MexXay kjeTkaMH. COBeplIeHHO aHa-
JIOTHUHO TOMY, KaK pellueHHe BONMpOca O MeXaHH3Me GHOJOrHIecKUX
JaCOB HYXHO HCKaTh B npoueccax, NPOUCXOAALIUX BHYTPH OTHENb-
HLIX KJAETOK, OCHOBLI MOP(OreHeTHUECKHX TPONECCOB MOTYT OLITH
HafifieHbl BO BHYTPHKJETOUHOM OpraHMsauuu. Toraa MHOTOKJIETOY-
HOCTb CTaHOBHTCS CTpaTerHell A/ yBesJHUeHHs pa3MepOB OpraHm3-
MOB M 1/15 CO3RaHHs TOHKUX ReTaJell nuddepeHUHPOBKH B TKaHAX
H OpraHax, a He 1Jf CaMoro Mopdorenesa,

MopdoreHes ogHOKAETOYHBIX

Opranu3MamH, KOTOpble BHec/TH HauGONbWHA BKJIAL B AOKala-
TeJbCTBO TOrO, 4TO MPOCTPAHCTBEHHYIO OPraHH3alMio eJHHHYHbIX
KAeToK 06YC/0BNHBAKOT N0 CYLIECTBY TaKHUe Ke rPafdCHTHI H HOJ,
KaK H Te, KOTOPble HMEKWT MeCTO Y MHOrOKJIeTOUHBIX, OKas3a/luch
3e/leHbie MOPCKHe BOJOPOC/H, HMeollMe ofitee wassanue Siphona-
les, u pecHHTuaTble npocTelude. B moab3y yHHBepcaaHCTCKOR TOu-
KU 3peHHsl, KOTOpYio MBI ceifyac cTpeMumcsi BbipafoTaTb, POBOPUT
TO, WTO Pa3JHUHSA MeXAY PAacTeHHAMU H KHBOTHLIMYW B 3TOH CHTya-
HHH CTHPAIOTCS, KaK 3TO y)Ke HMeJ0 MEeCTO NPH CONOCTaBAEHHH rHA-
pouRoB M Acrasinae B miade Mopiorene3a MROFOKJIETOUHKIX M MpPH
paccMOTpeHHH OHOJIOTHYeCKHX 4acoB B npeinayulefi riaee. Bopo-
poCAbIO, KOTOpasa NaeT HauJayulllee NpPelCTaBJIeHHe O THIE Mojefed,
HeOGXOAMMbBIX /18 MOHUMAHHS NPOCTPAHCTBCHHON YNOPSAROUEHHOCTH
B eJHHHUHHIX KJeTKaX, onsTh okasarach Acefabularia. W touno
TaK e, KaK 9TOT OpPraHu3M NPHBeJ [(aC K MeXaHH3MaM, KOHTPOJH-
pyeMbiM MeMOpaHoil Kak K BepOATHHWM KaHIMAAaTaM Ha po/b reHe-
paTopoB OHOJOrHUECKHX 4acoB, OH Tefepb ofpauiaeT Haile BHUMA-
HMe Ha MeMOpaHYy Kaxk CTPYKTYPY, OTBeTCTBEHHYI 3a HauaJbHYI
redepandio ¢opve. Takum o6pa3oM, H3Mepelnc BpeMeHM H npo-
CTPAHCTBA OKa3blBaeTCd TeCHO CBA3aHHLIM CO CBolicTBaMH GHO.1O-
THUECKHX NOBepXHOCTeH,
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Acetabularia sBasiercs HAeaNbHHIM OGBEKTOM 1AMl H3YueHHS
Mop(doreHeTHUECKUX MeXaHH3MOB H3-3a ee GoJbIINX pa3MepoB, CHo-
COBHOCTH K pereHepaiiyi H JIETKOCTH, ¢ KOTOPOH MOKHO YRAJHTDH
PO WJIH HepecaZuTh €ro OT OJHOrO BHAA C XapaKTepHOH Mopdo-
jgorueit aApyromy. Kpome Toro, getkas AuddepeHUHANHa KIeTKH Ha
wAAnKy, crefesek 4 PH3OHI MOMKET HCHOJbL30BATLCS A HCCIENo-
BaHusl ompenetsiomux MopdoreneTHuecKux pakTopos (cM. puc. 5.3).
Camoil nepeoft paGorofl, Kotopas caenaaa Acetabularia gpaiine
BaXKHHM B SKCIEPHMEHTAILHOM OTHOWEHWH 0OGbeKToM, Onlia pa-
6ora [emvepaunra (Himmerling, 1934; 1963). Ou moxasaa, uTo
He TOJBKO cTeGesieK pereHepHpYeT WHIIANKY [0OCTe aMIyTamud, HO
YTO pereHepallHs NPOHCXORHT U MQCJAe TOro, Kak OTpesaH PH3OHL,
conepxkalyit aapo. PereHepanHs Mo>KeT [POHCXOAHTb LaxKe CIYCTH
MHOro HeLesb Noclde YnajdeHHS SApa, DpPHUEM BPeMsl pPereHcpaluu
KOHTPOJNHPYETCS cBeTOM (B TEMHOTe HHKaKoll pereHepamHH He mpo-
HCXOOHT). YIajdeHuHe siApa H3 OUEHb MOJIOALIX PaCTEHHH MPOBOIM-
pyeT npexieBpeMeHHOe oOpa3oBaiue LLISANKH, NO3TOMY OUEBUHO,
yro HHQopManusa, HeoOXoAHMasa [JA Mop{oreHesa, NPUCYTCTBYeT
yXKe Ha PaRHHX CTaJHaX pocTa, Jaxke eC/IH OHa He HDPOABRJAETCH
B [EeJIOM pacCTeHHH N0 TeX MOp, NOKa OHO HE NOCTUTHET onpegesteH-
HHX pasMepoB (2—3 cm). Takwe naHHbBIE YKa3blBalOT Ha TO, 4TO
ALpPO He CBA33aHO ¢ MOPPOreHe30M HeNoCpeCTBEHHO, TOUHO TaK Xe
KaK OHO He fipAsiercsl 006s3aTeNbHBIM A (PYHKUUOHHPOBAHHA OBHO-
goruueckux uacoB. OnHako I'eMMepaHHr oGHapyXus, uro mepeca-
XKHBaHHe CTe0esbKOB H PH3OHAOB PasHBLIX BHIAOB, HMEIIUUX OTYET-
JIUBO Pa3/HUAIOIMHECs THOB CTPYKTYP LLASNKH, MOXKET HpPUBECTH
K KOHQJIHKTY MeXAYy IBYMS THIaMH MopdoreHeTHueckodl wHGOP-
mauud, Ecau, nanpumep, creGeiexk Acetabularia mediterranea, y
KOTOpOH ynaJieHbl ULTANKA H PH3OHA, MepecakeH Ha puaoun /. cre-
nulata, To perenepupyercs wasiuka A. mediterranea. Onnako ecan
5Ty IWISANKY ON5ITh YAAJMHTh H RaTh BO3MOMHOCTH BLIPACTH BTOPOI,
TO OH& HayHeT MPHOGPETAThL MOP(OSIOTHUECKHE OCOGEHHOCTH, COOT-
BeTCTByIOIIMEe TNpHBHTOMY sinpy, A. crenulata. Ecan u 31y BTOpYyIO
AMLIANKY aMIYTHPORaTh, TO Clefywoulas OyAeT COBEPIUEHHO TOYHO
COOTBCTCTBOBAThL THNY fAApa. DTOT IKCHEPHMEHT sapasercd Mopdo-
TeHETHUeCKHM AHAJOroM 3KCIepHMeHTa C yacaMH, B KOTOpoM 00D
eHHAIOTCA cTefedek € HaXOOAUIMMCA B MpOTHBOMA3e pU3OHAOM
H ero sfpoM, B Pe3y/bTaTe Yero focje HeCKOMbKHX UHKJIOB HauH-
Haer AoMHHHPOBATh (pa3a sipa. TakHe (aKTbl TOBOPAT HaM, 4To
XOTSl NUTOMTa3MaTHUeCKUe MeXaHW3MDI, KaK co3palouune Mopdore-
HeTH4eCKYI0 KapTy (IpaIHCHTHYIO CHCTeMY), Tak H ofecneunBalo-
me paBoTy yacos, MOryT (YHKUHOHHPOBAThL HE3aBUCHMO OT A1pa,
OHH BCe e 4YYBCTBHTEJAbHH K silepHBIM BoO3ackcTBHaAM. OucBuililo,
4TO OPraHu3yioT COOLITHA B MPOCTPAHCTBE MJH BO BpeMeHH UMEHHO
ILMTONJA3Ma M ee OpraHesabl.



Puc. 5.3. ®ororpadus Acetabularia mediterranea, na KoTopoii AUHH cdhopmupo-
BABWIAACA WAANKA, CTCOCACK d PH3OHA, KOTOPHIH COACPIKUT SAAPO,
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QO1MpHBlE HCCJIEOBAHAA HEKOTOPBIX GHOXHMHUYECKHX acOekToB
mopdorcHesa Acetabularia, npoBencHHHe Dpatle u ero xoaneramu
(cm. Brachet, 1964; Brachet, Bonnotto, 1970), nokasann, uto Beie-
crBO, HeoOXoAHMOC Aast GOPMHPOBALINY ANHKAAbHONW WINANKM, 4yB-
CTBHTEIBHO K yJbTpaduoseroBoMy obayuennio n pubonykicase u
YTO €ro MofBjieHne MoxKeT OBITL HHFMOHPOBAHO aKTHHoMuHUOHuOM D.
ATH paHpnle Y6CAHTCALHO YKA3biBAOT HA Y4acTHC B MopdioreHeru-
geckoMm upouecce PIIK, kak u oxuianocb. Kpome Toro, asTopsl
TaKXe YCTAHOBUJH, UTO BepPXyIUKa SBJAETCH [JaBiULM LCHTPOM
CHHTe3a LHTOILIa3MaTHYeCKHX 0elKoB M 4TO NOAMpuBOCOMEBL yaute
BCEro BCTPEYAIOTCH MMEIHO B 3TOH 06,1aCTH, XOTA CHHTe3 GesKoB
HAET BO BCell LHTOMJA3Me ¥ NPOAOMKACTCHA AdXKC B TeX 4acTAX pac-
TeHHsl, KOTOphHe He pereHepHpyloT waAnku. [Ipobacma mpoctpan-
CTBEHHOH OPraHH3auHH SMHUreHEeTHYECKHX NPOUECCOB YCJAOMKIISIETCS
elle M TeM, 4TO CYLIeCTBYeT aKTHBHOe ABHXKEHHMe MPOTOMJIa3Mbl, UM
LIHKJI03, KOTOpoe 3(CKTHBHO NCPeMELIMBAET COJCPKHMOe NHTO-
NJ1asMbl BO BCEM PacTElHB OT BEPXYIIKH A0 OCHOBAHHA, H BCe XKe
pacupefenetye mopdorenernyeckodl uHGopmauux obpasycT yCTOH-
YMBBIH [PafueHT. DTOT rpajHeHT COXPaHACTCA AaxKe UPH LEUTPH-
GyrupoBaHHH pPAacTCHHA, B XOAC KOTOPOTO UHTOIIa3Ma BPeMEHHO
nepepacnpeaeIseTes], ¥ P OCTOPOKHOM yJdajellHd LUTOMIAa3Mbl U3
cTe(eqabKOBOrO cerMeHTa W ee 3aMeHe TOH JKe caMoOfl HAM Apyroi
uuTonaaamoil (Canpaxuues u ap., 1972). OdeBHaHO, rpajueHt Jo-
KaJH30BaH Ha CTPYKTYypax, KOTOPLIC lle HAPYIUAOTCA MPH 3THX 00-
pafoTKax, HampuMep Ha MeMOpaHaXx HAHM KOPTeKce, NPHMLIKAIOMEM
K MOJHCAXAaPHUIHOH KJETOUHOH CcTeHKe, H HMEHHO MHQy30puu AAIOT
HaMm JjadbHeflllMe JOKa3aTCALCTBA POJH K/ACTOUHOH MOBEPXHOCTH
B8 MopdoreHesc.

HckoTopele OTHOCHTEbHO KpPyNHble HH(QY3OPHH, TakKHe, Kak
Stentor, Tetrahymena, Paramecium, Euplotes, Blepharisma, Spiro-
stomun, 6B1AU H3Y4YeHbl LOCTATOUHO ACTANbHO, KOria ydeHble IIbITa-
JUCh BHISICHHTB OCOOEHUOCTH MeXallM3MOB, YNPaB/siOUIHX pereHepa-
HHeH B MOP(OreHe30M HEKJeTOUHBIX cucTeM. MX mpoctpaHcTBeHHAs
CTPYKTYypa OBIRAeT O4eHb CJA0XKHOH H BK/AKYAeT POTOBHE CTPYK-
TYpHl, BHYTPEHHHE OPraHC/JILI H KOPTHKA/bilble CTPYKTYpPHI, TaKHe,
KaK PeCHHUKH, ¢uiare/libl, TPUXOUUCTH U T. X., 00pa3yioliie BecbMa
xapakrepupiit ysop. IleGonpline (parmMeHTsl OpraHn3Ma crHocoOHUI
K BOCCTAHOBJEHHIO ICJAOTO, H B TO KC BEPMS CYLIECTBYiOT ocobHe
06J1aCTH, KOTUPbIE OKAa3bIBAlOT IOMHUHUPYIOllee opraHH3yioulee BJAH-
SIHHC Ha OCTaJAbHYI KJeTKy, BbI3hBafd COTJacoBaHUYI0 MPOCTpaH-
CTBEHHYIO YIOPAAOUCHHOCTBH JaXke INOCJAC CEPLC3HOr0 XUpyprude-
CKOTO BMCIIATCJAbCTSA, DTH 06JaCTH 11a3BaHbl OPraHH3aUHOHHBIMH
sonamu» (Jerka-Dziadosz, 1964). [Hapyiuas XHpYPruucckHM OyTCM
OPHEHTAIlMA W CBSI3H MCXKAY Y4acTKaMH KOPTCKCA PeCUHTUATHIX U
u3yyad YCTOHUMBOCTD HACJAEAYEMBIX allOMAJbHLIX CTPYKTYP KODPTCK-
ca, HEKOTOpLIM HccaefoBatressiM, padoramuuv B 3Toli obsaacTu
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(Sonneborn, 1963; Tartar, 1967; Nanney, 1968), yxanock mno-
CTPOHTDL WHTEPECHYIO KapTHHY, MOKa3bIBAIOLULYH 3HauyeHHe KOpTeKca
B MOpdorenese u erc cBfsb ¢ HHopManHed, coacpxauredics B aape.
CpaBuHTeIbHO HCIABHO onyOnrkoBaHHbll 0630p @penkens (Fran-
kel, 1974) u noapodfHui aHanu3 MopdOreHeTHYECKHX MeXaHHAMOB
B Chilodonella cucullulus, seinonnenunii Kauanosckoli (Kaczanow-
ska, 1974), yGeanTeqbHO YKa3WBAIOT HA TO, YTO MPHHUHUNE NPo-
CTPAHCTBEHHOW OpPraHH3aUMH Y PecHHTYATHIX M0 CYUIECTBY HJIEH-
THUHBI NPHHOHOAM OPTAHH3aUHW MHOTOK/AECTOUHBIX H YTO OCHOBHBIE
MeXaHH3MBbl RefiCTBYIOT B KOPTEKCe,

3710 noJaoxedHe He HOBO, OHO GLIIO BHICKA3aHO U 4eTKO chopMy-
muposano dpuwem eme B 1908 r. u nosadee Ctyvndom (Stumpf,
1968). ®peskensb nokKasbiBaeT, Kak NOCTyJdaT O rpafHeHTax, HCXO-
NAIMX H3 POTOBHIX 3aUaTKOB, KOTOpPble SIBJASIOTCS OPraHH3yIOUHMU
HeHTpaMH, o0bACHAET JaHHLle 0 HApyuIeHAAX DEeCHHUHBLIX H OKOJIO-
POTOBLIX CTPYKTYP B pe3ysabTaTe TpauClIAaHTanNHH W BbIpe3aHHs
YYaCTKOB, a TaKXe pe3yJabTaThl SKCIEPHMEHTOB, CBA3AHHLIX ¢ BhHI-
fICHeHHEM BJHSHMA siipa Ha 3TH CTPYKTYph. [ onaTb okaznipaercs,
UTO IEeHTPOM, OTBETCTBEHHbIM 3a NPOCTPAHCTBEHHYIO OPTaHH3alHIo,
YYBCTBHTEJLHBIM K crenudHueckoil sgepHOd HHOpMaUHH, Ho Aefi-
CTBYIOILIHM HE3aBHCHMO OT Hee, fIBJAseTCA UHTOIIa3Ma H, B 4aCTHO-
CTH, €€ MOBEPXHOCTHAN CTPYKTIYpa, CBSI3aHHas ¢ KoprtexcoM. [Tocmo-
TPUM Tenepb, MOXKHO JH OOBACHHTb TaKkoe NOBeAeHHe, ONUPaAch Ha
TPOCThie oflHe CBOHCTBAa GHOJOTHUECKHX NOBEPXHOCTEH, ¢ TeM yTo-
Gul BHIICHUTD BO3SMOXKHOCTL CO3ZaHHs YHHUBEPCcaAAbHOTO dyHIaMeHTa,
JIEKAUIEro B OCHOBE NMePBHUHLIX COOLITHI MOpPpoOrenesa Kak y oiHo-
KJeTOYHBIX OPraHM3MOB, TaK H Y MHOTQKJETOUHBIX,

Mem6pannt u Mopdorenes

B Hacrofiwee BpeMs TBepAO VCTAHOBJEHO, 4TO GHOJIOrHUECKHe
MeMOpaHL — 3TO HeuTo OOJbiliee, 4eM NPOCTO (ha3oBhle T'paHHULL
MeXLY OpPraHe/JJlaMH H LNHTONJAa3MOH HIH MEeXJY UHTONIa3MoH H
BHellIHell cpelloil. B ocHoBe Hamkx npelcTaB/ieHHH O CTPyKType
MeMO6paHbl A0 CHX NOpP JIEXHT KJaCCHUECKas JHNOOPOTEHAHAs MO-
peab Hascona u Jauusmru (Davson, Danielli, 1952) ¢ aunupesim
GHCNOEM, NOKPBITEIM ¢ 00enX cropon GelkoM. OnHako Temepb MbI
3HaeM 0 MeMmOpaHax ropaspno Gosnlie Gaaropaps paboram Bper-
mepa (Bretscher, 1971), oGuapyxupurero GeJKH, KOTOPbIE «N1POIIN-
BalOT» MeMOpaHy, ¥ HCCAeJOBAHHAM, NOKA3bIBAIONIMM, YTO MHOTHe
(epMeHTDI, Hanpumep alleHO3HHTpHdocdaTasa, HErHAporeHas’a u
alevHNaTIMK,1a3a, CBA3aHL ¢ MeMOpaHoH u HaHbGosee 3ddexTHBHO
QYHKUHOHUPYIOT B 3TOM coCTOSIHUM (cM., Hanpumep, Porcellati, di
Jeso, 1971; Siekevitz, 1972). Takum o6pa3oM, NMOMHMO H3BECTHDLIX
CBOHCTB: BO3OYAHMMOCTH H H3BHpaTeaniod HOHHOH NPOHUIAEMOCTH,
MemOpaHa ofjanaeT eme 0AHOH OCOGCHHOCTBIO —C HeHd CBA3aHa
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3HayuTeJbHaA MeraloanduecKas aKTHBHOCTL., DNeKTpUYeCKas BO30y-
IUMOCTh — XOpPOUIO H3BECTHOE CBOHCTRO MIIOrHX BGHOMOrHYeCKux
MeMOpaH, HO ero Hy:KHO pacCMaTPHBAaTb TOAbKO KaK OAHY H3 dopm
BO30YIHMOCTH, KOTOpas BKIIOYaeT TakxXKe MeTalOJHYECKYIO aKTHB-
HocTh. TeM caMbIM MOApasyMcBaeTcs, UTO NPHUCYTCTBHE a/a0CTepH-
UeCKHX ¢epMeHTOB, KOTOpble CNOCOGHBI aKTHBHPOBATLCA U WI-
ru6HpoBaThes AMQPYHAHPYIOLIUMY JIHTAHLAMM, MOXeT [pPHBECTH
K MNosBAeHd0 B MeMOpaHaX BONH aKTHBHOCTH, aHAJOTHUHBLIX
pacnpoCcTpaHsAIOIUMCa NOTEHUHANaM ACHCTRHA, Ho He 063aTesibHO
CONMpPOBOXKAAOULIHXCA Aernoaspu3anieli McmMGpaHs H NOTOKOM HOHOB
uyepes Hee.

PaccMoTpuM mpocTyo MoLeab MeTalo/MuecKH BO36YLHMOR MeM-
fpaHbl, Ha OCHOBE KOTOPOH MOXKHO 0GLEAHHHTHL MOp(OreneTHuecKHe

Bueutnss  cpeda

umorraima

Puc. 5.4. Cxema B3auMoOAefAcTBHA MOJCKYAAPHBIX NpoLeccoB B MeMOpade wau Kop-
THKAJBHOM CJI0E, KOTOphle MOTYT MNPHBECTH K 06pa30BaHMIO rpajHenTta merabo-
Juta V, cBfgaHHOTO ¢ Genkamn B

SIBJEHMS, YXKe ONHCAHHbIE B 9TOH IjaBe, H KOTOPYIO MBI CMOXEM
3aTeM HCHOJL30BaTh LA aHausu3a GoJsiee CNOXKHBIX MopdoreHeTHYe-
CKHX CHCTEM, paccMaTpHBaeMbiX Mo3xXe.

[MpennosoxnM, uto uMeercss depmedT E|, KoTophlil cBfi3aH ¢
MeMOpaHOoi HJTH KOPTHKAJbHLIM CJI0eM KJeTKH, H aKTHBHLIE UEHTPHI
atoro ¢epmenta ofpallleHH! B0 BHYTPHKJAeTOUHOE HPOCTPaHCTBO
(puc. 5.4). On xaraausupyer npespallleHne Merabosauta U B apy-
roii Metabonut V. Bropoit depvent, Eo, KoTopbifi Moxer ObiTh, a
MOMXET M He OLIThL CBfI3aH ¢ MeMOPaHOH, KaTalH3upyeT peaKuUlo
npeppauwedns V 8 W. [IpennomnoxuM, 9410 MeTaboauT V BLI3bIBaET
yBe/MueHHe KOHUEHTpaIHH akTuBatopa depmenta E; (na pucynke
oH o06Go3HaueH uyepe3 S). DTOT aKTHBATOP MOMET BbLICBOGOKIATHCA
H3 IEHTPOB CBA3LIBAHHA C MOMOIULID V HJIH, eClTH 3TO HOH, CKaXKeM
K+, ero KOHUeHTpauusi MOXKeT yBeJHUHThCS B pe3yJbTaTe H3MeHe-
HUS MPOHHIIaeMOCTH MeMOpaHb ¢ noMomblo McTaboauta V éiu 3a
cyer IPYroro H3MeHeHUs JOKaJbHOr0 HOHHOrO paBHOBecHS. AKTH-
panus E; npuBoAHT K 06pa3oRaHHIO MEeTJH NOJ0XKHTeNnHOH o6parT-
HOl cBs3u: yeM 60Jbille npoussoaHrcs V, TeM Gosibiie MOSBJISETCH
ceoBonHoro S u TeM Boabure 6ygerT akTuBauusi E,, yTo npusener
K obpasoBaHiio ewe GoJbiero KoJnuecTsa V. 3T0 MoXeT Bbi3BaTh



170 Trasa 5

MetaouTHOe BO3OYXKAeuHe, TaK Kak ecTH cBOOGOAHBIA S KpaTko-
BPEMEHHO NOSABHTCS B HEKOTODPOH TOYKe MCMOPAaHBI, TO BOJHA aKTH-
Banud E; w3 3Tofl TOUKM CMOKET PacnpoCTPaHATBCA BIAOAL MeM-
6panb. Jaa cTa0WIM3alHH OpPONEcca HYMHO NPeANOJIOKHTb, 4TO
W —9310 uurubutop E;. Jlerko BuzeTh, 4TO CTPYKTypa CHCTEMBI
ynpapieHHs KaueCTBCHHO aHaJ/lorHuHa Tofl, KoTopas pacCMaTpHBa-
Nach B 1. 1 B CBA3MU C TMIHKOJHTHIECKHM ocnaaaTopoM (puc. 1.10),
H 4TO cHCTeMa, OTUCcaHHas BhLille, MOMXET BLI3BATbL KOJAeOaHHA KOH-
neHTpauuit McTaGonnTOB, T. €. BOJIIA BO3OYKIeHHA cnocoBHa CNOH-
TAHHO BO3HHKHYTb BHOBb B TOM Ke mecTc. Eciu OQHH H3 JHTAHIOB,
YUACTBYIOUHX B YIPABJCHHH, OKa3biBaeTcsl HOHOM, TO BOJIHa CONPO-
BOXKIAETCS! 3JACKTPUYECKHM CHTHAJOM; B NPOTHBHOM CJlyyae 3TO
3JeKTPHUeCKH HeHTpaNbHLIA MeTaboJHuecKHil npouecc.

Caeaywmufi BONpoC — KaK NOJydaeTcsl Oepepacrpenc/ieHHe Be-
IECTRA [IPH NMPOXOMACHHH BOJHBE aKTHBIIOCTH, NPHBOAALIEe K o6pa-
30BaHHI0 YCTONUHBOrO rpajHeHTa CBA3aHHOro MeTalosIUTa, KOTOPLili
laeT NpOCTPAHCTBEHHO YNOPAROYEHHHI «cienr» BOAHBL [Ipenmoo-
KHM, YTO Ha MeMOpaHe CYINECTBYIOT 1eHTPbt CB3bIBAHHA meTabo-
nuTa V, obosnayennnle Ha puc. 5.4 uepes B, W 4TO 3TH LEHTPH aKTH-
BUpPYIOTCS BewlecTBoM W; TOTAa MOC/e NPOXOXKIEHUST BOJHB CBA3Al-
HbIf MeTaBoauT V KakuM-To o6pa3oM pacnpenenurtces no MemGpaHe,
ILnga toro uto6bl rapaHTHpOBaTh, 4To MOPQOrCH, B HaleM cayuae
BelecTBo V, cBfizalHOe ¢ ueHTpaMH B B MeMmOpaHe Han KopTekce,
Oymer HMeTb MaKCHMAaJbLHYI0 KOHIEHTPAUUK B HCTOUHUKE BOJIH, a
B IPYrMX MecTax ero KOHNeHTpauus 6yLeT MOHOTOHIO YMEHbINAThb-
Cfl, HYJKHO C/leflaTh HeKoTOopble Ouelb MPoCTHe npelnonoxenus, Ha-
IpHMep, MOXKHO IONMYCTHTh, YTO CYLLECTBYeT HeKas 3afepiXKa Me-
Kay ofOpa3oBauveM MerTaboauTa V M akTHBauHell nedrpoB B; B
3TOM CcJyuae Mbl 6yieM HMeTb MOHOTOHHRII rpajHeHT, uTO IOKa-
32HO0 B MPUAOKENHH. DTY 3a1ePHKy NOJYYHTb OUeHb NPOCTO, Npen-
NOJOXKUB, UTO TpeBpauieHde V B W DpOHCXOAUT MeRJeHHO ¥ 4TO
AJ1s1 aKTHBAUMH LEHTPOB cyljecTByeT noporosoe 3nauene W. Jlpy-
roft BapHaHT -—3TO NPEANOIOKHTb, 4To S AclcTBYeT KaK MHTHOH-
top B n Kak akturatop E\. Toraza mo Mepe pacnpocTpaHeHHS BOJ-
HbHl BelWecTBO S (KOTOpPOE, COCMAcHO PEeRilONOXKCHHIO, SIBJAETCS
HottoM) 6yIeT mOuTH PaBHOMEPHO HAKATIHBAaTbcs B CHCTEMe H3-3a
Goabiiofi KOHCTAHTH AHGGY3IHH H NOCTeneRHO HHrUGHpOBaTb peak-
M0 cBA3biBaHus. CTeneHb HHTHOHpOBanus B /M0G0 MOMEHT Bpe-
MCHH, a C/efoBaTenbHo sl JI000# NPOCTPAaHCTBCHHON JOKaju3a-
UHMH BOJAHBI AKTHRHOCTH, 3aBHCHT OT O0beMa CHCTeMBbl, Tak Kak S
HaKalJHBAETCHA CO CKOPOCThIO, 0OPATHO NPONOPLUHOHANBIOH 06heMy,
B KOTOPOM oOH fuddgyuaupyer (npemnosaras, uto rpanHubl 3aMmkK-
HYTH). 3T0 00ycNoBAUBAET UYBCTBHTENBHOCTh MeXallH3Ma K pasMer
pau. [loBelenHc TakuX cHCTeM CCHUAC MHTCHCHBHO H3YUaeTCs; 3T0
NO3BOJHT JYUllie DOHATL HX PervJHpyloiiHe CBOACTBA, Ha KOTOPLIY
noApobHee MBI OCTAHOBHMCS HHKE,
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Boo6iie ropops, oaHa BOJIHA aKTHBHOCTH HE CO31AacT YCTOMHuH-
BOTO MoptoreHcTHueckoro rpagMeHTa. Jnsa storo tpebGyercs pery-
JstpHOe NOBTOPEHHE BOJIH, ICPHOAHUECKH HCXOAALHX H3 HEKOTOPOro
uctoudHka. Hannyne 3T0# nepHOIHUHOCTH B aKTHBHOCTH HCTOUHHKA,
KOTOPHIH Temcpb HeHcTBYeT Kak heficMeKep WJH OPTaHH3alHOHHbIHA
LEHTP CHCTeM, B AeflcTBHTE/LHOCTH NPeanosarasock HpH ONHca-
HHH OCHOBHON KWHETHUeCKOH cXeMbl, NpeAcTaBjeHHOA Ba pHc. 5.4.
Ml oTMeuasn, uTo CTPYKTypa oGpaTHBIX cBSi3ell mpOueccoB ynpas-
JeHus, neficTBylomiux Ha E;, TakoBa, 4To H3MeHeHHe NepeMeHHBIX
MOXKeT HOCHTb KoJeGaTeabHhifl xapakTep, NpHUCM NepHOJI Ko.eba-
HHH onpezensieTcA TJaBHmMM 00pa3oM CKOPOCTbIO HCYE3HOBEHHS
unraGuropa W B pesyawraTe acrpanamud ¥ auddysuu. [Mockoaoky
CBA34HHBI MeTaG0JHT TOxXe BHICBOOOKAZETCA € KOHEUHOH CKO-
pocThio, H3 3TOH Oodee oflled Mozedu BHAHO, YTO TPAafHEHT na
MemOpate OyLeT NOAAepXKWBATLCA B pC3yabTaTe YCTaHOBJeEHHS
paBHOBecHS! MeXAY oOpa3oBaHHCM McTaloJHTa B pe3yjbTaTe npo-
XOX/eHHS BOJH, KOTOPLIC pacHpoCTPaHalOTCst H3 HCTOUHHKA, H €ero
BLICBODOXKACHHCM H3 KoMMJekca ¢ MemOpatHbM OcsakoM. Takas
cHcTeMa, KoHeuHo, JabuabHa ¥ MJIacTHYHA H MOXKET HJH COXPaHATh
CBOIO COBCTREHHYIO CTPYKTYPY B OTCYTCTBHE BHeWHHX BO3AefcTBHIl,
UM OTBeyaTh Ha 3TH BO3JACHCTBHA, H3MeHstd NPOCTPAHCTBEHHYIO
YIOPANOYCHHOCTD.

PaccvoTpennas 3ech BOJIHOBAS MOJledb OTHOCHTCH K KaTeropwu
cucrteM, JIs KOTOPBIX CYILeCTBYET PENICHHC B BHAE PACNpPOCTPaHAN-
wekcsl BOJHE, aHaJOTHYHO TOMY, KaK 3TO HMeeT Mectd AJA ypas-
HeHu#l peaknuil ¢ yucTom auddpysum THna ypaBHeHuid (5.1). B ua-
crosllee BpeMs 3Ta ofaacTh 6YPHO pa3sBHBAcCTCH, H BNOJHE BOIMOXK-
HO, YTO 3KCIEePHMEHTATbHOE HCCAe0BAHHE BOJHOBHIX PeXHMOB B
pa3BUBAOIUMXCA CHCTEMAX BMCCTE ¢ aHAJHTHYECKHM H3ydeHHEM MO-
NneJbHEIX CHCTeM MPHBEAYT K CO30aHHIO HOBOTO HMHTEPECHOTO NOA-
X0Ja K NMOHHMaHHIO 3MOPHOJOrMYecKHX mpoieccoB. Moaeab MeM-
fpaHbl paccMaTtpHBasach HaMW 3[ACCh UHCTO (PEeHOMEHOJOrHUYEeCKH,
MOCKOMBLKY Mbl 3apaHce NPeLIIOJ0XKHAH BOIMOXHOCTb pachpocTpa-
HeHHS BOJHBI B MeMOpaHe H 3aTeM HCHOJAb30BaJH 3TO NOJOXKEHHEe
18 aHaju3a obpasovBanus rpaguenta. Celfluac B JUTEPATYpe UMeET-
C# IOCTAaTOUHO MHOr0 NPHMEPOBR KaK 3KCHEPHMENTa/NbLHHX, Tak H
TeopeTHYECKHX CHCTeM, 06jafaloniux cBoHCTBaMH pPaclpoCTpaHeHHs
BOJTH, YTOOBI CUHTATh 3TO CBOWCTBU TBEpPAO YCTaHOBJEHHLIM AJISl XH-
MHYECKHX U OHOXUMHYeCKUX cucTeM. Psi TaKHX NPHMePOB MOMKHO
HaliTH B CPaBHUTEJNDBHO HCHABHO BhllUefiieM cOOpHHKe MAaTepHastosn
cumnosuyma Papaneesckoro obmectsa (Faraday Society Sympo-
sium, 1974), Kortopbiit npefcraniser coboil cBocBpeMenHH 0630p
pa6oT B 3TOH OueHb HHTepecHo# 06/1aCTH HCCAe10BAHHIL

[TocMOTpHM Tenmepnh, Kak fiBJieHHE pAacNpPOCTPaHEHHS BOJH H ero
CBA3L ¢ o0pa3oBaHHeM rpaJHeHTOB COrIacylOTCsl ¢ LaHObIMH, H3Be-
CTHHWMH AAS HEKOTOPLIX Pa3BHRAMIIMHXCSA CHCTEM, AAIOUIMX INpel-
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CTaBJieHHE O CaMblX PaHHHX COGHITHAX, KOTOPLIe CBA3aHb ¢ 06pa3o-
BaHHEM MOJSpHON YNopaa01eHHOCTH.

Jluropanbaule Bomopoctyu, Fucus u Pelvetia, o6nanaor cdepu-
yecKHMH AHueKNeTKAMH JHaMeTPOM 0KOJo 70 MKM, KOTOpBIE OMJI0-
JOTBOPAIOTCA KPOUIEUHBIMH CHOEPMAAMH nocje BLOPacHBaHHA B
mope. B AfilleKJIeTKaX B 3TO BpeMs HeT HMKAKHX NPH3HAKOB CyLle-
cTeoBaHHus mnossApHoll ocu. [locre onsionoTBopeHHA SAHHEKNETKH
Morpy»<aloTcsi B BOLY U MPHKPENJSIOTCS K MOGOMY AOCTYNHOMY
OCHOBAHHIO (OGBIUHO K KAMHSIM) € DOMOIIBIO KJEHKOro MYKONOJH-
caxapHila, KOTOpbiil OHK BLULEJIAOT. OunonorBopente WX NapTeHO-
reHeTHYeCKas aKTHBAINHSA 3THX AMIeK/ETOK JIerKo OCYLIeCTBASIOTCS
B na6opaTopHu. [TepBLIfi IpH3HAK aCHMMETPHH NOSABJINETCA NPUMEPHO
yepe3 15 4 mocsie OMJIOAOTBOPEHHSI — Y OJIHOTO NOMIOCA AHUEKAETKH
ofpa3yeTcs HapocT. fliiuekieTka CTaHOBUTCSA TPYUIeBHIHON H 3aTeM
mLeauTCA NOL NPSMBIM YriOM K NPONOALHOH OCH, LaBasl MajeHbKYIO,
PH30HAHYIO K/JeTKY, KOTOPasl BKIWUaeT HApPocT, H GOJIbIIYIO, Tajto-
MHueckyw. [IcpBas pasBuBaeTcsl B KOopHeBuule (PH30UL) pacTeHHs,
a nocjelHsAs — B JHCTbS (MJaCTHHKH).

K nosB.JesHio 3Tol no/spHON oCH MOXET TNPHBECTH uUeJbId pajg
poaneticTBuii. Tag, Jlyna (Lund, 1923) ofnapywxun BAHSIHHE Ha
3TOT NPOUECC TeKTpHUeCKoro noas, a Baiitefikep (Whitaker, 1938)
BLISIRHJI 32BHCHMOCTBL oT rpandedta pH. B uHcsio Takux cTuMy.0B
BXOLST TeMnepaTypuulil rpafueHT H ocBeleHde. CorjiacHO ApPYruUM
pabotam (Jafle, 1966, 1968), pHsonaHbI#i nOJIOC CTAHOBHTCA OTPH-
liaTeIbHO 3aPSI2KEHHBIM 10 OTHOIIEHHIO X TaJlJIOMY, T. €. depe3 sfiue-
KAeTKy HIET TOK. ABTOp moJiaraeT, 4TO 3TO M €CTb MePBOHAYaNbHAas
nospH3Yollas CHia, KoTopasi o0pasyer rpajMeHT BellecTBa B skue-
KJeTKe ¢ NOMOIIbIO Npolecca BHYyTPeHHero Katadopesa, OpH 3ToM
3/eKTPHUYCCKH 3apsXKeHHDbIe MOJIeKY/bl MPOCTPAaHCTBEHHO pacrnpefe-
Na10TCA BHYTPH safinekneTkH. EcTh Beckue naHHBLIe, 4TO UEHTPOM Ha-
yaaLuoll MOJAPHON YNOpALOYEHHOCTH ABAAETCS MMeHHO MeMOpaHa.

BoauoBasi MoJeldb, OMHCAaHHAs Bbille, MOXKET JierkKo OOBACHHTDL
sTH (akTel. Tax, LA 06DBACHEHHS 3/IEKTPOOTPHUATEIbHOCTH pH-
30Ma, MOKHO UPEANONOXKUTL, UTO CBA3aHuULIl MeraGoant V obna-
faeT RENONAPH3YIONIMM JAeificTBMeM Ha MeMOpaHy, H CY4HMTaTb, 4TO
BO.THZ BO3HMKAeT B Toil uacTH flineKJeTKH, KOTOpas NPHBOLHT K
06pa30BaHAI0 PHIOMIA, TaK UTO B 3TOH TOUKE YPOBeHb CBS3aHHOrO
V makcuMadeH. DT0 HaXOQUTC B COOTBETCTBHH ¢ JLaHHLIMH, NMOKa-
3LIRAIOIIUMH, UTO ec/in silnekJeTKH noMelensl B rpagueHT KCl, To
pH3ouA Pa3BHBAeTCS N0 HaNPaBAeHHIO K MAKCHMYMY rpafiHeHTa, H
cornacyercs ¢ GaxKTom BAHAHUA 3TCKTPHUECKHX MoJell H rpalueHTos
pH. [leficTBHe cBeTa He OGBSACHEHO, XOTS MOXHO NPEANOSOXKHTD, UTO
cBeTOBbIE PEIENTOPLl BHI3LIBAIOT B MeMOpaHe THIePNOAspH3aNHio,
TaK Kak PH3OHI pacTeT B NPOTHBONOJOKHYIO OT CBeTa CTOPOHY.

VluTCPECHLIMH ABMASIOTCA JaHHBIE O pPerHcTPalMH CHOHTaHHOro
noTeHUHaNa JeHCTBHSA B pasBuBaMMXCA silueknerkax Pelvetia,
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KOTOPHIH mePHOAHYECKH NOBTOPAETCS, Bo3uHKasn B pusoupze (Nuci-
telli, Jaffe, 1974). ITonoGHHil mOTeHUHAT NeHCTBHS HMEET MeCTo M
B peredepupyolunx cermentax Acefabularia (Novak, Benirup,
1972), npHueM 3/1eKTpHUeCKHl CHTHA/N BO3HHKAET Y BEpPXYIUKH. MM-
OyJbCHAas aKTHBHOCTL NOABJAETCH NOUTH 4epe3 12 u nocje mexanu-
TaUHHM H HMeeT J0BOJLHO HEPEeryasipHyio NepHORHYHOCTL, TPHMeEpHO
1 uMnynec B 1 4, a BO BpeMsl pereHepaniHy NepHOL YMeHblligeTcs
npuMepHo o 10—20 mHH. DKCHepHMEHTaAbHBIX AOKA3aTeJbCTB
TOro, 4TO 3TH 3JeKTPHUecKHe BOJHB KakKHM-JH00 o6pa3oMm cpsi-
3aHbBl C YCTaHOBJIeRHeM TPalICHTOB BeleCTBa B DA3BHBAIOUIMXCSA
cHCTeMax, OKa HeT, HO MBI ceflyac 3aHHMacMCsl HCCIeI0BAHHSIMH
310ro Bonpoca, CoBepiICHHO SICHO, UTO MeXKAy noBelenueM Pelvetia
u Acetabularia w cBofictBaMH, NpegCcKa3sbiBAeMbIMH BOJHOROH MO-
JCTbr0 0OPa30BAHHA IpajiHeHTOB, HMCCTCSE COOTBETCTBHE.
llocMoTpum Temeph, KaK MOMN(HO NPHMEHHTb 3TY MOLEJb, COOT-
BETCTBYIOIIHM 06pasoM MonRupHUMPOBAB €€, K MNOBEAEHHK) MHKC-
amed Dictyostelium discoideum. Tlpeanonoxum, 410 S =K+ u uro
OLHHM H3 H3MeHEeHHH B COCTOSHHU KJETKH B YCJOBHAX [OJONaHHS
OKaablBacTcsl NuABAeHUe BO3GYAHMOCTH MeMOpaHH BC/IeACTBHE yBe-
JAUNCUHSL B Hell KOHICcHTpau#d E, HIH H3MeHeHHA OTHOINEHHS
K+/Nat puytpn ksierku. Honyctum, uto nAM®, curgan xemortax-
cuca, 06JanaeT cHOCOGHOCTBIO TeM HJAH HHbIM 06DasoM HHHUHUPO-
BaTh BOJIHY aKTHBHOCTH, HampHMep H3MeHAsl NPOHHUAEMOCTL MeM-
OpaHbl LS HOHA, KOTOPBLIl BIHAET Ha colep:KaHue cBoGOoxHoro K+t
BHYTpH KJeTKH, Torga pesyabratoM AeHcTBHs LAM® Gyner ypesu-
yeHHe KOHUEHTpalniu CBOGOAHbIX HOHOB Ka/iusl BHYTPH KJETKH,
Bo/MHa aKTHBHOCTH B MHKcaMeBe JOJIKHA DPacnpoCTpPaHATHEH
6nicTpee, ueM HAET mponecc JH(PYY3HH XeMOTAKTHUeCKOTO CHTrHAaJa,
CKODPOCTh KOTOPOro, o OleHKaM, paBHa npumepno 40 Mrm-c~! (Ge-
risch, 1968), nockosbKy B NPOTHBHOM CJyuae BCe YYaCTKH MeMmOpa-
HH aMe6bl GyOYT aKTHBHPOBAaTLCH IHGDQYHAHPYIOUIHM CHLHAJOM,
npexiae 4eM pPacmpoCTpaHHUICH BOJHA H yCleeT YCTAHOBHTbCH rpa-
AMEHT, B TOTAa He OyleT HcTowHHKa BoJaH'!. Meifinapt u Tupep
(Meinhardt, Gierer, 1974) ne yu.am 3TOr0 fpH OOCYXXACHHH NpPUIO-
AKeHHs HX Mojenn X amebam Dictyostelium. Bojua akTusHocTH,
pacnpocTpaHaoWancsd co CKopocTbio, Goabiieir yem 40 MkMm-c—l,
MoKeT OBITh anaJoruvyHa BoJie, Bbi3biBalowedl akTHBanHIO depmeH-
Ta B MeMGpaHe, HO CKOpee BCero OHa SIBJSETCH IO CBUEH NPHPOLE
YUHCTO HOHHON, KJaCCHUECKOTO 3JIEKTPOXHMHUECKOro THNA, Kak B
Hefipone. HToOH ROJYYATHL rpanledT B Pe3yabTaTe NPOXOKIAEHHs
TaKoil BOJMHBLI, MOKHO NPeANoJOXHTb, UTO CBA3aHHMe MeM6padof
Geaku B (puc. 5.4) cnocofHb NOBLIUIATL YPOBeHL HATPHS, KOTO-
pbiit 3aTeM urpaer posb AubdyHIHpYIollero MeTaboauta V. Takum

1 §1 6aaromapen CruBeny Jlagmoy 3a To, 4TO OH 06paTH MOe BHHMauHe 1a
5TOT MOMEHT.
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o6pasoM, o Mepe pacnpoOCTPaHEHHA BOJIHBI AENOJSPH3AUHM BAOAb
MeMOpaHbl 0T MecTa, riac BNcPBLIC OBlIa NOJMyvYeHa CBCPXNOPUroBas
KoHuentpanus nAM®, 3a ne#t Oyner ocTaBaThCA «CA€I> B BHIE CBS-
3aHHOro ¢ MeMOpaHOH rpanHeHTa KOHUeHTpamuH HaTpHA. Kpome
TOrO, CBsI3aHHKIA ¢ MCMOpPAaHOH TrpajiHeHT HaTpHst MOXKET caM OTBC-
yaTh 3a NOJAPHOCTb aMel, Tak Kak MCCBJONOAHY Yaige o0pasyTcs
B YAaCTHUHO ACHO/SPH30BAHHLIX ofdacTAXx McMOpaHHl (noBLINEHHE
BHYTPHKJETOUHOH KOHUEHTPAalUHH HATPHA BLI3bIBaeT [eNoJApH3a-
nuo). Mau naoboport, cesiaaHHble ¢ MeMOpaHoil HOHLL HATPHA MOTYT
0Ka3biBaTh Ha 06pa30BaHue NCEBIONOIHA ONOCPEIOBAHHOE BJAHSIHE
¢ TOMOLUBIO 1[EKOTOPOH CHCTEMBl B3aUMOACHCTRHIE BHYTPY MeMOpanh,
npuBojsuLef K ocaabieHHlo CBA3eH MCXKIY CTPYKTYPHBIMH 3JeMeH-
TaMH € MOCHAeRYIOWUM NepeTekaHHEM HHTOMJIA3MbI B NCCBIOMOIIM.
B nio6oM cayuae MBI uMeeM OOAPU30BAHHYIO aMmedy, KoTopas Gy-
€T CTPeMUTbCS ABHTMaTLCA MO HANPABAEHHI K HCTOUHMKY HAMO®,
MexaHu3M [DOASIPU3ALMH ROCTATOUHO NabHJeH, H Cro CyllecTBOBa-
HHe ompenefsieTcss YCTOHYWBOCTbIO rpajuciita Ha McMOpaHe, Tax
4TO PenoJsipH3anus B OTBEeT Ha CHUrHaJa Mo:keT npousofith cpasy,
KaK TOJIbKO aMcOa OTKJIOHHTCA OT Kypca.

Mexny moMeHToM mpHcMa aMc6oit curiana UAM® w umnoyabe-
nuM BoiaefteHHeM UAMO u3 KJAeTKH CYUICCTBYET 3aiCPXKKa OKONO
15 ¢. KakHe mponecchl VOPaRIsIiOT redepandeil nMnyabca — BHYTPH-
KJeTouHblfl cHuTes nAM®D unaM MexXaHH3MH BHICBOOOKIEHHA, BKJIIO-
VapouHe pa3phiB Be3HKYJ, COLEPIKAUIHX BCIIECTBO, KaK 3TO HMeeT
MecTo B npouecce Hefiporiepenayd B HellpoHax, He CHO,

Ha 6osee nosnHuX CTafHUAX arperaun o6pasyioTcs MeXKJeTou-
Hble KOHTaKThi. OHH HCOGXOAWMBI 1sig GOPMHPOBAHHA H PasBHTHS
canzeBuka (Beug et al, 1973), u u3 MOBCACHHUA OTATbHHIX aMed
"BO BpeMfl arpcranHH BHIHO, YTO OJHOH H3 NPHUHH CYIlECTBOBAHHSA
Yy HHX MNOJADHOCTH OKa3niBaeTca Au{depeHnHaNbHOe pacmpencte-
HHe alre3MBHBIX YYaCTKOB [0 BCCH KJI€TKC, NPHUCM YCTOHYHBBIN
KouTakT 00pa3yeTcd, Kak NPaBH/IO, MeXAY MepenHell uacTbiy 0xHOM
KJAETKH U 3alHell Apyrod. TakuM o0pasom, euie ONHHUM CAeLCTBHEM
CYLU1eCTBOBAHHS TpaglCHTA, KOTOpBHIH, Kaxk mocTyaupoBano, obpa-
3yeTcA BHVTPH OTZEJBHBIX KJAETOK, T101:KH0 ObTb NOJSPHOE pacnpe-
LCACHHC MCMOpaHHBX GesfkoB, JeflcTBYIONINX KAK aareiHBHbie eJlH-
IHIBI Ha KJIeTOYHOH noBepxXHocTH. Kak TOAbKO KAeTKH 06pasoBaJiH
KOHTaKT, BOJIHH MOLYT pacnpocTpatsTbCsl HENPEePLIBHO OT KJeTKH
K KJeTKe, NOCKOJbKY cHCTeMa 0.1aroiapsa HaJM4YHIO IIEJNEBHX KOH-
TAKTOB OKa3biBaeT cjaboe CONPOTHBJICHHC NPOXOIALIMM NO HeH HOH-
HEIM cHrganaM. Ecnn 6w coesHeHde V Morno puddyHaHpoBaTh
yepe3d 3TH KOHTAKTHI, rpaiueHT MOr Owl 06pa30BaThest HA POTIKE-
HUH BCero opranusMma. [lepHomuueckHil pexxuM coxpaHaicad Obl BO
BCeM CJH3eBHKe, a JOMUHHPYIOILYIO PO.1b Hrpasaa Obl BepXylka, Ko-
Topad, cornacio Py6uny u Po6eprcony (Rubin, Robertson, 1975),
JNeHCTBYeT KaK OpraHusaTop., Mogenb, MCROJB3YIOMAs MNOJAPHOR
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pacmpefiefledie «KQHTAKT-UYBCTBHTE/IbHbIX> MOJeKYJ Ha MeMOpaHax
ame( Kak OCHOBY i/ 06pa3nBaHHA rpajHeHTa _AM® nHa npotaxe-
HUW BCETO CJIM3eBHKa, NpeoxkeHa Maxk-Maiixonom (McMahon,
1973). Caa6ocTb 3TOH MOIENTH — B ee HECHOCOOGHOCTH OGDLACHHTH
PCrYILHIO [OCJe pa3pe3aHHsl CiH3eBHKa NONOAaM H B HeoOGXOLH-
MOCTY BBOAHTbL AOBOJDLHO COENHAJbHBbIE HAYaJbHBE YCJOBHA 311
TOro, uTOOH TNOJYUHTH TUKOE e OTHOMMeHHe cnophi: cTefens (2:1),
KaK B HOPMaJIbHBIX CJIH3EBHKaX,

Perynanus W ycToHYMBOCTE

KakoBa xc GHOXHMHUecKas NMPHPOLA MOJCKYJ, (BUIYPHPYOIIHX
B BOAHOBOH Mozenu? Haubosee uHTepecHOil 43 HHX ABIAercs V —
VMoOJgeKysna, Kotopas, Oyayud cBf3aHa ¢ AKTHBHBIMH LCHTPAMH Ha
MeMOpaKe, Hrpact poJb Hey.joBHMoro MopdorcHa. [TocKoabKy MBI
MPeRNOJOKHIM, (ITO ITa MOJEKY/a BJAHAET Ha HOHHOe paBHOBecHe
H, CIeN0BaTeILHO, TPHYACTHA K YIPaBJAeHHIO CBOHCTBaMH MeMOpaH,
HaM HyMHO PaccMOTPeThb Te MeTaGoJHTLI, KOTOpble MOrYT OKa3bl-
BaTh TaKoe jcitcTBHC. TPYRHOCTD COCTOHT B TOM, UTO TakuX MeTado-
JUTOB O4YCHb MHoro. Oanako Ham BLIGOP HCCKONBKO OrpaHUuHBaeT-
¢ TpedoBanHeM, NpeRbsRASEMBIM K MOJeJNH, — OHA JOJXHA OLITh
IOCTaTOUHO YHHBepcaJabHOH. MuTepecHbiM kannuaaroM Ha poab V
npeacrapisercs caMm nHkAnvteckuit AM®; B atom cayuae E; Gymer
aneHHMATIHKIA30M, KOoTOpasi, KaK HM3BCCTHO, B 3HAuUHTEJNBHOH cCTe-
MeHH CBA3aHa ¢ MeMOpaHHbIMH (paxuusiMu, a E;— docoauscre-
pasolt, pacTBOpHMbiM depMcHTOM. BMecTo Toro uTo6bl AcicTBOBAThL
NpAMO Ha OpoHUnacMocTb MeMOpanbl, TAM® cHauaga Gyaer akTH-
BHpOBaTb NPOTEHHKHHA3bt W TakHM 006pa3oM cousgacT Ha MemOpaHe
BTOPHUHBIN TPafHEHT KOBaJeHTHO c¢Bf3aHHoro ¢ocdarta. dto npH-
Be1eT K NIBYM BaXXHbIM caencTBHAM. Ilepsoe — B pesyabTate ¢oc-
bopHIANPOBAHHS H TOCJACIYIOIIEro 3MeKTPOCTATHUECKOrO B3auvoaei-
CTBHA W 00pasoBaHus BOAODONHBIX CBA3eH MeXAY COCTaBHBIMH 4a-
cTAMH MeMOpallbl BO3pacTeT YCTOHUHBOCTL pacnpefefeHust GeqaKoB
B MeMOpade. DTo YMEHBIHT NOABHXKHOCTb MeMOpDaHHLIX GEJKOB U
CTaGHAN3HPYET TPafHeHT NpoTHB LHGOY3HOHHOrO pasMBIBAHHS, CO-
rJacHO UKo Mo3aHuHol Mofenn MemGpannl (Frye, Edidin, 1970;
Nicolson, Singer, 1971; Gitler, 1972). Bropoe — ¢ocdataeie rpyn-
bl Ha CBSI3aHHHX ¢ MeMmbOpaHof 6eakaX OYLYT CTPeMHTbCSl CBS3aTh
IBYXBaJ/eHTHble KaTHOHH, TakHe, Kak Ca’t, KoTopele B CBOW oOde-
PCAb MOTYT BBI3BATb OTKPb{BAHWe KaHAJOB, 10 KOTODHM uepe3 MeM-
Gpausl npoxoaar Nat uan K+, ¢ noMollbi MeXaHH3Ma, alajJoruy-
HOrO MeXauuavy nefcTBHsI pogoncHHa B Koaboukax cetuatkd (Ha-
gins, 1972) u TponoHuna B Mubiue (Bremel, Weber, 1972, Hitch-
cock, 1973). Cefivac McraoJHUCCKUM MOCACACTBHSIM JIOKaNhHBIX
M3MCHCHHA HOHHWX KOHUEHTpalHH, BHI3BAHHBEIX CBA3AHHBIMH C MEM-
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OpaHofi GenkaMu, mpufaeTcs OONbIIoe 3HadeHHe, TaK Kak TO, MO-
BHIMMOMY, OLHH M3 MePBHYHKIX aKTOB IeHCTBHS TOPMOHOB.

Huxagueckni AM® gBafercs TOMLKO OLHHM H3 BO3MOMKHLIX
KaHIHIaToOB Ha PoJib BellecTBa V; Lpyrie KaHIMIAThl — LHK/IHUE-
ckuli TM®, cepoTonnn {5-OKCHTPHNT4MHUH), y-aMHHOOYTHPAT H T. 1.
Bce OHHM — nmpocThie MeTaloJHTHL, KOTOpbie MOTYT HrpaTbh BaKHYIO
MopdoreHeTHIeCKYI0 POJb B KauecTBe MORYJASTOPOB MeMGpaH M,
CJELOBATE/NbHO, BO3ACHCTBOBATL Ha JIOKaJLHBIE MeTabosH3M che-
UHGUICCKUMH criocofavi, NPUBOAMIIHMHA K YNopafodeltHoit ¢pusng-
JIOCH'IECKOH U CTPYKTYPHOIl reTepOrenHOCTH B KJIGTKaX HJAH Pa3BH-
BaIUHKCA TKaHAX. DTO 3JeMeHTH YHHBEPCaAbHOro siskiKa (QOpMH-
POBAHHA CTPYKTYP B OPTaHH3MaX.

OcoBeHHOCTb AaHION MOJAeNnd, NPeRnoJ0oMUTeNbHo o6rananiel
peryJiHpylol{HMH CBOHCTBAMH, COCTOUT B TOM, UTO [POLECCH, yua-
cTBYOIIMe B 06pPa30BaHUM TpPafWeHTa, ABJAKTCA N0 CYUECTBY JO-
Ka/JIbHBIMH, T. e. MeTaboant V puddyngupyeT u3 neHtpa obpaso-
BaHHUsl Ha cBs3anHbiXx ¢ MemOpanoil depmcntax E; u 3axparsiBaerci
Beakamu B, pacnonoxenuwMy B MemOpalne Tno coceicTBy. Kak
TOJBKO BO.1IOBOH (HPOHT yHIeT Ha HCKOTOPOE paccTofiHie OT JIo-
6ot paHHOit o6aacTH MemMOpaHbl, Tak cpa3y B 3ToH oGsacTh Gyler
3a2XBaTLIBATBLCSl OUeHb MaJso LuhPyHAUpYyOlLero MetabosauTta, no-
TOMY UTO HEHTPHI CBA3LIBAHHSA PeJaKCHPYIOT K HCXOLHOMY HeaKTHB-
HOMY cOCTOfIHHI. TakuMm 06pazoM, MOXKHO NMPeAnooXKHUTDL, 4TO, KakK
TOIBKO BOJHA YINA/JHTCS Ha HCKOTOpOe paccTodHWe, YPOBeHL MOp-
tdoreHa B HCTOUHHKe NPHOJH3HTCA K CBOEMY MAKCHMaJbHOMY 3Ha-
uyeHHI0. ITo Oyaer, KOHeuHo, 3aBHCETb OT 3HaueHuii v u D; uewm
MeHbuie D, TeM Gonee JoKaahHbIM GyaeT NpoLece.

BaKHbIM MOMEHTOM [IJIf Bcero INpollecca fABJsieTCA MpHpona
GYHKIMH 33axBaTa, OMHCHIBAIOLICH, Ha KAaKOM DPacCTOAHHH aKTUBH-
PYIOTCSl ICHTPHI CBS3LIBAHHSA, a 3aT€M pEJAKCHPYIOT XK HeaKTUBHOMY
COCTOSIHMIO, B MpHIOXKeHHH, HCNOABL3YS BYHKUHIO

f(z)==ze 9, 2z2=0
=0, 2 <0,

rae o TaKuBa, YTO MpPOLECC CRA3bIBAHHA NOCTHraeT MaKCHMYMa B
20 MXM NO3aaH TOro MecTa, rie HayuHaeTcsl aKTUBauMs B, H 3aTeM
cmajaeT 3KCHOHEHNHAJNbHO, ML MOKAXeM, 4TO NpH v = 5 MKM-Cc~' H
3ajlepXKKe MeXKAY BO3HMKIIOBEHHCM BOJIHBL H 3aXBaToM B 4,5 ¢ ypo-
Beub MopdoreHa nocTturaer 96% cBoero MakCHMAaNbLHOrO 3HAYEHHA
B TouKe, ABJAAIONIEHCA HCTOUHHKOM BOJIHBI, NOCJAE TOr0o KakK BoOJHA
yiaa Ha 60 MxM. [TpousBosbHo npeano.1oxus, uto 96% HopMann-
HOro JMamas’oHa 3HaueHWid YpoBHA MopdoreHa (QYHKUHOHAABLHO
9KBHBAJEHTHB BCEMY AWATa30HY, MOXKHO cleaaTh BHBOJ, UTO B BOJI-
HOBOM MOJe/H 119 NPHBEIeHHbIX BHUIC 3HAYEHHUN NapaMeTpoB BCe
oceBble PaccTosiHua Goabmce 60 MEM 6yayT HMeTh OAMHAKOBLIA 3¢-
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(heKTHBHBIA NHaNa3oH 3HaueHUH yposus Mopporena. Menbwne pac-
CTOSAIHUSl GYAYT HeLOCTAaTOUHLIMH, T. €. PEryasiiHH He NPOH30HAeT.
g pasHbIX opraHU3MOB XapaKTepHbie 3HAaueHHA MapaverpoB O6y-
LYT, KOHEUHO, Pa3NHyaTbhcs, TaK 4TO PAacCTOSHHe, Ha KOTOPOM
HapyllaeTcs He3aBHCHMOCTDL OT pasMepa, AJs HHX Toxe GyleT pas-
HoiM., ML BHIOHM, 4TO BOJIHOBaf MONE/b NaeT HaM PeryJjsllHio Kak
mojapoK: AJs TOro uToOH ROJYUHTb 3T0 GHOJIOTHYCCKH Bakioe
CBONCTBO, K OCHOBHBIM MOCTY/1aTaM He HYXKNO AODABJIATL HHKAKHX
cnenHadbHEIX npeanosoxcuuii. Takum o6pasoM, B Kjaacce Mofedets,
onucHiBacMeIX ypaBHetinamu (5.1), Momens, OCHOBaHHAs Ha IMponec-
€cax pacnpocTpaHeHHsl BOJIH, HMeeT TO NPeuMYLIeCTBO, UTO pery.s-
UUsl 0osyyaeTcsl Kak ecTeCTBeHHOe CJIeACTBHE OCHOBHBIX MNOCTyJAa-
toB. Kpome Toro, MeMGpaHHas BOJHOBas Mozedab 00mAcHAeT, mo-
ueMy HHPopMauusg mMopdoreHeTHUECKOro NOJA ycTOHuHMBA K BO3MY-
meHHAM (LCHTPHOYTUPOBAHHIO 1HTONAA3Mbl, YAaJeHHK), FOMOreHH-
3alHHd H 3aMCHE IUTONMa3Mbl) H KakHMm o0pasoM Ha 3TO HoJie Mo-
SKHO BO31eACTBOBATL NOBOPOTOM HJH TPaHCNTaHTaUHeH CerMeHTOB
KOPTHKAJABHOro ¢105. O6BACHUTL BCE 9TH RAaHHHE ¢ NOMOLLBIO MO-
fedell, BKIIOYWAIOUIHX (EePMEeHTAaTHBHYIO AKTHBHOCTL H Auddysuio
MeTaboauToB B 06beMe Tuna moneau Toiopunra (Turing, 1952) uan
Tupepa u Meitnapra (Gierer, Meinhardt, 1972), noBoasHo TpyzaHo.

OGpaTuMcsi Tenepb K BONPOCY NPHMeHeHHS) BOJIHOBOH MOnean
K npoueccy MopdoreHesa rHEpOHIOB.

MNMepuoanueckue PeXMUMB y THAPOMIOB

JlBa acnexkrta oOuiei TeopHH, pa3BHBaeMoH 31eChb NMPHMeHHTe/b-
HO K MopboreHeTHUECKHM MpOTeccaM, NOLNAIOTCs UETKOH 3KChepH-
MeHTadbHoH mpoBepke. OQHH H3 HUX — 5TO MPeANOJOKEHHE, UTO
mMeMGpaHa fBJSETC IMaBHBIM UEHTPOM NeDBUUYHLIX MOpdoreHeTH-
yeCKHX NMPOLECCOB, TaK UTO H3yueHHe CBOHCTB GHOJIOTHUECKHX f0-
BepXHOCTeH — WX 3JeKTpHuecKod BO36YAMMOCTH, YYBCTBHTEJILHOCTH
K LeJIOMYy pALy MeMOPaHHO-aKTHBHBIX areHTOB W U3MEHEHHI0 B CO-
crase McMOpaH, o6YC/NOBJIEHHBIX, CKaXXeM, KOBaJEeHTHLIM CBs3LIBa-
HueM ¢ocdaTHHIX Trpynn ¢ MeMOpaHHBIMH 6eKaMu, — o3BoJseT
nonofiTH K HCCAeROBaHHAM paHHero MopdoreHesa. [pyroit ac-
MEeKT — 3T0 NpefNoJdoKeHHe O TOM, UTO BaXKHLIM MoMeHTOM (dopMo-
ofpasyloluX NPOLECCOB B Pa3BHBAIOIIHXCSA CHCTeMAaX SBJAAIOTCS 0O-
BTOPAIOUINECS MEePHOJHIeCKHe NPOUECCh, BEPOATHO CBf3aHIbie C
HOHHLIMH MOTOKAMH H, CJACAOBATENbHO, C 3MeKTPHUECKHMH CHIHa-
aami, Kak bl BuouM, y Dictyostelium discoideurn naGmopaercs
yeTKasl MePHOLUIHOCTDL Nponecca arperauuy, a y Pelvetia w Aceta-
bularia 3aperdcTpHPOBAHbL NOBTOPSIOUIMECHS NOTCHLHAIH JeHCTBHA,
KOPPEIUPYIOmHe ¢ PaiHUMH cTaauamMy Mopdoredesa. EcTb au aHa-
NorugHble LaHHble 1a8 THAPOWAOB?
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®uavmbt o peredepannn Tubularia, cHaTuie nefitpadepHoll cbeMm-
Koi Ix. Kykom u . BeGerepom na Mopckoit 6uosornueckoit craH-
uuH B [leanose, BHISIBHIH CIeLYOINYK NOCTEROBATENbHOCTE COGLI-
THA B xole atoro nponccca. [locie orpezanus rHEpaHTa BHauade
HaYMHEeTCs JIHCTAJbHAs MHTPanHA KJAeTOK, H Y HHX nossjsercs
TeHIEHNUUsT CryLIaTbcd B 00JacTH, Haxojsiyedcs B HeNOCPeACTBEH-
Holt GaMsocTH OT MecTa cpesa. 3ta ¢asa npoaoakKacTcs MOUTH 5 u,
3aTem Hauyuuaercs) ¢alza HeperyJAPHBIX OEPUOJHUECKHX COKpalile-
HHH; BOJHH COKpalleHHs BHAyajde pacnpoCTPaHAITCS H3 PasHBIX
UCHTPOB B 30He CryUIEHHS, a 3aTeM COKPAlCHHA NpHoGperaloT
XapaKTCp OpPratn30BaHHLIX MEePHOJAMYECKHX BOJH, HCXOASIIHX H3
onnoii neficmexepHolt objactH c¢ mepuHoxoM oT 8 g0 10 MuH. dT0
npogosKaeTcsl B TeyeHHe NPHMepHO 8,0 4, BCJed 3a 4CM JIOBOIBHO
Pe3Ko HacTynaeT $asa HEMOABHIKIIOCTH NPOAOAKHTEALHOCTBIO OKO-
J0 4,5 4, B TeyeHHe KOTOPOH IPOHCX0AUT AajJbHCHINAA KougeHcarns
KJeTOK B NpcamoiaraeMoil o6/acTH o6pa3oBaHHA uIynasen H TOY-
Kax Hayasa Mopdorencsa. [leficMekepHas ofsacTh Tenepb copna-
NaeT ¢ 1eHTPOM ATOH KOHJEHCHPOBAaHHOW 30HBLL 3aTCM HayHHaeTcs
BTopas ¢$a3a NepHOAWUECKHX COKpamleHWH W pacnpocTpadeHus
BO.IH, KOTOpasi MPuJOIXKaeTCad OKOMO 54 ¢ NOCAERYIOIUM NepHOAoM
noxost. K coxasnciuioo, ¢uabM On1  He NOJOH — OTCYTCTBOBaJa
4yacTh O NepHoIe Pa3BHTHS ¢ 3TOTO MOMEHTA BOJOTL J0 MO0
nuddeperuuposkd ruapanrta. [locacausg dasa pereucpaldd Co-
cTOUT u3 OoJee OLICTPHIX COKpallielHd (¢ mepuogoM B 4—5 MuH)
# 3aKaHUHBACTCH NYMhCHPYIOLIUM MOSIBJACUHCM TrOTOBOUO THIPAHTA
H3 Iepucapka ¢ aKTHBHBIMH JBIKEeHHSIMH UIYOa/CH TocJe BBHIXOLA.
CxoaHble siBjeHns] OLIIH 3aPCTHCTPHPORAHK BeJoycoBEIM H Ap.
(Beaoycos u ap., 1972) na Obelia. )Kaap, uto Takum crnocoBoMm He
YLACTCS HCCAeLoBaThb pereHepauwio Hydra —y Hee kamible He-
CKOJBKO MUHYT NPOHCXOANT 3HEPrHyHLIe COKPALICHHA TeJa, MaCKH-
pyiouiHe Bce MOPQUreHeTHUCCKHC IBHxkenHd. Moxuo npeanofo-
KHTDL, UTO MEPUOIHuecKHe PexKUMHl THD2 HaOMmoRaeMmulXx y Tubularia
COMPOBOXKAAIOT MOp(oreHes, NPOHCXOAAIIHN HA OCHOBE MOe/H pac-
NPOCTPAlCHAS BOJAH, POTOTHIIOM KOTOPOro CIYXKHT arperauus Dic-
tyosielium discoideum. OpHaKO BaXKHO MOHHMATh, YTO MeTabO/Hue-
¢cKas NOEePHOAMYHOCTL COBCCM He of0s3arenbHo OyLeT NPHBOLHTL K
TAKHM LBHXKCHHSM KJETOK B DPa3BHBAIOUIHXCSl CHCTEMaX, KOTopele
yaacTes 34PerHcTpHpoBaTh, H MOXKET OKa3aTbCsl, YTO BLIABHTL Npeln-
A4ATaeMYK TepUoJHUHOCTL MeTa60JdHIecKoH aKTHBHOCTH Ha MeM-
GpaHe 6YAET OUEHbL TPYIHO.

Hpyrofl moOZxox K 3KCOEPUMEHTATBHOMY H3YUEHHI0 MepPHOTHYHO-
cTell B Pa3BHBAIOUIMXCS CUCTEMAX OCHOBAH HA BO3MYUIEHHHW CHCTe-
Mbl KaKHM-JUB0 NCPHOAWUYECKHM CHPHAJIOM. JTa MeTOAHKa HCHOJib-
jopaaach Ha [lydra littoralis caeayiomuy ofpasom. Y 60TblunX, OT-
KOPMJENHDBIX dHBOTHHX OTpe3aNH UHIOCTOM, 3aTCM ACJAANH BTODOI
pa3pe3 OHCTAJBHO K 30He Pa3BHTHA (YTOOBL H36exaThb OCNOXKHEHHH,
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cBi3aHHbIX ¢ o6pasoranueM nouek). [loayucHHBIC OTpe3kn xeny-
MOYHOH 1acTH OPraHU3Ma HAHM3BIBAJIH 3aTeM HA INTaTHHOBYHO npo-
BOJIOKY nuamerpoM 40 MKM, KoTopas Oblla H30JMpPOBAHA MO BCel
IJHHe, KpoMe KOHUEROro yuacTka B 4 MM. [IpoBO/IOKY mponyckanu
no AHaMCTPY dcpe3 opraHusM (Temepb NOJbIT HHJIHHAD), pacnoga-
rags ee JMHGO NHCTa/JbHO, BOJH3M pa3spc3a, KOTOPBHIM Obil yaaten
THOOCTOM, M0G0 NPOKCHMAaJbHO, BOJIH3M 06J14CTH, rie ywke Obliaa
30Ha MOouYKoobpaszoBaHus., Ha olHY U Ty e TPOBOJOKY, KoTopas
CAYKHAQ OLHHUM H3 3JEKTPOIOB UEHNH CTHMYJSIHH, HAKANbIBAAH OT
2 10 4 HBOTHEIX. BTOpbIM 3JeKTPOIOM SABJISICA APYroH Kycouek
NJATHHOBOH NMPOBOJNOKY, KOTOpbLIH moMcIlya/n NpHMepHo B 1 ¢M oT
TIPOKOJIOTBEX XKUBOTHBIX; BCIO 3Ty CHCTEMY [OrpyXaju B cpeny ofH-
Tauusa Hydra, XoTopas no coctaBy 6JH3Ka K 03epHOH WM peqHoil
Bojie, [TPOBOJIOUKH MPHCOEZHHANH K KJeMMaMm CTHMYJAATOpa (QHPMBI
Grass, reHepHpyIOUIEro HMOYJ/ALCHI MOCTOSTHHOIO TOKA, HANPSKEHHC
H AJUTEJBHOCTbL KOTOPBIX MOMKHO ObiIo MeHsTh. OKa3zanioch, UTo
H30JHPOBaHHDIE YUACTKH Ke/yJKa COKPallajiHch B OTBET Ha KOPOT-
kuft (100 mMc) HMOyJabc HanpsKeHHR ¢ aMIIHTYA0# 4—35 B, Ho Go-
Jee caabole UMOYALCH He NPHBOJHJH K 3aMeTHHIM COKPallEHHAM.
TTocKoAbKY COKpallleHHA HYXHO OLLJIO HCKJIIOUHTDL, BLGpaNH Hanps-
xKende 1,5 B, KoTopoe, Kak 0Xa3aJjoch, IpH MOManiaHHH YacToOT CJe-
JOBaHUA HMNYJLCOB B ONpeleleHHLIH 1Hana30H BLI3LIBAET 3HAUYH-
TeqbHOe Bo3MymeHHe MopdoreHesa. Yactora 3agasantach HaMepH-
TesieM BpeMeHHBIX MHTepBajor dupmbl Crouzet, koTophil ¢ 3apan-
HOH MePHOAWYHOCTBIO BKJOUAT CTHMYJSTOp. IIJAHTCABHOCTL HM-
nyabca coctasasna 150 Me, Tak Kak 0Kas3aJocb, YTO HMMOY.ILCHI
panTenbHocTeio A0 100 Mc menee 3 eKTHBHL /A TeHepaudnd Mop-
(GONOTHUECKHX HaPYIIeHHH, TOrLa KaK HMNYJbChl AJTHTeNBHOCTBIO OT
100 mc no 3 ¢ — Hauboupiuedl H3 HCOHTAHHBIX AJAHTCALHOCTCH — 1o
cBoeMYy AeficTBHIO OblIH OAHHaKOBbLIMM. MIMIy/JbCcalHl0 HauHHAJIH B
TeyeHHe MePBOro Yaca MOcje HAHH3LIBAHHS H NPOIOJIKAJH B Tcue-
Hue 24 u, B koHue 3TOr0 mepHONA KHBOTHLIX CHHMAJTH C NPOBOJIOKY
H MePEeHOCHIH B OTHE/BHYIO NOCYAY. JKCNCPUMCHTH DPOBOAUIHCE
npu teMneparype 21—24°C,

Bulmo caenaHo Tpu THma XoHTpoaed: (1) ortpeskam cpecasci
YacTH XKeJdyIKa NPerocTasIfil BO3MOKHOCTL pereHepHpoBaTh (e3
BO3MYlUeHHA; (2) OTpesKH B TeueHHe 24 4 ObLJIM HAKOJOTH, HO He
CTHMYJIHPOBAJHCh; (3) OTPe3KH HENpephiBHO CTHMY.HPOBAJH MpH
HanpsXeHHH 1,5 B B TeyeHHe mepHUAa BPEMeHH, PaBHOrO CyMmap-
HOM AMHTEeNbHOCTH CTHMYJISIHH 3a 24 4, 2 3aTeM NPeloCTaBILIn HM
BO3MOXHOCTb pereHepupoBate 0e3 RosLCiicTBHIL. Taknw obpasoM,
eC/IH 4acToTa CIelOBaHHA HMNYJbCOB B ONLITE COCTABASNA OLHH

HMIYJAbe Kaxable 2 MHH, TO NOCTOSIHHAA CTHMYJISHHS, HCOOAbIYe-
Mmasi B Koutpoae (3), nponosxkanach

(24X6° X 0,15) =108 c.



180 Taasa &

[pebbiBaniie KHBOTHBIX B TeueHHe 24 u B HAKOJIOTGM COCTOSHHH
HHKaK He BJHANO HA PereHepanuio, 3a UCKJAIOUEHHEM TOTO, UTO UPH-
BOLHMO K 3afepkke B 12—16 u (M3McpCHHOH 10 NosBACHUA my-
nafeu); ofHaKko 3Ta 3alepXKKa HAaXOMWTCH B HOPMAJaLHOM AHana-
30He H3MeHuHBOCTH. )KHBOTHDLIE, CTUMYJHPOBAHIIbIE HEMpPEepLIBHO B
TeuenHe 108 ¢ uaw goawire (MakCHMyM 3 MHH), He pcreHepHpOBaJiH.,

MopdoreneTnueckoe HapylleHHe, KOTOpoe ObLIO CJACACTBHEM
NPOKCHMaNbHOR CTUMYJANHH C NepHomoM OKojo 0,5 MHH, WaAMO-

Puc. 5.5. TToABaeHHe MENHATBIONO THNOCTOMA B MPOKCHMAJBHO CTHMY/JAUPOBatHON
Hydra. Tlokasano 0XHO M TO Xe KHBOTHOe (TPH PalHOM yRemHdYeHuw) nHa 2, 3,
4 u B-f feHb nocne CTUMYINMNH.

crpupyercs puc. 5.5, . )KusotHoe nMmeer ABOHHYIO HOXKY H MeLH-
anbHLIA runocroM. KapTHukH nociaenoBaTesbHO NOKAa3bIBAIOT OLHO
H To Xe KHBOTHoe (doTorpadHu clenaHbl NPH Pa3HoOM yBesdHue-
Hui) Ha 2, 3, 4 1 5-it ZeHb NocJe OKOHUAHHA 24-4acoBOrQ mepHoia
crumyasin. Korna nonoGHoc Bo3neHcTBHE TPOUIBOAHIOCH THCTA b-
HO, 4acToTa MofABJeHNs aHoMaJuW ObLLT1a 3HauyuTedbHO MeHbile.
CroHTaHHAas 4yacTOTa BOJHUKIOBEHWS TAKHX HApYIICHUH, Tpocae-
»KEHHAs! B KOHTPoJe, coctaBaana 1,6%. PeayanTaThl OnwITOB, 1CMOH-
CTPHPYIOIIHE OTBETH Ha CTHMVYJALUHIO C Pa3’sHBIMH UacTOoTaMH, A4aHH
B Taba. 5.1. M3 Bcex opraiHsmoB, CUHTaBIIMXCS aROMAJNBLHLIMH,
6Ll M TaKHe, KOTOpPHeE OTJHYANUCh IO BHEUIHeMY BHLY OT H306pa-
KeHHOro na pHuc, 5.5 ', HO Bce OHM HMeJIH J1Be HOXKH H OJWH Men-
aJdbHBHT rHNOCTOM. YacToTHAA XapaKTePHCTHKA OTBETa NMPOKCHMANb-
HO CTHMYJHPOBAHHBIX HBOTHLIX HpencTaBjeHa Ha pHC. 5.6. Mak-
CHMa/biOe YHCAO MeAMaNbHLIX THIMOCTOMOB TMOJYYaeTCd NpH dYa-
crote | uMn Kaxable 2,5 MHH.

Hurepnperanis 3Tux pe3y.ibTaTOB B PaMKaxX BOJHOBOH MONETH
OUEBHIHA: NePHONHUECKHH CTHMY/ HHHUHHPYET BOJHY aKTHBHOCTH H
MO3TOMY BhI3HIBaeT 00pa3oBadHe rpajueHTa BAOAb OCH OpraHH3Ma.
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Tabauya 5.1
HPOKCHMGJII:Haﬂ CTHMYIALLHA ﬂuc'lﬂ.}lbﬂaﬁ cTHMleK]lHH
P Huc.1o Tncao
Yacrora, Oduiee wneno | o oty mx o OfuIee WHCAO | oy
RIS e R I i R
—; 19 1 5,3 14 0 0
+ 18 0 0 20 0 0
l Ly
W 42 13 32 38 2 5
-;- 22 5 23 36 l 3
l <
—1—,7_5 22 2 9,1 22 0 0
1
—_— 1 1
5 18 2 11, 6 0 0
I
195 13 0 0 10 0 Q

YacToTa CHONTAUNOCO CNOSBIEUHA JINORHLIX HOMEX M Me/HanhHRX THIOCTOMOB, HaG.Ti0~
naeMas B KoutpoJae, pasma 3 ua 200, 1. e, 1.5%.

Tor ¢axt, uTO NpH AHCTANLHOH CTHMYIAUH aHOMAJbHble KUBOTHHIE
MOBOJILHO PEJIKH, B TO BpeMsl KaK NPH NPOKCHMAaJbHOH CTHMYJAUHH
HX BO3HHKaeT 3HauHTeAbHO GoJblie, ABISETCS CJHELCTBHEM TOro, 4ro
JHCTaAbHAS CTHMYJANHA <«YCHJAHBAaeT» HOPMa/bLHLIH TPajJHeHT OT
rHnOCTOMa K TMOALOLIBE, a NPOKCHMal bHas Hapymaer ero. ITosydeH-
Hble pe3yJabTaThi OueHL NOXOKHW Ha AaHHue Busabu u BeGcrepa
(Wilby, Webster, 1970), nonyuyenHble B ONbITaX NO mepecafikaM rHmo-
CTOMAa K NPOKCHMaJbHbiM KOHUAM HW30JHPOBAHHLIX MHIIEBAPHTEND-
HBIX 308, Takie nepecaiku runocToMa Ha 48—72 uy ¢ nocCaeRyrOWUM
ero yaaleHueM TaKxkKe NPHBOLWJIH K 00Pa30BaHHIO MKUBOTHBIX ¢
LBOMHBIMH HOXKAMH U MeAHa/ bHbIM THOOcToMOM. [IpoKcumanbuble
NPUBUBKH FHNIOCTOMA Ha CPOK, Go/biuiHit 4eM 72 v, BH3LIBAIOT GoJee
noJHOe H3MeHeHHe TOJAPHOCTH Y KHBOTHbX. B 3xcncpumeHTax ¢
3JeKTPHUECKOH CTHMYyJfAlHel MXHBOTHbIE, CTHMYJHPOBaHHbLIe Oosee
36 4, MOBpEXILAMUCh TaK CHJIbHO, UTO UX pereHepaius HOCHIA SPKO
BLIPA’KEHHHI aHOMaJIbHLIH XapaKTep HJAH He NPOHCXOAHJA COBCEM.
DT0 CBH/AETEILCTBYET O TOM, UTO 3JeKTPHYeCKas CTHMYJAUHS sB-
JS1€TC O4YeHDL rpyOLIM, 06TafarolilnM pa3pyllUTeNLHOA CHIOH CTH-
MYJIOM M UTO B KaueCTBe MOJejH neficMekepa oHa nsoxa. Onnako
HaJHYHe LOBOJLHO OCTPOr0 MaKCHMYMa Ha HacTOTHOW xapakrte-
puctuke npu 1/2,5 MuH™! ©® oTHocHTeqbHAas 3QQeKTHBHOCTD
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NPOKCHMAJBLHON CTHMYAAIHH N0 CPABHEHHIO ¢ AHCTaJNLHOH HABOASAT
Ha MBIC/b, 4TO GOJBMYIO POJAb B 3THX ONBITAX UrPAIOT NMEPHOA H pac-
NOJOMEHe MeCT CTHMYJSIUHH, @ CJACROBaTeqabHo, ¥ Hydra wvcerca
Heguit meficMekcp. TOT THO 3KCMepHMenToB, OVAYUH ycoseplleH-

40+

OMROCUMERBHOR HUCAD HUBOMHELE
C MeTUURHBIM ZUNOCIMOMOM | Ts
1

10 |- x x
X
1 B [ L
02 o4 o6 0.8 10
Yacmorna

Puc. 5.6. UacTorHas XapakTepHCTHKa reHepAUHH MeXHAJLHOrO THIOCTOMA B OT-
BeT HA MPOKCHMAMLHYIO CTHMYJRNIHIO.

CTBOBaHHBIM, MOr Obl AaTh MpeACTaBJeHHEe O PacnOIOKEHHH H Npu-
pole nmcACMCKePHBIX NEHTPOB B pa3BHBaOmuxca oprannsMax. [Ipe-
KpacHBIl DpPHMEDP HCTOJAbL30BAHUA TTepPHOAHUECKOTO XHMUUECKOro CHI-
HaJa [/ yopaeJjcHAA Mopdorene3oM LAwT 3KcnepuMeHTH PobepT-
cona, [pefinxa v KosHa (Robertson, Drage, Cohen, 1972), B Ko-
TOPBLX BO3[efCTBHE NEePHORHYECKHX HMNYJabcoB UAMEP Ha cBoGon-
HBIX aMel NpHBOAN/IO K HX arpeTalnHdH BOKPYT 3TOTO0 HCKYCCTBEHHOTO
nciicMexepa.

OueBniHO, nepHONHUECKast MOAEJDL PaccMaTpHBAeMOTO HaMH
TUNA MOMKET HCTOJbL30BATLCH KaK AJA alnanad3a OTYETIHRO [epHOIH-
YeCKHX BO BPpeMeHH MOP(OreHCTHUECKHX MPONECCOoB, TaK H AJs mpo-
LLeCCOB, ¥ KOTOPLIX BHAHMAsS OEpPHOLHUHOCTb OTCYTCcTByeT. [lpoaoa-
KaTb ONHCaHMe Pa3BHBAIOHIMXCS CHCTEM, B KOTOPbIX BpEMeHHLie
NepHOAHYHOCTH TOro WJAH HHOTO poOZa Yyxe OOHApPYXKCHBI, TOJLKO
18 TOro, 4To6bl NpeAcTaBUTb JaHHbIE B HX NOJb3Y, He UMeeT 6OaDL-
moro cMbicaa, LIcHHOCTL TeopHH COCTOHT He B IeTaJbLHOM COOTBET-
CTBHH ee COBPEMeHHbiM 3KCIePHMEHTalhHbBIM JaHHBIM — TaKoe COoOT-
BETCTBHE MOYTH BCerjla MOXKHO NMOJAYYATH TeM HJIH HHBIM CHOCOGOM;
ropa3no leHHee ee HHTENJEKTY4bHAS MOIb, €€ IPOCTOTa H, CAel0-
BaTeJIbHO, CTIOCOOHOCTL A4aBaTh MNpeicTaBAeHHe 06 OCHOBHBIX NpHH-
LHNaX, CKPHIBAWMINXCA 33 pPa3HOOOPA3HCM TPOUECCOB, OTHEbHBIE
CBOMCTBA KOTOPHX MacKHpyloT obUlyio KapTHHY. B 3akmoueHne cme-
LyeT MDH3HATb, YTO BBLICIUHM apOHTPOM 31eCh fIBJASIETCA OPravH3M;
OH BLIGHpAET CTpaTerHio pa3BHTHA COOOpPAa3HO CBOWM COOCTBEHHBIM
noTpeGHOCTSIM, a He B COOTBETCTBHH C TeM, UTO HaM KaxKeTcs NpoLle.
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MOP®MOreEHE3: NPOCTPAHCTBEHHbLIE
NEPUOAUHHOCTHU U MHOIMOMEPHAR
YROPAALOYEHHOCTb

[MpocTpaHcTBeHHasd NepHOLHYHOCTDL — 3TO 3aMeuyaresbHoe CBOM-
CTBO GHOMOrHUECKONH CTPYKTYPH H MopdoreHeza, U HUMEHHO [pH
06DLSICHEHHH ee OPUPOABI Obila MOCTpoeHa onHa W3 HaHOojee paH-
HHX aHAJHTHYECKHX MORedeil MOPpGhOrcHeTHYECKHX NpouneccoB. ITO
Mojsenb A, TolopHHTa, NOKa3aBlIas BO3HHKHOBEHHE HEYCTONUHBOCTH
B peardpyomux cucremMax ¢ auddyanoanoi casanio (Turing, 1952);
0 Hell yXe YNOMHHAJNOCL B NpeAbLIAYILICH TjaBe B CBfA3H C ypaBsue-
HHAMH, MpeatoxeHHHMH HpepoM u McitnaptoM Lasi oGpsicHednA
noasapHocty B Hydra, xotopas npHHALNeXHT K 3ToMy ofieMy
Kaaccy cHcTeM. Tun OHOMOUHuecKHX siBNeHHH, koTopble ToiopuHT
crpeMuicsl QOBACHHTb, — 3TO BO3HUKHOBEHHe CHCTeMBl NATEH Ha
Dalmiatium, nepHogHueckas cerMeHTanHs KOJAbLUAaTbIX ucpeedl o 00-
pas3oBaHHe BEHUHKa mynajen y ripouaos. Matauctocts v Dalma-
tium HOCHT NBYMEpHLIi XapaKkTep, B TO BpeMs KaK [N IBYX IpYy-
FHX ABJEHHH CBOHCTBEHHA MEPHOLHUHOCTb BAOJDL OTPC3KA MJIKW OKpPY-
JKHOCTH.

B npeanosoxeHuH, uTo OHOXHMHUECKHe MPOIECCH, Jiexallhe B
OCHOBe Ofpa30BaHHA CTPYKTYPH, BK/HIOUAI0T B3aWMOAEHCTBHS ABYX
THNoB MoJsekya X # Y, KoTopble MOryT nHGbGYHIHPOBATh B HEKOTO-
poM ofbeme, YpaBHeHHf, ONHCHIBAIOIIHE HW3MCHCHHC KOHUEHTPalHiH
X u Y Kax ¢yHKuHi# NpOCTPAaHCTBEHHLIX H BpeMeHHBIX KOOpMHHAT,
BYAYT HMEThb BHA

"—X=f(x, Y) -+ DyVX,

6.1
X —g(X, )+ DV, ©b

3nech Dy v Dy — KOHCTaHTH an)d)ysnu MOJlEl(zy.H XuY, V2— one-
0? a2

patop AuddepennHpoBaHus ( T ag T 022). OMHCLIBAIILHNA

niddy3noHHbIt nponece, a X, y, 2— NPOCTPAHCTBEeHHKE KOOPIH-

HATht.

ToioprHT nokasan, 4to cyntectyot dyHkuud f(X, Y) n g(X,Y),
OpH KOTOPHLIX OJIHOPDIHOE MO IPOCTPAHCTRY CTAlHOHAPHOE COCTOMA-
Hue HeycTolunBo. OH NMOJYUHI 3TOT Pe3yAbTal, NHHeapusyd Qyuok-
OHH B OKPEeCTHOCTH CTalHOHApHOH TOYKH H mnpeanonaras, 4To
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cHcTeMa pasjie/ieHa Ha KJeTKH, PacnosioxeHnHble MO OKPYAKHOCTH
HIH moBepxHOCTH cdepbl. HeycTolluHBOCTE 03HaYaeT, uTo HEGOAB:
wHe (JyKTyaluH B CHCTeMe 3aCTaBAT ee OTKAOHATLCS Bee Gofblie
H Gosbllle OT COCTOSIHHS MpoCTpaHcTBeHHol ogHoporHocTH. Kak no-
Ka3an TobiopHHr, B 3TOM Cjyuae B CHCTeMe BO3HHKHCT BOJIHOOGpas-
lloe pacnpeledeHHe KOHUeHTpanuil coefuneHuft X H Y, HO OH He
MOKa3ald, 4TO CHCTeMa O006fi3aTejbHO 3BOJIOIHOHHPYET K YCTOHUU-
BOMY HEONHOPOZHOMY CTanHOHAPHOMY COCTOSIHHIO ¢ OnpelesieHHOH
MPOCTPAHCTBEHUON NepHoIHYHOCTBI. [eno B ToM, 4TO CcHCTEMY
ypaBHeHn# (6.1) ¢ HelHHedHbIMH QYHKIHAMH f ¥ g HeJNb3A PelldTb
allaJIATHYECKH BHe OKPeCTHOCTH ONHOPORHOM CTalHOHapHOR TOUKH;
It 3TOro ucoGXOLHMBI uHcAeHHbBIe MeTOAH. XoTa cam TolopHHr
HPUHHMAaJ aKTHBHOE ywacTHe B HIefHOM Pa3BHTHH 3THX METOLOB H
IO ero HMeHd Ha3Bada JIOTHUECKas peasid3anHsi aHa/H3a PeKYpCHB-
HBIX TNPOLIECCOB — YHHUBEPCRAJILHASA MalinHa TbLIOPHHTa, BHIYHCIH-
TejdbHbie YCTPOHCTBA ObiIH TOTAa COBCeM He TaK JROCTYNHbI, Kak
TENeph.

ITonuvie pewcHusa ypabuenult (6.1) s HeKOTOPBHIX byHKuuH
B3auMogeficTBHS [ u g yoasoch HAaWTH JNHIUDL HeJaBHO, H OHH MOJi-
HOCTLIO NOATBEpPXAAOT BLBOAH ThlopHHra. B uactuoctu, MapruHec
(Martinez, 1972), ucnonnays $yHKIHH

[ N=a+XY -+ DX,
g{X, Y)=bX — X%,

KOTOpble HCXOAHO Obnx npeasoxenn [Ipuroxuneim (Prigogine,
1969), nokasas, uro AJA JHHEHUIOro PacfofiOKeHHs! KJIEeTOK [0oJy-
Y3l0TCA YCTOHYHBBIE MPOCTPAHCTREHHO-NEPHOLHUECKHe petieHH X
1 Y. CortacHo TwlopHHry, ANHHA BOJHH NPOCTPAHCTBEHHOR NEpPHO-
AHYHOCTH AJAs LaHHLIX mapaveTpoB, BooOule roBops, o6HUHO HO-
CTOsIHHA, TaK 4To uyeM 060.bllle NuHEHHDIe PasMepbl CUCTeMB, TeM
Gonpine HaG.110laeTcs NPOCTPAHCTBEHHBIX NepHooB. K TakoMmy xe
BHBOAY UpHIes § MapTHHec, KOTOPDLIH, KpoMe TOro, noxasat, 4To
aMILIHTYRAa BOJH eCTb (DYHKIHS BCeX JNHHeHnolx paamepos. lpyroe
YHCJIEHHOE T[CCNe0BaHHEe CHCTEMBI TakKoro THna Oblio chenaHo
Bapnom u Jlaynepom (Bard, Lauder, 1974) u noareepiuio cle-
JalHBie Bbile BHIBOALL, & TaKe NMOKa3ano, 4To MOJyyeHHble CTPYK-
TYPBI HEBOCHPOH3BOLUMDI: HeBGOoJbIIHe WaMeHeHusl HauaJbHBIX YCAo-
BHH NPHBOLAT K 3HAYHTENLHLIM H3MeHEHHSM uHC/Ia H pachoJoxe-
HHSl MaKCHMyMoB. Takum oGpasoM, CHCTCMBI ¢ MPOCTPAHCTBEHHBIMH
HeOIHOPOLHOCTAMH, BO3HHKAWUIUMH B pe3yabraTe paforhl Mexa-
HM3Ma TDhIOpHHTra, HeycTORYMBLI NPH reHepamuH APOCTPAHCTBEHHOI
YIOPSAOUENHOCTH ¥ He peryaupylorcd. [Oag Muorux mopiboreHeru-
yecKHX NPOUECCOB, TaKMX, HanpHvep, Kak o6Gpa3oBaHHe N1yna/ibles
y CHAPOHWAOB, 3TC BNOJHE YIOBAETBOPHTeNbHAs MOJedb, TaK Kax
YHCAO WYNAbHER yBCJAHUIHBAETCA € pocToM auaMeTpa Tera. Onma-
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KO AJis UpHMeHeHHs MOJeNM K NEPHOLHUECKUM CHCTEMaM, KOTOphie
061aJaI0T CNOCOGHOCTLIO K pervaanuu (HanpHuMep, Oadbilkl KoHeu-
HOCTEH MO3BOHOUHHX), ee HYXHO MOIH(QHUHPOBAThH TaKUM o6pasom,
uyTo6bl UHCJIO MEepHONOB H 3HAYenHe aMIVIUTYABl OCTaBAJHCL NO-
CTOSIHHBIMH, C TeM YTOOH HKOCTHUL HaJEeXHOCTH H HEH3MEHHOCTH
HHQOpMALUHK 0 nojokKeHud. MHTepecHBIl aHaJMH3 3TOA npobaembl
cnenan Msfinapnom Cmutom (Maynard Smith, 1960). Peryaupo-
BaHHe Tpelbyer uUaMeHeHHH B mapamerpax MoOje/]H, 3aBHCAMHX OT
LJHHBI, YTO NpeAmoJaraeT CYILIECTBOBaHHe KaKOro-To BCNOMOra-
TeJbHOTO MeXaHH3Ma, UYBCTBUTENLHOTO K pasMepaM.

PacnpOCTpaHeHHe BOJMH U NPOCTPAHCTBCHHBIE NEPHOAHUYHOCTH

PacemoTpuM Tenepnb, Kak HaliTe 0600ieHHBIH BapuaHT MOLENH
pacnpocTpaHeHHs BOJIH (M. B), KOTOpbIH naeT NpPOCTpaHCTBEHHYIO
nepHofHuHOCTb. OfuH NYTL pellleHHs 3TOH NPobiieMbl COCTOHT BO
BBEIENHH NPelNoN0XKeHHS O TOM, YTO BAOJbL OAHOTO HJH HECKO/b-
KHUX H3MepeHHH B TKaHH (B 3aBUCHMOCTH OT NPHPOABl paccMaTpH-
paeMoit nepHoIMYeCKOH CTPYKTYpHI) peryJspHO PacnosoXeHbl TOU-
KH, B KOTOPBIX, COMMIacHO HeKOTOPHIM BHOJHE ONpedeseHHLIM HpaBH-
J1aM, FeHepHpPYOTCS HCTOYHHKH HJIM LeHTpPH obpasosaius Mopdo-
refa, TaKk 4YTO HMeeT MeCTO NepHOAHuecKoe paclpenefenne mopdo-
rena. B pamkax BosHOBOfi MOIeJlH 3TO O3HauaeT CYIeCTBOBAaHHE
HCTOUHHKOB BOJIH, KOTOpbIe PEryaspHO PaCHoJOXKeHH BLOJL OCH
(ecn paccmarpHBaTh ciIyuaii oznomepHoii mepuoznunoctH). [To-
BHIHMOMY, NpOIle BCErc MONYYHTH TAKYH KapTHHY CHeRYIONIHM
ob6pasom.

[Ipexmososkum, YTo MmO Bcell pa3BuBaloUleHcA TKAHW pacIpocT-
paHsieTcsl BOIHA KOMIETeHTHOCTH B OTHOIIEHHH CBoHCTBa BO3GYIH-
MOCTH, TaK 4TO TOJbKO NOC/Je NPOXOXKAEHHA 3TOH BOJTHBI TKaHb CTa-
HOBUTCA CTIoCOGHOH K nepefaue BOJIHBI aKTHBHOCTH THNA ONHCaHHOMN
B mpeablayulef riape (CM. NOCAeLOBAaTeNbHOCTL PeakuHii puc. 5.4).
CaepoBaTeabHO, NMpepnoJaraercs, 4TO pasBHBAIOWAACH TKaHL yXe
VMeeT OCh, KOTOpas onpese/seT HampaBJeHHe NBHKeHHA 3TOH BOJ-
Hul. Paspurue Takoro THN2 BO3GYIHMOCTH TPAKTYeTCH aHaJHTHYe-
CKH B ciepyiollueil riiaBe Kak (asopbill nepexon, a yc/oBHA, Ynpas-
JKIOIIHE 3THM MepexoloM, ONHCaHbl 31ech, [1o cywecTBy peub uper
06 ynpas/ieyuH cHHTe3oM depmenTa E, H ero BcTpauBaHHeM B MeM-
OpaHy, MO3TOMY MBI paccMaTpHBaeM BOJHY B3IHIEHETHUECKOH HH-
IOYKUHH, KOTOpas NepeMelaeTcsi mo Bcell TKaHH.

IMpennonoxuv nandee, uto Mopiporen, KOria ero yporeHb BBLIIIE
JLaHHOTO NMOPOTOBOro 3HAaUeHHUsl, HHrHOHPYeT pacnpocTpaHeHHe BOJ-
HBl, HanpuMep Mewas paGore depmenta E\. D10 3HauHT, uTO MBI
paccMaTpHBaeM TaKylo MOJesh, B KOTOPOH ONHOH BOJHB aKTHBHOCTH
LOCTaTOUHO AJIS1 YCTAHOBJIEHHS COOTBETCTBYIOIIEro rpaiHeHTa {cMo-
TPH npuaoxenne). OGYCNIOBNEHO 3TO TeM, 4TO, KaK TOJNBLKO NPOILTa
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BOJIHA H 0fpasosascs T'pajHeHT Mopdorena, Bce yacTu MeMOpanbi,
HeCylllHe CBCPXTIOPOTOBHE 3HAYCHHA KOHUEHTpalHH MOpdoreHa, 6y-
AYT MHrHGHPOBAHW H He CMOLYT aKTHBHO y4acTBOBaTb B pacmpo-
CTpaHeHHH BoJuki, MBI Takxke npeanosaraeM, 4to Mopgoren (BV-
KOMIMJIeKC) OUCHbL YCTOHYHB, T. €. 06jagaeT A0CTATOUHO GO0JIbIINM
BpeMeHeM KH3HH.

DT TpeanoioXeHHs NPHBOAAT K MEPHOJHUECKOMY NPOCTpaH-
CTBEHHOMY pacnpejc/ieHHio MopdoreHa. Boana Bo3GynaMoctd pac-
MPOCTPAHACTCS NO BCel TKAHW, H HAa PaBHBLIX PACCTOSHUAX APYFr OT
Ipyra ofipasyloTcs noc/ieloBaTefdblble HCTOMHHKH BOMH MopdoreH-
MPOU3BOASLIEH AKTHBHOCTH, OCTaBJifil CpPagHeHTH MopdoreHa Ha
MemO6paHc Hau B Koprekce, Tounasa npocTpaHcTBeHHan opma BOJIH
rpalvenToB MopdoreHa OGynmer 3aBHCeTb OT jAerasefl MojesH, HO
B NpHHWNE PacnpefeleHde OTHOCHTENbHO MAKCHMYMOB OY/leT acHM-
METPHYHHM, TaK KaK BOJHLI aKTHBHOCTH He MOCYT PacnpoCTpPaHATE:
ca «B o0paTHOM HampaBjaeHHH» — B 06aacTb, coxep:xaumyo Mopdo-
red. CrenopareNbHo, BoAHAa MopdoreHa HMeeT KpPYTOH 3apHuil
{poHT K nojornii nepesHuil, HanpaBIeHHbI B CTOPOHY HOBBIX BOJHO-
BbIX HCTOYHHKOB, TIpHUEM BOJHAZ aKTHBHOCTH PacCHPOCTPAHSETCs Be-
pe/l B TKaHb, OCTaBUIYIOCS BO3GYIAHMOH IOcjie npouecca HHEYKUMH.
TaxuM ofpaiom, TKaHb CTPEMHTCA OGpECTH OTUET/IHBYIO MOJSPHOCTD
cBoel OpraHM3aIliy, HaJlOXKeHHYI0 Ha TPOCTPAHCTBEHHYIO NepHORHY-
HOCTh MAaKCHMAaJibHbIX 3HaueHHi KOHHeHTpanun MopdoreHa, Kax
3TO MMCeT MeCTO B CerMeHTaX HaCeKOMBIX HJIW CerMeHTHPYIOLLHXCH
COMHTaX NO3BOHOYHBIX,

Hnsa toro yrodbl NOTYYHTL PeryJHpOBaHHe B TaKoil ModesH, Kak
3T0 OblI0 cjesano npH onucanuu coMHToreHesa (Cooke, 1975a),
Heo0X0/lHMO NMPHBECTH B COOTBETCTBHE C MOJHLIM Da3MepoOM TKaHH
PacCcTOAHHA MeXAY MaKCHMYMaMH KOHUHeHTpauu# MmopooreHa. Bo-
o0lie roBUPSA, A9 ITOro HeoHXOAHMO BRECTH HEKOTOPBIl MeXaHH3M,
UYBCTBHTEJNbHBI K pasMepaM, KOTOpbiil mofcTpansan Gbl mapaMerp,
nonoOuntil crencHu HHruGuposanus E, MopdoredoM, B 3aBHCHMOCTH
oT ofuWHX pasMcpoB TkaHH. UcM Go/buie pa3Mepsl, TeM CHJIbHee
LBOKHO OBITH HuruGHpoORaHue, TaK UTOOB PAcCTOSHHE MEXLY HC-
TOUHMAKAMH MOpPQPOreHOPOHIBOAALLEX BOJH 6b110 GoJbime. JlocTHUb
3TOTO MOXHO ONATh-TAKH PA3HLIMH CNocofaMH, HalpHMep npeano-
JIOXKHB, UTO PEryAATOPOM CJAYKHT HeKas ycToiuHBad, Mafdag, GbicT-
po audyHIUpYOINas MOJeKyJaa, KOTOpas NepBOHAuasJbHO BhlIesd-
Jla 0Cch BO Beeil TKaHH. B paMKax BOJHOBOIN MOaesH 3T0 MOXeT ObITh
BelEeCTBO, aHajoruuHoe W, CBA3aHHOe C NEPBUUHON BOJIHOM, 3a-
Lawiledl ock (Cl1cHoBaTebHO, OTVIMUHOH OT BOJHBIL, KOTOpas reHe-
PHPYeT HepHOIHuecKH pacnpesenedHbid Mopdoren). KoHueHTpauus
9TOTO BEIeCTBa B KjeTKaX TKaHH OyieT H3MeHATbcs 06paTHO npo-
MOPUHOHAILHO NONHOMY 06beMYy 06JaCTH, ecsid NPedno/oKHTDb, 4TO
OHO MOKeT IHOPYHIUPOBATH OT KJAETKH K KJIeTKe B npejenax obaa-
CTH, HO He uepe3 ee rpaHuubl. EC/H 270 BeurecTBo npoTHBOAEHCTBYET
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uHrubuposanuio E; mopdorenom, To uem MeHbIue pasmep 0GiacTy,
TeM BhINie 6yleT ero KOHUEHTPaUHS H, C/1e10BaTeNbHO, TeM MeHbile
06/1aCTh HHIHOUPOBAHHS MCTOUHHKA MOPQOreHnpoH3BORAWHX BOJIM,
ClelOBaTeNbHO, MaKCHMYMB KOHUeHTpauuH Mopporesa 6yayT pac-
NOJIOKEeHb TecHee, DTOT THI MOLEJW B TPUHILHNE aHANOTHIEH MO-
gensM, npepnoxeHnsm Burricsoprom (Wigglesworth, 1959) nas
ONMHCaHUS pacnpejetedHs HETHHOK HacekoMbix, # Topuau (Thorn-
ley, 1975) nas onHcaHHA pacnpefefieHHS NO4YeK JHCTheR B (DHIO-
TakTHUYecKoM npouecce. OTIHUUTETbHOR OCOGEHHOCTHIO TpChJarae-
MOro pe’kHMa SBJSeTCs HCIOJb30BaHHE B KAuecTBe HCTOMHHKOB
Mopdorena paCnpocTpPaHSIIUXCA BOJH, @ He CTALHOHADHBIX UEHT-
poB.

[TpocToit u usawubIli crnocof peuleHHs BONpPOCca 0 DOJNYUCHHH
pPeryJsanHH 0Opouecca, TeHepHPYIOUero MPOCTPAHCTBEHHYIO NepHO-
IHUHOCTb, npeasoxed 3HMaHoMm (Zeeman, 1974). On ocHoBaH HA
BBCOEHHH B3aHMOLCHCTBHS MeXKAY HCXOLHO CYIIEeCTBYIOUIHM Peryas-
TOPHLIM MOHOTOHHBIM rpanxHeHTOM BO BCel cHCTeMe, KOTOpast LOJIXK-
Ha OBITb MogeseHa Ha NOBTOPAOLIHECA eAHHHUBL, H MOSABIAIOUIAMH-
¢ B KaKofi-To MOMeHT ro0adbHBIMH KoseBaHUAME HCKOTOpPOH mne-
peMedHolt B cucreme. OGa TH YCJIOBHS Jerko BHIOJIHAIOTCA ¢ 0O-
MOL1bI0 MEXaHH3MOB, OMUCAHHLIX B NpeAbAYWHX raasax. OcHoBHOe
aonyuleHHe B MoJetH 3HMaHa oueHb MPOCTO H COCTOHT B TOM, 4TO
CKOPOCTDL H3MEHeHHs AHppepeHIHPYOMHXCA KIeTOK ecTb PYHKUHS
CpellHerQ 3HauyeHHWs CpajHeHTa BHYTDH KJeTKH H KoJebawuiefics
nepemennoil. Takum o6pa3zom, HanpHMep, KJeTKH, HaXolsuHecs
B 30He Gosiee BLICOKOro rpaiHeHTa, NpeanoJOXHTeNbHO Auddepen-
uupyoTea 6nicTpee, yeM KJeTKH B 30He HUAKHX 3HAUeHHH, BO Bpe-
M onHOW ¢asul Kose6GaHHH 3Ta CKOPOCTh M3MEHCHHA YBe/JHUHBAET-
cA, a Apyroil — yMmeHbllaeTcA. [lapafire npeamo/iokuMm nasjee, 4To
y npouecca LH(pdepeHUHpOBKH CYLIeCTBYCT NOPOroBasi Touka, onpe-
nejsieMas KPHTHYECKOH KOHNEHTpanHed Kakoro-to MeraloJHTa,
KOTOpPDLifi WHHIITHHPYET TPHITEePHOE NepeKJfoueHHe COCTOAHHS KAETKH.
Takoe cBoiicTBO MOINO Gbl GBITH OGYCJOBAEHO KOOREPaTHBHOCTHIO
MyabTHMepHoro Geaxa (ra. 1) HJAH KOONMepaTHBHLIMH B3aHMOAeH-
cTBUAMU GoJiee CI0XKHONO Xapakrepa, PaCCMOTPeHHBIMH, HalpuMep,
B 1. 7. KneTku, KoTopble NMPOLLJAY TOYKY MepeKJIOUeHHs, IPearnoJo-
XKHUTeAbHO AH(pdepeHUHPYIOTCS HHAYe, YeM HenepekJioueHHbIe KieT-
KH. MTak, M1 HMeeM BCe COCTaBHble 4aCTH Npoiecca, onpeneasio-
Llero OPOCTPAaHCTBEHHYIO MEPUOAHYHOCTb H IeHCTBYIOUIEro CJaeayi-
wHM 00pasom.

KumeTkn, Haxopsilivecs B 30He MaKCHMMYMa rpasueHTa, nudde-
peHUHpYloTcsl GblcTPec, YCM Bce OCTajbilble KIeTKH TKaHH, H NO3TO-
MY 1OCTHraoT NOPOroBof TOUKH mepBLIMH. I'oGanbibie KoldebGanus
B HEKOTOPOH TOUKe TMPH 3TOM OKa3bBalwTCA B Pale, KoTopast saMed-
JASEeT ABHKeHWe K NOPory, H IS NMPOCTOTHI MBI MOXCM [OpPeRnoJo-
XKHUTb, UTO Nporecc PaKTHyecKH ocraHaBJHBaercs. Oanako 310 He
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ROJUKHO BJHSITH Ha CyALOY TeX KJIeTOK, KOTOphie yXKe OpOLLIH NOo-
por. B peaynbTaTe HeKOTOpaf rpynna KAeTOK, GAHKAHMHX K BbIC-
el TouKe rpajHeHTa, NPOHAET MOPOrOBYH TOUKY, B TO BpeMs Kak
BCe JpYyrue KjAeTKu OYAYT OCTaHOBJeHbl. KJeTKH, npolueiiide Imo-
por, GYAyT 3aTeM DPAa3BHBAaTbCsl B COOTBETCTBHM C HOBHIM COCTOf-
HHEM; 3TO MOXeT ObITh H3MeHehue HX (QopMBI, BpallleHHe, KaK Npu
06pa3oBaHHH COMHTOB, HJIH YCH/IeHHe HEKOTOPOro pona alre3HBHOM
H KOMMYHHKaIHOHHOH CBfI3H, KOTOpaf, BO3MOXHO, JIEXKHT B OCHOBE
cerMeHTtanuu y HacekoMblx. Koraa rioGacbHiie KoJeGaHHSt BCTY-
naior B ¢rasy, KOTopas MO3BOJfET KJIeTKaMmM CHOBa JBUraThC NO
HampaB/ieHHK K NOPOroBof Touke, KjAeTKH, OAuKalinine K Tem, Xo-
TOpPDBIE YXKe TUPOIIH Nopor, OYLYT HaMeHaThcsd Haubogee GLICTPO H
K MOMCHTY, KOTAa Kone6GaHHfl ellle Pa3 OCTaHOBAT JBUIMKEHHe, ne-
pefinyT nmopor. 3areM 3Ta rpynna kKiaetok Oyner nubdepedudpo-
BaThCA aHAJ/IOTHUHO MepBO, HO, BO3MOAHO, OCTaHeTCA NMPOCTPAHCT-
BEHHO OTJIRYHON OT Hec 6Jarofaps BPeMCHHOH pasHHlE [epexonLa
B HOBOe cocTosiHMe., BojHa cermeHTanuu, TakuM ofipa3oM, pacnpo-
CTPaHHTCSl BHH3 TO cHcTeMe, 0Tpe3as OJOKH KAeTOK, KOTopble npo-
XOAAT OOHMH H TOT e mnpouecc AU EpPCHUMPOBKH, HO B pasHoe
BpeMA. DTO OUeHb MOX0Xe Ha TO, YTO [POHCXOLUT BO BpeMs COMH-
TOreHesa Yy MO3BOHOUHLIX., TakoH mogxoX Obll Obl NPHMEHHM K
GosblieMy 4HCTY pPa3HOO6Da3HbIX NPOCTPAHCTBEHHbIX MepHOAHYe-
CKHX SIBJIEHHH, ecH Obl CYyHlecTBOBada HeKas BOJNHA AUppepeHuy-
POBKH, CONPOBOXKAaWOULas npouece. Takas BOJHA OKa3LIBaercs cy-
IIeCTBEHHON 4epTOH RaHHOH MOAeNH, OTJHYatieli ee OT crosued
BONHLI TLIOPHHTOBCKOro THMA; OHA MHHUHHPYeTCS He HCTOUHHKOM,
a pacnpocrpaHsiouleiics BOJHOM, KOTOPas TeHepHpYeT CBA3aHHBIM
¢ MeM6paHoli mepHOAMYECKHA rpanHeHT, eC/H TOJLKO BOJHA B IO-
cjenHeM mpouecce He oueHb mepjennasn. [Tockonnky Bonua audde-
PEHUHPOBKH B MOJEIH 3HMaHa CBA33aHa C HAUYaJbHBIM FpajHEHTOM,
BO3MYVILeHHe FpajHeHTa U3MEHUT BOJHY W NPOCTPaHCTBEHHble fe-
PHORH], TeHepHpyeMble €10 NPH B3aUMOLEHCTBHH € OCHHJIJIATOPOM.
I10T (aKT MOMXKHO HCNO/Ib30BaTh 1] pa3paboTKH KOHKPETHBIX
IKCHepHMEHTOB N0 NPOBEPKe MOJRJIH.

Peryasinus B Mozenu 3uMana HMeeT MecTO B TOM ciyuae, ecld
peryJMpyercsl HauagbHBIH rpafHeHT B TKalH, T.e. eCld €ro MakcH-
MafabHOoe H MHHHMaJbHOE 3HaUeHHA OCTAIOTCS OLHUMH M TEeMH Xe
He3aBHCHMO OT pa3MepoB TKaHH. Tak KakK noc/eloBaTesbHble Cpyi-
nul KJAETOK NPOXOAAT MOPOroBYI0 TOUKY B COOTBETCTBHH CO CKO-
pocTblo AHGDepeHHpOBKH, KOTOpas OnpefesseTcd 3HaUEHHCM HX
TPajfHenTa, TO NOALEpXKaHHe TPAUHUHLIX 3HaueHHH 3TOro rpajiHeHTa
MOCTOSIHHBIMH rapaHThHpyeT o0pa3soBanHe OZHOro H TOIO JKe 4HC/a
nepHOLHYECKH MOBTOPSIOWHMXCA elHHHI; NPH 9TOM pasMep Kaxkaofl
efHHHIK OyReT H3MEHATLCA B COOTBETCTBHH C MOJHBIM Pa3MepoM
tRaud. KpoMe Toro, npu ycJaoBHH, 4T0 CKOPOCTh AuddepenunposKH
¥ uacTora r06aibHBX KoMeGaHHH OAWHAKOBO 3aBHCAT OT (aKTO-
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poB, OnpeleNsIoOUIHX CKOPOCTb, HanmpHMep OT TeMmnepaTyphl, NpocT-
paHcTBeHHAs MEPHONMYHOCTb He OYHeT 3aTPOHYTa, RaXe ecau o6-
as CKOPOCTh H3MEHHTCH.

WccnegoBanus coMHTOreHe3a y 3apoabieli aMnOuil, BuInOA-
Hennsle Hepapno Kykom (Cooke, 1975a,b) u Dacasfinom u ap.
(Elsdale et al, 1976), noaTBepaH/H aneKBaTHOCTb OCHOBHBIX
CBOHCTB 3TOH Mojesu reHepauHH 0OPOCTPAHCTBCHUBIX MepHOLHYHO-
creil. IKyK HarisnHo noxasaJ HaauuHe peryasu¥d B cHCTeMe o6pa-
30BaHus COMHTOB Yy MOpuona Xenopus laevis w noay4ns Hutepec-
Hble natinble 00 YUAaCTHH B ITOM OpOllecce NOXOXKEro Ha 4achl OCUHJA-
JATOpa, HenoAbaya Tsikenylwo Boady, D90, koTopas mpHBOIHT K 06-
pASOBANMIO 3HAUUTENbHO MEHbIEro UHC/JA3a COMHTOB NO CPaBHCHHIO
¢ KoHuTposeM. H3sccTHO, uTo TaXKesas Bola saMenaser xon GHoJo-
rHUeCKHX YacouB, HO MCXaHH3M ee JeHiCTBHA NPH COMHUTOreHese Mo-
JKeT OhiTh M He CBSI34H C 3THM 3(pdexToM. DAcA31 H Ap. MoKazalty,
YTO NEepRHUHA® BOJNHA U3MEHEHHs KIETOYHOrU COCTOSHHA, KOTOpad
npeaiccTByeT MopdoreHesy, MoeT OwiTb JOKaJbHO BO3MYIUCHA
KPaTKOBPEMEHHBIM TeMIEPaTyPHBIM BO3ReHCTBHEM, TaK 4TO He-
CKOJIBKO COMHTOB OKaKYTCSl THCTOJOTHYECKH MOBPEXAEHB Temao-
BEIM YZapoM, HO BOJHA COMHMTOreHe3a BO3BPATHTCHA CHOBA K TOH Ke
tasze, UTO ¥ B KOHTPOJAX, U NOCJAEAYIOUHE COMHTbI OKasKyTCs HOp-
MaJbHO PacHoJOXKEeHHBIMH H HOPMAaJdbHHMHM THCTONOTHUECKH. ITH
pe3yabTaThi 110Ka3bIBAIOT, UTO MPEANOJ0KEeHHs O TI06aTbHOM KOH-
TPOJie peryadudH CKOpOCTH JABHXKEeHHUst pacnpocTpaHfmouwelics Boa-
HE MpU W3MeHeHHH BpPeMeHHOH NepHOAMUNOCTH BIONHE PeajbHH H
MO3BOAMIOT Pa3BUTL KpaifiHe HHTepecHBii HOBLIA noAXol K H3yue-
HHIO NPOCTPAHCTBEHHbIX NEPHOZHUYHOCTEH B Pa3BHBAIOLIHXCH CHCTE-
Mmax, uTo u 6eino cienano Kykom (Cooke, 1975).

SuupepMuc HACEKOMBIX

[TepefizeM Temeph OT paccMoTpeHus Gosiee Wiau MeHee aGCTpakT-
HbiX NpoGJeM K aHa/JIH3Y BOUPOCOB, KOTQpHIE, 10 MUIEHHIO GHOJIOrOB,
GauXKe K pealbHOCTH M HMEIOT NMOA cobolt 60Jiee NPOUHYIO 3KCOEpH-
MEHTaJbUYI0 OCHOBY, UeM Te€, Ha KOTOPbIX 06a3upoBajHCh HaliH
npeacrasieHHs O [POCTPaHCTBEHHBIX NepHOxHuHOCTAX, Murepec-
HbIfl MaTepHas AAst H3YYeHH MopdOreHeTHYeCKHX moJell Jand B Te-
yeHHe NMOCJACANUHX HECKOJBbKUX JeT 3NMHIePMHC HaceKOMBIx. B HeM
MMCIOTCA HHAHKaTODPW NOJSPHOCTH TKalH, OPHEHTANHIO KOTOPHIX
MOXHO TOYKO OTPEAeSHTh KaK MpH HOPMAaJbHbiX YCJOBHAX [PasBH-
THS, TaK H NPH BaUICHI KaKoro-nHGo Bo3fchcTeusa. MMeloTcs oueHl
MHTCpPECHDIC TPYNNDLI AHHHIX O HAPYIUeHHH SNHKYTHKYAAPHHIX CK/a-
[IOK, BbI3BAHHBIX 3BTO- H rOMOTPAHCIIaHTAUHeH ¢ MOBOPOTOM TpaHC-
nnaurata v Rhodnius (Locke, 1959, 1966), 0 HapylleHHH opuHeHTa-
nun gewyck y Galleria (Piepho, 1955), opueHTauuH UIETHHOK H
BOJIOCKOB y Oncopeltus (Lawrence, 1966, 1970), npocTpaHcTBeHHOM
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CTPYKTYpHI KJeTouHoll Anddepenunpopxu y Galleria (Marcus, 1962;
Stumpf, 1968) u yCTOHYMBOCTH OPHEHTAUHH HHTefl KYTHKYJHl ¥
xyka Tenebrio molitor (Caveney, 1973). Takne mauHble KocTaTou-
HO [OCTOBEPHbI, 4TOOH KOJHYECTBEHHO MPOBEPHTb afeKBaTHOCTH
rpanHeHTHRIX MojeJsei.

[TpekpacHulit NpUMCDP TaKoll NPOBEPKH MOXHO HalTH B cTaThe
Jloypenca, Kpuka 1 Maupo (Lawrence, Crick, Munro, 1972), rne
OPCACACTCH MPUMERMMOCTh ABYX PadHbix MoLeJded aas obbsacHe-
HHS XapaKrepa HaOMOLAaeMuX peJaKCalHOHHBIX CTPYKTIYp, NOJY-
vednwix Jokke (Locke, 1959). DKcrepHMEHT COCTOUT B CAEYIOUIEM:
H3 ONpPe;leIeHHOro MecTa B JaHHOM CCIMCHTE KYKOJKH WJAH JNHYHHKH
BLIpe3aoT nefoabwoll Kaapar, nosopaudsaior ero Ha 90° H BO3-
BpawaoT Ha mecto. [ToBepAyToiii Kycouek o0OJMOUKH MPHXKHBACTCH
H pa3sBMBAaeTC BMeCTe C OPraHu3MoM, ¥ 3aTeM Yy B3poc/oli ocobH
MayuamTCsl HapynIeHHs NOASPHOCTH 3NHIEpPMHCa B MOBEPHYTOM Ky-
COuKe M B ero OKpYyXKeHHH. B 3THX 3KcnepHMeHTax 0060J0YKa pac-
cMaTpuBaeTcsl KaK TKaHb ¢ OgHOMepHod YHOPAAOUEHHOCTLIO, RO-
CKOJbKY HabilioaalnTces NPoCcTo HapylleHHs nepelHe-3afHell moJsp-
HOCTH, YTO TIOKa3bLiBAIOT Jo0he TOJApHbIe MapKepo, KOTOpble He-
ceT TKaHb. ¥ Rhodnius MapkepaMu CIyXKaT cKAaguaTole CTPYKTYpHI
B3pOCAOH INMHKYTHKYJBL, KOTOPble B HOPME PacrnofaraloTcd Ha TKa-
HH Mendo-iatepanbuo. [loBopor TpaHcnsnanTata Ha 90° BHOCHT
NpPOTUBOpeuHe MeXy NOJAPHOCThIO TPAHCIIAHTATa H NOJSIPHOCTLIO
OKpykalouefi TKaHH, MPUBOAA K HapYUIEHHI) XapaKTepa BOJHHCTO-
CTH B TpaHcIIaHTaTe H ero okpectdocTsX. [IpH mosnolt penakcauuu
CKAalKH WK Obf napannelnbHo CTPYKTYpe CKJIaRoK OKpYKalouied
TKaud, B TO BpeMsl KaK B OTCYTCTBUe peNaKCauMp CKAaAku Onlau
6h pacnonoxeHb nmof yraov 90° apyr k npyry. Ha camom nene
Ha0JoRacTCs HeuTo CpeaHee; cTelellb PelaKCandd 3aBHCHT OT MO-
MeHTa P43BHTHS, B KOTOPEI! BHIOMHSETCH MOROPOT TPAHCILIAHTATE,
a cJaegoBaTeNbHO, OT IJHTCARHOCTH NepHOoAa, BO BPeMsl KOTOPOro
MOMKeT NPOH30HTH pesakxcauds. XoTs Lajee Ml GyleM IIPOBORHUTL
BCe pacCy)KIeHHsl TaK, Kak ecnd Obl 3ajauya OuIa oJHOMepHoOI,
MO3XC Mbl YBH/IHM, uTO B AeHCTBHTENLHOCTH 3TO ABYMepHas 3ana-
ya, CiegyeT TaKXe HMETb B BUAY, YTO SMHACPMHC HACEKOMBIX ABJSA-
ercs MEePHOIHYECKOH CYPYKTYpoH, MpHUeM B IPoo/ibHOM Hampas.e-
HHH OH pa3fescH i{(a HeCKOJbKO CerMeHTOB, He COBceM HAEHTHUHBIX
APYT APYTY © BO3HHKAWILHX B MpoTlecce PaaBUTHA C MOMOIUbIO He-
KOTOPOro ICPHONHYECKOTO DPOLCCCA, U3MEPSIOUIero MpoCcTPaHCTRO.
OaHaKO 30€Cb MBI OCTAHOBHUMCSL HA npofacMe noas HHGOPMAUHHE H
BO3MHKNOBEHHS NOJSIPHOCTH B Openesax JHIibh ORHOTO cerMefra,

Mopciau, ucnoabsosannne Jloypedcov u gp. (Lawrence et al.,
1972), Cuad ocHOBAHLL Ha NPCANONOKEHHH O HAJNHYHH B TKaHH Npo-
CTPAHCTREHHO paclpejeeNRuiX HCTOYHHKOB W CTOKOB, KOTOPBie 04~
NepAuBaT B HCH rpannent auddynaupyrouiero meradosnra (Mop-
¢dorena). CornacHo NepBUH MOAENH, HCTOUHHK pacnofaraerca Ha
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ncpenHell rpanuue cerMenTa, a CTOK — Ha 3anHci, 3alaBast JuHel-
HBlil rpajanedT MopdoreHa B Tkand. [loBopor Tpaucniautara wiu
ero 3aMCcHa B 3TOM CJyvuae UPUBEAYT K JOKAJhHOMY HAPYIIEHHIO
rpajyenTa, KOTopnlil 6y1eT MOHHKAThCA CO CKOPOCTBIO, ONpenelse-
MOH CKOPOCTbIO noTOKa MopdoreHa uepe3 TKaHb, T. €. KOHCTAlTOH
audPyaud # KOHCTAHTaMH CKOpocTedl juIf HCTOYHHKA W CTOKa,
dTa Moaedb Oblia YHCAeHHO paccaHTaHa ;18 psja 3HaueHHuil napa-
METPOB M HauaibHBIX YCJIOBHH; IpadWK 3aBHCHMOCTH KOHUEHTpa-
nui MopdoreHa 0T BPeMeHH CPaBHHMBAJIH C IKCNEPHMEHTAIbHLIMH
NaHHBIMH N0 ONpeaeaeRuio HOpMEl KOHTYPOB B LLEHTPC TPaHCIJIaHTa-
Ta, 4To 06ecneyuBaJo TOYHOE H3MEPEHHC CTCNEHH pelaKcaunH. Bhl-
JIO OKa3aHO, UTO 3Ta MOJe]b He LaeT XOPOllero corJacHs ¢ 3Kcne-
DPUMCHTOM; B COOTBETCTBHH ¢ Hel NMHKH U BNAAHHBI CTPYKTYPH C Ha-
pyuleHHeM JOJKHBI £aBaTh GoJbUIYIO pedaKcaiHio, ucM Habmona-
JIOCh 3KCTIEPUMEHTANLHO, JTO 03HAYALT, YTO TpaHchJjdaHTaT Obl Go-
Jee YCTOHUHB X peslakCallHH, YyeM OKHIa/l0oCh Ha OCHOBAHHH YHCTO
IaddysHoHHoro mpouecca THNE PaccMOTPEHHOTO NCPBOHATAJIBHO.
D710 oueHb HHTepecHLIT ¥ HeHHDb pe3yabTar.

CyinecTByeT HECKOJIbKO CIOCOGOB, ¢ NOMOIIBI0 KOTOPBIX MOMKHO
H3MEHHTDL CHCTEMY, UTOOH CHeaTh ee «KecTye» B CMbicJe NPOTHBO-
neiicteust nupdysnonomy pacnasipanuio. Jloypene u ap. (Lowrence
el al, 1972) UpeAnOMOXKHJH, YTO Ka)KIad KJIETKa B TKaHH AeHcT-
BYET KaK roMeocrar, CTPeMACh MOAAEP:KHBAThL BHYTPH Ce0si BaHHBIH
ypoBcHL MopdoreHa. Kak 3ToT ypoBeHb ROJKeH ONpelefsThes, He
yKa3nBaeTcsl, HO npeanosaraercs, uTo BO BpCMfA Ipoiecca pasBH-
THSl BOJIOTHL 10 OOpa3’oBaHHA HapyXHOro NOKPOBA KJETKH OKa3bl-
BAlOTCS «3alpOrpaMMUPOBAHHLIMHY» (BEPOSITHO, ¢ MOMOLLBIO Mpel-
IIECTBYIOWIEr0 MO NO3HIMOHHOW HHQOPMAUMH) H MOjLepXKHBAIOT
KOHUEHTpauHio MopthoreHa Ha 3aJaHHOM yYPOBHe COTJIacHO HX NOJO-
»KeHH10 B mose. Torla Kakaas K/JAeTKa CTaHOBHTCS HCTOUHHKOM HJH
CTOKOM. DTH pacnpeleseHHble HCTOUHHKH H CTOKH Hapsly ¢ AHG-
dysuci cozmaroT TpagHeHT MopdoreHa B TKaHH. «KccTKOCTb» CH-
cTeMbl B CMbicjie NpoTuBOAeidcTBHA AHPOYIHOHHOH pesaKcaunun
onpefesseTcss TOrAa CHOCOOHOCTbIO roOMeocTaTa COXpaHiTh ypoBeHb
mopdoreHa, necMoTpst Ha neHcTrHe AHGOYSHOHHBIX CHJ, BHI3LIBAIO-
HIHX €ro NOoBhillleHWe HJH NOHIGKCHHWe. Bbllo nokasatio, UTo mpH He-
KOTOPHIX 3HAUCHHAX MapaMCTpOB 3Ta MOAEAb OYeHL XOpOIIO COOT-
BETCTBYET IKCHEPHMEHTANbLHKM HAHHBIM,

Jan o6bacHenua Apyrux GakToB OLJIO BBEACHO ellle OJHO Mpen-
nonoxenue. OHO OCHOBHIBAJOCH Ha LAHHBLIX O TOM, 4TO €CNH Yy Hace-
KOMOrO 3aTArHBAJH JHHLKY Ha KaKoe-TO BpeMst CBEpX HOPMAaJbHOTO,
TO HapylleHHasl CTPYKIypa B TpaHcnJaHTaTe peNakKCHpoBala Jaxe
6uicTpee. [10-BHAHMOMY, MCXKAY YHC/AOM JHHEK, HMEBIIHX MECTO B
OpOoMeXYTOK BpeMeHH OT [epecakHBaHHA TpaHcnJaHTarTa Jo Ha-
6/0eHNS, H CTeNEeHbI0 PeIaKCaNHH CTPYKTYPLI CYUIECTBYCT OOpese-
Jgennas Koppedsuusl, Tak Kax IHUKJA JHHLKH BKJIOUAET KJETOUHOE
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IedeHHe, TO MOMKHO TNpefNOJOKUTL, YTO penaKkCauus CKaaldyaToH
CTPYKTYPBI KOppedupyeT ¢ HeKOTOPLIMH XapaKTepHCTHKaMH KJeTou-
HOro LHK/Na, BO3MOXKHO, HanpuMep, YTO KJETKH BOCCTaHAaB/JIHBAIOT
CBOI TOMeOCTa3, «CYHThIBAsA» HHbOpMamyio moas (yposeHb Mopdo-
reHa B HX HemocpeacTBeHHOH GJM30CTH) Ha HEKOTODOH CTaluM Kie-
TOUHOrO UHKTa., DTa 0COGeHHOCTh HANOMHHAET NOCTYJIAT KBaHTYIO-
Iero MHMTO3a, paCCMOTPeHHL B . 3. BBeas 3170 cBOHCTBO B CBOIO
Monelb, JIoypeHc H Ap. NONYudJIH XOpollce COOTBETCTBHE € Xapak-
TepoM penakcanuy, HaGmoaaemoil nocjae psana JuHex.

Uncnennbiil aHaMH3 KOHKPETHO! rpagHenTHoH Moze/H nOJA HH-
(bopMalUHH B pa3sBHBAIOWIEHCHE TKAHU NPENCTaBJAfeT 3HAUHTENLHYIO
UeHHOCTh, 0coGeHHO B TOM NJaHe, UTO OH ofpallaeT Halle BHHMa-
HHe Ha HeoOGXOZHMOCTb OOBACHEHHSl «KEeCTKOCTH» TKaHH, T.e. ee
CNOCOGHOCTH COXPaHATb TpadHeHT [ocJe [OBOPOTa, H Ha pOJb
KJETOYHOro UHMK/JAa B INpoieccax penakcanud, ITH 0coBEHHOCTH B
naibiefilieM GblIM H3YueHB 3KcnepwMeHTaabHo Ka#euau (Cave-
ney, 1973) Ha Tenebrio molitor. On ueTKo ImOKa3aJj, uTO C mpouec-
COM peJaKCalMH KOppeJHpyeT camo KJeTouHoe JedeHde. Kpome
TOr0, 0Ka3aJjoch, UTO B MOBEPHYTHIX TPAHCMAAHTATaX y HACEKOMBIX
XapakTep pejaKCauHH B HepelHuX 06/JacTAX 3aMETHO OTJHUAJICA
OT TAKOBOIO B 3aAHHX 00JacTAX; OTCIOLA CJeiyeT, uTO HEKOTopble
COCTaBJAIIONIHE Mponecca SBJINIOTCA HeJHHeHHLIMH — BBIBOL, X KO-
TopoMy panec nmpumes Jloxke (Locke, 1959), n3ywasa TpaHcmIaH-
Tath Y Rhodnius, nosepuyteie Ha 180°, KoTopnle Takxe oG.aanaior
nepenHe-3anHeil acuMMerpHell, JIns o6bACHEHHS 3THX JAAHHLIX B
Monenn Jloyperca, Kpuka 1 Manpo Heo6Xx0ZHMO BBeCTH NpPEANoJO-
KeHHe 0 He3aBHCHMOCTH pasMellleHHs HCTOUHHKOB H CTOKOB.

[IpeanoJoskeHHe O TOM, YTO rPajHeHT B TKaHH MOAJEPIKHBACTCH
KJeTKaMH, NeficTBYIOLIHMH KaK romeoctartbl, Tpe(GyeT, uTOOLI KJeT-
K4 MOIP/H NEPEeKTIOUaTh YCTPoficTBa, peryaHpylollHe BHYTPeHHHH
mMeTaGoMH3M, B JI0Goe U3 HECKOMLKHX (CKa)KeM, NATH) DasiHYHBIX
cocTosinuit. TIpu ofcyXJeHHH BONMPOCOB KJAeTOYHOH peryaslMd mo
THNY 00paTHOH CBA3W B ONPEeALAYIIHX I1aBaX Mbi He CTANKHMBAJHCh
€ TaKOH MYJbTHCTaGHALHOCTBIO (T.e. CBOHCTBOM CHCTeMH ofJaazaThb
HECKONbKHMH YCTOHUMBLIMM CTAalHOHADHBIMU COCTOSIHUSIMH), H ee
He TaK-TO OPOCTO NOJYUHTh, KOT[A KJIeTKH HaxonaTcs B KoJeba-
TeJIbHOM COCTOSIHHH, aXKe NpefanoJaras cJOXKHOe aJloCcTepHyecKoe
nopegeHHe, MYJbTHCTaOHILHOCTL, HECOMHEHHO, XapakTepHa n.jf
Pa3BHBAIOIIHXCS CHCTEM, HO 51 He 3HAI0 IKCMepHMEHTANbHBIX YKa3a-
HHl Ha TO, UTO TAaKHM CBOMCTBOM 06.,121210T KaKHe-MHOO0 MOJEKY/bl
B 0TIenbHofi Kierke '. TpeGosanue, uTo6H HCTOUHHKH H CTOKYM MOI-
JIH 06pas0BEIBATLCSI HE3aBHCHMO APYr OT Apyra, BBORAHT B MOJLeJ]b

{ TIpumepom MyAbTUCTAGHALHOCTH ABAAEICH MOBeACHHe OTHHOYHLIX Kailajos,
oGpasyeMelx a¥TUBROTHKAMH B GHCAOMROA (ochomununuoli memGpane, — flpus.

ped.
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elle ONHH YPOBeHb C/MOXHOCTH. Kpome roro, naHHnle Ksifipunu
(Caveney, 1973) no KneTouHoMYy jAefeHHI0 BHOBL NOKAa3bIBAIOT, YTO
opraHe/ o, onpefessioillef JOKaIbHYI0 NOJSAPHOCTL H Mrpamoieft
60JbIIYI0 POJIb B 06X PoLeccax pelaKCcallHH, aBjasiercs meMmbpa-
Ha. KoHeuno, MO&HO GbI0 ObI JONYCTHTb, YTO MeMOPaHH yuact-
BYIOT B IrOMeOCTase W B onpele’eHHH NOJSIPHOCTH, HO 3TO 3HAUHJO
61 BBecTH npexpnosiokeHne ad hoc. Takum o6pa3oM, HHTEPeCHO
HOCMOTpPeTh, MOIYT JH NPHHUHNE, JexXKallle B OCHOBE BOJHOBOH
MOJEJIH, HCHO/B30BATLCA 4151 O00bACHEeHHS MaHHBLIX, NOJYUEeHHHX Ha
SMHIEPMUCE HACEKOMEBIX, H MOXHO JIH PACHPOCTPAHHTDh 5TOT NOAX0A
Ha JpyrHe CHCTEMDI.

MeMGpana u snMAEPMHC HaCEKOMBIX

[Tpu omucaHuM BONHOBOR MOJeJH B NPeALLAVINEH rJaBe MH
NPeANOMOKHIN, UTO UEHTPLI CBA3LBaHHA Meraboauta V Ha MmeM6-
paHe npocToie, T.e. 4TO Ha MOJeKYJTy O6edxKa NPHXOAUTCA OIUH
ueHTp. OXHAKO BNO/JTHE BO3MOMHO, UTO CBSI3LIBAIOMIHH BenoK — 310
MYJbTHMED C 7 NEeHTPaMH H UTO KHHeTHKa CBA3LIBAHHS HOCHT KOO-
nepaTHBHLIA Xapakrep. B 3TOM ciayuae 3aBHCHMOCTb MeXAy X, KOH-
HeHTpauued cBoGogHOrO V, H KOJUUECTBOM CBfI3aHHOrO MeTtabodau-
Ta Y rpatduueckH 6yner u3obpaxkarbca Kpusol, npeacTaBieHHof
Ha puc, 6.1, KoTopas Noxoxa Ha Kpueyio puc. 1.8. Teneppb rpaauext,
BO3HHKAIOIMHA B COOTBETCTBHH C BOJHOBOH MoOZesblo, Booftle ro-
BOpA, HeqHHeeH, 3 ecdH (PYHKNHS CBA3BIBAHMS MMeeT XapaxrepH-
CTHKH, onpeflesiseMble KOONEPATHBHON KHHETHKON, TO rpajlMeHT, KO-
HeyHo, Oyzer coBCeM Hafttek oT JHHedHoro. B ofmem cayuyae oH
umeeT dopMy, H306paKeHHYI0O Ha puc. 6.2. MoXHO NMPeRnON0KUTS,
YTO HMEHHO TaKOB rpafHeHT MopdoreHa y cermeHnra paspuBalouefi-
¢ o0OMOYKH B TOT MOMEHT, KOra OCYLIECTBJSIeTCH NOBOPOT TPaHC-
nnanrara. [lpeanono’kuM, uTo BOJHOBAS AKTHBHOCTH OCTAHOBJIEHA
Ha CTajul, OTBeTCTBEHHOH 3a rerepanidily rpaiHeHTOB B npepedax
CErMEHTOR, MYTeM MEPHOMYeCKON MOAM(DHKAUHMH BOJHOBOH MOJENH.
Torma noeopot TpaHcnsaHTaTa Gyner CONPOBOXKIAATLCA HapYIIEHHA-
MM KJeTOUHLIX MeMOpaH BO BpeMsl BHIDE3aHH$l H 3aXKMBJIEHHS; B pe-
3yabTaTe HEKOTOpOe KOMHUEeCTBo V mepelleT H3 CBA3AHHOTO COCTOS
HHS B CBOOOIHOe, UTO NpuBeleT K ysennueHHio X. B xoxe nokanb-
HOM RHGdY3HH YaCTh ero CHOBA CBSIXKETCA C He3aWATHMH LEHTPaMH
MeMmOpanHoro Gesaka. Bo Bpems muK/ja JHHBKH MeM6OpaHHble OelKu
B Npouecce LeJIeHHS pa3pyliarcs, BLUAEJNHTCA HEKOTOpoe Koauyes
¢TB0 V U OnfATb NPOH30HIET CBSI3bIBAHHE ero He3aHATHIMH LEeHT-
paMH, 4YTO NpUBeLeT K pelaKcal i,

«KecTKOCTbY MOZENH, COOTBETCTBYOWAd HAJHUHIO y KJIETOK
roMeoCcTaTHUeCKHX CBOMCTB B Monenu Jloypenca u np. (Lawrence et
al.,, 1972), o6ycaoBleHa HeJHHeflHBIM KOONEpPaTHBHBIM CBA3hIBA-
HHEM MyJbTHMEpHHIX GeJKoB B MeMmOpaHe, Koropas pa6oTaeT Kak
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Hekas 3anacalowlasn cHCTeMa, APOTHBOJEHCTBYIOWan AHbdY3HOH-
HOMYy peJaKcalMOHHOMY npoueccy. B to e BpeMmsa HesnueHHOCTH
3TOA Mojenn OOBACHAKT, UTO NO TOH XKeé CaMOf MpHUMHE CYlle-
CTBYeT acHMMeTpHA pesakcallu¥, orMmeucHHas JIokke (Locke, 1959)
# Koitsuuu (Caveney, 1973). CooTBeTcTBHe MEXKLY 3THMH MOJENSIMH
H SKCNepHMeHTa/ bHBIMH LaHHHIMH HCCJACAYeTCSl B HacTosllee BpeMs
C NMOMOIUBI0 YHCJEHHOTO MOLCAHPOBaHHA,

[lonyueHHEle B nocnefliee BpeMs IKCIEPHMEHTAIbHLIE JaHHBIE
(Bohn, 1974; Lawrence, 1974; Niibler-Jung, 1974) 3acrasasior Hac
nepecMoTpers GOJLIIMHCTBO Npe/CTaBJeHUH O moste HHOPMAuUH,
06CyKJaBIUMXCA 10 CHX NOP B CBSI3H C 3MHAEPMHCOM HaCEKOMBIX.
Buiio nokasaHno, 4TO pesiakCcanHsA BO3MYIUIEHHBIX CTPYKTYP B 3KcHe-
pPMMEHTax C MOBOPOTOM TPAaHCIIAHTATa MOMET TOBJeub 3a coboll
He MPOCTC H3MeHeHHe 3HaueHwHs NoJs MHDOPMAUHH AN KJAETOK, HO
H HCTHHHOE OBHXKEHHe 5NHAePMaNbHbIX KJeTOK K HOBBIM MO3HIHAM

4

X

Puc. 6.1. 3aBHCHMOCTE MEXKAY KOHUEHTPanusMu InheyHanpyroumero Merabosnta
(X) u ceasandoro mopdorepa (Y) B BOMNOBOH MOXeNH B CHAydYae, KOTAA CBA3KI-
BAWLIHI GeJoK SBANETCA MYJBTAMEPOM € KOONepATHBHOM KMHeTHKOH.

T

Puc. 8.2. Konuentpanun Mopdorena Y Kak QyHKLHS PAcCIOAHHA X COIVIACHO BOJ~
HOBOH MOJEJH.
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B noJje Xo3dHHA. BoJsee TOro, 3TH ynopsnoueHHble ABH)KEHHS OBY-
MEpHE, TaK UTO KJIEeTKH, BO3MOXHO, UMEIOT JBe HH(POPMAlLHOHHHE
OCH, BIOJb KOTOPBIX OHH ABHXKYTCH, OTHICKHBAs «IpaBHJ/bHbLIE» [10-
3HIHH OTHOCHTENbHO CBOHX cocenefi. Jlo cux mop Mbl paccMaTpuBa-
J¥ TOJAbKO ORHOMepHYIO 3ajady, TaK KaK aHTepHO-NOCTepHaNLHOe
HampapdeHHe eCThb IJaBHas ROJAPHas och OOOJOUYKH, XOTH SCHO,
YTO ¢ TAaKHM e ycnexoM y Hee MOXeT ObITb H Menuo-jgarepajbHas
ocb opraiu3anui. OXHaKo 3TH HOBLIC JlaHHBIE TPeOYIOT NpencTase-
HHA HOBBIX apryMeHTOB B LOMOJIHEHHE K NPHBEJEHHLIM BHINE, UTO-
fbl paccMaTpHBAaTh KJETOUHOe [BHXEHHE KaK acHeKkT mnpouecca
penakcauHu. Kax 370 MOXHO clejgaTb, Mbl OBCYQHM MO3:e, KOrLa
nepefiieM K KapTHPOBAHHIO CeTYATKH B 3pUTEJBbHOH CUCTeMe, THe
pocT H ABHXKEHHE K/JETOYHOrO BOJIOKHA OKa3LIBAlOTCS OCHOBHLIMH
uepTaMu npouecca pa3putusa. Ho, npexne uem nepexoaurb K 3rofi
npo6/ieMe, pacCMOTpHM MopdoreHeTHYECKHHA npouece, KOTOpLIH, fo-
BHIHMOMY, NPOTEKaeT ¢ MOMOLLBK MeXaHH3MOB, BeCbMa JaJdeKHX oT
paccMaTpHBaeMbIX J0 CHX nop MopdallaKTHUeCKHX MO CBOER CyTH
MeXaHH3MOB, Korga MopdoreHes NMpaKTHUECKH He CONPOBOXKAAJCH
pocTOM pa3apHBatouleiics cucreMbl. Tam, rie poCT ABhsercs cylle-
CTBeHHOH ocOfGeHHOCTBIO mpouecca, AJNA onUCcaHHA MopdoreHeTHue-
ckofi Tpauwchopmanuu 6B BBeleH TepmHH 3numopdos. Paccmor-
PHM {IpHMep TaKOro nmpomecca.

AnumMopdo3: KPHAO UBIIIEHKA

PaspuTHe Kpblla UbIIAEHKA HayHHaeTcd C TOSABJEHHA Ha
f0oKOBOH CTOpPOHE 9MOpPHOHA «f3bIKa» TKaHH, BLIPACTAOLIErO B
NNaBHHKOOGPasHYI0 HOYKY KOHEUHOCTH, KOTOpasl BLITAMMBAETCH H
MOCTENeHHO NpPeBpalaeTcq B XapaKTEPHYIO CYyCTaBUaTYIO CTPYKTYpy
kpowta. Coungepc (Saunders, 1948) nokasan, u4To cCKeleTHbIE KOMIO-
HeHTHl AuddepeHIHPYIOTCA B NPOKCHMAAbHO-ZUCTAJILHOH MOC/Iel0-
BaTeNLHOCTH; OH TaKXe YCTaHOBMJ/ 3HaueHHe aNMKaTbHOrO 3KTONEep-
MaJjbHOrO rpe6Hs B 3TOM BpeMeHHOM MOpQOreHeTHYECKOM Mpolec-
ce. C nOMOUIbIO ONpeseneHust MHTOTHUECKOTO HHIEKCA H BKJIOUEHHS
SH-rumuanda (Summerbell, Lewis, 1975) 6unsi0 nokasaHo, uTo
MEXIY 3TOH CaMOi JHCTaJbHON MOJOCKOH 3KTOJAepMbl H Jexamef
nod Hell senuddepeHnHpoBaHHok ME3eHXUMOH CyIIecTByeT OIpele-
Jennoe B3auMmozeiictse (Zwilling, 1961). OHo uMeeT MecTo mouTH
0o craaun 28, Korna Bce 3NeMeHTHl KPHI1a yiKe 3aJ0XKeHbl. ITa
aKTHBHO [Jefifilllasfics Me3eHXHMaJjbHas o06MacTb pasMepoM OKOJIO
300 MM Oblia HazsaHa CammepGesom, JIbloncom u Boanmeprom
(Summerbell, Lewis, Wolpert, 1973) soHo#t pasBuTHA. ABTOPH 00-
CTPOWJIH NPOCTYIO MOLeAb AAA 06bACHEHHS pesyNbTaTOB NpoBeneH-
HBIX MMM [AeTaJbHBIX (aGuioLeHHR 33 TOC/JACACTBHAMH YAaJeHHS
anuKaJbHOTO TPebHst W 30HBI DPA3BHTHS B Pa3/iMuHbie MOMEHTHI AH-
tbepeHuUpPOBKH KOHEYHOCTH W 3a NOCJAEACTBHAMH TPaHCIIAHTaUHK
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OTIEeAbHbIX YUACTKOB KPBLIbeB LIbHIIEHKA, B3fTbiX Ha Pa3HBIX CTa-
ausx passurus (Wolpert, Lewis, Summerbell, 1975), CymnocTs HX
rUMOTe3E COCTOHT B TOM, UYTO NOJOMKEHHE KJICTKH ONpelefser ce
cnocoBHocTh K AndpepeHIpoBKe, KOTOPas NOCTeNeHHO H3MeHseT-
Cfl BO BPEMEHH 10 TeX NMop, NOKa KjeTKa HaXORUTCA B 30He Pa3BH-
THA, HO, KaK TOJIbKO KJETKa TOKHAaeT 3Ty 30HY, ee CnocobGHOCTb
k nuddepennuposke OLICTPO (HKCHPYeTC HAM LeTePMHHHpYeETCA.
[TocKoIbKY MeXLy BpemeHeM mpedSbiBaHHA B 30He Pas3sBHTHS H H0J-
HLIM UHC/JIOM 1HKJIOB JeJeHHs, KOTOPOe HCILITHIBAET KJeTKa, cylie-
CTBYeT KOppeJAllls, eCTECTBEHHO OO0BACHUTL H3MEeHEeHWe COCTOSIHHA
KJeTKH Ha OCHOBe RPEACTaBJEHHH THOa rUNOTe3bl KBAHTYIOLLEro
MHTO3a, 4To U chenany Boamepr u ap. (Wolpert at al,, 1975). 31y
rHnOTe3y HeoOXOLWMO BHIOW3MEHHTb TaK, YTOObI COBMECTHTDL JaH-
Hble, onHcaHHBe B rA. 3, C MPeACTaBleHHAMH XOJbllepa 0 MHTO3e
H KJaeTouHo#t nHbbepenunposke. HyXHo Takke HMeTb B BHLY, 4TO
KJEeTOUHBIe [e/leHHsT IPOUCKOISAT B Pa3BHBAIOIEMCS Kpbijle IBIIIeH-
Ka U BHe 30HBI pa3BHTH® H AuddepeHuHa bHBIA poCT ABJAETCH
BaXKHBIM acnektoM MopdoreHesa xoHeuHocTH. TakuM oBpasom, npH
aHalli3e HYXHa HeKOoTOpasl OCTOPOXKHOCTh, YTOOH He CJIHILKOM
VIPOCTHTH CBSI3H MEXIY KJeTOUHbIM IHKNOM H COCTOSTHHEM KJETOK
B KOHEYHOCTH UbLINJIEHKA.

[TockonbKY 30Ha pPa3BHTHN NepeMelllaeTc OT GOKOBOH CTOPOHH
3aMOBpuoHa, ocTasaAs nocie cefs «Caef» KJIeTOK, KOTOpbie Mo Mepe
YBEJNHUYEHHS] PAcCTOSIHHA OT GOKOBOH NOBEPXHOCTH MpeTepneBaioT
nocrenedHo Bce GoJibllee YMCAO KJIETOYHBIX JlesleHHil B 30He Pa3BH-
THA, SACHO, 4TO MOZEb RaeT MPOKCHMaJabHO-AUCTANLHYI0 YNOPAZO-
YeHHOCTb KJIETOYHBIX COCTOSHMEH, KOTOpasi OnpenefsieT OCb <«MO3H-
nuouHofi wHdOpMauuHy BIONL KOHeuHocTH, Hukaxkue rpalaMeHTH!
o yHAHPYIOUErc BellecTRa B TaKOM Npolecce He YUYacTBVIOT,
KJeTKH NPOCTO ¢3aMOMHHAIOT» CROe COCTOSHHE B MOMEHT, KOria
OHH NOKHAAIOT 30HY Pa3BUTHR, ¢ MOMOLILIO HEKOTOPOTO MeTepMHHH-~
pyloutero npouecca. TpyAHOCTh, ¢ KOTOPOH MBI CTa/JKHBaeMcs npu
NOCTPOEHHH 3TOR MOJAe H, CB3aHAa € TeM, UTO 3JHeMeHTbl KOHeyHo-
CTH UbINJeHKa 061afaloT HeKOTOPoi peryJupyiouell cnocofHOCTRIO,
TOTA2 KaK B COOTBETCTBHH C MOLEJDLIO, €CJIH KJETKU CTAHOBSTCH pe-
TEPMHHHPOBAHHLIMH B TOT MOMEHT, KOrka OHH OCTABJAIOT 30HY pas-
BHUTHA, HX JanbHefimas cynbb6a cUdATaeTcs UYETKO ONpefesieHHO.
Boanepr u np. (Wolpert et al., 1975) yunu sto, ormerus, urto, Be-
POAITHO, MEXIY KJIeTKaMH BHe 30HBI PasBUTHS HMeeTcs claBoe B3a-
uMmoneficreHe, ofecneunBaiouiee JOKANbHYIO peryaslfio, OXHAKO
BO3MOKHOCTD CYUIECTBOBANHS 3HAYHTEJALHOH peryjasudH aBTOPH OT-
PHUAIOT, XOTS Ha 3TO YKa3bIBAIOT pesyabTaTHl HccienoBauuil Xamné
(Hampé, 1959) u Kafiun (Kieny, 1964).

[epenne-3afHas ochb Kphija UbINJIEHKa onpefeisiercs o06aacTbio
KJeTOK B 3aJHell wacTu QHCTAJbHON NOUKHM KOHEUHOCTH, H3BECTHOH
KaK 30Ha noJgsapusylollei aktTuBHocTH (Saunders, Gosseling, 1968).
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Eciu kaeTkM u3 3Toll 061aCTH mepecaiuTh OJHXKe K mepegHed ya-
CTH NOYKH, TO JIEMEHTH KOHEUHOCTH OKaXYTCH 3epPKasbHO-CHMMET-
puunbiMH, TakuM o6pa3oM, KJeTKH 3TON 30HBI MOXHO pacCMaTpH-
BaTh KaK HCTOUHHK BeNlecTBAa, NHPQY3Hs KOTOpPOro, corgacHo Boa-
nepry u np. (Wolpert et al., 1975), npusosur K yCTaHOBJAEHHIO
rpajiieHTa; HalnpaBJeHHe 3TOr0 rpajiHeHra onpejenserT Nepejne-
3aqHI0l0 OCh, & 3HaueHHe — JOKaJbHYI0 NO3HIIHOHHYIO HHGBOpMa-
uuio. Toraa B Kpblie HbIJeHKa HMeeTcs [Ba COBEPUIEHHO PAa3HBIX
MOphOreHeTHUCCKHX MeXaHH3Ma: MeXaHH3M 3NHMOpPGH03a, BE3HBAK-
HIHA POCT COBMECTHO €O CUMTAIOULHM MEXaHH3MOM [JA CO3/aHusd
NPOKCHMAJLHO-AHCTAJNLHON OCH, H OGLIYHBIA npounecc nHbQPy3HH OT
HCTOUHHKA K CTOKY 15l MopdasJakcHCa BIOJb NepexHe-3afgHed
ocH. OTHOCHTE/bHO HBOPCO-BEHTPAJbHOH OCH NOYTH HHYEro He H3-
BECTHO.

BasHHKaeT ecTeCTBEHHBIA BOMPOC: MOXKHO JTH OMHCAaTb 3TH SABHO
pa3Hble THNB MOpdOreHeTHYECKOro Mpollecca B paMKaX MoOAeNH
onHoro runa. KoHeuHo, copceM He 0673aTeNbHO NMPUHUMATh TaKyio
TOYKY 3peHHs, JaXe ecjJH B ee N0JbL3Y ecTh NaHHBEE, HO B MJaHe
pOCTOTHl H YHHBEpPCAJDLHOCTH OHAa O4YeHb NMpHBJeKaTesbHa. K romy
Xe, IPHHAB MOJe/b, OAHHAKOBO XOPOMIO MPHMEHUMYIO K OGOMM TH-
naM MopdoreHeza, MLl NPHXOAAM K HAeHHOH ACHOCTH H OBLIHOCTH,
MOCKOJILKY CYThb TAKOTO MOHATHS, KAaK MO3HUHOHHAA HHGpOpMauHd
B npejefnax NOJs, CFPaHHUb KOTOPOTO MOCTOSTHHO MEHSOTCH, He
coBceM fcHa. FMeeT cMblcsl BBECTH HecKoJbKo Oonee nHHAMUYHYIO
u CHOKYIO CBSI3b MeXAY NpPOLECCOM reHepauHH NoJs H ynopsamoyu-
BaeMoil 06/1aCTbIO, 8 3TO, KaK MHe KaykeTcdA, ofecneyHBaeTCd OCHOB-
HbIMH NPHHLHNAMH BOJIHOBOH MOIeJH, paccMOTPeHHON B npeanay-
mell raase. lpumennm Tenepk 3Ty MOLeAb K ONHCAaHHIO BO3HHKHO-
BEHHS NPOKCHMaNbHO-AHCTAJILHOA OCH B KpHLe NBINJIeHKA.

BoaHosas monean M 3annmopdo3

[TockonbKy 30Ha pas3BHTHA urpaer ocobyw poab B Mopdorenese
KOHEYHOCTH, ecTeCTBEHHO PacHnoJOXKHTb HCTOUHHK DPacHpOCTPaHsIO-
nedcs BOJHBEI aKTHBHOCTH HMEHHO B 3TOH 00.1aCcTH pa3BHBaomedics
KoHeuynocTH. Torpa BoJHa GYyAeT pacHpPOCTPAHATLCS B HanpasJje-
HUH OT JHCTAJIbHOrQ KOHIA K DPOKCHMAJbHOMY, TpHYeM HOHHHE H
HH3KOMOJIEKYASIPHBIE 3JIEMEHTHl BOJHBI Uepe3 30HY IIEJeBOr0 KOH-
TakTa OVAYT mepeMellarbcsl OT KJeTKH K KJeTKe M YCTAHOBUTCH
rpajiHeHT CBSI3aHHOro MopdoreHa ¢ MAKCHMa/NbHEIM 3HaueHHEM B
30He pa3puTHA. Hampamsenue rpaaueHTa B 3TOM C/yuae NPOTHBO-
MOJIOKHO NOJYy4aeMoMy W3 Mogenu Boanepra u ap., Ho 3TO Hecyiue-
CTBEHHO, TaK KaK OCb BO3HHKaeT NPH IPalHeHTe, HMewlleM .1t06oe
HanparaeHue. HaA Toro uto6un 3HaueHHe KOHLEHTPauHu mopdore-
Ha B 30He PA3BHTHR DPOCJAO CO BPeMEHEM, H3MepSeMBIM KNeTOUHBIMH
neJeHHsIMH, MBI MOXXeM MNpPeiano/JOXHTb, U4TO BOJHA HHHLHHPYETCH
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OLHH pa3 3a KJeTOUHLIH UHKA (HJIH C HeKOTOPOH OnpeneneHHOR
4acToTol), Tak UTO € KaXKABIM MOCIEeNYIOULHM ee OBTOPeHHEM KO-
JHYeCTBO CBs3aHHOro ¢ MeMmOpaHoll mopdoreHa ypenHuHBaercs.
B xonne kounos wacTymaeT HacbllleHHe, 3HauYeHHe KOTOPOro, Kak
CuMTaercs, onpegensieT OGOMbIIHHCTBO AHCTaNbHLIX  3/IeMEHTOR
Kpblaa.

UTo6n1 06BACHUTD, TOYEMY KOHIEHTpauus MopdoreHa B KJeTKaX,
KOTOpBIe MOKWHY.IH 30HY DPa3BHTHA, MepecTaeT BO3PAacTaTh, MOXHO
HPEANONOKHTb, UTQ BO30YIHMOCTh MeGpaHL KJAETOK, PacHoJ0XKeH-
HEIX Bile 3To# 30HBI, NManaer, NOITOMY BOJIHA ll€ PacNpoCTpaHSeTCs
JNajibllle HEKOTOPOro onpejefeddoro paccrofanus. Torgia posn amu-
Ka/lbHOr0 3KTOAePMajbHOrO TpeOHA 3aKJIIOUaeTcss B TOM, 4ToGbI
NOALCPKHBATL OCHOBHBIE KJMETKH Me3eHXMMbi, PACMOJNOKEHIble OO,
HHM, B COCTOSIHHH HeNpPEephIBHOrO KJETOUHOro AedeHus, a WX memOG-
paHbl — B COCTOSIHHH CNOCOOHOCTH K BO3OYXKAEHHIO NPH PacnpocT-
paHeHUH BOJIHH AKTHBHOCTH, T.€. NOANEPXKHBATb COCTOSHHWE BBICO-
KOl HeYCTOMUHBOCTH ¥ aKTHBHOCTH, XapaKkTepHoe nis oG/acTH opra-
HH3aTopa. Tenepb Mbl HMeeM BCe OCHOBHblE KOMIOHEHTH MOIeJH,
KoTopasi obBmanaer HeoGXOBHMBIMHM CBOHCTBaMH &g OGBLACHeHUS
ABJEHUI, CBA3aHHBIX ¢ OGpa30BaHUEM MNPOKCHMAJBLHO-JHCTAMbHON
ocd B Kpblle 1BICHKA. JI06ble YPOBHH peryiulih MOXHO 00BAC-
HHTb, UCXOAS W3 MOHATHH BO3GYJHMOCTH KJIETOK W PACCTOAHUS, Ha
KOTOpOe MOXKeT pacnpocTpaHHTLCsi BosftHa, Hampwvep, ecin B pe-
3yabTaTe nepecanky NOYKH KOHEYHOCTH Ha MeCcTO aMDYTHPOBAHHOM
KOHCUHOCTH KJeTKH BO BpeMmsd MNpoLecca 3aXKHBJElHa CTaHyT BO3-
6V IHMbIMH, TaK UYTO BOJHBI CMOFVT PaCHNpOCTPaHATBCA BHE 30HLI
Pa3BHTHS faJjbllie HOPMaJALHLIX NpPeefoB, TO NMPOU3OHAET CriaH-
BaHHE TpagWelTa ¥ HauHeTCA pery/silius pasBuTHs,

AZeKBATHOCTL MOJEMH MOMKHO [POBEPHTb 3KCIepHMEHTAJNbHO.
fIpu KHHOCLEMKe pasBHBaIOWIENCA NMOYKH Kpblila yAaeTcst obnapy-
KHTb NOSBeHHEe BOJH aKTHBHOCTH, EciiM mepHOAMuYeCKH BBOAUTDL B
onpejefeHHble YUACTKH NMOUKH KOHEYHOCTH cnenudHueckoe coejHHe-
HHe, Hanpumep nAM®, koTopuiit yuacTRyeT B 00pa3oBaHuH rpaji-
€HTa, MOXKHO HapYWHTh HopMalbHbIL MopdoreHes. Takue OMNBITHE
aHaNIOCHUHBI UMIYJAbCHLIM 3KcnepuMenTaM Pobeptcona u ap. (Ro-
bertson et al., 1972) no arperaunuu MuHkcoMuueros. flpuMmenss apy-
rHe aredThl, TakHe, KaK Ka/iieBbie H KajbllHeBble HOHOG(ODDI, MOXHO
MoMelaTh TPONECCY pacnpocTpaHeHHs BOJAHBLI H H30HpaTelbHO Ha-
pymuTh MopiporeHed, HecmoTps Ha pal TeXHHUYeCKHX TpyAHocTteid,
MOXKHO TPOBECTH HHTepecHble 3JeKTPodH3HOIOrHIECKHe HCCIel0Ba-
HHA, YTOGBI MONBLITATLCA 3aPETHCTPHPOBATL BOJIHBI CNOHTaHHOM akK-
THBHOCTH.

O6pasosaHie BTOPO# oCH C NOMOLIbIO Npomecca pacnpocTpaHe-
HMSl BOJH He cloxHee, ueM mnepBofi. Heo6xomuMo TONbKO HMeThb
obstacTh neiicmexepa, ofpa3oBannylo B ciydae nepesnHe-3ajHed ocu
Kpblia UBNJEHKA 30HoR NoJspH3ylomeHR aKTHBHOCTH, H MeTabosiu-
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geckuii upouecc va meMvbpane ¢ TakHMH e oOLIMMH XapaKTepH-
CTHKaMH, KaK omNHCaHHBIE B npeabigyuleil raase. Hexotopble Mera-
GOMHTBl MOTYT OKasaTbcst OOIINMA /I Pa3HbIX BOJH aKTHBHOCTH,
reHEePHPYIOUIMX pa3Hble OCH, B 3TOM CJayuae YAAacTcsl ONpemesHThb
CTPYKTYpPY B3auMojeficTBHS MeXAy ocAmH, Heckonbko nozpoGHee
Mbl O6CYIHM TH BONPOCHL HHXKe, IPH PaccMOTpeHUH npob.iem Hell-
PO3aIMOpHONOrHE. 34ecCh Xe LOCTaTOUHO OTMETHTD, YTO BHAHMELIE pas-
JHUHA MeXAY anuMopdHuecKHMH H MopdallaKTHUeCKHMH npouec-
CaMd pa3BHTHA He o0f3are/bHO CKPHIBAIOT NOR CO6Of pasdyio
OpHPOAY Ipolecca, reHepHPYIOUIero noje, H UTo BOJHOBas MOReb
MOXeT ObITh Jerko npHcnocobiaeHa K JoOOMY CIy4aro.

Tenephb mo3BoAbTE MHE HANOMHHTL 3aMeyaHHe, clelaHHoe B
ra. 3, 0 NPOTHUBOMOJIOKHOCTH MEXaHH3MOB, [pelNoKeHHLIX B 3TOM
KHHre AJAs obpaszopaHus MopdoreHeTHuecKHX NoJell BO BPeMA Mop-
doreHesa, MexaHHaMaM, NONIEP:KHBalOUHM TKaHeBOH romeocras
y B3pocabIX. B nocsienHeM ciyuae peub ii1a 0 MeXaHH3Me, B OCHO-
Be KOTODOro Jeka/ta oTpHnarenbHas obpaTHas cBs3b, 06YyCJIOBAEH-
Has nuddysdell ynpaBasomux MoJeKya us Auddepennupyromuxcs
K1eTok (xcfimonHas mogesb). CrpeMach NOHSTh 06pa3oBaHue Mop-
(poreHeTHUECKOr0 NOMAA Yy CaMBIX Pa’3HBIX OPraHH3MOB, MBI IPHILTH
B npeabiayimef rnaBe K BLIBOAY, 4TO LJISl 3TOro HeoOXOZHMa He-
CKOJIbKO GoJsiee RHHAMHUHA# MOMeJb, BEPOATHO CBs3aHHas C MeM-
GpaHaMH H NO3TOMY [pUMeHHMas ¥ K OJHOKIETOUHLIM, H K MHOTO-
KJIETOUHbIM OpraHnu3Mam. Jlerko NoHATL CyllecTBOBaHHC 00OUX 3THX
IPOLECCOB ¥ MHOrOKJIETOUHLIX, TLe yNnpapiedHe KJIETOYHBIM Lefie-
HHeM fABJAAeTCA Kpaiile Ba>KHOM OCOOGEHHOCTDLIO OpraHoreHesa H
aupdepennuporu. Odu AeficTBYIOT B KaKOM-TO CMbicie KOMIte-
MeHTapHO APYr HPYry, NpHUeM BOJHOBOH NPOLECC reuepHpyer r.ao-
GasbHble TpaJMeHTDbl, OPTaHU3YIOUHe LIHPOKOMacmTabHble HJH NO-
JieBble aCNeKTH MopdoreHesa, B TO BpeMsl KaK JoKafdbHas o6paTHad
CBA3b CTabUIHBHpPYET CTPYKTYpY TKaHH, pPery/iupys Hpoueccol Kie-
ToyHoro Hetenuss ¥ aupdepeHuupoBkd. OAWH npouecc MOXKeT OO-
CTEMEHHO YCTYNaTh MeCTO APYroMy, MpHueM HCYe3HOBeHHe MIpolec-
ca, TeHepupyIiollero ri1o6asbHble rPaaHeHTh, BO3MOXKHO, NpHBeReT
K morepe BO3GYIMMOCTH KJEeTOK M, C/1eOBaTe/bHO, notepe cnocol-
HOCTH K PaCnpOCTPAaHEHUIO BOJHBI aKTHBHOCTH. Cnoco6HOCTL TKaHH
W/ Opralia K pereHepautH onpenenseTcs B 3TOM CJayuyae feTalsMH
MX pereHepaTHBHON cTpaTerHd. Pasuulla MeXAY KPBICOH H TpHTO-
HOM B OTHOLUIEHHH DereHepanMu KOHEYHOCTH MoXeT ObITh 06yCaoB-
JIeHa pasiHuUMSIMH B BO3OYyAHMOCTH K/JTeTOK aMNyTHPOBaHHOH KOHed-
HOCTH H HX CnOCOGHOCTH reHepHpoBaTbh MopdoreHeTHUeCcKoe 1oJe B
HOBOH TKaHH. B cBI3M €O CKasaHHbLIM BLIIE OUCHb HHTEPECHBIMH
npepctapasiores suinofHeduele Bekepom (Becker, 1972) nceneno-
BaHHs CNocOBHOCTH c/MabbIX 3JeKTPHUECKHX TOKOB CTHMYJAHPOBaTH
oGpa3oBaHue MOUKH N YAaCTHUHYIO pereHepauHio KOHEUHOCTH ¥ KpHIC,
Onnaxo, mo-BHAHMOMY, OBIBAIOT C/yyal, KOrna pereHepauis KoHeu-
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HOCTH onpefensercsl UPAaKTHYECKH TOJLKO 3aKOHOMEPHOCTAMH JNO-
KaJIbHOrO B3aHMONEHCTBHA MexXAy KJIeTKaMH, T.e. ¢Tapasf TKaHb
onpedensieT rpaHHuHbie 3HAUeHHS MOJA, KOTOPoe ROKHO ObiTh pe-
KOHCTPYHPOBAHO NpPW pPOCTe HOBOH TKaHM; 3T0 MOMKeT OCYUIECTB-
JATBCA NOUTH TaKHM Xe 06pa3oM, KaK H B NpefoKeHdHOH MOJLeTH
pereHepaini KoxH. Ho KOHeuHOCTb MMeeT TpexMepHYIO ynopsno-
UeHHOCTb, a X0Xa TOJbKO OJHOMEPHYI, N03TOMY Heob6XOonUMO pac-
CMOTpeTh, KakKHM 00pas3oM MOXKer o0pa30BLIBaTLCA 3Ta Bojee CAOK-
Hasi OpraHH3anHs.

JlokansHas u rao6aabHas ynopano4eHHOCTh!
MMarWHaAbHBIH JUCK W KOHEYHOCTH TapaKaHa

B xkauecTse nmpumepa pa3BHBAlOUEfICA CHCTEMBl PAacCMOTPHM Ko-
HeYHOCTh HaceKoMoro. DMOPHOMOrHUeCKH OHa MPOMCXOJHT U3 HMa-
THHA/MBHOrO 1WCKa KOHEYHOCTH, KoTopbli obpasyerTca B nosaHel
IMOpPHOHAJIbHOH MJH paHHell JMUHHOYHON CTaguu B pe3yabTaTe
VTOMLeHUs 3nugepmuca. Y NHUMHKH HMAaruHalbHble AMCKH KOHeu-
HOCTeH H ADYrHX OpPraHoB B pe3ysbTaTe LeJeHHS KIeTOK PacTIyT H
HHBArHHUPYIOT, MPUHHMAA Y 3peaofl JUUHAKH XapaKTePHYH MellKo-
ob6pasuyio dopmy. B xome meramopdosa cknanuaTbli 3MUTESJHA
IMCKa pa3BOpauHBaeTcsl U KIeTKH H3MeHAT dopmy, AuddepeHuu-
pPYSCh B KOMIIOHEHTHI B3POCJOH CTPYKTYpHI, B CJAyuae KOHEUHOCTH —
B CErMEHTHPORAHHHI OTPOCTOK.

Ecnu B3siTh Bhipe3aHHDI H3 MUUMHKM HMaruHadbHBI OMCK, pas-
pesartb ero Ha ABe 4aCTH H KYCOUKM TPHXHBHTL K GPIOUIKY B3poc-
JIOTO HaceKOMOro, TO OHH KyCoueK 6yneT pereHepHpoBaThb TakK, 4To
B OTBeT Ha HHAYKIHIO JHPODepeHIUPOBKH npH MeTaMopdo3se X037u-
Ha jJacT o6pa3oBaHHe BCeX CTPYKTYpP HOPMaJjbHOTO OTPOCTKE, B TO
BpeMA Kak Apyroil nocie fupdepeHUHPOBKH YIBOHTCA H LACT 3ep-
KaJjbHoe mopoOue camoro ceb6d. lloapo0Hme HCCNenOBaHHA 3TOTO
CROHCTBa AMCKa KoHeuHocTH, npomefeddbie IllyGurepom (Schubi-
ger, 1971), u nucka Kpuina — Bpaftantom (Bryant, 1975a), suapu-
JIH BCE THIBI MOBeLEHHSs, KOTOPOe MOMKHO OXHIaTh OT JIO6Oro Ky-
couka jHcka. bpaianr (Bryant, 1971, 1975b) o6mbacuan atu apaH-
HBble, HCXOASf M3 MpeACTaBJeHHH O CYLUIeCTBOBAaHHH OXHOMEPHOIO
rpafHeHTa CNOcOOHOCTH K Pa3BHTHIO, HO, Kaxk OTMevajock Ppen-
yem, Dpafiantom u Bpadiantom (French, Bryant, Bryant, 1976),
NpH aHa/lH3e CTPYKTYpPHO! peryJsallHH HMaruHalbHOro AHCKa Kpblia
Drosophila u woHeuHocTefi TapaKaHa u aMUOHM 3TOT NOAXOL He
MOXeT 00BACHHTL HEKOTOPBIX Pe3yJNbTaToB, DT0 CHO BUAHO U3 aHa-
ausa puc. 6.3. Ha nem unsobpaxken nuck xpwwna Drosophila; C—
TOYKa, KOTopasi, Kak ycraHoBua Bpanaur (Bryant, 1975a), o6na-
JlaeT B KaKOM-TO CMBIC/Ie MaKCHMaJabHOH crnocoGHOCThio K nude-
peHIUPOBKe, TaK KaK ec/u OMCK pa3pe3aTb Ha JBe YacTH IO J0GoH

npsimoft, ckaxem D, To Kycouek, Ha KOTOPOM HaxoZuTcA Touka C,
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Oyner pereHepupoBaTh, a Apyras tuacTh— yABaHBaTbCA. OnHako
€C/H pa3pes caenaTb MO KPHBOR (2, TO MOJYUHBIIHECA ABA Kycou-
Ka OynyT BecTH ce0s He TaK, KaK peJCKa3bIBAET MOJEJb: BEpXHAA
uacTh OymeT pereHepHPOBaTb, a HHXKHAA, ¢ Toukoll C, yaBausarhes.
®opManpHan Monedb, 06DBAcHAONAA 3TOT (GAKT, NPelJoXKeHA B
cratbe ®penua, Bpafianta n Bpaiianta (French, Bryant, Bryant
1976). ABTopw CUHTAIOT, YTO AHCK 0pO- 1250
CTPaHCTBEHHO OpPraHH3oBaH B COOTBerT- "

CTBHH C NOJIAAPHOH cHCTeMOH KOOpIHHAT;
noJslioc ee HaXxonutrcs B Touke C, a
0CTaJIbHbBIE YYacTKH AMCKa OpPraHd3oBa-
HbI IO KOHTYPY B CUOTBETCTBUHM CO 3Ha-
yeHHeM YTNOBOH TepeMeHHOH, KoTopast
MeHsIeTCA BIOJb 3TOr0 KoHTypa oT 1 1o
12, xax Ha uucdepbnarte. [Tpy 310M npH-
HHMaeTcs, yTo 12 = 0, u, clegoBarenhb-
HO, paspbiBa 3HaYeHHH 3TolH NepeMeHHOH
B HadaJle KOOPAHMHAT He CYLUIECTBYET.
Tenepkb Jerko BBISBUTL TPaBHJIa, YOpaB-
JSoIIHe NOoBedeHHEM KYCOUKOB JMCKa.
Cne 6nl Hu OBl cnedad paspes, NoBepX- Pue. 6.3 CxemaTuweckoe
HOCTH paspe3a COeRHUAIOTCA BMecCTe (B [peacTabieine HMarHHa bHO-
COOTBETCTBHH C IKCMePHMEHTANbHHIMH 10 ‘;g:::w';fmfavgggizphéé‘f
AaHHBIMH) ¥ BLOb JHHHH OGBEIHHEHHA  opiunane npeterubii Dpen-
NPOHCXOAAT KieTouHble AeneHus. HoBbiM  uem wu ap. (French et al,
KJeTkaM GyoyT COOTBETCTBOBaTb 3Haue- 1976) aaa ofbsicnenns pe-
HHfl YrJI0BOM TlepeMeHHOll, paBHbiC cpe- ;iﬂg::ggzuixcn:pmﬁ;ﬁHr‘lo?
HUM apHOMeTHYeCKHM [epeMeHHBIX HX

cocefie, BLIUHC/AEHRbIE NO CAEAYIOUIEMY

OPaBHJY: 3TH 3HAUEHHUS pPABHBI HENOCTAIOUIHM 3HAUEHWAM, 3aMBl-
KamUHM KOHTYD CaMbLIM KOPOTKHM M3 BCeX BO3IMWKHHX nyrtefd. Ta-
KuM o6Gpa3oM, yuactkd 2 H 10 Kycouka, Jexaluiero Bbllie JdHHH
paspesa (D na puc. 6.3, BOHAYT B CONPUKOCHOBCHHE NOCJAE COENH-
HeHHS BZOJb JIHHHH pa3spesa, H MEKAY 3THMH 3HaueHHSAMH Oviaer
HOPOHCXOANTh POCT RO Tex NOp, MOKa He OYAeT BOCCTAHOBJEH paj,
3HaueHHH yraomoll Koopannatel — 11, 12/0, 1. 310, oveRHIHO, NpH-
BegeT K yABOCHHIO. JIpyroil Kycouek 6yneT pereHepHpOBaTh, Tak Kak
caMbiii KODOTKHI NYTb MO KOHTYPY MexIy 3HaueHusiMud 10 u 2 Ha
nHHEY pa3pesa ecTb 11, 12/0, 1, a e 9, 8,7, 6,5, 4, 3. Takum o6pa-
30M, BOCCTAHOBHTCS NMOJHBbIH Habop 3HaueHHH YrjioBOH nepeMeHHON H
ofpasyercs HOpMaJbHAfl CTPYKTypa. JHA4YeHHS NOJS, KOTODble NpH-
HUMAIOT KJETKH, Paclo/oKeHHble BHYTPH 06MacTH, YCPERHSIOTCS N0
TOMY JKe NpaBW/Iy, KaK W B pacCMOTPeHHOM CJyuae YIVIOBHIX nepe-
MEHHDIX, TOJIbKO DDUMEHHTEeNbHO K paiHalbHEIM HepeMeHHbIM. B pe-
3ynbTaTe BCErAa MOJIyYaeTcs riajlkash ABYMePHas KapTa TKaHH, HO
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B Cnyyasax YABO€HHWs KapTa BBHIPOXKAACTCR, TaK KaK ABC pas-
HbIC¢ TOYKH HMEKT OIXHMHAKOBbie 3HaueHusa yl‘JlOBOﬁ KOOpIOHNHATHI
H 3epKaJibHo CUMMETPHUHDI OTHOCHTEJIBHO HeKOTOpOi‘;l JIH-
HHH.

Ecnu paspes chenad Baoab kpueoii @, To, cornacio ycrTaHoB-
JEHHBIM BHIUC NPaBUNaM, Kycouek, Jiexallull Bellue pa3pesa, pere-
HepHpYeT, @ HIDKe — YIBOHTCS, UTO COIJIACYeTCs ¢ JKCHepPHMEHTOM.
®peny # Bynavep (French, Bulliére, 1975a,b) noxkasanw, uto 3714
npaBHJa ONpefensioOT pereHepaTHBHOE HOBefeHHe KOHEUHOCTH Ta-
pakaHa npH CaMBX pa3HoOOpasHbIX crnoco6GaX paspesalins, HOpH
TPaHCOJAHTAUKH ¥ NOBOPOTE TPAHCONAHTaTa. ITO upessmuaiing ybe-
LHTCHABHLI pe3ynbTaT. TeM caMbiM Mbl HMeeM OPOCTO# H fAICHBIH Me-
TO4, C NOMOILbIO KOTOPOro MOXHO NpefcKas3aTh pe3yanpTaT JoGoH
omepalllil Ha KOHEYHOCTH TapaKaHa, BKJIWOUAIONEdl NPOCThie XUPYp-
rHYeCKHe MAHHNYASAUVH, DTOMY THIY onepaunuil nocsAlleHo 6onb-
ioe gucao paboT B 06NacTH IMOPHONOTHUH, H OueHb HHTEPeCcHO Mo-
CMOTpPETb, KaK IHPOKO MOXHO MOJB30OBATHCA OJHON-elHHCTBEHHOH
tdopMansbHON MoJeiblo 3TOro Kaacca. lepewifi mar B 3TOM Hanpas-
JAcHUM — faduwie PpeHua w ap. (French et al, 1976) o Tom, uto
npaBuJaa, MPHMEHHMBle K KOHEUHOCTH TapaKaua, NpPHMeHHMBI TaK-
K€ K MMarduasbHbiM AHcKaM Drosophila. Oanako wac cefuac HH-
TepecyeTt BOMPOC O TOM, KaKoil MopdoreHeTHUecKuH mporece, rete-
PHPYIOLIHIT ToJle, MOXKET NPHBECTH K nepuipepuueckolil opraHH3aluy,
XapaKTepPHOH 1S MONSPHOH cHCTeMbi KOOpAHMHAT (pHc. 6.3), H 00b-
ACHUTL TIPaBUia POCTa, YCPEeLHEHHA W YCTaHOBJAEHHA KpaTuafiuero
NyTH 0O KOHTYPY, KOTOPble TaK H3SILLHO ONUCLIBAIOT 3KCTEepHMeH-
TaJbHBIC AaHHble, [lonmbTaeMcst pellMTh 3TOT HHTEPECHHN Bompoc.

Ha puc. 6.4, A cxeMaTHueCKH NpeacTaBjed KOHTYP MONepelHOro
ceueHHs pa3BHBalolleficd CTPYKTYpbl, TaKoH, Kak HUMariHaJbHR
AHCK, KOHEYHOCTb TapakaHa WIH KOHeuHocTb aMdubuu. daa o6-
Jeruenus cpasueris co cxemoil ®penua u ap. (French et al,, 1976)
n300paXKCHO NBeHaAlaTh KOOPAHHATHMWX MO3HINH, HO Temeph KaX-
Jo# W3 HHX NpPUNHCAaHA Napa sHadeHuit moas [, u g, Tlhe HHIEKS
OTHOCHTCSl K 3HA4GHHIO KOOPAWHATHL. 3HaYeHHs noas f, o6pasyloT
TpafHeHT BIOJb ROPCO-BEHTPAILHON OCH, CHMMETDHUHBIH OTHOCH-
TeJbHO NepefiHe-3afHell OCH, B TO BpeMfil KaK 3HauenHs g, obpa-
3YIOT NepefHe-3aHWHA rpafueHT APYroro BellecTBa HAH aKTHBHOCTH
¢ OpCcO-BeHTPaJbHOH cuMmerpHeM. Takas cHercMa LBOHHOrO rpa-
IHEHTa HaXQAMTCA B CONIacH! ¢ GOJBLIIMHCTBOM KJA3aCCHUECKHX pa-
60T, MOKAa3LIBAOMMUX, 4TO TNepefHe-3amnsds H LOPCO-BeHTpasibHas
OCH 32KJIaABIBAIOTCH OTAEAbHO, B pa3Hble MOMEHTHI Pa3BHUTHA KOHeu-
nocred. Takasl »xe CHTyaluwsl HMEeT MECTO H B APYrHX TKaHaX, Ha-
NpHMep CeTuaTke, O UCM peub HOOWAeT nosxe. IpyaHocTb paboTwl
Cc Tako#i CXeMOH COCTOMT B TOM, UTO HACKOJbLKO Jerko OOBACHHUTH,
Kak JOJ/IKHB BOCCTAaHaBJIHBATHCA HELOCTAIOIHEe 3HAUEHHA (CKaxXeM,
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MeXAy | u B) ¢ noMoulblo NPoUecca ycperHeHHs, KOTOPLIH npono-
Xaercs A0 TeX nop, MOKa BCe OTCYTCTBYIOUIHE 3HAueHus He OYRYT
BOCCTAHOBJEHBI, HACTOMLKO e He SICHO, KakuM o0pa3soM perede-
pHpoBaTh TOuKy 3akcTpeMyMa (1 Ham 7), ecin ona ynarteda. Takue
KCTPEMYMBl NOAOGHB TPAaHHUHBIM 3HaYeHHSM, H 10 CHX TNOp HeT
HH OJHON MozjesH, KoTopas JaBajda Obl OJHOBPeMEHHO H peuent

@
7

Hopoaasisiit

Benmparsivid

A

Puc. 6.4.4 Cxevatuyeckoe H300pakeHUe NMOA YCJIOBEIX KOOPAMHAT RJK KOHEYHO-
CTH, TZe MOpPCO-BEHTPAJnHHA TpajueHT 3HaueHnit noaa [, u300padeH YHCIAME,
KOTOpBIE NaGPaHbl KYPCHBOM 11O BHEUIHEH CTOPOHC OKPYMKIOCTH, 3 NepefHe-3a XUHKA
rPaIHeHT £z — OGHIUNBIME UkCARMH BHYTPH OKPYKHOCTH 5. Pamuopeciioe mnone,
noayuawlieecs B pa3ynbTaTe NPUMEHEHHs LPABHI FeH2PAUMIT, ONUCAHHLIX B TEKCTE,
K CAYy4ay NpHKUBAEHHS TPAHCIIANTATA NPABOH KOHEUIOCTH (BHYTPEUHSA OKPYHK-
HOCTB) HA KYJALTIO .1eBOH (BHEIUHSN OKPYMKHOCTB); MOKa3allbkl MO3HUHM H OpHeHTa-
LMK JHUIHHX KOHeYHOCTEeH.

BOCCTAHOB/JEHHA I'PaHHUHBIX 3HaueHHH, H BO3HHKHOBeHHe yCpelHeH-
HLIX TIPOME:KYTOUHBIX sHaueHuil noJs. (OfHako COBepmeHHO fCHO,
YTO, MOKA MBI He B COCTOSHHMH OOBSCHHTb 3TH [Ba npouecca, Mbl He
MOKEeM CUHUTATDh, UTO NOCTPOUITH MOIENDL, ONHCHLIBAONIYIO AUHAMUHKY
nonst pas3suTus., CHopmy/lipyeM npocTble NpPaBu/iia, KOTOPhIE AAlOT
Takoe nosejeHHe. Mul onpefennsin HX B pe3ybTaTe HCCAel0BaHHM,
BLINOJTHEHHBIX COBMECTHO ¢ JA-poM Kammuurcom u x-poMm [lporepo.
[TosHoe paceMoTpente 3Tore 0606GHIEHHOrO NOMEBOro NOLX0AA, KAl0-
UIEro MpaBHIa [OOJYYeHH PaHHUHLIX 3HavdeHHHA H onpelesieHHs
BHYTPEHHHX 3HaueHHH MO8 4JIA HEJ0ro psiza NPOLECCOB, KOTO-
pble QopMHPYIOT CTPYKTYPLI (BKJII0Uas pereHepantio rHipoHIos, Co-
MHTOreHe3, o6pasoBanye CTPYKTYPL epa, GHMIOTAaKCHC H pereHes
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PalHI0 KOHEYHOCTH), HaXOJAHTCA B Npouecce MOATOTOBKH K MyOJaH-
KaluH.

PaccMoTpuM BHauane mpolecc HHTEPKaNsPHOrO PocTa, T.e, Mo-
ABJEHHEe HOBOA TKaHH, KOTAZ COeJHHSIOTCH NBe OTPEe3aHHBle TO-
BEDXHOCTH ¢ pasHbIMH 3HauenHsmu noas. CyThb 3TOro nponecca Ha
A3bIKe MOJIEBLIX uncesa pHC. 6.4, 4 COCTOMT B TOM, 4TO BCAKHI pas,
KOrAa NpU paspbiBe NOJS HaKJMOH Habopa 3HaueHHHl noas noJyyaer-
ca Goablie |, waumHaercs pocT. (Hak/aoH noas [ B KoOpRHHATHOH
TO3HLUHH 1 onpefenfeTcs Kak

Df@=‘ fn+l ‘;‘ fn—1 :

I!OD.OGHOG e COOTHOIIeHHe HMeeT MeCTo U 4018 4. KOOpﬂHHaTbl
nponymepoBaHsl oT 1 1o 12.) 3HaueHHA MOasl NMPHCBAHBAIOTCS HO-
BOfi TKaHH B COOTBETCTBHH CO CHEAYIOUIHMY MPaBUIAMH (CMBIC] HX
BCKOpe CTaHeT QUEBUHBIM).

" 1. Ecaun Dfg>1, T0 HOBOe 3HaueHHe NOJA B KOOpPAHHATHON
NO3UIKHK N PABHO

fo=Fp—C(fa—TFa) 6.2)
rae C — KollcTauTa, [@ — CpelHee MO NPOCTPAHCTBY, T. €.
In—1+ fn+.
-

2, Ecan Dfp <1, 10
fo=la+ K(fg—4) (6.3)

rae K — koHcraHTa. OT1cloza TO/IY4aeTCH, UTO eCTH fea>4, 10
f%,> fgr @ ecam [z <4, 10 fg <[5 Takum oSpasoM, ziauexus
nMoJs TMOCTENeHHO PacXoLATCS RO TeX NOpP, NoKa He GyneT AOCTHIHYT

au6o MakcuMyum (7), mu6o munumym (1). AHasornudbie mpaBHJIa
IpUMEHAWTCA U K ApyroMy napamerpy, g. CienoBatebuo, HaKkJOH
onpepensier, Kakoe 3HaueHHe MNOJA NPHMCT HOBas TKaHb — B COOT-
BETCTBHH C MPaBHJIOM [IHBEPTEHLHH, AAIONIHM 3KCTPCMYM, 4iId ¢
npaBulIoM ycpeiHedus. OOpa3Ho roBops, 3TH upaBusa 03havaior,
YTO KJNeTKaM <«HPABHTCH» HAXOAHTLC B MODQOreHeTHUECKOM HOJde
C HAaKNOHOM |, uTo BefeT X yMeHbIIEHHIO HAKAOHA, €ClH OH B0Jhlie
[, 1 K yBenHueHH0, ecaud oH MeHbure. Yucsno 4 B BHLIpaKeHud
(6.3) — nocToAHNLIA napamerp, 3afaHHHI [EHETHUCCKH.
TTocMOTpHM, Kak 3TH OpaBHJAa OOBACHAIOT pe3yJbTaThl Pa3faHu-
He X onepauuii. [Ipenncioxuv, 4ro 3HadeHua 00/ cTAPOA TKaHA
ocTaloTc HeusveHHBLIMM, [lycTh pa3pes, Heqsillid CTPYKTYpy Ha

LBE UaCTH, CHElaH MeXAy KOODOMHATHBIMH noswimavu @,
u @, .PachorpnM BHayaJle MCHBIIYI0 UaCTh;, Mbl BHLHM, uTQ
3Havenna nmoas (2, 3 n 4,1) cBelleHH BMecTe Ha NOBCPXHOCTH pa3s
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mena. Haknoupt npu stom Gofbiie 1, NO3TOMY LIS BPHCBOEHUS 3Ha-
yeHHH NM0J% HOBOA TKaHH Hemoabayerca ycpeaneauie (6.2). Ilpuuss
nas yno6ersa € =1, MBI [OJYUHM, YTO HOBbIE 3HAUEHUS 0OJA
pPaBHH

Hotfo)=22+4)=3
Het+ge) =23 +1)=2

OTH 3HaueHHS YCTOHYMBH, HOITOMY B pe3yjbTaTe OnepaunHH MeHb-
ras 4acTh yABOHTCH, UTO H HabGJaionaeTca B SKCIIepUMEHTE.
B Gosblieil yacTH TXaHH Ha/l0XKarcs 3HaueHus nonas (f, 4) u

(8, 2). Torna npousefifier pocT, H HOBOH TKaHH B MNO3HIHH 6y-
AYT NMPHIHCAHLI MYTeM ycpeaHeHus 3HaueHus nons (3, 3). Haxnou
B [ Mexay HOBOM M CTapOil TKaHbio BCe elle (onbliie |, nosTOMY
NPOHCXOANT RajbLHeHIUH POCT M NpPOROJKaeTcs ycpelneHne. Ho-

Bbleé 3HayeHHA N0 B NO3HIHAX @ H @ paBHBI

fo=3fetfe)=11+3)=2
fo=3fe+/@) =33+5)=4

IIpu BoccTanoBAeHHH 3TO AaeT pan 2, 3, 4, KoTopuil ycrofiuus. 3Ha-
YeHHd ApPYrod nmepeMeHHOH paBHDI
§o=18e+8@) =2(4+3)=3,5
8o~ 18+ 8E)=2(3+2)=2,5
3necy ofipasyetcs pan 2,5, 3; 3,5, Hak/JoH Koroporo MeHbiie 1 B
KaXK/nof MO3HIHH, TO3TOMY HeOOXOAHMO BOCNOJAB3OBATHECA MOAETHO
ausepredunn (6.3). [punar K =1, Mu nosyunm
gp=3,5+(3,5-9=3
Ag®=310+(310_4)=2
go=2,5+(2,5-4)=1

Tenepsb 370 TOXe YCTOHUMBHIH psal, H B Pe3yJbTaTe Mbl HMeeM BOCs
CTaHOBJIEHWe HEeLOCTAIOMIHX 3HaueHH! Ooablied uyacTH, 4TO H Tpe-
6yercsa. Ha srom npHMepe BHIHO, KaK JHBepreHTHas MoJeab AaeT
KkcTpeMyM (B AaHHOM cayuae MHHMMYM). Ecin 6ol npH paspese
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yAaNKICA MakCHMyM, OH Obnla OBl BOCCTAHOBJIEH C NMOMOIIBIO TOrO
Ke NPaBHaa.

Paccmorpum crenyiomuil THR IKCMepHMeHTa N0 TPAaHCOJI4HTA-
IHH, KOTOPBLIH NPHBOLHT K OOpa3oRaHUI JHIIHHX KOHeyHoCTed.
[lpenckasa® pe3y/nTaThl 3THX ONLITOB, MBl HOJYUHM BeCKHe JOBOIE
B MONb3y aJeKBaTHOCTH cxeMbl, pa3paGoranuoil ®peuvem u ap.
Ecan perenepupyeMyio MOUKY KOHeUHOCTH aMOHGHH UMd TapaKaHa
nepecajuTh Ha MeCTO aMIYTHPOBAaHHOH KOHEWHOCTH, pacnoJoXKeH-
HOH C TPOTHBOMOJQAKHONR CTOPOHDI, TaK 4TC JOQCO-BeHTpaJibHbIe OCH
IpH 3TOM COBMECTATCA, a NepefHe-3anHHe OKaXKYTCs [POTHBOIMO-
JOKHO HANpaBJAeHHEIMH, TO TIOJYYHTCH TPAHCIJIAHTAT, H3 KOTOPOro
Pas3oBLIOTCH [Be JHIIHHE KOHEYHOCTH € TOH XKe CaMmMoll mepelHe-
3a7Hel MOIAPHOCTDLIO, YTO H Y KYyJbTH. DTa CUTYallHs CXeMaTHUYECKH
nokasaHa Ha pHc. 6.4, 5, rae Hapyx HLIH Kpyr u3olpakaeT KynbTio,
a BHYTpeHHHH — TpaHCcnNaHTaT. Kak Ghl10 NOKa3aHO, LpHMeHeHHe
npaBun 06pa30BRaHMS 3HAYeHUH MO JaeT UHCJHOBLIE PAABI, HPHBO-
AALlIHe K TpeOyeMBIM pe3ysibTaTaM, TakK Kak NPeNNoJiaraeTcH, uTo,
riie Obl HH BO3HHK 3aKOHYEHHBIA nepudepHUecKHil pAx 3HaueHHH
moJif, B 3TOM MecTe oOpa3yercsi HOBast KOHeuHOCTL. Hanpuwep,

MeX1y KOOpAUHaTHOH nosunmeii KyibtH @ M mo3ummeir Tpalc-

nnanrara (0 suagedus noast (5,6) u (5,2) conpukacawres apyr
¢ apyrom. Pasauuue Mexzay 6 M 2 NPHBOIMT K HHTEpPKaAIPHOMY
POCTY H 3a1aeT 3HaueHHs MoJd HOBOH TKaHH B COOTBCTCTBHH C
NpaBHJIOM YCPEeNHeHHus, B pe3yjbrare 4ero o0pasyercsl yCToHUHBHIA
pax 6, 5, 4, 3, 2. [Ipyras napa 3HaueHHil nois paBHa (5,5) ¢ Ha-
KJIOHOM, MEHBIIHM 1, NO3TOMY HCNONDB3YETCHd NMpaBH/AO JHBEPreHIIHH
u notyuaercs psax §, 6, 7, 6, 5, namouui MakcuMyM. 1o cnpaeen-
JIHBO LJIf1 BCeX PSOB 3HaueHufl nonis f5 B BepXHeH MOJOBHHE TPaHC-
nJaHTata, B TO BpeMA KaK B HHXKHel NOJIoOBHHe NoBClOAY MNoJydaert-
csl Apyroe 3KCTpeManbhoe 3Hauende, 1. B Toukax, rae coBmelleHw
3HaueHHA 105 (4, 4), paBHOBeCHe HeyCcTOHYHMBO, MOCKOJILKY HOBLIE
3HAYEHHS NONA PaBHBI CTAPBIM:

fpg=4+Ud—9=4,

olHakKo ni06oe CKONL YroJlHO MaJoe BO3MYIEHHe 3THX 3HaueHHH
B CTOPOHYV YBEJIHUEHHS] NPHBEAET K JHBepreHuHu K 7, a B CTOPOHY
yMeHLLHEHHH——-K I HOCKO.’Ibe TKaHb BhbIII€ TOPH3OHTAJH IOBHAXKET-
ca K 7, TO eCTeCTBEHHO npe,zmo.noxm'rb, qTO 3TO B03MYLU,36T CMEeX-
Hyto o6nacTb TKaHH H obpasyerca pan 4, §, 6, 7, 6, 5, 4, uuxe
I‘OPHSOHTHJIH NPOHCXQOAUT OHBEDPrcHUHA B IMPOTHBOMOJNOXHOM Ha-
npaeieHud, naBas pag 4, 3, 2, 1, 2, 3, 4. Tak ofpasywoTcs nepu-
¢bepudecKde NOCNELOBATENbHOCTH, Jawolllhe U30bITOYHOE UYHCIO
KOHeuHOCTEeH.

[TpuMeHfisl 3TW npaBuia K OIPYrdM THNaM TPaHCILJIAHTAIHH, HYX-
HO NIOMHHTh O BO3MOXHOCTH MOJYdYeHHS apTedaKToB; 3TO MOXKeT



Muocomeprnan ynopadouennocrs 207

OBITh CBA3AHO ¢ rpy6GOCTbIO UHCAOBLIX PAJOB H HEKOPPEKTHHIM BHI-
GopoM napaMeTpoB, Takux, kKak C u K B Bulpaxenusx (6.2) u (6.3),
KOTOpBle Mbl CUHTAJH PaBuHLIMH | mpocro nias HarisigHocTd. B peit-
CTBUTeNBLHOCTH 3Ha4yeHHsl 1OJS, eCcTecTBeHHo, OYAyT OoJiee Hempe-
PBIBHBIMH, T.€., onepupys uuciaamd or 1 no 70, Mbl moayuuau Ghl
ropasgo OoJiee mpaBAONORCOHBIN pe3yabTaT, ueM ¢ HHCJAAMH oT |
00 7; napaMeTpni e LOMXKHL BHOHPATHCH, HCXOAS H3 IKCIEepHMEH-
TAJbHEIX RaHHbX,

Hexotopble cBoficTBa cXeMbl, ONHCAaHHOI B OGLWKX yepTrax BHIIE,
CTOHT 06CYnHTh 0TARebHO. CHCTeMa NBOITHOTO rpajHeHTa NpeacTas-
JfieTcsl AOBOJBHO OUEBUAHLIM CNocoGOM ynopsaoueHus nepupepu-
YeCKOro noJiA H MO3ITOMY fARMAETCH OOCUIENPH3HAHHLIM pelleHHeM
npoGieMel. OpHako, 4TOOM BOCMPOH3BECTH 3KCHepHMEHTaNbHbBIE
llaHHEle, HeoOXOAHMO BBECTH NPaBHTa, C NOMOIIBID KOTOPLIX o6pa-
3YIOTCSl FKCTpeMasbHble 3HaueHua noaf. OHu rpebytor ¢H3uoa0TH-
uecKoli MHTepnperauud. [lepeksiouenne ¢ JHBepreHTHOrO Ha KOH-
BepreHTHoe (ycpelHfilollee) NoBeneHHe B OTBET Ha H3MeHeHHe Ha-
KJI0Ha INOJSI MOXHO MNpeJcTaBHTh cebe Kak MeMOpaHO3aBHCHMBIH
npouece, BK/MOYAIOWIHHA (Aa3oBLIH nNepexocld MeXIY COCTOSHHAMH
BO30YIHMOCTH H Hes0o30YLHMOCTH, TaKOro THOa, KaK pacCMOTpeH-
HBIH B cJenyiolledl rJaBe, B CBf3H C MeMOpaHHON BOJHOBOH Mo-
LeJblo, NTPHBOAAINLeH K peXuMy reHepauHH rpaiHeHTa HIH pexumy
yCcpeLHeHHS COOTBeTCTBeHHO. Hesicna Takike npupona mnpouecca,
H3MepsioUlero Hak/J0H N0Jf, HO BIOJHE BO3MOMKHO, UTO IPOLLYyHBI-
BaHHe OMHKAMIIUX KTETOUHLIX MOBEPXHOCTEd ¢ moMoubio duiono-
nuil NpHBOAHT K NOABJIEHHIO CHJA, NCHCTBYIOUWIMX KaK HepekJioua-
Tead. XOTd MNpelioxeHHble NpasH/1a PeHepaludH HHKOHM 06pa3oM
He eNHHCTBEHHDb, KaXKeTCH OUEeBHAHLIM, YTO B OPraHH3alluH nepH-
thepuuecKoro noas 0673aTejbHO YYAaCTBYIOT KakHe-TO IIPOIECCH Ie-
PeKJIOUeHHs THBepreuiHs/KOHBePreHUHs, CBA3aHHbIC C KJETOuHOM
nosepxHocTbio. [loHMMaHUe NPHHUHMNHAABHOI OCHOBLI NOBeeHHA
OO3BAJIsleT HaM COCPeAOTOUHTBCH Ha BLIACHEHHH NPUPOIbl HH3HOJMO-
IHYecKHX IPOUECCOB Ha KJIeTOUHOM YPOBHe,

W3 3Tux OpuMepoB [CHO, uTO HEQOXOAHMO NPOBOAHTL YETKOE
passiude MeXNy NOHATHAMH «3HaueHHe KOOPAMHAaTL», 0603Hauaw-
MM NO3UIHI0O B TKAHH COMNacHO HEKOTOpOoH YHOGHOH cxeMe, H
«3HaueHHe MOJA», CBA3AHHLIM ¢ COCTOSTHHEM KJeTKH HJH CJ0S KJe-
Tox. [lepBoe ycTaHaB/uBaeTc NO AOTOBOPEHHOCTH, a NOCNelHee
H3MeHSIeTCS COTJ1acHO ONpejeseHubIM MPaBHJIaM HJIH AUHAMHUECKHM
orpaHuuvenussM. McrmoanzoBanne TepMHHA «NO3HIHOHHOE 3HaueHHe»
MyTaerT UX H MPABOIMT K ABYCMBICIEHHOCTH.

MuTepecHo OTMETHTh, 4TO ycpelHsloniee Bbipaxenue (6.2) npen-
crapasier co0oil AUCKPeTHLIH BapHAaHT YpPaBHeHHA ’

av
-at—"~= 2y (x, f),
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CTalHOHapHble pelleHHs KOTOPOrO ecTh pelleHust ypaBHenus Jlam-
Naca
V2V (x) =0,

rae V(x) — 3nauenue nons B MO3HLHH x. TakuM of6pazoM, MHI,
#Mes Jieno ¢ noJeM, CTATKHBaeMcsl ¢ TeM e THIOM MOBENEHHS, 4To
H B ciyuae mpoctoro nH@Qy3HoHHOro nponecca. OXBako COBCEM He
0693aTeqbHO paccMaTpHBaTb JexalllHe B OCHOBE Mpouecca MeXxa-
HH3Mbl KaK MeXaHH3MBl XHMHuYecKo#l auddysun. [lpu stom Mu
0cB0oGOX(LaeMCsl OT OTPaHNUeHHs, CBI3aHHOTO C MPeACTaBJEHHEM
noJefl pa3BHTHA B TepMHHaX CXeM, BKJANUAKUIHX XHUMHUeCKHe mpe-
BpalleHus) H AHQQPY3HIO, 4TO NPHBOAHT K 3HAUUTEIBLHOMY YHpoLie-
HHUI0 aHaJHTHYECKOro ONHCAHHS [POUCCCOB, FeHepHPYIOHIMX RoJe,
Judy3HOHHO-XHMUUECKHe CHCTeMbl NPOAOJIKAIT OCTaBATLCA [10-
JIe3HBIMH NPH AeTaNbHOM H3YUeHHH OTAeJbHbIX NMPOTECCOB, HO CJA0XK-
HOCTbL H 3aBHCHMOCTL OT NPOH3BOJLHLIX NapaMeTpPoB HEN3I0T HX
HEMOAXOAALUINMH AJ8 MOCTpoeHHs] odiuedl Teopun pa3putud. Jusep-
renTHan ¢opMa (6.3) pacliHpser KaacCHUecKOe ONHCaHHE NOJA,
paccmaTpHBas 00pa3oBaHHe IPAHMUHBLIX HJM IKCTpPeMadbHLIX 3Ha-
uennil. Takum o6pa3oMm, npensokeHHas MoJedb NPHBORMT K Kpafi-
He mpoctoMy M ofmajamolleMy onucaTefqbHON cuaofl o6obieHHIO
TEOpHH MOJH.

PeTuHO-TeKTaALHag MPOEKLMs B 3PHTEABHONH cucreme aMdubuit

OcTaHoBHMCA Temepb Ha MPOIECCe Pa3BHTHA, KOTOpEIl He mpo-
CTO CO3LaeT YHOpANOUEHHOCTDh KJAETOK Ha MJOCKOCTH, HO H [POH3BO-
IHT OfHO3Haulioe oToOparkeHue OBHOH ABYMepHO! NOBEePXHOCTH Ha
JLPVYTYI0, — Ha Npolecce, KOTOPLIM MpHB/JEKasJ BHHMaHHe psAlla BeChb-
Ma KOMIeTEHTHHX U HajeleHHbX GOoraThiM BOOOpa>keHHeM HccIeno-
BaTesteli H 0 KOTOPOM, CJefOBaTeNbHO, HMEETCH OYeHb MHOIO HHTe-
pecHBIX AAHHLIX. JTOT HpPONEcC COCTOHT B OGBCAWHEHHH 3PHTENb-
HDOIX BOJOKOH, HAYUIHX OT FaHrJHO3HBIX KJETOK CeTYATKH, B efHHBIH
2pUTEILHLIA HCPB, KOTOPBIH NPOXOAUT K KOHTpJarTepalibHOMY 3pH-
TeNTbHOMY TEKTYMY, I'ie 3pHTe/lbHbie BOJOKHA YCTaHABMHBAIOT CTPO-
ro ynopsjioueHHble ¢BA3M ¢ Hefipowamu TektyMa. I'1aBublil BOmpoc,
HHTEpeCYIOLHA HccaenoBaTesnel 3TOro IBJeHHS, COCTOHT B CJenylo-
mleM: KakuMm o8pa3oM BOJOKHA CETYaTKH, 06pas’yiollHe 3pHTeNbHB
HepB, HAXOAT TomorpaduuecKU NMpaBHAbHblE NO3HIUH B 3pUTeE/b-
HOM TEKTYMe H YCTaHaBJIMBalOT 34eCh QYHKUHOHAAbHBIE CBA3H, TaK
uyTO CBETOBOE pa3fpaKeHde NLaHHOH oONacTH CeTUaTKH NPHBOAMT
K BO36YXKIeHHIO HEHPOHOB B onpefeleHHbIX obnacTax TekryMma. To-
norpadus, sTHX cBfA3ell Oblia H3yueHa CaMbIMd Pa3HOOGPasHHIMHU
MeTOJaMH, BKIIOUad onepanHu Ha ceTyaTKe, Ha TeKTyMe HNH Ha
06eux CTPYKTypax C OOCTeAYIOHIHM TNOBeLeHUeCKHM, THCTOJOTHue-
CKHM H 3JeKTPODH3IHOJIOHUCCKHM aHa H30M. KYCOUKH CeTYaTKH
KilH TeKTyMa MOXKHO YJa/151Tb, NOBOPAUHBaTh, COEAHHATE C KyCOYKa-
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MH JPYFMX CeTYaTOK, 3PHTC/AbHBIA HEPB MOMHO 3aCTaBHTb JOCTH-
raTh TeKTyMa APYIHM NyTeM HJu HampaBHTh K HACHJIaTepatbHOMY
TEKTYMY; MOXHO pasHBMH CHOCOBAMH KOMOHHHPOBATH 3TH METOMH.
O6pasyowylocs nMpy HaJHUHE TaKHX BO3LEACTBHIl NPOEKIHIO Hellpo-
HOB CETUATKH Ha TEKTYM PerHCTPHPYIOT TeMm HJH HHLIM CIOCOGOM
(nyullle BCero AJs 3TOTO NOAXOAHT 31eKTPOPH3HONOTHUECKAS PETH-
CTpanua OTBETOB NOBEPXHOCTH 3PHTENLHBIX OYyIrpoB Ha CTHMYJSLHIO
CETYATKH CBETOBBIM NSATHOM), a 3aTcM aHaJH3IHPYIOT Jl0bble 3HAUM-
TelbHble OTK/JOHEHHA OT HOpMaJ/tibHOH KapTHHH. PaHHue paGoTwl
Croyna (Stone, 1948) u 3exkenu (Szekely, 1957) no wu3yuenuio
MOCJAEACTBHA XHPYPruueckoro BMelNaTe b¢TBA H aHAAH3 MOBEREHHS
XHBOTHOTO [10K33aJH, YTO IOBOPOT T/1a3a B 3MOPHOHANABHOM e pUOo-
Ie noaxe cranuu 36 y Ambystoma unu cranuu 22 y Triturus upu-
BOJIHT K JKBUBaJIEHTHOMY MNOBOPOTY 3pHTeabHOro mnoss. TakuM o6-
Pa3oM, ec/TH JeBbiil a3 Ha CTalHH 3MOPHOHA aKCOJOT/ISA NOBEPHYT
no uacoBofi cTpesnxe Ha 90° To mocie MeTaMoOpdO3LI B3POCARIH
aKCOJOT/AbL OymeT MLITaThbesl CXBATHTL MYXY HJH NPHMaHKY OPAMO
nepesl co60H, B TO BpeMsl KaK OHa HaXOLHTCS B NMOJe 3peHus CiaeBa,
¥ HUKOTIJ2a He HayuuTCs HCOPaBaATb 3TOT Aedekt nosenenns. Onua-
KO eCNH [OBOPOT cAesdaH B Oojee paHHeM MepHONe pasBHMTHHA, RO
crajuu 34, B3poC/oe KHBOTHOE Befer celsi COBepileHHO HOpMaJb-
Ho. Jlanee uccnenoBaHusl 3eKelHM NOKa3ajH, YTO Ha30-TeMHOpasb-
Has (mepenHe-3anHAA) OCb raasza y Triturus ycTaHaBJaHBaercd
paHbllle popco-BeHTpaabHoil. fkobcon (Jacobson, 1968 a), ompe-
e 3MeKTPoPHU3HOIOTHUECKHMH METOLAaMH TNPOEKNHI0 B TeKTYMe
y Xenopus, nOATBEpPOU/ TH NaHHBIE: ec/H MOBOPOT Ha 180° y 3M6-
puona Xenopus cpenan Ha cragud 30, To ofHa OCb (Ha30-TeMNo-
panbHasn) obpamaercs, a Apyras ocTaercs Ge3 HaMeHeHHi. DTo ro-
BOPHT HaM O TOM, UTO OCH B CeTUaTKe YCTaHABJUBAIOTCA MJH JeTep-
MHHHPYIOTCS. B onpefeseHHble NepHOAbl pa3suTus. HAKo6CoH
(Jacobsom, 1968b) o6HapymHu/ TaKkKe KOPPesiNHI0 MEXAY 3TOH
¢puxcanueli ¥ npexpamendeM pensukangd JIHK B ueswtpanbHoit
0o6acTH CEeTUATKH H NPEANONOXKHJ, UTO MeXAy JaBHALHOCTBIO HOo-
51 H KJACTOUHEIM IHMKJOM CYIUIECTBYET NPHUMHHAas CBS3L TOrO IKe
polla, uTo H B 3nMAepMHce HacekoMbIX. [TockoIbKY Ha cTaguu QHK-
CauHH OCel CeTUaTKa 3HAYWTENbHO MeHblIe CBOETO OKOHUYATeNbHOIO
pa3Mmepa, a pOCT UPOUCXOAHT IyTeM A0OGaBIEHHA KJIETOK K NepH-
depun (PeCHHUHOMY KPYIKKY), PKCNEPHMEHTHl ¢ MOBOPOTAMH MOKa-
3BbIBAIOT, 4TO nocide cTanuHd 32 Hopble KJETKH CEeTUATKH MOJyd4aioT
MopdoreHeTHUECKYI0 HH(OPMaNHI B COOTBETCTBHH C MoJieM, Jerep-
MHHHPOBAHHBIM BHYTPDH CeTUaTKH, a He B COOTBETCTBHH C OCAMH
tena. BosamoikHo, ceTyaTKa Ha 3ToH CTaiMH YTpayHBaeT CBOM CBSl-
34 C OKPYXKAMOIHMH KJIeTKaMU H CTaHOBHTCA aBTOHOMHOH. B muna-
MHUECKOM IpOLeCCe, CBA3aHHOM C PacClpoCTpaHSOUEHCcA BOJHON,
VCTaHUBJCHHC MAKCHMyMa rpajHeHTa B KJeTKaX, Bo0aBfeHHBbIX K
MO0 B pesy/bTale poOCTa, UPOMCXOJHT ECTECTBEHNO: MaKCHMYM
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rpajiHeHTa pacnpocTPaHHTCA BO BHOBb A0OAB/CHHLIE KJETKH NOTO-
My, uTo MeMOpana, KOTOpas pacHopele/sieTcs MeXa1y XOouepHHMH
KJETKaMH, COLEP:KHT MOppOreH, ¥ HenpepeiBHAs BOJHOBAA AKTHB-
HOCTL coOXpaHsieTcsl, NPOABUras MAaKCHMYM TpajHCHTa B HOBble
KjaeTKH. Takoe NoBeieHHe XapaKTCDHO TaKxKe /ISt MOZENH NOJSp-
HOro Hacoca, npeatoxeHHoll Yuabu n Ys6erepom (Wilby, Webster,
1970), Ho B cayuae, KOTLa pa3MepHOCTh NPOCTpaHcTBa OoJbllie efH-
HULH, 3TOT MEXaHH3M NlepecTaeT paBoTaTh, HOCKOJILKY HYXKHO Ha-
npaBfeHHO HaKauyHBaThb Pa3JHYHbie BelllecTBAa HOL OPSIMBEIM YILJIOM
LPYr K IpYry B npelejax ORHOH H TOH Xe KjeTKd,

OTtcyTcTBHE CIOCOGHOCTH K peryJisllid B CHCTeMe 3peHHs B3poc-
Jofl ampubuu, Bnepsule obHapyxenHoc Cneppu (Sperry, 1944),
YKa3biBaslo Ha TO, YTO WMeeTCA HEKHI JKCCTKHIl MeXaHnH3M, C No-
MOILBIO KOTOPOTG 3pUTEIbHbie BOJOKHA COERHHRIOTCS C HEHPOHaMH
TEKTyMa Nocjde TOro, Kak OCH B 3THX ABYX TKaHAX (PUKCHPYIOTCSH,
Cneppu (Sperry, 1951; 1955; 1963) npeanosioskua, 4To 3T0 AOCTH-
raeTcs ¢ MOMOIILIO crelHMHYeCKOR KOMIJIEMEHTAPHOH MapKHPOBKH
KJIETOUHOH [OBEPXHOCTH HEHpOHOB CeTYAaTKHW H TEKTYMa COTJIACHO
HX NOJOXKEHHI0O B TKaHH, TaK 4YTO BOJIOKHA CeTUaTKH o006pasyiol
(YHKIHOHAAbHble COETHHEHHUS! C COOTBETCTBYIOIUMH KJIETKAMH 3pHU-
TeMbHBIX OyrpoB. DTa runoTesa Oulia Ha3BaHa rHNOTE30H <HellpoH-
Hoft crmenuduuHocTH». Ee npoBepxe nocpaulensl MHorue paGoTH,
HCIOJb3YIONIHE 3JMeKTPodH3HOMOTHYECKHe MeTOAN KapTHPOBAHHA
peTHHO-TekTa/bHON npoeKknuu. OLHAKO NaxKe BLICOKOTO pa3pelle-
HHA 3THX MCTOZOB NO 3MOPHOJIOrHYECKHM HOPMAaM HELOCTATOUHO —
OpH YPOBHE NUCKPDHMHHALMM, MeHblleM ueM npuMepHo 1000 xue-
TOK, MeTOA He MNO3BOJACT cIedaThb HHKAKHX 3aK/IOUeHHi o chemu-
(HUHOCTH COeRMHEeHHIl KJACTKH ¢ KJIeTKOH. DKcnepHMeHTH N0 BbIpe-
3aHHIO H MORTOPHON HMIJaHTAaLHH HEKOTOPBIX YYaCTKOB TEKTYMa,
nposcactubie JleBunbiM M SkobGconom (Levime, Jacobson, 1974),
HMelOT, NO-BHIHMOMY, ropasio 00/iee BHCOKYK) TOUHOCTH OIpepne-
JIeHHS MUIIeHH BOJMOKOH CCTYaTKH, OKQJIO D KJETOUHBIX JHAMETPOB
(Jacohson, 1975). Heo6xonuMo HMeTb B BHAY, UTO NPH JOCTHKeE-
HHH CBOEro MeCTa Ha3HaueHHA B TEeKTYMe 3pPHTeJNbHOe BOJOKHO
UIHPOKO pPa3BeTBJsIeTCss M [03TOMY oOpasyeT (yHKUMOHaNbLHLIH
KOHTAKT cO MHOTUMH HefipoHaMu TeKkTyMma. Kpome toro, Muorue
CaHTJNOHAPHDLIE KJETKH B CETYATKEe ¢ NOMOIIBK) CBOHX BOJOKOH
HaxonaTcd B (PYHKUHOHAJALHOM KOHTAKTe CO MIIOTHMH HeHpoHaMu
TekTyMa. JlanHbiC, MoayucHHBe B OCHOBHOM [efi3oM ¢ Koaderamu
(Gaze, Jacobson, Szekely, 1963, 1965; Gaze, Keating, Straznicky,
1970; Gaze, Kcating, 1972), pemuTejbHo YKas3biBaloT Ha TO, YTO
B3aHMOREHCTBHA MEXiy BOJOKHAMH CeTYUaTKH H HeHpOHAMH TEeKTY-
Ma He cnenngHUYHB B TOM CMEIC/IE, KAK 3T0 OCPBOHAUAJLHO HOHH-
maa Cneppu. CnemHPHUYHOCTL 3THX B3aWMOAEHCTBHII TaKOBA, 4TO
JOCTHIaeTCH TOJIbKO OTHUCUTEAbHAS YHOPSIOUEHHOCTH BOJOKOH MO
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ABYM ociM TekTyMa. OcHOBHHE uepThl peTHHO-TEKTaNbHOH mnpoex-
ILHH MpelCTaBIeHEl Ha pHC. 6.5.

[Ipu BOCCO3MaHMH KapThl 37eKTPODU3IHOIOTHIECKUMH MeTOLAMH
TEKTYM YCJOBHO Pa3GHBAIOT HA CeTh MAPKHPOBAHHBIX YUaCTKOB M
B OLMH M3 HHX BBOASAT 3JeKTPol. 3aTeM CBeTOBOE HSTHO JBHraloT
[0 ceTyaTKe, JOKaTHays ero B mpenenax PaMKH, OpeacTaBJisomed
noJie 3peHHA; TOUKA CCTUATKH, KOTOpas naeT MaKCHMaJbHbill oTBer
Ha TeKTYMe, PErHCTPUPYETCH KaK COOTBETCTBYIIUHH YY4acTOK Ha
kapre. [lockoibKy TekTajabuas MOBEPXHOCTh B JatepadbHoH 06saa-
CTH BEHTPaNbHO H3rHOaeTcs, BBECTH 3J1eKTPOX B.1aTepasbHbie TOUKH

7 £
N T
4
Cemvamea Aee0s0 2azsa Tpassis mexnym

Punc. 6.5. Cxema pernHo-rexTadenofi npoekunn Xenopus laevis.

OYeHDL TPYAHO (3JEKTpPOA BBOANTCA B I0PCabHOM HampaBJeHHH),
TaK KakK OOWYHO TEKTYM OTKPbIBACTCS YInaJeulcM N0pcanbHol ua-
cTH uyepena. [loaToMy JaTepafbHule 06jacTH, KAk NpaBu/io, He Kap-
THPYIOTCA H 4acTh 00/ 3PeHHA, COOTBCTCTRYIOIMAsl Ha KapTe
JaTepanbHOH YaCTH 3pHTEIbHHX OGYrpoB, OCTAETCH He3aUOJHEHHOM.
TTocko/MbKy Ha ceTYaTKe BCJeJICTBHE CBOHCTB XpycTafiHka (opMu-
pyercss McpeBepHyTOe H306par<eHie NOJS1 3DEeHHS, TOUKH HHXKHeli
ero YacTH NPHXOAATCH Ha AOPCAJNDLHYI YacTb ceTyaTkd. Takum 06-
pa3owM, KaK BHIHO M3 pHc. 6.5, npH 3JeKTpodH3HONOrHUECKHX HCCae-
JOBaHHAX He KapTupyeTcs HMeHHO JOpPCajibHast 4acTb CEeTYaTKH,
OnHako U3 3KCMepHMEHTOB, B KOTOPBLIX CHNEUHAJbHBIMH METOLaMH
KapTHpoBajdach JiaTepadbHasi yacTb TeKTyMa, cjelyeT, 4TO BO3HH-
Kalouas Tpoekuds HenpepuBHa. B sHTepaType KapThl 06LIUHO
NpeACTaBIAIT B BHJe NPOEKIHH nojell 3peHHs Ha 3PHTeJqbHHE TeK-
TYMbl B COOTBETCTBHH C TeM, KaK NMOCTaBJeH 3KkcnepuMeHT. Onuako
Ha puc. 6.5 KapTa JRaeTcA B BHIe COOTHOUIEHHH MeKAY CETUaTKONH H
TEKTYMOM, TaKk Kak HauGoJblIWHA HHTEpec MM Hac NPeACTaBJsoT
3MHreHeTHUeCKHe 3aBHCHMOCTH MeXAY 3THMH ABYMS TKaHAMH.
HHTepecHo OTMeTHTb, YTO HampasJeHHe CTpesiok a, b H ¢ Ha
CeTYaTKe H TeKTyMe, 0003HAUAIOIIHY OCH, KOTOPbLIC HAYT Napansenh-
HO nepenHe-aafHell ocn 3MOpuoHa (Y 3apofmua Xenopus riasa
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pacnoNoKeHs no 6okaM U OGHHOKYJSIDHOTO N€PeKpPLlBAHHs MpaKTH-
YeCKH HeT), NPOTHBONOJNOXHO HanpaBieHwio ochH Tena. Hekoropoie
NpefAnoJoXeHHA N0 3TOMY BOMNPOCY BhiCKa3aubl B paboTax robco-
Ha (Jacobson, 1959), BLINOJIHEHHEIX Ha NpPE3YMNTHBHHIX Tlepefpann-
HbIx o6GaacTAx HepBHON NJacTHHXH aKcodoTasi. B 3THx paforax
NOKa3aHO, 4TO 3a3aTOK [/1a3a, CoelHHeHHBI ¢ MOMOW(bIO Npe3ymu-
THBHON XHAa3MBbl, JEXKHT BePeJH TPe3yMITHBHOIQ 3PHTEJIBHOIO TEK-
tyma. [leficMekepHLIi LEHTP, pacnojoxeHHblll Ha crTagun 14—15
B LEHTPaJIhHOM UacTH NepefHerc yuacTka HepBHOH NJACTHHKH MeX-
Ny TpPe3yMNTHBHBIM HPOMEXKYTOUHbIM H CpeLHHM MO3rOM, MOJKET
yCTaHaB/AHBAaTL B Opefesfax 3THX oO6Jacreil, NPOCTHPalOIUXCA B
NPOTHBONOJIOKHLIX HalpaBJeHHAX, NPOTUBONOJIOKHO HanpaBJeHHbe
rpafHeHTEl, NOCKOJbKY 33YaTKH CETYaTKH H TEKTYMa COeRHHSIOTCH
B KOHTpaJaTepd/ibHbie Daphl. ITH OCH He OYAYT, OJHAKO, Napa.ielb-
HBl [M1aBHOH OCH Tejia, HX BLIPAaBHHBAHHE MOTYT OCYLIECTBHTDL TOJIb-
KO0 MopdoreHeTHUECKHe nepeMelleHHsl, CONPOBOXKAIIe PA3BHTHE
CeTYaTKH H TeKTyMa H3 3auaTkor. Yro xacaercs apyroro Hanmpas-
JleHHsl, TO OnpelenseTca JH OHO B 0GeUX THX TKaHAX OLHOH H TOH
e OChbio TeJa — TOUHO He CHO, NOCKOJbKY BTOpaA OCb B CETUATKE
nepsoHaya/dbHO IOPCO-BEHTpaJbLHAf, B TO BpeMsl KaK B TEKTyMe
OHa MeAHo-narepanbHas. OOHaKO Ha H3OTHYTOA MOBEPXHOCTH, KO-
Topof ABAAeTCA 3MOPHOH, MeNHO-TaTepajdbHas H JAOPCO-BEHTpalfb-
Hasl OCH MOTYT OKa3aThCAl YacTbio efHHOH och. dta npobrema Mo-
KeT ObIThb pelieHa TOJbKO B JKCHEPHMEHTaX N0 TPAaHCIIAHTALHH
CeTUaTKH B TKaHH C pas3jHUHBIMH MeLHO-T1aTepajbHBIMH OpHEHTa-
UHSMH C NOCJeLVIOWHM BbIsIBNeHHeM oOpasyioLlerocst HanpasaeHus
OCH.

Y Xenopus laevis 3pHTeNbHBI HepB B3POCJOr0 XKHBOTHOIO CO-
CTOHMT npHMepHo H3 50 000 BONOKOH, HAYIIMX OT FaHT/IHO3HDLIX KJe€-
TOK CeTYATKH H HAOpPaBJAOIMHXCA [OCJe MOJHOrO Nepexpecta B
06.1aCTH XHa3Mbl K COOTBCTCTBYIOLIEMY UHCTY HeHpPOHOB H KOHTpa-
JnaTtepaibioM 3pHTeNbHOM TekTyMe. HepBiible BoMIOKHa pacTyT u3
CeTYyaTKik MO HaNnpap/JeHHI0 K BeHTPaJbHOR NOBEPXHOCTH TalaMyca,
nepeceKaloT CPelHI00 JWHHIO, 00pasya MepeKkpecT, a 3aTeM HAYT
JOpCabHO K COOTBETCTBYIOIIEMY TeKTYMY. 3pHTe/bible HeDBH pac-
IMEeNAIOTCA Ha MeIHaJbHLIA M JIaTepasbHEI TPaKThl HENOCPEACTBEH-
HO Tlepell pocTPafabloi 4acThblo TEKTyMa, KOTOpble B CBOIO Odepeflb
LeJsITCSl Ha BOJMOKHA, COOTBETCTBYIOMIHE ONpefes]eHHbIM OBJacTAM
TekTyMa. TakuM o6pa3som, B 3pUTEe/NLHOM HepBe BOJIOKHA yXKe pac-
COPTHPOBAHLI H pPa3BeTBAEHHE MPOHCXOMHT B COOTBETCTBHH C HX
MectoM HasHaueHus. OueBHIHO, 3TH BOJIOKH2Z «QueHb XOpOUIO
3HAOT, K ueMy OHu crpeMsarcas. [lepeceueHne cpelHed NHHHH H
06pa3oBaHHe XHa3Mbl — OUeHbL HHTepecHas npo0JeMa HanpaBneH-
HOFO POCTA, a BLISICHEHHE MEXaHH3Ma paculen/eHHs Ha IBa NMyYyKa —
eue OoJee YyBJeKaTesbHas 3ajlaua, HO f He Oyny paccMar-
pHBaTh 3TH BONPOCHI AeTalbHO. 3aMeuy TOIbKO, 4TO 3PHTeNhHBHI
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HepB MOXHO OTKJOHHTL OT €ro HOPMaJbHOTO Kypca H 3acTaBuTh
pacTH K KayJaJabHOil NMOBepXHOCTH TeKTYMa MO NyTH IVa30[BHra-
TeJILHOro HepBa, HO H TOCJe 3TOrQ BOMOKHA KapTHPYIOTCH Ha Tek-
TyMe B TpaBuJbHOM Tonorpatduueckom mopsaxe. [losromy Mbi He
MOJKeM CUHTATh HOpMalbHOe POCTPafibHOE NPOHHKHOBEHHE BOJOKOH
CeTYyaTKH B TeKTYM BaXXHLIM (PAaKTOpoM npolecca KapTHPORAHHS,
MBI He MOA(eM TaK:Ke WCNOJIb30BaTh NMEepHOL PAa3BHUTHN KaK OLHH M3
3/eMEHTOB KapTHPOBAHHA, TaK KAaK OHO NPOHCXOMAHT COBeplIeHHO
HOPMAJLHO U B CIyuae Nepepe3kH 3pUTeJNbHBIX HEPBOB Y B3POCJAOro
JKMBOTHOrO, IoCJe uero HacTylDaer [QJHOLEHHas pereHepapus.
Haxoden cienyer o6paTuTh BHHMaHHe Ha TO, UTO 3PHTENLHBLIA Heps
MOAKHO OTKNOHHTb K HICHAAaTepaJbHOMY 3pHTeNbHOMY OYrpy, u Tam
TOXKEe BOJIOKHAa OYAYT NPOEKTHPOBATLCS HOPMAJDLHO, TAK UTO BHYT-
penHell WHGpoOpMauHH, NO3BOJAWIWER pa3fvuaTL MpaBoe H JeBoe,
He cyumiecTByer. JTO NMPHAAeT NPOIECCY NepecedeHHs HOPMaJbHON
XHa3MBbl HEKYK) 3arafloyHoOCTb, HO MBI ceHuac Ha HeM OCTaHaBJAHBATL-
csi He OyleM H paccMOTPHM MNpoLecc KapTHPOBaHHS BOJOKOH ceT-
YATKH HA NOBEPXHOCTH 3PHTENbHOIO TEKTYMaA.

MexannsM o06pa3oBaHWs ABYMEPHOH NPOEKLUMH

[lpenuosoxuM, 4yTo BAOJIL NEPBHYHLIX OCefl CETUATKH H TEKTY-
Ma, a UMeHHO Ha30-TeMMOPasbLHON U POCTPO-KAYAAJTBHOH COOTBET-
CTBEHHO, CYLIECTBYIOT AOHOJHHTeJbHBle rpajdeHTbl aare3WBHLIX
MapKepoB H 4Are3MBHOCTH; HaNpHMep TpaJHeHTh CBS3aHHOTO C
MeMOpaHoii mopdoresa BROJIL 3THX Oceil (Ha3oBeM 3TH MOpdoreHn
Mf u M] ans cetuaTku W TEKTYMa COOTBETCTBEHHO) MOTYT HHAY-
IHPOBATh BKAOUEHHE [VIHKONPOTEHI0B HJAH LDYrdX MapKepoB B KJje-
TOUHble HOBEPXHOCTH TaKHM 00pa3oM, UTO 3TH MOJEKYyNH ByayT
NJaBHO pacnpefesNeHn IO ceTyaTKe H TekTymy. [lpeanonoxum, uro
B TEKTYyMe MaKCHMYM aATe3HBHOCTH MPHUXOLHTCA Ha POCTPAJBHYIO
4yacTb, @ B CeTUaTKe MAaKCHMYM aJlre3HBHbIX MapkepoB (KOTOpbie
MOTYT GBLITH OTJIHUHLIMH OT MapKepoB TEKTYMa) MMEEeT MEecToO B TeM-
nopanbHoil yacTy. Dynem cuutarh Zasee, UTO BOJOKHA, BhipPacTalo-
mHe H3 HelipOHOB CETYATKH, HECYT 3TH MAapPKEPH B TeX Ke CaMBIX
OTHOCHTEJILHBIX KOHLEHTpanusx, 4YT0 H Tela HX HeiipoHoB. Takae
MOHOTOHHbIe pacnpefeseHHs LafyT OLHOMEDPHO ynopAmoueHHOe CO-
OTBETCTBHE MeXAY NBYMSA MOBEePXHOCTSIMH.

Kak ObiTb CO BTOPLIME OCAMM CeTY4aTKU H TeKTyMa? [1ycTh BAOIb
HHUX CYIIECTBYIOT rpafHeHTh APYTHX Mop{OreHos, Mf u M3, Koro-
pble TPUBONST K NOABJEHHK) CNOHTaHHON Aenoaspusanyuy MemOpaH
C HeKOTOpPOH YacTOTOH; 5Ta NenoAsApH3aUHA HHIVIHpYeT KoHDOp-
MalMOHHbBEe H3MEHeHHS, B pe3yJbTaTe KOTOPHIX GefKH-MapKepbi Ha
KJACTOUHGI MOBEPXHOCTH CTAHOBATCA ropas3io MeHee HOCTYIHLIMH,
yeM B OTCYTCTBue JenoJjsapusauud. B pesynbTate BO3HUKHYT
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konebaHua afresuBHOCTH BOJOKON CETUATKH C 4acTOTOH, XapakTep-
HOH 1M1 HX MECTONOJIOKEHHS BAOJDL [OPCO-BEHTPANLHOH oOCH, H
MaKCHMYMOM, CKa)XeM, B BeHTpaJbLHOH wacTH ceruaTkd. CooTBer-
CTBYIOUIMil TpaJlHEeHT YacTOTH OyAeT CYINecTBOBATb H BLOJAb MELHO-
JaTepasbHOl OCH TeKTYMa, ¢ MaKCHMyMOM B MeAHaJbHOH 1YacTH.
3Tu cBoiicTBa 06ecleuHBalOT KapTHPOBaHHe BOJIOKOH CeTYaTKH Ha
HeflpOHB TeKTyMa H YCTaHOBJIeHHe MAaKCHMAaJbl0 YCTOHUHBKIX
KOHTAKTIOB B c/lyduae, KOrla ABa rpajHeHTa MpaBHALHO YNOpHAOUEHEI
APYT OTHOCHTENLHO Apyra. KpoMe Toro, Kak MLl cefiuac yBH/IHM, 3Ta
YNOPALOUEHHOCTh OTHOCHTEIbHA, a He abcomTHa.

PaccMoTpuM, UTO NPOHCXORUT, KOrLa 3pUTENLHBI HepB y 3MO-
pHOHa WJH Y B3pOC/JOro >KHBOTHOTO NpH pereHepaniu Heppa TeM
HJM HHBIM TYTeM AOCTHraer TekTyma. Pujiononus, pacopocTpadsio-
lIHecsd W3 KOHYCa POCTa BOJOKOH CCTUATKH, HCCIEAYIOT NOBepX-
HOCTb TeKTyMa B panuyce 100 mMKM uau Oosviue H 06pasyoT KOH-
TaKTH ¢ JIOObIMY LOCTYIHBIMH aJreaHBHLIMH yuacTtkaMu. [Ipu atom
(hUJIONOAHH CNOHTAHHO BHIOPAcLIBAIOTCA H BTArUBAIOTCSH, TaK UTO BO-
JIOKHA BCerga CTPeMATcA JIBUraThes B HanpabJ/eHHH, olecneuuBalo-
meM 00pa3oBanHe HauBOALIIEro UHCIa KOHTAKTOB MeXAy ¢HIono-
IHUAMH M HeHpOHaMH TexTyMma. HauboJblllee 4HC/I0 KOHTAKTOB OG-
pasyercs TaM, rlle BOJIOKHAa H TeKTaJbHble HelpOHH HMEIOT OJHHa-
KOBYI0 HaCTOTy H a3y H rae OCojblie BCero MOTEHUHALbHBIX
afire3WBHBIX KoHTakTOB. Pa3oBoe COOTBETCTBHE BO3HHKAaeT B pe-
3yJabTaTe CMNOHTAaHHBIX H3MeHeHHWH cmBHra $as Mexny KIeTKaVH,
MPOUCXOJSLIHX O TeX MOp, NoKa (as3nl, a TaKKe H 4aCTOTht He COB-
najgyT, YTO NpHBeleT K 06pa30BaHHIO MaKCHMAJLHOTO aJAre3HBHOrO
KOHTaKTa BJOJDL MeAHO-JaTepadbHOl OCH TeKTyMa. Baoawn poctpo-
KayLa/JbHOH OCH OTPOCTKH OTTalKHBalOT APYr Apyra, ¥ (ujono-
nnH, o6pasys H pa3’pyllas KOHTAKTbl ¢ HeAPOHAMH TEKTyMa, KOHKY-
pUDYIOT 32 NOCTYnHBIe aJre3uBHble yuacTKu. BoslokHa ¢ HauBHCIued
OJIOTHOCTDIO YYACTKOB CTPEMSATCS] YCTAHOBHTL CaMuie¢ [POUHDLIE KOH-
TaKThl C POCTPANLHBIMH HeHPOHAMH TEKTYMa, KOTOphie HMEKT Hal-
BLICHIYIO MJOTHOCTL KOMRJeMeHTapPHbIX YUacTKOB, 3aMelllad Qumao-
nopuH, o6pasywouiie Gosee caabbie KOHTAKTH. BosokHa cayuaitHbiv
obpa3om 6ayxaaior BROAb 00euX ocell, pacnpoCTpaHAfich B pe3yib-
TaTe nOo Bcell JocTymHO M noBepXHocTH. [lonyueHHas TakuM of-
pasom npoeKkuHsa ne ApaseTcs abCoJMIOTHOH, Tak KaK mo6oe BOJOK-
HO CETUaTKH MoKeT o0pasoBaTbh aAre3HBHbIe cOeqHHeHUs C w60
06M1aCTbi0 TEKTYMa B pOCTPO-KayAa/lbHOM HanpaBleHWH; BLOJDL Me-
IHO-7TaTepafbHOH OCH KapTa ToXKe OTHOCHTENbHA, NOCKOALKY HeKo-
Topas aare3us, Booblie ropops, BO3MOXKHA U (e3 COOTBETCTBHA ua-
cror. Takum o6paizom, Mex Ay BOJNOKHAMH CeTYATKH HMeEOT MecCTo
KOHKYpDEHTHbIe B3aHMONEHCTBHA, 2 MeXAy HeHpoltaMH TeKTyMma H
BOJOKHAMH CETYaTKH — KOONepaTHBHble B3aUMOJeficTBUs, 3TO NpPH-
BOAUT K KapTHPOBAHHIO BCeil [JOCTYNHOH NOBEPXHOCTH 3PHTE/LHOTO
TekTyMa. Ha cyuecTsoBaHHe TaKoro OTHOCHTENBHOIO KapTHPOBaHUA
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HJH TIPOLecca «YCTaHOBJEHHSA COOTBETCTBHSI» B 3PHTEbHOH CHCTe-
Me yKa3biBaeT 00JblIoe KOJHYECTBO 3KCIePUMEHTAIBHBIX LaHHBIX,
yGenurenbHo npefcrabieHunx T'eflaom H Kurtuarom (Gaze, Kea-
ting, 1972). Omnuncannas Bhille Monedb— Jullb OJHa M3 peajH3a-
HH Letoro KJacca MeXaHH3MOB, 06ecneuyBaloOUINX NPOEKUHIO C Ta-
KHMHI XapakTepHcTHKaMmH. KoHeuHo, mphBeleHHOe ONHCaHHe UHCTO
cAoBecHOe U TpebyeT MaTeMaTHUeCKOro o0OCHORAHHS.

o cHX nop MDI HFHOPHPOBAJAH TOT (PAKT, YTO PETHHO-TEKTANb-
Hasl NPOeKLUHs HMeeT TpeThe H3MePeHHe — LJs NOCTHXKeHHA mNpa-
BHJIbHBIX MeCT Ha3HaueHHS BOJOKH& CETUATKH MOTPYKAKTCA B TeK-
TYM H YINopsioueHHOe BeTBJeHHe NPOHCXomHT B rayGuHe. UTtoOn
06BACHHTL TaKoe NOBeJleHHe, NPEAMONOKHM, UTO NOCTe NOCTHXKEHUS
YaCTOTHOTO U ()a30BOTO COOTBETCTBHA M OOpa30BaHHA YCTOMUHBBIX
KOHTAKTOB € aATe3HBHLIMH MapKepaMH Ha TNOBEPXHOCTH TeKTyMa
KOHYC POCTa, Tenepb OTHOCHTCJABLHO NMPOUHO 3aKpeldeHHLIH Ha no-
BEPXHOCTH TeKTyMa, HaUHHaeT CHOHTAaHHO HCCAElOBaTL TpeTbe H3-
MepeHHe TeKTyma. B pe3ayabTaTe ycTaHOBJEHHA YCTONYHBBIX KOHTAK-
TOB Ha NOBEPXHOCTH MOryT o0pa3oBLIBAThCA M leJeBhle KOHTAKTHI,
TaX YTO BOJOKHA CETUaTKH H HeHpPOHB TeKTyMa BCTYNAIOT B IHHA-
MHUecKoe B3aumofeiicTBHe. B KoHue KOHUOB QyHKuMOHAABLHOH 3a-
Rayeft BOJIOKOH ceTuaTKH OyneT mepeflada mauek NOTeHNHAJOB Heli-
CTBHA K HefipoHaM TeKTyMa B OTBeT Ha CEHCOPHYIO CTHMYJANHIO
ceTUaTKH, NO3TOMY MeXIY BOJOKHaMH CeTYAaTKH M HefipOHaMM Tek-
TyMa no/keH ObITL ycraHOBAeH (yHKuHOHaabHbIT KoHTakT. Ho,
TNOCKOAbKY 9KCNEPHMEHTaJLHHX JaHHBIX O DNPHPORe rJyGUHHON
OpraHU3auHH TeKTYMa OueHb MaJsio, Mbl He 3HaeM, KakHe 3MHreHeTHU-
yeckue npobaembl HeoGXxoauMo peuinTb, OTMETHM JHIIb, YTO ONH-
caHHaa Mojeib NMeeT XaPaKTEeDHCTHKH, YAOBJICTBOPAKLHE OGLIHM
TpeGOBAHHAM M[pOLECCa PeTHHO-TEKTaJbHOTO KAPTHPOBAaHHSl U K
TOMY XK€ MpelcKa3blBaloie cneiHd@Huecku HedpoHHbIe CBOMCTBA CH-
CTEMBI, HanpHMep NOfAB/JeHHe 4acTOT COOHTAHHOH AaKTHBHOCTM, KO-
TOpble HCHOJBIYIOTCS B CaMOM [pollecce KapTHpoBaHuA. Mue Ka-
XKeTesl, 4TO 3TH YacTOTHL OTHOCHTE/bHO HH3KH NO CPaBHEHHIO C
4acTOTOH uMnydbcanuu chopMHpPOBaBINHXCA HeHpoHor (paBHOI He-
CKOJbKHM WMINYJAbCaM B CEKYHAY), NOCKOJNLKY B 3TOM C/Aydyae Mbl
BCE ellle HMeeM NeJo ¢ NPOoNeccaMH Pa3BHTHSA, BKAIOUAIOUIHMU Me-
taboanueckde nponecchi. OHH CKOpee NOMajzaldT Ha BPEMEHHYIO
IIKaNy cOOLITHH, CBA3AHHEIX C NPOMEXYTOUHOH MaMATHIO, H C TOUKH
3peHHst HX CBf3H C MPOIeCcoM KapTHpOBadHS, KOTOPHHA BKIOUaer
ycTaHoBIeHHe KOHTAaKTOB MexkAy HefipoHaMHu H obpa3opaHie QYHK-
IHOHAJbHLIX CHHANCOB, OHH BNOJIHE MOTYT OKa3aTbCsl HeNoCpencT-
BEHHO CBAI3aHHLIMW ¢ TakKUMW npoueccaMu B copmuporaBiefics
HepBHOW cHcTeMe, KaK MojjepcaHue 1eJOCTHOCTH H ClelHalu3alKs
IMOPHONOrHUeCKHX MeXaHH3IMOB.

Moacib, IpeacTaBIendas 316ch 4715 ONHCAHHA JBYMEPHON Opra-
HH3aUHHM B €JIOC KJIETOK, HM B KoeM CJjydyae He NpereHiyer Ha To,
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uyTOGH MOMHOCTLIO PaspeliuTh npobseMy peTHHO-TEKTaJbHOTO Kap-
THPOBAHUS, M elle MeHblue — npoljeMy COPTHPOBKH KJETOK B
ABYX usMepenusx. Ee wesb COCTOHT B TOM, 4TOGK MONKITATLCA NPeA-
CTaBHTH CYThb 3THX Npob.JeM H MOCMOTPeTb, KaKHM 06pa3oM AWHA-
MuYecKHe (KoJjebaTelbHBle) pexHMbt PaboThl MeMOpaH MOryT Cay-
JKUTh aNbTepHATHBOH rpasHeHTy cTaTHuecKol anreswd. Bonpoc
0 CnenUpHIHOCTH aAre3HBHBIX MapKepoB elle He paccMaTpHBaJcH,
xorai nganuwe DepGepa, Mspueiizsa u Pora (Barbera, Marchase,
Roth, 1973) naior ocHOBaHHS AyMaTb, UTO Ha MeLHaJbHOM H JaTe-
panbHOM KOHLAX TEKTYMa UBINJEeHKa MMeIOTCH KauecTBeHHO pas-
JIHYHEIe 3Are3UBHEE YUaCTKH, 4 KOMNJEeMeHTapHble HM YUaCTKH Ha-
XOAATCH Ha BEHTPAJLHBIX H JOpPCANLHBIX HeAPOHAX CeTYATKH, AHa-
JOTHYHLIX NAaHHLIX AJA Mo3ra H riasa ambutull nmoka Her, Takas
cnetHHHUHOCTE MOXKeT OLITL Pe3y/NbTaToM CYNlecTBOBaHHS ABOHHO-
ro rpajiHeHTa MapKepoB BHOJIb 3THX ocefl — CHTyamusi, KoTtopas
MOXET BO3HUKHYTh B pesyjbTare AeHCTBHS OLHOTO HCXOZHOIrO rpa-
JueHTa MopdoreHa, aKTHRHPYIOLLEro OZHH H3 (epMEHTOB, HCMOMb-
3yeMbIX B CHHTe3e MOBEPXHOCTHOrO MapKepa, H HHTUBHPYHOUIETO
apyrofl. JBofiHOIH rpasHeHT cneyu@HYeCKHX aAre3HBHLIX YUaCTKOB
TaKOro poja ToXe [AaRat Obl OTHOCHTENbHYIO, a He abCOMOTHYIO
kapty (Prestige, Willshaw, 1975). Bo3ppaTHBIIHCD HECKOJbKO Ha-
3al, K pnaunaeiv bona (Bohn, 1974), JlyopeHca (Lawrence, 1974) u
Hy6nep-flura (Niibler-Jung, 1974), Kotopnle HCclenoBa/iu LBHe-
HHSI KJETOK B 3NHIEPMHCE HACEKOMLIX, MBI YBHAHM, UTO 3TOT
NpoUece MOXHO OGBACHHTL HCXOAS M3 TeX Ke NpPUHLIHIOB — o6pa-
30BaHHs ¢uaonomguii U HcCIeLOBaHHA BO3MOXHOCTH 06pa3cBaHus
MaKCHMaJbHO YCTOHUHBLIX aATe3HBHRIX KOHTAKTOB, KaK 3TO MPOMC-
XOLHT B Npolecce PeTHHO-TEKTANBbHOrO KapTHPOBAHHSA, ¢ TOH JUIMD
pa3sHHIed, yTO 37leCh HMeeTCA OLHa MONY.ASIHS KJAEeTOK.

HexoTophie raHHble O Ype3BBIYAHHO NJIACTHYHOM M AHHAMHYHOM
XapaKTepe KapThl TEKTYMa NOJYUeHsl B HeJLaBHHX 3KCIEPHMEHTaXx
Yanra u Kyka (Chung, Cooke, 1975). Ouu usyuanu peTHHO-TEK-
TaNbHBIE NPOEKIHH, BOSHHKAIOUINE B pe3y/braTe Nosoporos Ha 180°
npe3yMNTUBHBIX o6agacTeil cpefiHero Mo3ra Y 3MOGpHOHOB Xenopus
Ha craguax 21—24 u 37, ¥ nOJAYUHJIH NaHHbIE, NOKAa3biBAIOUIHE, UTO
oGN1acTh B MPOMEXYTOUHOM MO3re NeHiCTBYeT KaK OpPraHM3aTop Kap-
Tl TEKTYMa, Onpelenss ee NOJAPHOCTh. 3HaueHHe 3Toro ¢aKTa
COCTOHT B TOM, UTQ BIJIOTL A0 CTafnu 37 KJAETKH TCKTyMa He IpH-
o6peTaoT (HKCHPOBAHHBIX NO3HIIMOHHBIX MapKepuB. IJTO COOTBET-
CTBYET WJH MOIEJM THMa MoJend (Pa3oBoro CIBHUra, HJM paccMoT-
PEHHON BhILUe BOJIHOBOH MOIENH ¢ MOAH(UKalkel, 3aK/Moyaloleiics
B TOM, UTO NEeiiCMEKEep PAaCHOMOKeH B TKAHH TPOMEKYTOUHOTO MO3ra
H NPOLOJIKAET OCTaBaThCsl aKTHBHLIM o cTafuH 37. Mceemenopanus
MOBOPOTOB H TPAHCN/IAHTALUHH BA TKaHW MO3Ta B3POCJDIX KHBOTHBIX
{Yoon, 1973; Levine, Jacobson, 1974; Jacobson, Levine, 1975)
LalQT HEOJHQ3HAUHYI0 KapTHHY cnocobuocTn audbepeHnpoBatHE X
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KJEeTOK MO3ra MOMHHTbL HX NPeAbAylUiHe MNO3HIHH, TakK 4T0 BONpPOC
O COCTOSIHHH TNO3MIHOHHLIX MapKePOB B 3peslOM MO3Te ocTaercs
oTkpuITeIM., OueBHAHO, OPH NOAXOJE K 3Tod npobieMe HY:XKHa H3Be-
cTHasi rubKocTh. JHHaMHuecKkdHe MoOAenH, oO6CYXIAaBRIUIHeCs BHIle,
NpeaycMaTPHBAIOT NepPeXof OT JaGHILHOro COCTOSHHA K (HKCHPO-
BAHHOMY Ha 06O cTafUH Pa3BHTHS.

B 3axkaioueHHe s X0Ted Obi PUCKHYTH BHICKA3aTh NpeianoJoxKe-
HHe, uTo B GaMKalIIHe HECKOJBKO JieT GHOJIOTHS pas3BUTHA CTaHeT
CBUAETENeM TNOSBJEHHS HOBLIX NHHAMMYECKHX Mojejell H sKCIepH-
MEHTaJIbHBIX NAaHHLIX, XapaKTepHo# ueprofi KOTOPHX OVAYT nepHO-
IMUHOCTH H BOJHM. [IpencraBiieHHe 0 CTaTH4ECKHUX AUGPOHYIHOHHHIX
rpajHeHTax, YIopsiZOUHBAIOWIHX NPOCTPAHCTBEHHLIE 30HLI, CJAYMKHT
6HoJOTaM B TeueHHe MHOTHX JleT, HO TakHe MOIEJIH NPOCTO He 06-
NafaloT THOKOCTBIO H AMHAMHUECKO!l MHOTOCTOPOHHOCTBIO, HeolGXo-
LHMHMHE 145 omnHcaHHf MopdoreHe3a H o0pa3oBaHHA CTPYKTYP.
IOuanasoH cKopocrell pacnpOoCTpaHeHHst BOJH aKTHBHOCTH B pasBH-
BAIOIIUXCH OPraHH3Max MOXCT OLITh QueHb IIHPOKHM B 3aBHCHMO-
CTH OT TOro, fIBIAIOTCH JIH 3aTPOHYTLIe IPH 3TOM MPOUECCH IJaB-
HbIM 06pa3oM 3NeKTPOXHMHUECKHMH, MeTaboHUeCKHIMH HJ/M
SMHreHeTHYeCKHMH, 3Jech MBI ONAThH CTaJKHBaeMcH ¢ Hepapxuell
BpeMeH peJakKcalli, KOTOPYI0 H3yyadH B NEPBBIX ABYX 1aBax
KHHUTH, HO Tenepb K BpeMeHHOMY H3MepeHHw Lo0aBU/IOCh NPOCTpaH-
cTBeHHoe. Oprani3M npeacCTaBJseTcss HaM KaK CHCTeMa, NIpoCTpaH-
CTBEHHAaf W BpeMeHHAA YHNOPAXOUEHHOCTh KOTOPOH BO3HHKAaeT B pe-
3y/AbTaTe PacnpocTpaHeHUs BOJIH H3 ONpelneleHHbIX OPraHH3YIOMHX
eHTpoB, 06Jafawnlas Hapaxy ¢ 3THM yacaMu (JOKaJNbHRIMH HJH
r106a/bHDIMH), KOTOpDble TeHepHpPYIOT NPOCTPaHCTBEHHbBle H BpeMeH-
Hble MEePHORMUYHOCTH. DTa ONHHAMHUECKasl KapTHHa BJeyeT 3a coboil
3aMeHy HeCKOJbKO HCKYCCTBEHHOW MO3HIMOHHOHN AUXOTOMHH HHGOP-
MalUusa/uHTepnpeTanys 60Jee HeNnpepuLIBHON MOLRABIO INPOCTPAHCT-
BEHHO-BpeMeHHOro pasBepTbiBaHHsl ¢ OHOYPKaALHAMH, ABJSIONIEMHE-
C YacTbK YNOPALOYEHHOro BO3HHKHOBEHHSI CTPYKTYPH H (OpPMEL.
Bonpoc o ToMm, KaK 3TO MOXHO NpPEACTaBHTb aHAJIUTHYECKH, pac-
CMOTDEH B caenywoiel ranase,
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OPFrAHU3M HAHK MNO3HAIKOLLIAA
1 HOONMEPATUBHARA CUCTEMA

B 3To#t nocstennefl rsiase MBI HonbTaeMcs HAaHTH NOAXOR K aHa-
JU3Y KJCTOK, SMOGPHOHOB M OPraHH3MOB, KOTOpBIH MoxkeT o6beaH-
HUTb H 0GOBUIMTL HCKOTODLle M3 BLICKa3aHHBIX padee HAeH. DToT
NOAXOJ OCHOBLIBAETCA Ha TOYKe 3peHHS, COrsNacHO KOTOpPoH opra-
HH3M — 3TO Mo CYUlecTBY MNO3Halouaf M KoONepaTHBHAs CHCTeMa:
NO3HAI0WMas, ROCKOJbKY OHA (DYHKIHOHHPYET H 3BOJIOIHOHHPYET Ha
OCHOBe TOro, YT0o OHa y3HaeT O caMol cefe H 00 OKpyxawulell cpe-
Ie, KOOMepaTHBHAs, MOCKOJLKY NOJN AOHHAMHUECKHMH (OpMaMH
GYHKIHOHHPOBAHHA GHONOTHUCCKHX cHcTeM (pocToMm, nupdepeHnn-
POBKOH, PUTMHUECKOH AKTHBHOCTBIO H T.[H.) AOJIKHO NOHHMAaTLCS
KoonepaTHRHOe (KOPpPeJHPOBAHHOE) MoBefeHHEe OTAEeNbHBIX Npouec-
coB. Bropasa yacTb 3TOro yTBepXKIeHHS OTHOCHTENbHO GeccnopHa,
OHa NPOCTO KOHCTAaTHPYET TOT ()aKT, UTO B OCHOBE ROBOJLHO PE3KHX
H3MeHeHHH COCTOAHHS, KOTOPbie HCNLITHIBAIOT GUOJIOTHYECKHEe CHCTe-
Mbl HE TO.LKO BO BpeMA 5MOPHOHA/NILHOTO DPa3BUTHA, rIe OHH
OueHb 3aMeTHBI, JeXaT MPouecch, aHaJOTHYHble (Pas3OBLIM nepexo-
nav, DTH pe3kiHe H3MeHeHHS NPeACTaBJAIOTCA BAXKHLIM acneKkToM
J060T0 HHOMOTHYECKOro Npouecca. TakuM o6pa3oM, nepexog ot He-
pacTyllero K pacTyuieMy COCTOSHUIO B K/eTKe, MosBAeHHe BO36Y1H-
MOCTH B MeMOpaHe, BOJHHKHOBEHHE NeHCMEKepHOro 1eHTpa B pa3Bu-
BAIOWEMCsI OpPraHH3Me — BCe 3Tu MOMKHO ONMHCAaTh KaK PasBUTHE B
CHCTeMe OIpeseseHHO! KOJIJIeKTHBIOH yIOPANOYEHHOCTH H IPHUMEPDI
TaKHX TNIPONECCOB TPAKTOBaTb aHAJMUTHUECKH. DTH MNpeAcTaBieHus
BO3HHMKAIOT KaK NOBOJBHO ecTeCTBeHHOE NPONO/IKEeHHe Hpueil, paa-
BHTBIX B NPeALIAYIINX MJIaBax.

OnHako B3TJIAL Ha OPraudsMbl KaK Ha NO3HAIOl(HE CHCTEMBLI He
BHTEKaeT aBTOMAaTHUeCKH H3 BCero PacCMOTPEHHOTO HaMu paHee.
1 nokaxy, UTO 3TOT B3MJAL MOJHOCTLI) COTTACYeTCs C BLIIEHIJ0-
KEeHHLIM aHaJH30M H 0KasbiBaeTcsl B KaKOM-TO CMBICJIE CJAelcTBHeM
OTJeNLHBIX MPeANOJoXKeHHH O GHOMOrHYecKoH OpraHH3auWH, HesB-
HO CHeNaHHBIX paHce. JLo CHX NOPp MBI He KacaJHCh ocobeHHOCTEH
6uOJ0THUECKHX NPONECCOB, KOTOPbie 3acTaB/AfOT HAaC IPH3HABATDL
HX OTJHYHE OT APOLEeCCcOB HeXXWBOH NPHPOADI, XOTA CYILECTBOBAaHHE
TaKOTO OTJUUHA HCABHO Mpeanodaraftock. HyXHO OTMCTHIb, UTO
BCe NpeicTaBJjeHHble MOAENH ABJAAIOTCH XHMHAUECKWMH HIH (H3Hye-
CKHMH, HO NMOAPA3YMCBAEeTCH, 4TO OHH (MYHKUMOHUPYIOT B OHOJMOMH-
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YyeckoM cMmbicse. Teneph HeoO6XOLHMO OCTaHOBHTLCS Ha 3ToMm GoJee
noapotuo. Ha nOCTaTOUHO BLICOKOM YpOBHE GHOJOTHYECKOH ymops-
JOYeHHOCTH BLISIBUTL OCOBEHHOCTH, OT/HUAIOULHE KUBBIE CHCTEMBL OT
HeXKHBLIX, HEe COCTaBJfAET Tpyla: 3TO CAOKHOe LefeycTpeMJaeHHoe
noBeneHue, CnocoBHOCTL 06YyYaThCH, MUCHOJL3OBAHHE CHCTeM CHMBO-
JIOB, HATIPHMEP A3blKa H T. 4. XapaKTepH3ys OpPTraHW3M KakK MO3Hato-
LYK CHCTeMY, A AJAS ONpeleNeHHs 061acTH CyulecTBoBaHUA GHOJO-
UHYECKOTO MpOLecca YMbIIIEHHO BHIGHPalo CBOHCTBA BLICOKOrO
ypoBHA ynopsnoudenHoctH. [locTynas Tak, 4 nmpocto pacnpocTpaHsio
Hned TEOpHH MO3HAHHA HAa GHOJOINHK — NOAXOZL, KOTOPBIH B nocmen-
Hee JecATH/ETHEe NpPUMEHseTCs BCe MIHPe M wiupe.

PaceMoTpum, HanpuMep, monoxenue, npuaaroe XoMcku (Chom-
sky, 1968; 1972) npu adanu3e A3bIKa, OCOBEHHO HarIAZHO
LEeMOHCTPHpYeMOe ¢ NOMOLILI KOHNENIHH JHHCBUCTHUECKOI KOM-
DeTeHTHOCTH. DTO HOJIOKEHHe NOApasyMeBaeT WHCTHHKTHBHYIO, HE
BbipabOTaHHYI0 CHOCOBHOCTL NPABUILHO CTPOUTDL NMpPeRJOKEHHA HIH
CHHTaKCHC, — CNocoBHOCTb, KOTOPas BO3HHKaeT B Ipollecce 3BOJIO-
nUH denoBeka. [lpomeccnl, NOPOXKAAKOIUIHE BHEIMHIOID CTPYKTYPY
npensiokeHni U3 UX TIyGHHHOH CTPYKTYpPHI, HanpuMep CTPYKTYPHO-
3aBHCHMBIE ONepauuu Opu npeobpa3oBaHHi NPeNJOXKeHHs, onpene-
JAIOTCA MPABHJIAMH H OFPaHHUYEHHAMH, KOTOpbLIE COCTABJSIOT JHHI-
BHCTHYECKYI0 KOMIETEHTHOCTb. 3HaHHe 3THX NPaBHI, T. €. 3HaHHe
CTPYKTYPHEIX (2HATOMHUEeCKHX) H QVHKUHOHAMBHLIX ((pH3UOMOTHYe-
CKHX) OTpaHHYeHH{l, KOTOpLIEe ABJAAIOTCS UX BOMJIONIEHHEM, O3HAUALT,
uTQ MLl 3HaeM, KaK MPaBHILHO CTPOUTH NPelJOKeHHS. JTO 3HaHHE
He NpuoOpeTeHo, a SB/ASETCS BPOXK/EHHBIM, YHaCNeNIOBAaHHHM Kak
OIMH M3 3JieMeHTOB (DEHOTHNAZ Ye/toBeKa. TakHMm 06pa3oM, npeano-
JI0XKeHHe, uTO ¥ uYeJOBeKa CYyIUECTBYIOT BPOXK[eHHble CTPYKTYpPH,
obecneunBaloulde ero JHHTBHCTHUECKOH KOMIETEHTHOCTBIO, O3Ha-
uaeT, uTO ONpPeNesNIEHHDLI BHJ 3HaHuil Hacnenyercs. Bosee cnopHoit
qacThi0 37T0F0 YTREPAKIEHHS OKa3bIBAeTCs HE TO, UTO JHHIBHCTHYE-
cKasi cnocoBHOCTL BPOXKAEHHA, a TO, YTO CTPYKTYPH H (YHKIHM,
BONIONAK0NHe NPaBHIa LIS NOCTPOEHUsl NPAaBHUIbHOM peyH, cOCTab-
an107T 3nanHe. XoMmckn (Chomsky, 1972) s3aXoauT Tax zanexo, 4To
yTBep/aeT; «3HaHHe A3bIKa BO3HHKAeT B pe3yJbTare B3aWMojel-
CTBHH, B KOTOPBIX Y4aCTBYIOT MepBOHAa4a/ bHO 3aJaHHBIE CTPYKTYpDI
pasyma, Npollecchl PocTa H OKpyxamwomas cpena». Takuv obpa3om,
CUHTEETCH, UTO BPOKIEHHBIE CTPYKTYPBI COCTABAAIOT 3Ji€MEHThl 3HA-
gua. 9 npocto Oyay HCNOJIB30BaTL 3TQ NpenmojoxeHue B Botee
oblleM BHEe, CUHTasl, YTO OCHOBHOH OCOOEHHOCTBIO XUBHEIX OPraHH3-
MOB SBJSETCS TO, 4TO OHH 06JafaloT 3HAHHEM O Pa3/iMuUHBIX CTOPO-
Hax MHpa,— 3HaHHEeM, MO3BOJAKIUHUM HM BHIKHBATL H BOCNpPOHS3-
BOJMTLCS B OKpyKawieil cpese, K KOTOPOll OHH MPHCMOCOGHAHCH
HJIH KOTOPYK) OHH 3HAWOT.

[TpuHATL 3Ty TOWKY 3PeHHS NOOYXAAKT HECKOJIBbKO TNPHUHH.
[Tepso#t npHYMHOM MOXHO CYHTaTh TO, 4TO B MOC/JEAHHE lOAH
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BO2HMKJA TEHAEHIHA, COMMACHO KOTOPO/t NPEACTABIEHHS JHHIBHCTH-
KH, aHaJH3a 3PHTEJLHOrO BOCMPHSATHS H 06JaCTH HCKYCCTBEHHOIO
HHTeJ1eKTa BOOOWE NMPHMEHAIOTCA K GHOJOrHYeCKHM NpoleccaM B
OTHOCHTE/NBLHO CBOBOAHOH, OCHOBaHHOM Ha aHaJOruax MaHepe.
$1 nymamo, 4TO CpaBlidTe/bHbie HCC/AeJOBAHH TaKOTO pOJa OQueHb
BaXKHBI H IJIOROTBOPHEL, HO YTO HX HEOGXOLHMO NPOBOAUTEL HECKOJb-
KO Gosee CTPOro, ecqiv Mbl XOTHM, uTOOH OHH NOMOraJjiu HaM NOHSTD
noJioXKeHHe Bellefi, a He 3anyTHBanH ewe Goasiue. OCHOBHOE YCJI0-
BHe, HYXHOe LA JOCTHXKEHHS! SiCHOCTH, 3aKJIlouaeTcs B TOM, 4106
UMeTh palbouee onpefefeHHe 3HAHHA, KOTOpPOe NPHMEHAI0Ch ON
KakK K 0o/lee BLICOKUM MO3HABaTeNbHLIM aKTHBHOCTAM, TaK H K 6HO-
JIoruueckoMy mnponeccy. $ nonutaroch chpopMyJSHPOBATH TaKoe
onpeneneHue H PacCMOTPETh NPHMeEPH! ero NpUMeHeHHs.

Bropas npuudHa NPUHSITHS 3TOro MOAXORA BLITeKaeT H3 mepROR
H COCTOHT B TOM, UTO Np# 3ToM 06JacTd 6HONOTCHUECKHX H TyMaHH-
TapHLIX HAayK MOXKHO paccMaTtpHuBaTh ¢ efHHBIX no3Huui. Torma
nps obbenuHeHHH >THX obGaacrelt B pamKax obileroc npouecca no-
3HaHUsl HE NPOMCXOLHT HHUKAKOro CBeNEéHHS OAHOTO YPOBHA K APY-
roMy. Bamable pa3jiHuus, HANMPUMEP, MeXAy CepaMH NCHXONOMHH
H (PU3HONOrHH COXPAHAIOTCA, HO TeMepb OHH ONHCHLIBAIOTCA He B
TepMHHaX 3HaHHfA, 8 HCXOAA H3 TAKHUX NOHATHH, KaK cnocoGHOCTDb
K o0yueHHIO, THO paccMaTpuBaeMoro o6yueHHs U XapakTepHoe Bpe-
Mf, B TeueHHe KOTOPOro ono uMeer mecto. Takum o6pa3oMm, s NpH-
HHMai0 TOUYKY 3peHUsd, HHKOUM of0pa3oM He OPHIHHAAbHYIO, YTO
npouecc 3BOJNIONHH BKJAOUaeT B ce6a HeKoe oOyueHHe, HO 4TO MpPH
31oM paloTaloT MEeXaHH3MBl, OT.IHUHBIE OT TeX, KOTOpPHEe HCHOJb-
3yl0TCA B Npouecce of0yueHus B OpPTraHH3Max, NpPHUYEM MepBLle OKa-
3EIBAIOTCA KaK 6ojee PacTOUHTENLHBIMY, TaK H (oJiee MeA/IeHHBIMA,

Tpertuil foBOAL B MOAB3Y MPHHATHA TOUKH 3peHHA, pacCMaTpH-
Bawlefi 6HOJTOrHuecKHit npouecc B NJiaHe NMO3HABaHHA, COCTOHT B
TOM, UTO TaKo# NORXOX HaeT sCHBIE PAa3JUYUS MEXKIY MKHBHIMH H
HeXUBHIMH QopMaMH OpraHH3anuu, MeXay o6aacTaMu XKHBOTO H
HEXKHBOro, DTO pasjHule OTHOCHTCS H K UeJIOBEKY H ero CO3RaHusM,
BKJIIOYas KOMNBLIOTEPHl U OpPOrpaMMbl, KOTOpPbIe, KaK OKa3bIBaeTcd,
HCXOAsi M3 ONpefesfeHHs, MPHUBEJEHHOro HHXe, He MPEeNCTaBJSIOT
cofoil no3Haomux cucteM. OBbACHSAETCS 3TO TeM, YTO 3HaHde, Xo-
TOpOE OHM HECOMHEHHO COHEp:KaT, He HanpaB/leHO Y HHUX Ha cels,
OHO He cmocobeTByeT MX co6GerTBeHHON ycTofluMBocTH B MHpe (HMX
CNOCOGHOCTH BBIXKHBATh, BOCHPOH3BOAUTHLCH H PA3BHBATLCH).

Eme onHo cnencrsde 3TOr0 NOAX0OAa K YNOPALOUEHHOCTH Opra-
HU3MOB COCTOMT B BO3MOXKHOCTH NO-APYroMy NOCMOTPETb Ha 3BO-
JIOUHOHHBHR nponece uw [Ipupory B uesoM. STu ABJNEHUS OpeaCTaB-
JAI0OTCA TOrjpa Kax npouecc NPORBJACHHA HHTENIEKT3, 2 OPraHH3Mbl
0Ka3hBalOTCA pPe3ybTaToM JAefCTBHS CHCTEMBl HHTeMACKTa. Hdas
CTOPOHHHKOB PEAYKIUHOHHCTCKOro MOAXOAA B OHOMOrHW 3TO Dpelno-
JIOXKEeHHE MOXeT 3BYyyaTh HaHBHNO AHTPONOMUPQHIHO, HO OHO [IPOHC-
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TeKaeT HEMOCPeACTBEHHO W3 KOHNUENUHH, COrlacHo KOTOPOH GHOJO-
THUeCKHH NMpouecc ompenesifieTCs KaK CHCTeMa BHICOKOrO YDOBHS ®
IaeT, ¢ Moe#l TOUKH 3peHust, BHYTPeHHe HEeNpPOTHBOPEUHBYIO H CTPO-
[yl aJbTepHaTHBY PeRYKUHOHHCTCKOH MO3HUHH, KOTOPas CTaJlKH-
BaeTCH ¢ OrPOMHEHIIMMH TPYIHOCTSIMH, paccMaTpHBas (o/ee BBICO-
Kue o6acTH nosHauuA. JLas paccMaTpuBaeMoi HAMHM TOYKH 3peHHs
CHTYyallHs Kak pa3 o0paTHaf, H s MONBITAIOCh 3TO NMOKA3aTh.

CBfi3b MeXAY NMO3HABATeNLHBIMH H KOONMEPaTUBHBLIMH acmeKTaMH
aHaNM3a BO3HHKAaeT B peayqbTaTe TOro, 4To AHHamHueckue dopmsl,
KOTOpbie BbIPa)Kal0T Pa3BHTLIE CTPATerHd NOBENLEHHA OPraHH3MOB,
OTOpPBaHB APYr OT APYra, Tak 4TO A/l HX CBA3HOro ONHCAHHUA He-
00X0AMMO NpUBJeKaTh Teophio OHdypraunit. [losBreHne Takux Lu-
CKpeTHhIX (OpM OUeHb JIErKO NIOHATH B TePMHHAX KOOMEPAaTHBHOrO
HJIH KOJJIEKTHBHOrO MOBeleHMs, KOrZa cucrema 3a Toukoll 6udyp-
KalHH NpHOGpeTaeT KauecTBeHHO HOBLIe cBoficTBa. PasHbie BHHaMH-
yeckHe QOPMbI NPOSABIAIOT pa3Hbie CTPATErHH NOBENEHHS, Pa3Hble
CTOPOHBI 3HaHHA OPraHH3IMa O MHpe.

O6uee HanpaB/eldne LaHHOH TI1aBbl 3aKJI0UaeTcs B TOM, 4TOGH!
APOCAENUTh 3TY apryMeHTaldlo NOPH PacCMOTPeHHH KOHKPEeTHDLIX
MaTeMaTHYECKHX MOZeJiell, KOTOphie OrPaHHUHBAIOT MPEANOJ0IKEe-
HMS CTPOrHMM paMmkKamu, ORZHAKO MOJesH — 3TO JHIUb HeKu# mar
Ha NYTH K MCTHHE, a3 He OKOHuYaTeabHoe pelleHHe mpobaembl. [lo-
3TOMY I/1aBa HMeeT BHI Ha(poCKa, njaHa AajbHeHINHX HCCIenoBa-
HUA.

PyHKUHOHANbHAS HepapXHA

OcHoBoil aHasu3a OHOJOTHUECKHX CHCTEM, MPeXCTABTEHHOro B
37Ol KHMre, iBJseTcs HIeHTH)UKANUs ypoBHeli opraHH3anHH HCXO-
Iisl 13 BpeMeH pesaKCcalHy NPOUeCCOB, YUACTBYIOUHX B NPOSBJEHHH
OTAeNbHbIX THMOB moBeneHud. Tax, B ra. | MeraGoauueckas cHCTe-
Ma KJEeTKH HAEHTHOWIHPOBAIACH MO BPeMeHH PEeJSaKCallHH MeTabo-
JHUECKHX OpeBpalleHnil, KaTadu3upyeMolx dCPMCHTAMHU, NPU ITOM
CUHTAJOCh, UYTO KOHUEHTPauuH ¢epMeHTOB NOCTOSHHH. B ra. 2
anureHeTHveckas CHCTeMa HAeHTUDUIHPOBATAch MO XapaKTepHOMY
BpeMeHH CHHTe3a MaKpOMOJeKy/ H BPEMEeHH B3aHMOMeHCTBHH; B TO
}Ke BpeMf B TJ. 3 ObLI0 LaHO ompejflejieHHe reHeTHUeCKOH CHCTEMH,
XOTS HHKaKOro aHaflH3a ee NOBeleHUS nposeneHo He Oblio. Tako#
aHaJH3 MOXHO ObLIO OBl pacHIHpPHTHL B JI060M Hanpasaenuu. [lo-
MHMO MeTabo/HUeCKOH CHCTeMBI CYLIECTBYET, HalpHMep, CHCTeMa,
KOTOPYI0 MOXKHO Ha3BaTb 3JeKTpPOXHMHUecKOH, uian HonHoi#l. Ona
cBsI3aHa IM1aBHEIM 00pa3oM ¢ MeMOpaHaMH, H B Hell HMelOTCA NMOTO-
KH HOHOB, aHaJIOTHUHHIE TeM, KOTOpble CONMPOBOXAAIOT PacnpocTpa-
HeHHe NOTeHIHa a JeficTBHSl B aKcoHe. Bpems penakcauuu 3rof
CHCTeMbl NOPALKA HECKOJMbKHX MHJLIMCeKYHA. TecHas cBA3L Ymo-
MSHYTHIX BJEHHH ¢ 3HCPTO3aBHCHMBIMH MeTaf0JHIeCKHMH TIpPOLec-
caMH, TaKHuMH, Kak akTupanusi ATdaswl, cssszanHo#t ¢ mMemOpaHoi,



222 Trasa 7

NeJ3aeT TOUHOE BpEMEeHHOe pa3sfenenHe 3/eKTPOXHMHYeCKHX H MeTa-
GOMHUECKHX MPOUECCOB NPH HEKOTOPBIX YCJIOBHSX HECKOJLKO HCKYC-
CTBEeHHLIM, HO, BoOGIIE rOBOPSA, TAKOE pa3aeleHHe [0Jie3Ho H Cay-
KHT JJS HAeHTUODHKAaUMH pasIuuHil B XapaKTepHHX BpeMeHaXx,
KOTOpEIe pPa3rpaHHUHBAOT MpOUecChl, H3yuaeMble HelipodH3HOJ0-
raMH, M TpOLECCH, H3yuaemble, Hanpumep, OHOXHMHUKaMH. Kpowe
TOro, X0T MBl OrpaHHUYHIHChL PACCMOTpPeHHEM MNPOCTLIX OPraHus-
MOB, C/lellyeT OTMETHTb, 4TO (PH3HOJOTHS CJAOKHLIX MHOrOK/1€TOUYHbIX
TpebyeT nesieHHS 3NHTeHeTHUECKON CHCTEMBl Ha NOACHCTEMB! JJf
TOro, 4TOOLI NPaBHJILHO OTPA3HTL PasiH4YHA B XapaKTepHBIX Bpe-
MeHaX, Ha KOTOpBIX TaKHe OpraHMaMel padoTanT. Urobul mosyuuts
npeAcTaBIeHHe 06 3TOM CIeKTPe XapakTePHbIX BpeMeH, Mbl BBLIHYX-
JeHBI pacCMOTPETb TOMILKO TaKHE OUEBHAHLIE TIPHMEpH, KaK MPHJIH-
BO-OTJIMBHDLIE, CYTOUHBlE, Hefe/NbHble, JYHHbIE H CE30HHDBIE «UYaChl»
(Blinning, 1967; Iberall, 1969; Richter, 1965), u He 3aTparuBaTh
ApYyTHe TpOIEeCcChl, HAMPUMeED pereHepalio, 3a’KHBJEHHE paH, Mbl-
LIEYHYO aZanTanuK U T. .

[IpencTaBjieHHe ymopsiZOYEHHOCTH OPraHH3MOB B BHRe (QYHKUHO-
HaJbHOH HepapXHH, KOTOpas BK/AKOHaeT mapaMeTpHUYecKoe YrpasJe-
HHe OLHOTO YPOBHS NOBEeJeHHS NpoueccaMH, NPOUCXOIASIHMH Ha
clepyiolleM YpOBHe, KaK, B YaCTHOCTH, OUHCAaHO B rj. 4 NmpH pac-
CMOTpeHHH XeMOCTaTa KaK afanTHBHOH CHCTEMDI, MOXKHO HHTepmpe-
THPOBATh HCXOAA U3 KOHWUenuHH o0 HepapXuH onepaTopoB, B KOTO-
pofi KaxkKAablil oneparop BEIMOMHAET HaOMIOLEHHS, NPOBOAR YCpelaHe-
HHe MO BPEMEHH 3a MePHOADBI, 3HAUHTEAbHO GOJbIIHE, UEM BpeMs
peslakCalliH CHCTEMEl, PACONOXKeHOH «HHXKe» Hero, H JaeT OTBETHI,
COOTBETCTBYIOLIHE CBOUM HalmofeHnAM. Takan Touka 3peHus Hess-
HO NPHCYTCTBYeT B aHaJu3e, NpefcTaBJeHHOM B NPEALIAYLIHX IJa-
Bax. Hanpumep, MeanjeHHble W3MeHeHHs B SMHIeHeTHUECKON cucTe-
Me GaKTepuw, KOTOpble ABIAIOTCH Pe3ybTaTOM YCTOHUHUBHIX H3Me-
HeHH COCTOSIHUS MeTaBo/HYecKOH CHCTeMBl (CKaXeM, MORaBJeHHA
depMeHTOR OHOCHHTE3a aprHHHHa B pe3y/bTaTe BOCCTaHOBJEHHS
YPOBHS apruiuHa W/JIH BBeleHHSl €ro 3K30reHHO), OO0YCJIOBJIEHBI
nelicTBHeM BBICOKO CnenHUUHBLIX MaKpPOMOJCKY/PHLIX «Habaiona-
Teqell» (HampuMep, nepMeas, penpeccopoB, NOJUMEPas H T.L.).
[Tonyasnua «HabaopaTtensedl», y4acTBYIOIUHX B YNPaBJeHHH TaKoH
¢u3uonorHueckod uenbio, Peryaupyer CKOPOCTH OTAENbLHHIX Mpo-
meccoB (OCHOBHOH M3 KOTOPHIX B JaHHOM C/lyuae — TPaHCKPHMUHSA
reHoB) B COOTBETCTBHH CO 3HAUEHHSIMH KOHTEHTPauMi OTHENbHBIX
MeTab0/MHTOB (MHAYKTOPOR, KOPENpeccopoB H T.R.), YCPeAHEeHHLIX
3a BpeMa 10 Muorux munyr. OaAykryaund ypoBus MeTaGOJHTOB,
uMmemwolme mepuon << 102 ¢, He 0TpaxkalTcAd Ha JHHAMHKE 3NHreHe-
THYECKOA CHCTEMEI, BpeMsl ¢paBaThiBaHHA KOTOPOH ropasfo (oJbliie
(y Gakrepuit — snots no 1 u). IlocMoTpuM, Kakum ofpasoM MH
MOXKEM OHCaTh AeficTBHC Takoro GHOJOrH4ecKOro npomnecca ynpas-
JIeHHS, HCXOAA U3 THNOTE3bl NO3HABAHUS,
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[loznaomas cucrcMa — 370 cHCTeMa, KoTopafd (QYHKUHOHHpYeT
Ha OCHOBE 3HaHHA o cele U CBOEM OKPYXeHHH. 3HaHHe, KaK A ero
NOHHMAI0, O3HauaeT MOJe3Hoe M CHCTCMBI ONHCAHHE Kakxoil-To
CTOPOHB MHpPa (caMoW CHCTeMBl HJIH OKpyxawiulell ee cpennl). lNo-
Bopst 06 onucaHHH, Mbl TNOApPa3yMeBaeM, 4TO CYulecTByeT He-
KOTOPbI1 KoL MANM Habop KOHOB, KOTOPBLIH CBA3LIBAET OMHCaHHe C
paccMaTpHBaeMbiM MpPOLECCOM, 3 NMOJe3H0CTb B JAHHOM KOHTEKCTe
CBsi3aHa €O CHOOCOBHOCTBHIO BLIXKHBATD, BOCIPOH3BOLHTLCA W PasBH-
BaTheA,

[TpuMeHHM 3TH NOHATHA K KaKOoMYy-HHOYAb Hpoueccy, HampHMep
K MHOYKNHH lac-onepoHa JIaKTO30# B GaKTepHH, 4TOOBI NOCMOTPETD,
KaK pasyMHO 0peAcTaBHTL cebe 3TO fIBJCHHE B PaMKax rHOOTesHl
nosHaBaHus. [lycTh, HanpHMmep, Hac HHTepecyeT, B KaKOM CMbLICJIe
0 OakTepuH, obnanaiowmeil (yHKIUOHaNbHOR Lenbio YyNpaBJCHHA
KaTaGosu3MOM JTaKTO3BI, MOXKHO CKa3aTh, yTo oHa paloraer, OCHO-
BbIBasicb Ha mpouecce nosuasaHusa. Crnennduueckoil 0coGeHHOCTHIO
OKpY:Kaoweld cpefbl B 3TOM CJYywuae OKa3blBaeTCsd OPHCYTCTBHE B
MUTATENBHOHW Cpele JIaKTO3Ml ¥ OJHOBpeMeHHOe OTCYTCTBHE IJIIOKO-
3ul. Bakrepus cHauajsa ysHaer o6 3TOM € MOMOIULIO CleuHdHUECKHX
peunenTopoB Ha KJeTOouHoH MeMOpame — MOJIEKY.J MmepMeaabl JaKTo-
3bl; HEKOTOpOe KOJIHYECTBO 3THX MOJEKyJ Bcerjla MPUCYICTBYET
H3-33 WyMOBLIX 3ddexToB B nend ynparaeHus. OHH nepeHocAT
JAaKTO3Y BHYTpb KJETKH, e OHa MOiBepraetrcss MeTaGO/HUeCKHM
npeBpallleHHAM NpPHW HOMOWH f-rajakTo3unasbsl (TOXe Bceria
RpHCYTCTBYIOUleli B 6a3aibHEIX CTOfIX), H B pe3yabraTe obpasyercs
aM0-1aKT03a, KOTOpas ABRIeTcHd CHeUHPHYECKHM WHIYKTOPOM.
Ann0-naKkTO32 B32aHMOJEHCTRYET ¢ PENPeccOPOM, HHAKTHBHPYIOLIHM
ee, H NMPH YCJOBHH, uTo ypoBeHb HAM® nocTaTOuHO BEICOK, ¢ lac-
omepoHa CHUMaeTcsl penpeccHs. Mm BHAHM 3zech paboTy KaHama
cBs3n Mexay MeMmOpauo# 1 JIHK, no xoTopoMy B 3aK0IMpOBaHHOM
BH/e nepefaeTcss nepBOHAYabHLI CHTHAaJ, YTO NPHBOAMT K aKTH-
Bauun cneuyuduueckodl UYaCTH XPaHHIMIIA KJIeTouHoR mnamsiTH
(AHK). U3 3Ttoro xpaHumuuia «BHIZEJASETCA» CheudpHUecKH 3aKo-
nuposanHaa HHdopmanua (MPHK), xotopas 3artem Tpanciupyetes
B Benku. Benkn (nepveasa, aunerniasa, f-raiaktosnfasa) nHdoys-
LHPYIOT K MeMOpaHaM H 34ech COGHPaOTCa B CTPYKTYPHI, pe3y.b-
TaTOM AKTHBHOCTH KOTOPBIX OKa3bIBaeTCA TPAaHCHOPT H KaTaboJH3M
JNIaKTO3Hl.

Buipa6orka npaBuia cGopku aHcamiaell Mosekyn Ha MemOGpa-
HaxX HJM APYFHX OPraHe/nax NPCACTaBisfeTcss 4yacTbio NOWCKA olle-
pauHoHHOH peajH3aUMH BCero npolecca, T.e. CHCTEMa [OOMXKHA
<NOHATL» MeTodoM MNpo6 u owHGOK, KaKde npapunia COOPKH HJH
B3auMoJeficTBHSl Ge/IKOB ¢ McMOpaHaMH H IHTOMIa3MaTHUECKHMH
3JeMeHTaMH 1aKT JKejacMbiil pe3yabTaT — NpeBpalleHHe JaKTO3bI,
UTOOb 00ECNCUUTD 3HEpPruell u CTPOWTENbIhIME GJ0KaMH NpOLeCCH
GuocuHTe3a. IJTOT nNponecc «0OyueHHS» B HacTosllee BpeMsd
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paccMaTtpuBaeTea HCXoAst 113 OPCACTaBJIenHi o cayyafiHbiXx H3IMeHe-
HHAX B Xpanusiuuie naMaTa — Monexysie JJHK, a takxke 06 usmene-
HHAIX B MeTacTaGHAbHBLIX HAaCJelVeMBIX KJETOUHBIX CTPYKTYpax,
Hanpumep MeMOpaHax H opraHesaiax, ¢ NOCJelyIOIIHM OTGOPOM TeX
COCTOSIHHEH, KOTOphIEe O6GecneuuBaioT HaHGOAILIIYI0 OHOJOTHYECKYIO
yCTOMYUBOCTE. DBPUCTHUECKHE NpaBH/Ia B AeHCTBHTENBHOCTH pabo-
TaOT Ha BCeX CTAafHsX 3NUreHeTHYeCKOro OTBeTa, TaK KakK BCe CO-
6HITHA y3HaBaHHS C MOMOIUBIY MaKpOMOJEKYJ, KOAHPOBaHHSA, nepe-
naun U T. 1. QopMUPYTCA uepe3 mpounecc oréopa.

OpnHO3HAuHBIX peleHHfl 3THX npobJeM ONTUMH3AaLHH HE CYyIie-
CTBYeT, MO3TOMY BHIpaGOTaHHGLIE RPaBHIA cAyuafiHBl M A0 HEKOTO-
poil cTeneHu NpoH3BoNbHE. Hanpumep, B E. coli Tpu cTpYKTYpHHX
reHa [uc-omepoHa TPAaHCKPHOHPYIOTCA COBMECTHO, TOTJAa Kak B ApYy-
roM opraHH3Me OHH MOrYT HAaXOAHTbCSl B PasHBLIX y4aCTKaX reHoMa
H PeryJiipoBaTbCsl MHOMKECTBOM CBf3ell, Kak (epMeHThl GHOCHHTe3a
aprudina. PasanuHble cnocoGnl KORHPOBaHHSA, Nepepayl, AeKOLUDPO-
BaHHA H NPaBHJa B3aUMOAeHCTBHA, KOTOPbIE COCTABJAIOT NOJHHIH
GyHKuMOHATLHBIA [ac-onepoH B E. coli, mpencrasasiorT nosesHoe
ONMHCaHHE OZHOH H3 CTOPOH MHpa, COCTOfIlee B JAaHHOM CJyyae B
TOM, UTO JaKT03a — 9T0 MOJIEKYJa, KOTOPYI0 MOXKHO NpeBpaTUTb
B 6oJiee TTPOCTLIE MOJEKYJB € CONYTCTBYIOIHM BbigeneHHeM 3Hep-
rMH. DTH CBeJleHHS MPEAIMONOKUTEABIO COAEPKATCS B NPHUMHHLIX
3aBUCHMOCTSX MEXOY 3JeMeHTaMH, KOTOpble COCTABAAIOT WUenb yi-
paBJieHHs] JaKT030M, KaK OMHCaHO Ha pHC. 2.3, H OHH BBIABJIAIOTCS,
KOrJla J1aKTO3a MPHCYTCTBYET B OKpYKalollel cpele, a rjaBHbIe ca-
Xapa, HalpuUMep IJ0K03a, OTCYTCTBYOT, TakuM 06pasoM, MEl MO-
JKEM paccMaTPHBATL 3Ty LeNb KaK NO3HAWIIYIO eIHHHIY.

Bce acnerTnl pa6oThi TakoH eXHWHHNDLI HAXOASITCS B COTJIACHH €
GH3MUECKHMH H XHMHYeCKHMH 3akoHaMH. [IpuuuHa, no xoropo#
pasyMHO paccMaTpHBATh €€ B TepMHHAaX TNMO3HaBaHHS, 3aKJI04aeTcs
B TOM, YTO C0OCO6 ONHCAHMSA, MCIOOJb3YeMBIH TaKofl enNHHHUEH, He
YHHKaJeH: 3T0 TOJbKO ORHH H3 MHOTHX BO3MOXHbIX cnocoGos. Ha-
npUMep, APOAKEeBas K/1eTKa TOoXe MOKeT KaTalo/JM3MpPOBAThH JakK-
TO3y H HMEET lenb ynpaB/JeHust, NOBelleHHe KOTOPOH B NpHHIHIeE
aHaJIOrMuHO TOBeJeHHIO CHCTeMBI, AeficTBylomel B E. coli. Onnaxo
ZeranH KOLHPOBaHMs, Nepenaud, HeKOLZHPOBAHHA, MPaBHJI B3aHMo-
nefictBusl U COOpPKH npu 3ToM uHHe. CYHKIHOHANbHO CHCTEMbl O1H-
HAKOBBl, HO CNoco6bl OnMCAaHHA Y HHX pa3Hbie. ITO OCHOBHasi 0CO-
6eHHOCTDb 3HAHMS: er0 MOXKHO BBIPA3HTh Pa3HLIMH crmocobaMH. 3Ha-
Hue O CTPYKTYpe NoMa, HanpHMmep, MOXKHO BHIPA3HTL ¢ NOMOUIBIO
Ha6Gopa OBYMEPHBIX NPOEKUHH TPexMepHOH CTPYKTYpbl, TO Ke ca-
MOE MOXKHO CleJaTh H ¢ MOMOUILIO TPeXMepHON MOJETH, KOTOPYO
B CBOK OYEpelb TaKxKe MOXKHO TOCTPOHTL Pa3HBIMH CHoCoGaMH,
i T.A.-JT0 pa3voolpasue cnocof0B BO3MOMKIbIX ONHCAHUH ORHOIO
u Toro Xe HabGopa orpaHHueHHI, olpefensONiero COOTBETCTBYIO-
mWHA acnexkT MHpa, eCcTh MCTOUHHK OrPOMHOrO KYJbTYPHOro pasHo-
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o6pa3us Ha aHTPONOJOrHueCKOM YpPoBHe. ['0BOpSl O KJETOUHOH Op-
raHH3alMH, 3TH QYHKUUOHAAbHEE OMHCAHHA MOXKHO PAacCMaTPHBATE
C TOUKH 3peHus MepCleKTHB MO3HABAHUA B KauecTBe TIaBHOMO MC-
TOYHHKA Pa3HOo06pa3Hs CTPYKTYPHI OPraHH3MOB H HX HOBEJeHHS.
Boablrass nponssoabHOCT (@ priori) OMHCAHHA CHJABHO 38TPYIAHSET
PacKpHTHe OGIIHX 338KOHOB GUOJOrHYecKoil OpraHH3auHH, KOTOpble
NOJIKHB OXBaTLIBaTh BCe 4ACTHHE cayuau. OpraHu3MEBl, HCX04sl H3
BBEIEHHOr0 onpefieseHHs, CTAHOBATCA CHCTEMaMH, HCHOJL3YKLUMH
3galHe, H KaK TaKOBHE pe3Ko OTJIHYAITCH 0T HeOHOJOTHUECKHX
cucreM. [Tocmenune Takixe MOryT WMETb ONHCaHHA HEKOTOPLIX CTo-
POH OKpy:Kawollel cpedd; HampHMep, HCKONaeMble OKaMeHEJOCTH
conep:KaT ONHCaHHe BHIA BLIMEPUIEro OPraHH3Ma, HO IS OKaMmeHe-
JOCTH 3TO ONHCaHHe He HMeeT HHKAKOro NpHMeHEHUsd, H NOITOMY ee
Heab3s Has3BaTh no3Hawouel cucreMoii. HacKoabko naM H3BeCTHO,
noJie3Hble ONMUCAHHA HEKOTOPLIX CTOPOH CBOEro MHPa AJf LOCTHXKE-
HHSl YCTOMYUBOCTH B 3TOM MHPE€ HCHOJb3YIOT TOJbKO XKHBblE Opra-
HUAMEL.

3HaHue, 3a/0KeHHOe B [ac-onepoHe, BKJOUaeT HEKOTOPHIE OyeHb
CJoAKHBIE Onepauly KOAMPOBAHUA H LeKOLHPOBaHHA; OHH OGYC/OB-
NeHH pasAHUHBIMH (DYHKIHOHAJIbHBIMH TMOTPeGHOCTAMH, KOTOpHE
BUJL CTPEMHUTCS YIOBJETBOPHTL ONTUMAJLHBLIM CnocofoM NyTeM 3BO-
aouuk, I'nasHoe npH 3TOM — HEOBGXOAHMOCTL CTabHNIW3UPOBATL Xpa-
HHJHIle QUNOTeHETHYRCKOH naMATH, KoTopas 3akonnposaHa B JITHK,
M OJHOBDEMEHHO MMeTb MEeXaHH3M [M/fl nepelayd 3TOH MaMsiTH HO-
romcTry. HMudopmauuio, cuMBoauuecky 3akonupoeanayio B JIHK,
MOXKHO pacCMaTpPHBATh B 3TOM CMEICTe KaK Habop TeOpHH WM FUNo-
Te3 0 pasHBIX CTOpPOHaX MHpa. Takue runoTessl B OTBeT HA BO3LEH-
CTBHE CHenH(pHUECKHX CHFHA/OB MOPOXKAAIOT aKTHBHOCTH (MyTEM
cuHTe3a 6eJKOB), H 3TH AKTHBHOCTH NpPOBepAOT 06OCHOBAHHOCTH
runorez [cM. Takwxe ofcyxIeHHe 3ToH ToukH 3pennsa y [yneuna
(Goodwin, 1972)]. DTH npoueccsl COCTaBASIOT BECbMa CJIOXKHOe
CIJTeTeHHe MOJIeKY/SIPHLIX B3auMoaeficTBUH, 33 KOTOPEIM TPYLHO
pacno3naTh JioGoe MPOCTOe OMHCaHHe, HMelollleecs Y OPraHH3Ma,
CKa)XXeM O JOCTYHHOCTH H NOJe3HOCTH JIaKTO3bl KaK HCTOYHWKa MH-
rauusa. HaM HYXHO Hay4HTLCH pacuIM(pPOBLIBATH ONHCaHHE TOYHO
TAK e, KaK MBI IOCTYIaeM, KOTLa YUHM HOBBIH 53bIK.

Buonoruueckuil nporece, KOTopbifi 3HAYHTeNbHO Jerue pacuind-
pOBaTh, UeM INPONecc, BEIPasKeHHLI!l B BUAE LUCMH YOPaBICHUS THNA
ONHCAaHHOH Bbillle, —3TO BHOJOTrHUECKHE PHTMEI, paccMOTpeHHbBle B
ra. 4. OprauudM, ob6ragaoumpil IHPKaZHEM PHTMOM, OUYEBHRHO,
MMeeT KaKOH-TO OCHHAIATOP, nepHOod KoselaHuH KOTOPOro pamed
npumMepHo 24 u. Takas nepHoAHUHOCTL OUYeBHAHBIM o6paszoM haer
OmHCaHHe COJHeuHOTO MWKJaa. [Ipupola omHcaHHA B 3TOM ciaydae
3HAUHTE/IBHO $ICHee, UeM B MpefbiAyUIeM NpuMepe, MOCKOJIDLKY
MeXAYy NEepPUOAHUHOCTRI) COJHEYHOro JIHA W NepHOAHYHOCTLIO
OCIIH/LAATOPA €CThL NpsiMas aHaNoroBas CBsA3b, NOpHUIEM YHC/IO
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«CHMBONHYECKHX» UM YUACTBYIOIHX B KOZHPOBAHHH 3/6MEHTOB
OueHb HeBeJauKo. OfHaKo U 3JleCh €CTb 3BPHUCTHUECKHE NIpaBu/ia, Ko-
TOpHe ONpefefsioT LeTaJH PHTMHUECKOH (H3HONorHueckoil M mo-
BeAEHUECKOH aKTHBHOCTH JIOGOTO OpraHu3Ma, YCTaHaBJAMBAIOUIHE
ONTHMAJbHYIO CBfI3b MeX]Y BHYTPEHHHMH NpOUECCaMH U BHelnHefk
NepHOAHUYHOCTBIO. TaK, KNeTouHoe AesieHHe, (POTOCHHTETHYECKAR
aKTHRHOCTb, HalyXaHHEe XJOpONTAcTOB, AhXaHHe, (GOTOTaKCHC Y
Ipyrue CBOHCTBa KJeTOK ONTHMAJIBHEIM OOpPa30M H3MEHSTCH BO
BpeMeHH OTHOCHTEJbHO 24-uacoBOTO IHKJIa OKpykKawiuel cpein u
Apyr Apyra u ob6ecneuypBaioT JIerKO MPOCNEXKHBAEMYI0 AHHAMMuUe-
CKYI0 YNOPALOYEHHOCTb H FaPMOHUUHOCTH BHYTPHKNETOUHOIO COAEP-
XXHMOTO, KOTOpPble IBASIOTCA peaysbraToM 3BOJIOIHMH B NepHOLuYe-
CKH H3MEeHSIOLIeMCs MHpe.

Pasnuune Mexay 3HauneM H HHEPOPMAIHedl CTAHOBHTCA ACHHM
NpH PacCMOTPEHHM 3THX MOHATHH UCXOAS U3 ONpeJeNdeHHs, JaHHOro
Bue. MuadopMants — Bcerna acmnekT 3HaHHA, TaK KaK NocjaerHee
HEeH3MEHHO BKJOYaer BLIGOp HeGoJbIIOrO Kaacca COOLITHH U3 ro-
pasno GoJibiiero HX uyucsla (HanpuMmep, nmepmeas’a JaKTO3H crnoco-
Ha OTBe4yaTh Ha HeOOAbIIOH Ha0Op CTEPHUECKH NOJOOHLIX MOJEKYJ).
B Texnuueckom ompeneneHud HHGDOPMAaLHH OTCYTCTBYeT Jaxe yno-
MHHAHHE O ee 3HaueHHMH HJAH BaXKHOCTH JJSl NOBEJEHUA CHCTEMH,
Hecymel unbopmanuw. llens ympaBjeHHs, HampuMep, 3TC HeYTo
Gonblllee, uem KaHan HHPOPMaUHH C KOMUPYIOUIHMH H ReKOAUPYIO-
IHMH aJeMeHTaMH. OHa HCNONBL3VeT 3Ty 3aKOAHPOBAHHYW HHGOP-
MalHI0 AJ9 BHNOOJHEHHA NOJe3HbiX OnepanHii u CJefoBaTeNbHO,
0co0bIM 06pa3oM HHTepnpeTHpyeT uHGOpPManu. DTOT NPONECC HH-
TepApeTAalHH BCerfa BK/IOUAET NOJe3HYI0 aKTHBHOCTL B peanbHol
NPOCTPaHCTBEHHO-BPEMEHHON CMTYyauHu, HanpuMep TPaHCMOPT Be-
uecTs uepe3s MeMOpady, KaTaaMTHUeCKoe TpeBpalileHHe MOJEKYJAH!,
CKaXeM J1aKTO3bl, CHHTe3 H cOOPKY GenkoR H T. A. CMBICT CHrHajla
M cooblreHHs, HeCyulHX HHQOpMalUHIO, PacKpLlBaeTcs, TakHM o6-
pa3oM, B NpollecCe HHTEPNPETAIHH, H 3TO HMeeT MeCTo B Ipefenax
onpejle/leHHON CHUTYauUHH HJIH NpPH HEKOTOPHIX YCIOBHAX BHelUHeH
cpeAH!, KOTOphle BKJIOUalOT JAeiicTBHe cnenuduueckux cua. TarkuMm
06pa3oM, MBI MOKEM CKa3daTb, 4TO 3HaHHe LeHCTBYET B TOM CJyuae,
Korna HHbOpMauHs HHTepupeTHpveTcd B ocofoH npocTpaHCTBEHHO-
BPEeMEHHOH CHTYaiHH.

D710 B paBHOl CTeneHH CIpaBefJIHBO H AA% OPrallH3MOB, HCNOJb-
3YIOLIMX CHMBOJLI, Hanpumep JIOdeH, 19 KOTOPbIX HHQOpPMaunus
MOKeT OLITb 3aKOJIUPOBaHa B CHMBOJAX, MPOCTPAHCTBEHHO-BPEMEH-
HAA CTPYKTYPa KOTOPBbX He HeceT Roollile HUKAKOH O4eBHIHOH CBfl-
34 € 9/JeMeHTaMH NOoJsa ReiicTuH, K KOTopoMy oHH oTHocaTted. [Ipo-
LCCC MHTEPIPeTalH, KOTOPDLIE CAYIKUT TOCPCRHUKOM MeXJy CHMBO-
JNIOM H 331aBaeMbIM MM JelCTBHEM, MOXKeET TOTLa HCNOJb30BaTb I
YCTaHOBJIEHHs! COOTBETCTBHS CMEeUHaJbHO BhIpaGoTanybie 32BHCHMO-
CTH, HEKHe OPaBhja HJH corNaluenss, KOTOpbie AOKHL ObTL BhI-



Opzanusm Kax NOIHMOWAR « KOOREDATUBNAR CUCTEMA 227

yyeHnl. B Takom cayuae passHuHe MeXIY CHFHAJOM H CHMBOJIOM
COCTOMT IJ1aBHLIM 0GPa30M B TOM, YTO NOCAeLHHA HMeeT AOmoJ-
HHTeJBHYIO CTeleHb ¢BOGOAB, MOABASWILYIOCS B Pe3yJbTarte CBA3H
¢ npoueccoM oOyueHHsl, TOrAa KaK NepBLIH BLI3LIBAET HHCTHHKTHB-
HY!0, aBTOMaTHUECKYI0 HHTepnpeTauHlio, Kak, Hanpumep, Merabonu-
yecKHH OTBET Ha «CHrHaJ IJIOKO3HOTO HCTolueHHs», BAM®, B roso-
LAIUHX GaKTepHAX, PACCMOTPeHHHH B 1. 2.

OGpaTHrie NpefeabHBE CHCTEMBI

dyuxnuoHanbHan Hepapxus, Kotopas Ohbla MCHOJAb30BaHa ANA
omucanms 6GHONOrH4ecKOH OpraHH3anHH, Tenepb, KaK MOXKHO BH-
HeTh, NPeACTaBAAeTCS KaK HepapXHs NO3HABaTelbHBIX MPOUECCOB,
npuyeM KaxKAblHl H3 3THX NPOLECCOB (PYHKIUHOHHPYET HAa OCHOBAHHH
3HaHHA O HeKoTopoM acmekre Mupa. Kawnwifi ypoBeHb Hepapxuu
npejycMaTpHBaeT COOTBCTCTBYOLlEe NOBeNeHHe TOJBKO AJsA COOLI-
THH, NPOHCXOAALHX B TeueHHEe NAHHOIO NMEPHOLA BPEeMeHH, mpuueMm
3TOT BpPeMeHHoH oTOOp NPOROAUTCH MO XapaKTepHOMY BpeMeHH
pa3HMX CTafiuil oTBeTa. TakuMm 06pa3oM, MBI MOXEM CKa3aTb, 4TO
KaXAuf ypoBeHL HepapXHU BaXKeH TOJALKO B NPOIECccax, NPOHCXO-
JNAUMX C JAHHOH CKOPOCTBIO HJM B mpelenaX LaHHOTO NHaNa3oHa
yactor. Mbl Moxem (OpMaiu30BaTh OTHOLUEHHS MeXAY 3THMH
YPOBHAMH CJeAYIOUIHM 06pa3soM.

OGo3HauuM camo coboiTHe uepes E, a pasanunnle QYHKiIHOHAD-
Hble YPOBHH OpPraHusma, KOTOpble MOTYT OTBeyaTb Ha Hero, yepes
Cy, Cy, ... Cpn, ... DTN YPOBHH NOBefEHHS CBA3aHBI APYT C APYTOM
onepalMsIMHy, KOTOPLE BKAUAIOT YCPeAHEHHC, B TOM CMbICJIE, YTO
Cn_) «BHIMT» W pearupyeT Ha yCpelHEHHBI 10 BPEMCHH BapHaHT
TOrO, YTO «BHAHT» ¥ Ha uro otBeuaeT C, Hanpumep, ecnn coGuitie
E npeacraBasier coGoft MoHH:KeHHe YPOBHf 3K30reHHOro apruHHHA
B GakTepuanbHofl Ky.abType, T0 Cn_i MOXKET NpeacTaBasiTh CoGOW
3MUreHeTHYeCKHl ypoBeHb aprHHHHOBOH cHCTeMbl ympaBJeHHA, OT-
BeyalollHil Ha yCpeqHeHHYIO IO BpPeMeHH BePCHIO TOrO, Ha YTO pea-
rupyer C,, MeTaBOMHTHLIH ypoBeHb cucTeMbl. Bee cucreMel ynpas-
JMeHHst CHHTe30M apruHHHa BMecTe 06pasyloT NO3HAWIYI0 efHHHLY.

YcraHOBHTL COOTBETCTBHE MEMKAY COOBLITHEM H Da3HBIMH YpOB-
HAMM OTBETA HA HEro MOMKHO Cnoco60M, NPeACTaBAeHHHM Ha pHuc. 7.1,
3neck Fn,s — npeobpa3soBaHus (BKJAOYAOUIHE ONepaudH ycpenHe-
HuMA), ycTaHaBaHBawlHe coorBercTBHe Mexay Cn, Tak uyro Cp—
camoe rpy6oe BpemeHHGe onucanue E, a C,-—camoe TOHKOE u3
npeACTaBIeHHLIX Ha PUCyHKe. X0Tf MBI pacCMaTpHBaeMm JHIIb Bpe-
MEHHOH acnexT HepapXHUeCKHX OTHOIIEHHH, NOZOOHHI aHaaus ¢
TaKAM JKe ycIexoM NPHMEeHHM M K NMPOCTPAHCTBEHHOMY ONMCAHHIO.
Torza ¢ moMotublo QyHKUHH F, 6y1eT NPOBOAHTLCH ycCpelHEHHe MO
NpOCTPAHCTBY TaK e, KaK OHO I[POU3BOJAHTCS NO BpPeMEHH.
B nanbHefiliem OAHAKO, Mbl OrpaHHUHMCHA PACCMOTPEHHEM TOJIBKO
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BPEMEHHOro acnekra. Xortd MH NPHMEHHM MOJAPOOGHEIH aHaau3
HepapXHYeCcKHux CcBAI3eH TOMBKO K OYEeHD NpOCTLIM OpPraHH3MaM, Ta-
KMM, KaKk OakTepuH, 3TOT NOAXOI pacnpocrpansercss 1 Ha GoJjee
C/IOKHBIe CHCTeMDI CO MHOTHMH YPOBHSAMH OTBeTa.

Ecau cymecTByeT NpaBu/io MOJayueHHs oToGpaxcenufl Fn, Takoe,
yto C, cTaBHTCA B co0TBeTCTBHE Crmy(ft => /1) ¢ NOMOIILBIO CJIOXKHOTO
0TOOpaKeHHA

Fomw=F,0 ... 0F, _OF,

H 3a1aH eTUHHUHBIH JeMeEHT, TO BbT[HerHBEIlEHHbIﬁ pAn Ha3HBaeT-
cs o6paTHOM mpene/ibHON noctenosaTenbrocThlo (Eilenberg, Steen-

————ly () e 0 *‘F"’—cﬂ —

71-,

Puc. 7.1. Onucanne HepapxuueckKofi OpPraHM3aLMH OPraHH3MOB B TepMHHEaX obpart-
HBIX [pEIe/IbHBIX CHCTEM.

rod, 1952; Hocking, Joung, 1961). Yro6nl OblI0 MOHATHee, pac-
CMOTPHM NPHMEP, B KOTOPOM FpS — 4HCTBIE ONepaTophl YCPeRHeHHS
no ppemenu. [Tycto X (f) — 3aBHcfilllasi OT BPeMeHH NePeMeHHas,
HanpUMep KOWUEHTPAIMs KaKoro-1u6o MHTAaTeNLHOTO BellecTBa B
6axTepuatbHOi KyJILTYpe HAU OCBElleHHOCTh NOBEPXHOCTH BOAOEMA.
HYCTb BpeMd, B TedeHHe KOTOPOro nepeMeHHasi $iBJSIETCA BXOAOM
N5 HeKOTOPOro olepaTopa ycpeaHenus (ofo3naudeHHoro f{}) B opra-
HU3Me, paBHO T;, a BpCcMs, B TeUeHHe KOTOpOro CymeCcTBYeT OTBET
onepartopa, paBHo {;. 3amuimeM

S§=1t— 14,
TOoraa
X()=X{:—s).

OnpenenuM cpenHee No BPEMEHH 3HaueHue mepeMeHHOH X, KoTopoe
naeT 3TOT Oneparop:

Xy t) =\ o 60 X (s — 5 ds,. 7.1)
[}
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3‘1‘0 ypaBHem[e TOrO Xe THNa, 4To | ypaBHeIme, OMHCLIBAIoIIlee npo-
Iecc KJeTOYHOro BoCCTaHOBJAeHHS (r. 4). 31ech GYHKUHA ;(S:)
XapakTepusyer NpPUPONy YCpeRHSwuweHd onmepaudu, BHIMOJHEHHOH
paccMaTpHBaeMoil eAuHunell, HanpuMep Uennio ynpashenus. ns
BHNOJHEHUS TpeOOBaHMiH, NpeAbsBAAeMBIX K MPoLeccY YCPpenHeHHA,
HeoOX00HMO, YTOOBI

@ (s)>=>0 ana 5,20
H

S [OF) (Si) d.‘.‘i =1.
1]

Onpene/ieHne onepamHH YcpeZHeHUsS B3ATO H3 HHTepecHOH paboTh
Kopuekepa (Kornacker, 1972), paccMoTpeBiuero npoiueccel H3Mepe-
HUS B XKHBBIX CHCTEMaX H HCNIOJb30OBABINErO HX NPH (OPMY.IHPOBKE
MONOXKeHUH 0606IIeHHON CTaTHCTHUECKOH MexawMKM., PasHuna co-
CTOMUT JHIUDL B TOM, YTO HIDKHHME npefes UHTerpupORAHHA B3AT 34ech
paBHbIM (0, a8 He —oo, Tak Kaxk §; > 0.

[NpeanofoXuM, 4To ABa Pa3HBIX OMepaTopa yCpemLHeHHsl i W |
LelcTBYIOT nocaenoBatenbho Ha X (¢). Toria Mb nosyyaem

(XD () S (sp) (XD, (t; — s;) dsy.

(X t;7s5) = S @, (s;) X (¢ — sy — s;) dsy,
0

H NO3TOMY Mbl HMEEM

o0

X0 ()= S oy (s;) ds; S o (8;) X (t; — 85 — s} ds;.
g

4]

DrtoT ABOHHON HHTerpaJ Ha3biBaercs ABOMAHON ceepTKofi. O6o6mias
NOJYYEeHHLA pe3yabTaT Ha caydall nocsteloBaTeLHOCTH onepamui
yCpeIHEHHs, HAX0AHM, 4TO

(- L ((X)m>m+l .. '>n (tn) = S WO, (Sn) dsn Smn—] (sn—l) dsn~l vee
0 a
Smm ($m) X(tn— 8, —Squp -o - —Sp) dsSyy (_n>m)‘
[

TaxuM 06pa3oM, MBI MOJYUHIH OpHMeD (PaBHIA COCTARJIEHHA MO-
clefoBaTeNbHBIX omepatopos F, B CXeMme, [peincTaBJeHHOW Ha
puc. 7.1.
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Tlosesno mocmoTpeTb, Kak aHANU3 JAHHAMHYECKOr0 MOBEACHUR
MOJIEKYJAAPHEIX YNPABASIOMHUX Lenel, BHNOJMHEeHHHM B NpeAbyILHX
rmampax, COOTHOCHTCS ¢ obuiefl cxeMoff ONMHCaHHS, OCHOBaHHOA HA
NpHUMEHeHHH ONepaTOpPOR ycpeAHeHHs. PaccMoTpuM Uenb ynpasJe-
HUA MeTabo/1H3MOM, ONHCAHHYIO B IV, 1, ¢ HHTHOMpOBaHUEM KOHeu-
HEIM TPOAYKTOM, cO crexHoMerpueli n. TlycTh KOHeYHHH NPOAYKT,
CKaXXeM aMHHOKHC/JIOTa, HPHCYTCTBYET B NUTATE/NBHOR cpeje B KOH-
neHTpanuH z;(f). Ero KoHneHnrpanus 6yner QpayKTyHpoBaTh, Xapak-
TepH3ysICh HEKHM CHEeKTPOM (pacHpefesieHHeM aMIVIHTVA H 4acToT
hayrTyaunit), T. e. 2;(f)— cToxactuueckas (cayvafinan) nepeveH-
Hasn, AMHHOKHC/IOTa OGyJleT TPaHCHOPTUPOBATLCA B KJAGTKY H JaBaTb
CBOH BK/Jal BO BHYTPHKJIETOUHHII Ny/ KOHEUHOrO MPOAYKTA Yi, M,
TakuM o6pazoM, QayKTYauus B 2; 6yayT coobumatbes nyay. Hasna-
yeHHe LeMH YNpab/ieHHs COCTOHT B TOM, 4TOGH NOJAJEPKHBATH
Ha OTHOCHTeJbHO NOCTOSHHOM YPOBHE if TakKHM 06pa3oM NpPOTHBO-
DeHCcTBOBATbL (WVIYKTyaUWsiM, HAYWHM OT 2, IDTO H LOCTHraercs ¢
NOMOUIBIO LenH OTpHUATeJbHOH o6paTHOH CBA3W NPH YCJOBHH, YTO
BpeMsl pedaKCallHd 3TOH CHCTeMLl YIpaBIeHHS COOTBETCTBYeT ua-
cToTe GayKkryanuii B 2;. [JocMOTPHUM, KaK 3TO IPOHCXOLHT.

BosbMem npocreftiunii cayuali ogHOCTaAHAHON 1eny OTPHILATENb-
HOH oGpaTHOil CBA3H, B KOTOPOH NMPOAYKT UHrHOUpYeT KaTa/uTHye-
CKYI0 aKTHBHOCTb (epmenta. Torna AHHaMHKYy LeNH yrnpaBjeHHA
MOXHO 0XapaKTepH30BaTh YpaBHeHUEM

dy, g
a b+ o + ¢2p — dyy,, (7.2)

rie nepBuI ufieH B Npapod YacTH, HAROMMHAIOWIHE COOTBETCTBYIO-
HA uleH ypaBHeHHS XHJ/14, ONHCbIBAET YHpaB/JeHHe; c;2; — CKO-
POCTE TPaHCNOPTa B KJCTKY aMHHOKHCJOTB, a Y;-— BHYTPHKJIETOY-
Hasf KOHUEHTPalUUs aMUHOKHCJOTH, KoTopas notpebasercs s Guo-
CHHTETHUeCKHX Leneli co cRopocThio diyi PaccMoTpuM noBefeHHe
STO# LeNnH ynpasJieHHs B OKPECTHOCTH CTaNHOHAPHOIO COCTOSHHS [y,
CyuTad, Kak oOLIUYHO, UTO OTKJIOHEHHS OT 3TOr0 COCTOSIHHS MaJbl.
Torma ypaBHenue MOMKHO JHHEapH30BaTh, UYTO 4aCT CJeAyoliee
VPaBHeHHe LA MaJOH BeNHUHHDI X; = yi — Fi
TE=ciz — v, (7.3)

rae y; == o; + d; a o; — HakIoH QYHKIHH YOpaB/ieHus a,/(b, + 4
B CTalMOHapHOH Touke 7. Kak noxasano B ra. 1, BaxuwsiM ¢arro-
pOM B ONpelefleHHH 3HaueHHs 3TOH BeJHUWHBI SBJsEeTCS CTeXuo-
MeTpHs peaKUHH WHrHGHPOBaHUS n.

YpaBaenue (7.3) MOXKHO Tenepb PelIUTh CAEAYIOUHM 06paszomM.
[lepenninem ero B BuIe

dxi
At + vixi = ci2;.
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3aMeTuM, uTo
d Vi) = Wit dx; .
ar ()Cge =e di + YiX: )5
TOrfla YpaBHeHHe MOMKHO NEPENHCaTh TaK:
d v;! ¢
2 (ne"') = c,e"'z, 1),
HHurerpupys, HaXogum

xet = S ce¥'z (v dt +C,
¢
rie C — noctostnuas unterpuporanus. OHa paBHa
0
C= S ¥z, (1) dr,

—0o

4TO OTpaxKaer «HUCTOPHIO» npouecca BNJAOTh A0 HY/J€BOMO MOMEHTA
BpeMeHH, H pellleHHe NPUHUMAET BHI

f t
x (y=ev' S cieV'z (Ndv=c¢, S e ViV (1) d.
3anucas [ — T =§, NOJYUHM
() =c; ez (t — 5) ds. (7.4)
0
[Tonoxun

o; (s;) = Ac,e™ 7,
MBHl NOJYYHM BBIPajKEHHe, coBeplIeHHO aHajorHuHoe (7.1). 3xech

A — HOPMHPOBOUHLIH MHOXHTENb, HeOOXOLMMBIN A/ BHINOJHEHNHA
yCNOBHSA

S(!),‘ (Sl) ds, =].
0

210 Raer HaM
A S ce "ds=1,
(1}
OTKYIa
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ITOT pe3yabTaT UOKA3bIBaeT, UTO HJAH OOHKHOBEHHOro JHHel-
Horo nudpepennuaabHoro ypasnenus tHma (7.3) omepartop ycpems
HEeHHS eCTh

o (s)=ve ", rae vy=q+d.

OueBupHo, cBONCTBA 2TOH (PYHKUMHM 3aBHCAT OT o M d;, 3HAUEHHA
KOTOPHIX OMpefessioTCs XapaKTEePHCTHKAMH LenH YNnpas/ieHus Hu
KOHCTAHTOM CKOPOCTH YTH/H3allHH coorBeTcTReHHO. [as Merabo-
JIMYECKOro mpoLecca, OnUcbiBaeMoro ypasHeHMeM Tuna (7.2), y mo
OlIeHKaM, OCHOBAHHBIM Ha HAaHHBIX ra1. 1, pasna npumepHo 10-2 ¢,
Hens ynpas/eHds ¢ TaKUM BpeMeHeM peJaKcanHl Gyner, KoHeuHo,
craa)kuBath QJyKTyalHd z;(f), KOTOpble NONajaloT B ee 4aCTOTHHHR
nuanasoH. [Ipuberas K A3bIKy Hallell TeopuH NO3HAHHS, MOXHO
CKa3aTh, 4TO Lenb YPaBJeHHs ¢ HeKOTOPLIM BpeMeHeM pefNaKcalHi
npeanoJiaraeT, 4To CYWECTBYIOT GJAYKTYAUHH OKPYKaIOUIHX YCJI0-
BHA ¢ onpeneseHHBIM AMana3oHoM uvactoT. [lo3HaBaTeslbHas MOIL-
HOCTBb Lenu ompegensieTcss ee cnoco0iOCTbIO TacHTb 3TH (PIYKTya-
uuy. OnpeneneHnas uenb ynpasjiedus BHpabarbiBaeTcsl B COOTBET-
CTBHH ¢ KOHKPETHBIMH NIpeANOICKeHHAMHE OTHOCHTENBHO CBOHCTR 2,
H ycnex ee paBoThl 3aBHCHT OT TOTO, HAaCKOJALKO XOPOLIO COOTBeT-
CTRUE MEXMAY Mpeano/jaraeMbiM U OKHAGeMBbIM MoBencHHueM. Bechb
aHa/Mu3 GLLT NpOAeNaH HaMH TOJIbKO A NuHefiHOR cucTeMEl, oHa-
KO M3 HEro SICHLI NMPHHIHIB, JeXallde B OCHOBe HCHOJIL3ORAHMA
oneparopor ;(s;) B ypapHenuu (7.1).

®opmanbHaf 06/1acTb HHTErPHPOBaHHS B ypaBHeHHH (7.4) —
310 (0, o0), HO uHMeeTcs Takoe 3p(eKTHBHOE BpeMs yCpelHEHHS,
OnpenensieMoe BeJHUHHON Y; H, CJIeJ0BaTeNbHO, XapaKTepHLIM Bpe-
MeHeM OTBeTa CHCTeMH YIpaB/eHMs, UTQ [pH YBeJHYEHHH BpPEMeHH
CBepX Hero cpepHee cCyilectBeHHO He MeHsercs. O6osHauuM 3TO
Bpems Tn. Torna

Tm

wO=c (e t—gds=ci(zir, 0.  (75)
Q

B napamerp ¢; BXOAMT XOHNeHTpauus dw060ff nmepMeassl, NOCTaB-
nawouel KNeTke 3K30reHHbIEI MeTabOMHT, a B Y — KOHUEHTpauun
depMentor. B untepraie (0, Tm) #X MOKHO CYHTATh OOCTOSHHLIMA,
OnHako x;(f) Tenepb CTAHOBHTCHl BXOLOM I 3NMHreHeTHUECKOH CH-
cTeMbl, ¥ ¥3MeHeHHA B ¢; () u y,(¢) DOMKHB YUHTHBATLCH B Tede-
Hie GOADLUIMX BpemeH, ueM 7. DTO NPHBOANT K NOABRJIEHHIO KPOCC-
KOPPENAUHOHHbIX unenoB (¢ (f) (2i)r,, (ﬂ)re B BbIPAXKEHHSAX [JA

CPpeJAHHX N0 BpPpEMEHH 3HaueHHi nepeMeHHnBIX 3nHreHeTHY4eCKHX Npo-
geccoB, rae Te—BpeMﬂ penakCaunu MUIeHETHUECKOH CHCTEMDI.
ViMenHo M3 TaxKux BI:Ipa)KeHI/H’I MOXHO NOAYUHTb A0Ka3aTeNbCTBa
COTJIACOBAHHOr0 XHHAMHUYECKOro noBelleHHsl, OTPaXKawmllero cnocob-
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HOCTB CHCTEMB! Pe30HHPOBaTh ¢ (IYKTYalHAMM H TaKHM 06pasoMm
OYHKUMOHHPOBaTh ¢ BbicoKOH 3ddexTHBHOCTLIO. Ha 310 cBOficTBO
HepapXHueCKH OpraHH30BaHHLIX CHCTEM HEOJHOKPAaTHO YKa3hiBan
Kopuerep (Kornacker, 1969 a; 1969 b; 1972), xotophiil cunTaer ero
TMaBHBIM HCTOYNHKOM AMHAMHMYECKO!N yNOpALOUEHHOCTH GHOJOrHYUe-
CKHX CHCTEM H ONHCLIBAET MPOUECCH MO3HABaHHS B TEPMHHAaX Kop-
pesasiunonnioro ananusa. Max-Knap (McClare, 1971; 1972) npex-
CTaBUA yGelHTeNbHBIE aPTYMEHTH B TIOJTb3Y TOUKH 3peHHs], COIJIACHO
KOTOpO# AHHaMMueCKHe KOppPeJsilHH H PE30HAHC ABJAIOTCA HCTOY-
HHKOM HeOoObuafiHO BBICOKOH 3(h¢EKTUBHOCTH MHIpanHi SHEepruH
B GHOTOrHUCCKMX CHCTeMaX, H NPeANOXKHJ NOAXOA K GHOJOrH4ecKol
9HepreTHKe, OCHOBAHHLI Ha Pe30HAHCHHX (OpMaXx B3aHMOLEHCTBHA.

B To BpeMmsl Kak Golee HHM3KHe YPOBHH HepapXHH MOPOMKAAIOT
BXOABI AN Gosiee BLICOKHX YPOBHeR, MOCACAHHE ONPelensloT AHHA-
MHUECKHEe OrpaHHYeHWs WIH napaMerphbl AJA NepBbX. ITO ACHO BHA-
HO M3 ypaBHeHus (7.5), rge c;(f) BHCTynaeT B POJIH nmapaMmerpa
s Merabondueckoil mepeMeHHolt x;(¢). Ha sanurenernueckom ypos-
He HeoOGXOAHMMO pPaCCMaTPHBATL HE TONBKO KPOCC-KOPPeNsiiHH MeX-

By ¢; (f) u {27, (), HO ¥ KOppessUHH CO BXOAAMH H3 OKpYKalomed

cpenbl, NPHXOAAUMMH HENOCPeACTBEHHO HA 3TOT ypOBEHb, YTO OTO-
GpaxeHo Ha puc. 7.1 crpeakost or £ k C,_,. [lpuMepom Taxoro
BJAHSHUS NpeAcTaB/Aferca CYTOMHBIN UHKS CBeT — TEMHOTa, KOTOPMIil
MoXeT feficTBOBATb MPAMO Ha aKTHBHOCTb FeHOB NYTeM H3MEHeHH3
TeMIepaTypel, KOHUEHTPAUMH BOLOPOAHBLIX HOHOB H T.A. CnrenoBa-
Te/IbHO, IMHAMHUeCKHe CONMPSXKEHHS B CJAOKHOHK CHCTEME BK/IIOUAKOT
KOppeNSIHH MeX1y BXoAaMH oT Gojee HH3KHX YPOBHeH W BXoJaMmi
U3 OKpyXalowef cpeabl ¢ BHYTpeHdeHd NMHaMUKOH NaHHOrO ypOBHS.
STH 3aBHCHMOCTH CKOpee KOppeJATHBHBIE, UeM NPHUHHHEBIE, TaK KakK
Ka>kJblff YPOBeHb M Kaxknasli KOMNOHCHTa B MpelenaX YPOBHS OTHO-
CHTEbHO aBTOHOMHBI. OCHOBLIBASiCL Ha 3THX B3aHMOJEHCTBHAX H
KOppenqanHax, MOMXHO, O4eBHAHO, NOJYYHTb 3HauuTesabHO GoJee
COKHOE M HHTepecHoe MOBeLeHHe, YeM NPOCTOC raiieHHe AayK-
Tyaunii oxkpyxawue# cpenbl, oCyecTB/IseMOe Uepe3 COOTBETCTBHE
MeX1y BpeMeHaMu pedaKcalMH H yacToToil @.aykTyanuil. Paccmar-
puBasi OpraiiiM ¢ LHPKagHOH# opraHu3auHel ¢ NO3HUMI Teopuu
MO3HaBaHUA, Mbl MOXEM CKasaTb, UTO CHCTeMa npeinoJiaraer cy-
U1eCTBOBaHHE NPHMEPHO 24-uacoBOro puTMa OLHOHR HJH GoJee nepe-
MEHHBIX OKDYXKalwlIcH cpenbl U Mepa ee NO3HABaTeJbHOr0 ycmexa
3ajaeTcsl Kpocc-Koppessanueli Han ¢yHKuwmedl cor;iacoBaHHOCTH ne-
peMeHHBIX CHCTeMbl M BHewiHel mepHoahyHOCTH. TOT Xe caMblii
TOAXOJ MOXKHO MCHONDL30BATL H NPH aHa/lH3e OPraHH3alHH COGHITHA
BO BpeMsl KJeTOYHOro NHKJIa. 37ech pacCMaTpuUBaercss YyCTOHUH-
BOCTb YAaCTOTHHIX M (a30BHIX COOTHOLIEHHII MEXAY aKTHBHOCTAMH
COCTABHBIX 4acTEH CHCTEMDI, TAKHMH, KaK HHHUMALHA peNJHKalHu
JAHK, noukooOpa3sopaHnHc (CKaxeM, B APOXKIKaX), MHrpauus sgep
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H KjeroyHoe Redenue. IIponecc moskoo6pasoBaHHA, KOTOPHA y OT-
JNeJbHBIX MYTaHTOB IPOHCXOAHT He3aBHCHMO oT penaukamun JHK
(Hartwell et al., 1974), xapakrepusyercs onpeleseHHON BepoAT-
HOCTBHIQ [0 OTHOIIEHHIO K IIPOLECcaM PenjHKalH¥ XPOMOCOM, MHTO-
3a u Murpauuu sjep, 1 Hao6opor. IlosHaBaTeabHan cnocoGHOCTD,
nposBJeHHAA CHCTEMOH B MLeJIOM, 3afaeTcl Kpocc-KoppeasuHed
MeXAY S5TUMH INIpOUECCaMH, KOTODAs OLEHHBaeT 3Ty COIMACOBaH-
HOCTb,

Koraa napsizy ¢ BpeMeHHEIMH (aKkTOpaMH paccMaTpHBAOTCS H
IPOCTPAHCTBEHHHE, CHTYalUHs VCJOXKHAETCH, HO B NPHHIHKNE MOA
X0l ocTaercsi TeM xe caMbiM. OyeBHAHEIA mpuMep OTBETa Ha CHr-
HaJ ¢ NMPOCTPAHCTBEHHBIM pacmpelefeHHeM JHEPrHH NpeacTaBJser
cobolfi y3HaBaHHe 6enNKaMH pa3jHUHBIX Moaekyd. [ToaHaBaTe/ bHBIA
ycnex 3TOrM0 pacno3HaBaHHS 3aBHCHT OT CJOXKHOTO Pe30HAHCHOrO
COOTBETCTBHA MeXAY YaCTOTaMH HPOCTPAHCTBEHHO-BPeMEHHBIX Ko-
Ne6aHul B GedKe U B MOJEKyJe, ¢ KOTOPOH OH B3aHMoOAeliCcTByer.
Pe3oHaHCHO€ €OOTBETCTBHE MeXAYy OesIKOM H JIMraHjAoM BO3MOXHO
H3-32 CYUIECTBOB2HHA ONpeNeJieHHbIX HHBaPHAaHTOB MOJIEKY/aspHOH
CTPYKTYPH M A4KTHBHOCTH; 3TH CBOHCTBa HCNOJB3YIOTCS AJIR HHH-
uvauuu cnenudHyeCKHX H3MeHeHUHd COCTOAHUS B KoMnJjerce Ge-
JIOK — MTaH[, KOTOpble BHOCAT CBOH BK/Majk B o0Ulyi0 YCTOHYHBOCTD
opraHusma. Takum oOpa3oM, MOXKHO cKa3aTb, 4YTo 6eJI0K WMeEeT no-
Je3H0e ONHCaHHe MOJIeKY.IHl, C KOTOPOH OH B3aHMOLEHCTBYET.

Hrak, npn noaxone K OpraHHsMy Kak K NO3HaloIell cdcreme
OPraHU3M NpeACTaBASOT B BHAe COBOKYNHOCTH uacTel, Kaaas Hu3
KOTOPBIX (YHKIMOHUPpYET HCXOAS M3 ONHCaHHa onpeaeJeHHbIX
CBOMICTB CaMOi CHCTEeMBI M (Hau) ee oxpyxeHus. HauGosee oueBun-
HHIM NPHMEPOM MOJEKYJnl ¢ MOJe3HLHIM ONHCaHHeMm caMoil cefs
spasercs asofinas cmupaas IHK. Cocrassnie yacTu nosnaiomiefi
CHCTEMbI HMEIOT HEKOTOPYK) aBTOIOMHOCTB, HO ILesioe BOCCTaHaBJIH-
BaEeTCS1 TOMLKO IIPH PacCMOTPEHHH CONPAXEHRHH uau B3auMogehcr-
BUfi MeXRy nepeMeHHLMH (CHrHasaMH), KOTOpHE NPHBOAAT K KO-
OpAHHHPOBAHHOMY NOBENeHHI0, OUEHHBAEMOMY C NOMOLIBID KPOCC-
kKoppeasiudit, TakuMm ofpasoM, DONyJA4uHS UYACTHUHO aBTOHOMHEIX
Ha6awoparenell ¥ OMepaTopoOB CTAHOBHUTCA €XHHBIM IEJbIM.

Kax yctaHoB/ieHo Bbiile, B odlleM cayuyae oneparopsl Fp, Gyayt
6osiee CIOXKHEIMH, UeM NPOCTHIE ONEPaTOPHl YCPeLHEHUS TUNa ole-
patopa (7.1). B ofmeM ciyuae MOXKHO CUHTaTh, uT0 onucanus C,
ABAAIOTCA KaTeropusamu, a F,— dyHkropamu (McLane, 1971).
Torma Kaxnas KaTeropHs HpeACTaBASeT yacTHoe OMHCaHue COBH-
s £ H OPraHu3M HCHOJb3YeT HEKOTOPHIA KOHeUHBHIH Habop 3THX
onucaunit {C.}. Pacluinpus nocieloBaTe bHOCTD, H306paKeHHYIO HA
puc. 7.1, HeorpanH4eHHo B 0Ge CTOPOHBI, MBI NOJYYHM (BOPMaNBHYIO
CXeMY ANS CO3Q2aHHR UOTeHUHA/AbHOr0 HaGopa onHcaHu# Jaw0boro
COBHTHS H, CleR0BaTe/lbHO, HaGopa, U3 KOTOPOro OpraHU3MEl MOrYT
Aenarb cBOM BBHIGOP COrTAaCHO HCTOPHU CBOErO BONIONHOHHOIO pas-
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BUTHA. MBl BHIAMM, YTO HUKaKofi KoHeunwidi naBop {C,} He aaer
NOJTHOrO 3Hanusg o E; ero MOMXKHO MOJYUHTHL TOJbKO MCXOAS M3 MPo-
CTPaHCTBa, 3ajaBaeMoro HaGopoM BCex NOCAeLOBATENLHOCTE!
(... Craa, Cn, Cpyt ...), A€ ¢n— TOUKA npoctpancTBa C,, Ha3H-
BaeMOr0 MpocTPaHCTBOM NpoU3BeneHHil H 0603HaUaeMOro Kax

Z.C,.

J10 Tak HasblBaeMmoe ofpaTHoe MpefesbHOE NPOCTPAHCTBO, H HMEH-
HO C ero CBOHCTBaMH CBfi3aHa TONOJIOTHS OOPAaTHBIX MpenesbHEX CH-
creM. B paccmorpeHHoM Bule npuMepe otoGpaxenue Fp, — QyHK-
I[HOHaJ/1, a HMeWHO BhpaxkeHue (7.1), KoTopoe oTobpa)caeT (QYHK-
uun Bpemenu X (f) Ha apyrhe GYHRKUMH BpeMeHH. DTH NOC/HefHHE
06pas3yioT npocTpaHcTBa UHTerpupyemux no JleGery ¢ynruuii —
H6eckoHeuHOMepHEIe 6aHAXOBH MPOCTPAHCTBRA.

[TpuunHa HCHONB30BaHHA OGPATHLIX MPefeNbHHIX CHCTEM AJA
dopManu3anuH COOTHOIIEHHH MeXKAY YPOBHAMH (YHKIHOHAJLHOH
HepapxHH, NpHMeHseMOM npuH aHaau3e OHO/MorHuyecKo#l OpraHH3a-
IHH, COCTOHT B TOM, UTO 3TO NO3BOJseT BHABHTL nBa MoMeHTa. [lep-
Boe — NIOKA3aTh, YTO B PaMKaX TeopHH NO3HaBaHuA Nw0Goit opra-
HH3M QYHKLIHOHHPYET HAa OCHOBe OrpaHHueHHoro Haopa omnucaHHA
MHpa, BHOHpas HexoTopHH nojHabop H3 06paTHOrO NpeleabHOro
NpOCTPAHCTBA, KOTOPOE, MOXKHO CKa3aTh, COLEPXKHUT BCE BO3MOMNHBIE
onHcaHus. Bceo6uHOCTE CXeMD, NOJYUEHHOH MPH HCHONb3OBAHHH
Kareropufi C, 1 QYHKTOPOB F,, HECOMHEHHO, OUeHb BeJHKa, H BpAl
J¥ OHAa HMeer OOJBUIVIO UEHHOCTH NPH PacCMOTPEHMH (H3UOJOTHU-
ueCKOH OpraHu3aliH, B KOTOPOH rnaBHEIE orpaHHuYeHHs, neHCTBYHO-
e OPH YNOPAJNOYEHUU HEpapXuH, CBOAATCH K MPOCTPAHCTBEHHBIM
H BPEeMEHHbIM OTpPaHHYEHWSIM, PACCMOTPeHHbiM Bbllle. OfHaKO, KO+
Jla MH NOAXOLHM K BONPOCaM, KaCaIOUUMCA NOBeJeHHsl H MCHXO0J0-
THH, ocofeHHO MOCJe/itell, rae BCTYNMAlOT B NelCTBHe CHUMBOJHYe-
CKHe ONHCaHHA MHDa H OTHOLIEHHS MeXJy onucanueM H coepoft
NeAcTBHA CTAHOBATCS BCe OoJjiee W GoJiee HeyJOBUMBIMH, YpPOBEHb
aBCTPaKIHK, HeOOXONHMDIH 1,1 HIAEHTH(MHKAaNHU HPHPOAB COOTBET-
CTBHUH HIH OTOGpaKeHUR MCXKILY YDOBHSMH, BEDOATHO, HYXKIaeTCH
B MaTeMaTHUeCKOH CTPYKType HMeHHO TaKOTO BbICOKOIO HOpfiiKa.
Urobul u3bexkaTb TPHUBHANLHOTO CBeJeHHs aHa M3a Kpyra BOMpo-
COB, KOTODHLIMHM 3aHHMAercsl NMCHXOJAOTHSA, K paccMoTpeHHy (usuo-
JIOTHYECKHX NPHHUUNOB H NPH TOM COXPAHHTh MPHHIHI OCHOBHHX
CTPYKTYPHBIX H (PYHKUHOHAJBHBIX COOTBETCTBHIl MeXJAY NCHXOJO-
ruell v QU3HONOrHEH, HYXKHa MOTEHIHAJbHAsi MOLLb MORAXOJa, OCHO-
BaHHOTO Ha ofpaTHo#l npepenbHoft cucteme. Ha 3TOoM ypoBHE
ONHCaHHe CHCTEMB!, NpeRCTaBAeHHOe pHC. 7.1, CTaHOBHTCA CeThIO
B3aUMOJeHCTBUA MPOH3BOIBHO BHICOKOH Pa3MepHOCTH u (YHKUHO-
HaJbHOH YIOPSLOUEHHOCTH.

Bropasa npuuynda oOpauleHuss Kk o6ume# TOMONOrHYeCKOH MO-
NenH, THNa o6GPaTHOR npefenbHOM CHCTEMBl, AT NpeACTaBJeHHA
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pepapXxuu ypoBHell B OpTaHH3Me CBSi3aHa C BO3MOXKHOCTBIO HCMOJD-
30BaTh MaTeMaTHUYECKYIO CTPYKTYpY 3TOH TEOPHH AN H3Y4eHHs!
HEKOTOPEIX OCHOBHBLIX CBOHCTB MPONECCOB MO3HABAHHA, ONpelesieH-
HHX 3%ech. §I He BOCTaTOYHO KOMIETEHTEH B ITOM BONPOCE, 4TOBLI
06CyKaTh €ro, OAHaKO0 XOUy OCTaHOBHTLCS HA O/[HOM HHTEPECHOM
acrmeKTe TONMOJIOTHH, KOTOPhill, NO-BULHMOMY, OTHOCHTCA K H3YUYEeHHIO
OpraHM3MOB C TOUKNI 3PEHHS TeOpHH NO3HABaHHS. JTO MpPENCTaBJE-
HHe, TaK e Kak H TNpelJloKeHHe HCIOJL30BaThL oGpaTHbie npe-
JeTbHBIE CHCTEMDBI K KPYTY BONPOCOB, YNIOMSHYTOMY Bblilie, pHHaM-
Jgexur n-py MMutepy Antonesmnu .

CyuiectByeT o0aacTb TONOJOTHH, Ha3BaHHAs TeopHell romo/10oruil
Uexa, ¢ mOMOUIbIO KOTOPOil, rpyGo roBopsl, MOXKHO MOCTPOHUTH MH-
HHMa/bHbIE NOBEPXHOCTH LSl NPOCTPaHCTB HAH KaTeropui C. JTu
MHHHMaJbHbie MOBEPXHOCTH RalOT NpocTellilylo XapaKTepPHCTHKY
paccMaTpHBaeMON TOMOJOIrHuUecKoH CHCTEeMBI, TaK YTO METOAOM [o-
Monoruii Uexa MOXHO BLIABHTL OCHOBY CTPYKTYpHI onHcanus. Me-
TOL NPEACTaBJAseT co00H omepauHioc MHHHMH33UHH Ha MHOXECTBE
ONHCAHHM, COCTOALIYX B BbIOOPE TOrO OMHCAHHA, KOTOPOE NPH RaH-
HHX YCROBHAX mnpolle HAH, 06pa3Ho roeops, usflHee. B miaue
TeOpHH NO3HaBaHHA TAaKOH MeTod mpeicraBasfeT riayGoKMA HHTepec,
TAK KaK C ero NOMOIIbI0 Mbi MQ/KeM MOJYYHTL TOUHDBIA NMOAXoHd K
npoGJeMe OLeHKH ONHCAHHS ¢ TOUKH 3peHHA MaKcuManbHOH mpocro-
Thl UAH H3smecTBa. UTo6D BLIACHUTL UEHHOCTh 3TOrO NOAX0Aa AMA
6HOJOrHH, HeoOXOLHMBI Topasno OoJee raAyO0OKHE MHCCIeJOBaHMS,
ORHAaKO 3TO, NO-BUIMMOMY, MHoroofellawoollee HanpaBileHHE, C ero
NOMOIUBIO MOMHO NOAOATH K BONPOCAM, CBA3AHHLIM C TBOPYECTBOM
H HHTYHMuMell, yacTo PaccMaTpHBRaeMbIM KaK He MOAJtexaluue Toy-
HOMY olpefe/IeHHIO,

KoonepaTtusnbie B3aumopeiicTsng u da3oBbie nepexoasl
B NO3HAMIHX CHCTEMAX

Jlio6ofi ypoBeHb OpraHH3auuH, NpeAcTaBAeHHHN Ha puc. 7.1 Kaxk
kateropus C,, siBasieTcs, BooOluie rOBOpPS, OYeHb CJAOKHBIM (YHK-
UMOHANBHBIM npocTpaHcTBOM. OJHAKO 3aMeuaresbHOe CBOHCTBO
OpPraHH3MOB 3aK/IQUaeTcs B TOM, YTO H3 3TOH CJI0KHOCTH BO3HH-
KaeT OTHOCHTeNLHO MPOCToe YMopsLoueHHoe noBefeHHe. MoxHo
onHucarb INOfBJIEHUEe CONNTACOBAHHOCTH M INPOCTOrO NOBENEHWA M3
MHOIOUHCJIEHHBIX B3aMMOZefAcTBuH, KOTOpble UMEIOT MecTO Ha HaH-
HOM YPOBHE OpraHH3alHH, HCHOAbB3YA NPeNCTaBieHHe O KOOoNepaTHB-
HBIX DPOLEccax HJIM KOMIEKTHBRHBIX fIBJEeHHAX. Mbl yXe paccMoTpe-
JIH oUeHb MPOCTOR CAy4yall KOOMePaTHBHOrO MOBeLEHHA NPH Hayue-
HMH B3auMoJeHcTBHa cyObelUHUI B MYJIbTHMepHoM Genke B ra. 1.
Tenepp 1 ONHLIY HECKONBKO G0Jiee CJAOXKHBII H HHTEPECHBIN npHUMep

! Kanaas, Anwbepra, 2xmonTton, YHuBepcHTeT wurata Aanbepra, oTZeleHne
MaTeMaTHKH.
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KOOMepaTUBHOrO mpolecca, KOTOPHIH HIIIOCTPHPYET, KaK B3aMMo-
NeficTBHS MEXAYy eRHHHIaMH MOTYT NMPHBOIMTL K CKauKooOpa3HHM
H3MEeHEHHAM COCTOSHHSA, H3BECTHLIM KaK (a30Bble mepexoibl. ITo
DOCHYXHT eCTeCTBeHHLIM BBeleHHeM K OoJiee 0OleMy OTHCAHHIO
TaKHX DPa3pPLIBOB, H3BECTHOMY MOL Ha3BaHHEM TeOpHH KartacTpogd,
KOTOpas 6biia mocTpoeHa mateMaTHKoM Pene TomoM H npHmeHsier-
csl OAA ONHCcaHnHA OHOMOrMUECKHX mnponeccos, ocoGenHo Mopdore-
He3a. Brnwuende 3T0fi TeopHu B OOWHE paMKH ONMHCaHHA C MO-
MOUIbI0 OGPAaTHHIX Opefe/ibHEIX CHCTEM M IPOLECCOB MO3HABAHHA
MO3BONSET BeChbMa MOJHO PacCMOTPeThb NPOLecChl, NpoTeKalouue B
opraiusMax. KoHeunas uenb Hauiero awanawsa — DOHATL CYTh NPo-
LIECCOB pereHepallH, B pe3y.ibTaTe KOTOPLIX YnopAnoueHHEIe B Npo-
CTPaHCTBE H BpeMeHH CHCTeMbl NOABJSIOTCA B MPABHJBLIOH nOC/en0-
BaTeNbHOCTH H3 3HAUHUTeNbHO 00Jee MPOCTHIX CHCTEM, 06/aLalouux
HOTEHIHAILHOH BO3MOXKHOCTBLI) pa3BHTHA (HampHMep, Da3BHTHe
ro/I0BaCTHKa W3 HKPHHKH). DTa BO3MOQXKHOCTh BOILIOIIEHA B NOJE3-
HBIX ONHCaHHUAX Cce0s H OKpyXKalleHR cpenbl, — OMHCAHHAX, MPOSB-
JISIIOIIMXCS B POCTPAHCTBE H BO BPEMEHH NPH Pa3BHTHU.

[Tponece, KOTOPLIA 1 paccMOTPIO KaK npuMep $a30Boro nepexo-
Ja,— 39TQ pa3BUTHe BO3GYAMMOCTH B GHOJOTHUECKHX MeMO6paHax.
Yro6bl cleaTh NpHUMep KOHKPETHBIM H CBA3aTh €ro ¢ MaTepualioMm,
OOCYKABLIHMCS PaHee, S OCTAHOBJIOCH Ha Pa3BUTHH MeTalosiHue-
ckof#i Bo30OynuMoctH B MeMGpaHe, aHaMOrHYHOH paccMOTpeHHOR B
BOJIHOBOW Mogetu. (ID1oT Bonpoc Hccaenorad B pabore Goodwin,
1974.) V3 puc. 5.4 BujHO, UTO ecai NAOTHOCTb ¢epmenTa £ cauul-
KOM HHM3Ka, BOJHa aKTHBHOCTH He CMOMKET paclpocTpaHATLCA, MNO-
CKOJIbKY aKTUBHOCTH ONHOH MoJjekyanl depMenta Gyler HemocTa-
TOYHO AJAS BO3OYAHenHs cBoHX cocelefl. TouHmle coOTHOLIERHA
Mex1y (hepMeHTaMH 3aBUCAT OT CTEXHOMETPHH MeTabonHuecKoh
peakuHuH, B Xome Kortopoft V npespaiuaercs 8 U, oT Bausnua V
Ha paBHOBeCHE MeXXAY CBA3aHHBIMH H CBOOOLHLIMM HOHaMH, OT
KOHUeHTpalud HOHOB, TeMmepaTypol H T.4. [L10THOCTb (hepMeHTOB
B MemOpaHe 3aBUCHT OT PaBHOBECHsI MeKIY CKOPOCTbIG HX BKJIO-
YeHHA B CTPYKTYPY MeMOpaHh H CKODOCTbIO JerpafalHi HJIH pas-
GapieHus (ecau dopMupyercs HoBas MeMOpaHa). Mbl MoxeM mpez-
CTaBUTHL BCe 3TH (DAKTOPBI ¢ MOMOLLBI0 XHMHYECKOro moTeHUIHas a
K, TaK 4TO NJOTHOCTL (epMeHTa GylNer oupeneraThcs 3TOR BesH-
yHHOf.

[peanonoxum, uTO B MeMGpaHe HMCIOTCSl LEHTPBl CB3bIBAHUS
depmedTa £; W 4TO cpefHee HX 4YHCIO Ha eNHHHLIY RJonlafH no-
cTosinHo. O npupoie TaKHX TIEHTPOB H HX pacrpelnefieHHH Mbl 3HaeM
oueHb MaJso, Kaxk OHH pacnofioXeHbl — YIOPSAZOUEHHbM 00pasoM,
onpefeaseMbiM JPYrHMR CTPYKTYpaMH B MeMOGpaHe, win cayvafs
HO, — HeH3pecTHO. [To-BHAHMOMY, Ha CaMOM [ejie LEHTPLl Pacnoo-
KeHubl HeKHM MPOMEXYTOUHBLIM 06pasoM MeXay 3THMH NBYMfA Kpai-
HHMH CIOyuasiMHd: He CcAyuafiHo, HO H He CTPOro YNopsLOYeHHO.
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Taxue cooGpaxenust He BJAHAIOT HA KAYECTBEHHYIO MOAENb, KOTOPYIO
MBl CTPOHM, HO OHH ONpPelenSIOT FeOMETPUID PAaCHPOCTPAHEHHT BOJ-
Hel Mo Bo3Oyaumoi memOpaHe, HanpuMep BJIHAIOT HAa TO, Kak 6yayr
pacnpocTpaHfATbCS BOJHB OT TOUKH BO3OYXKIEHHA — B BHAe KOH-
LeHTPUYECKHX OKDPYXKHOCTeH MJIM B BUAe cnupajeli. 3TH aibTepHa-
TUBHBIE CJeJICTBHA 34eCh He GYyAyT pacCMaTpHBAThCS.

Hdna o6o3HaueHHs) COCTOAHMA yyacTKa mMeMOpaHH [ MCNOAB3yeM
6HHapHYO NepeMeHHYIO €. IJTa nepeMeHHas MPHHHMAaeT 3HAueHMA
0 unu | B 3aBHCHMOCTH OT TOro, CBOGOJEH Yy4aCTOK HJ/IH 38HAT CO-
OTBETCTBEHHO. MoJesab aHAaJOrHYHa H3BECTHOMY B (pH3HKe onuca-
HHIO KOHAEHCallHH pPelieTOYHOro ra3a, KOTOpPOe B CBOIO ouepelb
OCHOBaHO Ha Mojenn ¢eppoMarHeruzMma MsuHra, mucnosbsyworied
NpHOAKeHHe CpellHero noiA. ITC npejanoJaraer, 4To Kaxaas eld-
HHMIAa B paccMaTpuBaeMoli cHcTeMme (B Hauiem cayuae — pepMmeHT)
HAaXOLHUTCH B YCpeNHEHHOM NoJe CHJI, 06yCNOBJEHHOM MPHCYTCTBHEM
JPYrdX eAHHHL, H CYU[HOCTH MeToAa 3aKJwuaeTcd B TOM, 4ToOH
HalTH ypaBHeHHe, KOTOpPOE ONHCHIBAGT 3TO MoJe uepe3 ero cober-
BeHHble KOMNOHEHTHI (ypaBHeHHe CaMOCOrJacoBaHHoro noas). Pac-
cMaTpHBaeMoe HaMH noJe OGYCNOBNeHO B3aHMMOAEHCTBHAMH, KOTO-
phie, KaK MPEAMONaraeTcs, HMeOT MeCTO MeXJAy (PepMeHTaMH, CBf-
3aHHBIMH ¢ MeMOpaHOH, U depMeHTaMH, BCTPaHBAIOLIUMHCA B HeEe,
TaK KaK NpPHUCYTCTBHe (epMeHTa Ha HEKOTOPOM yuyacTKe cnocob-
CTBYET BCTpPauBaHHIO IPYrofi MojieKya s depMeHTa B MeMmOpaHy Ha
cocerHeM yuacTke. Bmelem BenuuuHy p = {e;) — yCpeJHEHHYI0 MO
BCEM LEHTpPaM 3aHATOCTb neHtpa. Ilycrh ofuiee 4HCIO 3aHATBLIX
LeHTPOB, T.e. MOJeKysn ¢epmeHta B MemOpaHe, paBHO N, TaK uTO

S

8‘=N,

T.e. cyMMa no BceM LeHTpaMm. M naxowen, nmycrs B3auMopmeiicrBHe
Mexay ABymsa ¢epmenTaMu E; 0 Ej ectb uiy.

[Npu onpenesieHHH CPeflHHX 3HaueHHH B Takofi cHcTeMme YA0GHO
HCIOJb30BaTh (OALINOE KaHOHHUECKOe pachnpepefeHHe, KOTopoe
YUHTHIBaeT BapHanuu 1 N, obuiero uHcjla aKTHBHBIX MOJIeKysa dep-
Menta Ha MeMOpaHe, U 3HepPTHH CHCTeMBl, OmnpellenseMoll B3aHMO-
LefictBHAMU, g 03HAKOM/JTEHHA C 3THMH BOIPOCaMH UHMTAaTeNb MO-
&Ker OOpaTHTBECA K KHHIaM, paccMaTpHMBawoullM Moneab HM3uura n
pemeTounHi ra3 (manpumep, Brout, 1965; Huang, 1963), rae no-
Ka3aHO, YTO raMHJABTOHHAH 3TOH CHCTEMBI HMeeT BHA,

H = Xuyjere; — Np. 7.6)

CamMmocoriacoBaHHoe ypaBHeHUe RJA H, KOTOPOE NOJAY4YaeTcss H3 3TO-
ro BbhIpaXKE€HHs1 C NOMOUILbIO 60JabIIOTO KAaHOHUYECKOTO paclpeiene-

HUfl, eCTh
(20 — 1)=1th[/2 (pu (0) + )}, 7.7



Opeasniuam KoK nOINAIOWAA U KOONEPATUBKAA CUCTEMA 239

rae u(0) —npeobpasosanne Pypoe cyMMel Zuy, B3ATOe B Touke O,
3neck caellaHo AONyLleHHe, YTO MoJe B3auMOAeHcTBHA Besfle ORH-
HaKOBO, T. €. #; ;(R) WHBapHAHTHO OTHOCHTENbHO TpaHcaAuuu. [la-
pamerp B ecrs 1/kT, rne & — nocrosuuas Doawnumana, a T — a6co-
MoTHaA rtemnepatypa. OH BXOLMT B VPaBHEHHE U3-38 NPUHATOrO
HONYIIEHHA, UTO CpefHAs 3HePrHs IOCTOSIHHA, a CJeJOBaTellbHO,
CHCTEMa HaXQIHTCAl NMpPH onpejfefeHHoli TemmepaType. MiMeHHO 3TO
LZOMYyilleHHe 03HAaYaeT, YTO 34eCh Mbi HMeeM Jelo C CHCTeMOH, Ko-
TOPasf OTHOCHTE/NbHO paccMaTPHBaeMbIX NpOLECCOB paBHOBecHa. Ta-
KHM 06pa3oM, XOTS H3BECTHO, YTO MeMOpPaHBl B JKHBBIX CHCTeMax
TOJUIePKHBAIOTCH B HATHBHOM COCTOSIHHH aKTHBHBLIM NOTOKOM 2Hep-
THH, MH TeM He MeHee HIHOPHpYeM 35TO0 H TpPaKTyeM MpPOLecCH
accouHalMH ¥ JHCCOnHanuu (pepMmeHToR ¢ MemGpaHoli M B3auMo-
JeficTBuA MeXAy depMeHTaMH TaK, KaK ecan Gbl 3TH mpoleccH GH-
JAH TPOCTHIMH XHMHUECKHMH peakuHAMH, XapaKTepH3YIOLHMHCS
onpejeJeHHbIM XHMHUECKHM TNMOTEHIHAJOM H TeM, uTO UYJeHH, OnH-
CLIBAIOLLHE B3aHMOJEHCTBHSA, NOCTOAHHL. TakuM o6pa3oM, Mbl pac-
CMAaTpPHBAEM BeChb NPOLECcC ¢ TOYKH 3peHHS XUMHUYECKOro paBHOBe-
cus. [IpH ycJIOBHH, YTO NOTOKH B CHCTeMe JOCTAaTOYHO MaJH, 3TO
npub/inxKeHHe BIOJHEe TpHeM/IeMo.

OcraHoBHMCSl Temepb Ha CJeACTBHAX, BLITEKAIOWMX H3 3TOA Mo-
Neau. MoXHO /i MCXO4s H3 Hee IMOJYYHTh JOBOJBHO pe3Kuit nepe-
XOA OT COCTOAHUA HeBO30YAUMOCTH K COCTOAAHHIO BO3GYAUMOCTH 1Py
HAHHBIX 3HAYEHHAX TeMnepaTypbl 7 H XHUMHUYECKOro MOTeHUHaJa H,
KOTOPLI onpenensieT MJIOTHOCTL MOJAeKYd depmeHTa Ha meMOpaHe?
[Mpumep nepexona 3TOro THNa B Pa3BHBAIOILENCs CHCTeMe AAIOT
pereHepupyloire pacrenna Acetabularia. Wccnenys ux si1exTpo-
¢usuonornyeckuMu Meronams, [losak u Beurpan (Novak, Bentrup,
1972) ob6uapysxusiu, uto cnycts npHOaH3uTesbHo 8—10 u nocie
Hayajga Mpouecca NOSBJSITCSA CIOHTaHHLIE MOTeHNMAJ B! deficTBUA,
KOTOpble CYIIECTBYIOT 3aTeM Ha NPOTSXKEHHH BCEro MepHona pere-
HepalHi. JTO NPOSBNEHHE HEKOH BO3OYAHWMOCTH B CHCTeMe, XOTH
- Taxasn BO36YAHMOCTh MOXKET OTIHUATbCSA OT ONVCAHHOH 371ech.

O6aacTb Ha IHArpaMMe COCTOSHHSA, ONHChIBAEMOH ypaBHeHHeM
(7.7), KoTopas mnpexcTaBifeT HHTepeC NPH U3YUeHHH MePexoloB
TaKoro THNa MEXiIy COCTOAHHSMH, H3BeCTHa NOJX Ha3BaHHeM obsa-
CTH cocyulecTBOBaHHs (a3. B ra3zax 3to of.acTb, rie MoXeT Mpo-
MCXOAUTH TepeXok OT Fa3a K JKUIAKOCTH, a B (eppoMarfHeTHKax —
re MOXeT MOABIATLCA CHOHTAaHHOe HaMarHHUHBaHHe, 3HaueHHe
MOTEHIIHa 2, IPH KOTOPOM BO3MOMKEH TepeXxok B HAalleM cCAyuae, pas-
HO w = —u(0) /2. [TocKOABLKY |1 onpeAeasercs ¢ TOUHOCTLIO 10 Npo-
M3ROJIbHON NOCTOSHUO!N, OTPHIATEJNbHLIA 3HAK 3]leChb He CYHIECTBEH.
D70 3HaueHHe NpU nojacraHoske B (7.7) LaeT HaM ypaBHeHHe

(20 — H=th{'/spu(0) (20 — D). (7.8)
Ecau B nocrarouno sennxo (7 10cTaToyHO Majio0), TO 3TO ypaBHeHHe
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HMEeT TPH KOpHS, a IPH Ma’ablX § OHO UMeeT eJIMHCTBEHHHH Ko-
peHb, KOTOPLIH SIB/ANETCS TPHBHANbHEIM pemenueM, 2p —1=0, 1. e.
=1/, D70 AcHO H3 pHC. 7.2, rae npAMas y=2p —1 H KpHBaA
y = th [/4pu(0) (20 — )] nOCTpOEHH B OIHHX H TeX e KOOpAUHA-
tax. Jlas xpueoil [ 3HaueHue fi, Koropoe onpele/iseT HAK/IOH runep-
GoaHUeCKOTe TaHredca, npu p = !/ Goablle 2, B TO BpeMs KaK AJA
kpuroll 11 curyauus oGpaTHas. Kpuruue-
cKoe 3HaueHHe } (Ha30BeM ero fxp, a COOT-
BeTcTBYlOLIee 3HaueHHe T — Txp) naer 3Ha-
y yeHue HAKJMOHA B 3Tofl TouKe, paBHoe 2.
1 Ecu Temepnb MBI OTJIOKHM p Kak QyHK-
fid puo T, TO NOJYIHM KPHBYIO, NOKa3aHHYIO
Ha puc. 7.3. Brine KpuTHueckofl Temmnepa-
TYpbl Txp CYIIECTBYET TOJbKO OLHH KOpEHb

% F 0 ==, KOTODLIi NpeNCTaBJAeT Heompe-

JleJICHHOE COCTOsIHHE MeMOGPaHbl: HH BO3OY-
JLumoe, HH HeBo3Oynrumoe. A Hibke Typ CO-
CTOSIHHE MeMOGpaHb MOKET H3MeHATBhCHA OT
/ 8036yIUMOro o HeBO3GYNHMOro B 3aBHCH-
MOCTH OT @, CpeZHero IO B3auMOAEH-
crBusl. TakuM o0pa3oM, eCNu CHCTeMa BHA-
yaje HAxXOAMTCH B Touke P B HeBo30ynH-
E:g ;2= ggaf“l“",,"’z“;‘ Moil 06JacTH M p yBeJHuMBaeTcs (C MeM-
= {h [*/pu(0) (2p—1)], Opanoil cBa3bIBaeTcss Bce GOJbLIE MOJIEKYJ
MOKasHBaIIHE, KAK HIMe-  (epMeHTa), TOo CHCTeMa OKaXKercsg B TOY-
gg:gg L?ﬁ:;‘:;gi‘g;ﬂ';‘”;g: ke P’ Ha ﬁpuaoﬁ ({a30BOroc paBHOBECHS.
wemmi amm p cormaceo OTO HEYCTONUMBAA TOUKa, U CHCTeMa G-
ypasuenuo (7.8). CTPO mepefiler B Q’, 0Ka3aBIIHCh OPH 3TOM
B ofsactu Bo30GynHMocTH. Korna temmepa-
Typa yMeHbIIaeTcsi, mepexon OT HeBOo3OYJHMOCTH K BO36YyNHMOCTH
COBepIIaeTC MPH BCe MEHBLIIHX H MEHDLUIHX 3HaueHHAX p CpejlHero
nojs BO3OYIHMOCTH, T. €. TENJIOBOH IIyM BCEe MeHbIle W MeHDIIe
BJIMSIET Ha NPOIIECCHl, IPHBOASILINE K BO3OYXICHHIO.
dcHo, uTo B GHONOrHUecKoH CHCTeMe WMeeTCsl TaKKe H HHXKHASA
TeMOepaTypHAas rpaHHNA 30HLI BO3GYIHMOCTH, T.e. KpHBas (Da30Bo-
TO paBHOBECHS HOJHa OLITL 3aMKHYTOH, eclH Tpolece NOTEpH
BO3OYAHUMOCTH TOxe siBJfeTcss (ha30BLIM IepexonoM. IJTO MOXKHO
CMOAeTHPOBATD, BBOAS AONOJHHTENbHblEe NPEeLNOJOKEHHS, CKaxeM
0 3apucumocTH BeanuuH 4#(0) M g OT TeMuepaTypel IPH HH3KHX
3HaueHHAX 7, ofHaKo GOJBUIOTO CMbICIa B 3TOM HET, MOCKO.IBKY
JKCNEepUMEeHTaJbHbie JaHHHe [0 TaKuM nepexofaM B OHoJiorHue-
CKHX CHCTEMAX BCCbMAa HEeMHOTOYHCJEHHH, BO3MOXKHO, 3leCh HayH-
Hal0T UrpaTh podb (aXTOPH COREPIICHHO HHOH MPHPOIbI, 4€M pac-
CMOTpEHHBIE BHINe. B 1eHCTBHTEABHOCTH MLl He 3HaeM, MOXKHO JIH
CYHTaThb CMOHTAHIOC MOsiBAedHe NOTeHLHaloB jeficTBus B Acefabu-
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larin $a30BHIM nepexoloM, TAaK KaK TeMIepaTypHAs! 3aBUCHMOCTD
npouecca, HaCKOJJbKO MHe H3BeCTHO, He H3ydeHa. Takoe uccaejoBa-
HHe Obio 6L gueHb HHTepecHQ nposecTH. OLHAKO rJaBHAA neab
NOCTPOEHUSI MOMOEJH COCTOHT B TOM, UYTOOH NPOH/IIOCTPHPOBATD,
KakHM o0pa3oM B CHCTeMaX, COCTOSILUMX U3 MHOrMX B3aMMOZelicT-
BYIOLLUX eZHHHL, MOTYT NPOHCXOLHTH CKauKooOpasHEle H3MeHeHus

]
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Pue. 7.3. Kpusag dasosoro pasHoBecus XSl HeBO3GYXAMOro H BOIBYAHMOTO co-
CTOSIHMA MeMOPAHB! HHIXKe KPHTHYECKOH TeMnepaTypsl Txp COINACHO MOAEIHM, ONHU-
CAHHOH B TeKCTe.

COCTOSIHHA H KaK HX MOXHO HCCNeN0BaTh aHaJuTHueckd. Kowuen-
uHsl CpefiHero moas JaeT 0CobGeHHO NpPOCTOff crnocol NeMOHCTpalluu
TOro, KakuM 00pa3oM KoollepaTHBHbIe B3aWMOLeHCTBHS (B JaHHOM
cayyae aHcaMOBaa CeNKOBBIX MoJeKy/] B MeMOpaHaX) MOryT npHBo-
OHTb K Pe3KHM H3MeHeHUSAM pexuMa paboThl, uMelowuM GHOJIOrH-
yeckoe 3Hauenue, OCHOBHOH BLIBOM, KOTOPBIH MOXHO CHes1aTh H3
3TOr0 pacCMOTPEHHS, COCTOHT B TOM, TO MHOrHe H3 HaHGoOJee 3Ha-
YUTeNbHBX H3MCHCHHI COCTOSIHHS, NPOHCXOAAWMNX B GHOJOrHYeCKHX
CHCTEMaX, OTHOCATCS HMeHHO K 3TOMY oOuweMy Tany: mopdoreHes
H cBOHCTBA OMOJIOrHUECKHX CHCTEM XapaKTePH3YIOTCsl CKaukooGpas-
HbIMH H3MeHEHHSMH, H 3T W3MeHeHHs B H3BECTHOH CTeneHH ynpas-
NgeMbl ¥ YHOPAAOUCHHB, PaspniBel BO3HHKAIOT KaK IHHAMHUYECKOe
H3MeHeHHe COCTOSIHHA YCTOHUHBOH B 11e10M H Pery/upyeMol cucre-
MBI, CTaOHJH3HPYEMOH OoJiee HeNnpePbIBHEIMH rOMeOoCTaTHUECKHMHU
MexaHH3MaMH, YCM paHee pacCMOTPeHHHe B 3Tofi KHHUre. Peakue
U3MeHeHHs COCTOSHUS, UPOHCXOLAUIHE B pAMKAX OTIETbHOr0 YPOBHS
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uepapxun C,, NpUBEAYT HA 5TOM YPOBHe K OGPA30BAHHIC HOBHIX
KOJIVIEKTHRHEIX MepeMeHHbIX, TaK YyTO «CUTHAJB®, NepefaHHBE C 1o~
Momplo QyHKuHH Fn, H3Menarca. B paccMoTpeHHOM BHIIe npumepe
DO TMosABNeHHs ¥ MeMOpaHbl BO36YAHMOCTH B CHCTEME He MoXer pac-
‘MPOCTPAHATECH HHKAKHX MeTalCoJqHueCKHX BOJH H, C/lel0BATeNbHO,
Ha A3HKe BOJTHOBO Mopmesid IJ. 5 He 06pa3yercss HUKaKHX I'pajueH-
ToB. Takum ofipasoM, KO TeX MOP, NOKa He npousoiiner sror ¢daso-
BLI nepexoji, B CHCTeMée He MOXeT reHepHPOBAaThCsl HHKaKOr'o npo-
CTpaHCTBEHHO-YHMOPSIROUEHHOrO CHTHaa, H B HeH cyuecrsye?
TONBKO HEKOE NMPOCTPaHCTBeHHOE pacnpefiefieHle, COOTBETCTBYWONIee
H3Ha4Ya/IbHO HMeIOeMYC B CHCTeMe pacHpefe/IeHHIO CHrHala, DTo
pacnpejeiedHe MoXeT GbITh BeCbMa CYUHIECTBEHHBLIM, HO OHO HOCHT
MO3aHUHHH XapaKTep H He CMOXeT OCYyUIeCTBAATH peryasuuio, Ogn-
HAKO0, KOrja MeMOpaHbl CTAHOBATCH BO3GYAHMBIMH, MOBeieHHe MeTa-
60/1HueCcKOl CHCTeMbl CTAHOBMTCS KadeCTBEHHO HHBIM — B Heii pac-
npocrpanserca MeraboJiHuecKas BoJNa, HeCywas peryJaHpYIOMmyo
UPOCTPaHCTBEHHO-YTIOPAAQUeHHYI0 MHDopManuio B ¢dopMe CBA3aH-
HBIX ¢ MeMO6paHO#i TpanHeHTOB, KOTOPas CnocoGHa ynpaBaaTh H3Me-
HEHHAMH SMHreHeTHYeckoro coctodnus. Mrak, remeph noHfATHo, Ka-
KHM ofpa3oM (as3oBble nmepexofbl MOrYT cHOPMHUPOBATH BaXKHYIO
0co6eHHOCTh reHepaTHBHOIO Npoilecca, KOTOPHIH MBI HasHBaeM pas-
BHTHEM, H KaK OHH BIHCBHIBAIOTCS B PaMKH cXembl pHc.7.1: aro ne-
pexonbl MeXLy AHCKPETHbIMH COCTOSIHHAIMH B HpefiesaXx OTAeJbHHX
ypoBHefi HJH BCell HepapXHM, 4TO B Pe3yJbTaTe KOOMEPAaTHBHHIX
B3aUMOJEHCTBHI MeXAY eNUHHLAaMM MPHUBOJHT K YNPOUIEHHIO M-
HaMHKH.

®daszoBLie MEPEXOAbLl M TEOPHA KATACTpOd

OnucaHHas BHlllle MOZeAb Nepexola OT HeBO3GYIHMOro COCTOf-
uHg MeMO6paHH K BO3OYAMMOMY 0O CYLIECTBY HAEHTHUHA MOZENH,
HCMOJb3YeMOoH S ONHCAuHA KoHIeHcauud rasa. OHa Laer mpo-
crefilliee «MHKPOCKONHUeCKOe» ONHCaHHe 3Toro mpolecca. Cyuiect-
syeT Gosaee ¢eHOMEHOJIOTHUECKHH, HAH MaKPOCKONHuecKHIl, mOAXON
K srofi npoGJeMe, OCHOBaHHbIl Ha 3aKoHe Bau-nep-Baananca ans
HeHAeaJbHOro rasa, rle BBOAHTCS Manbifi NONPABOUHBIA ujeH pas
yyera HecXKHMaeMOCTH MOJeKY. ra3a. YpaBHEHHe COCTOSHHS AJs
HeuJeaNnbHOTO ra3a HMeeT BHJ

(p+37) (V= b) — NiT =0 (7.9)

3aBHCHMOCTH p oT V npu pasnuuHbiX 3HaueHHAX 7 rpaduvecku
npencraBaeHsl Ha puc. 7.4. IIpn HeKOoTopoM 3HaueHHu T, Ha3BaH-
HOM KpHTHUYeCKOH TeMnepaTypo#l [Ixp, HaKJOH KpPHBOH B TOYKe ne-
peruba paBeH Hyso. Boille 3Toffl TeMmepaTypnl CYLIECTBYET OAHO-
3HayHas 32aBHCHMOCTb Mexay p ¥ V, a Huxe ee 114 mo6oro 3a-
naHHOrO B HeKOTOpOR 00/1acTH 3HAUEHHS p CyEeCTBYIOT TPH 3HAue-
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Hua V. 910 o6NacTb KOHAEHCANHH, B KOTOPOH ras OPH NOCTOSHHbIX
JNaBJeHHH W TeMIepaType BHE3aNHO MepeXOLHT B KHAKOCTL ¢ GObl-
CTPHIM H3MeHeHHeM oOveMa. [IpaBuio, ucnoabsyemoe ANA onpege-
JeHus Touku $a3oBoro mepexona, H3BECTHO MOJL Ha3BaHHEM cOrJa-
mWeHHusd, wau npasuaa Maxceenna. OHO COCTOHT B TOM, YTO uepes

4

Puc. 7.4. 3aBHCHMOCTH naBJeHHA HEWJeaJbHOTO rasa or ofbhema, HMIOCTPUPYIO-
mMe HCMOMb3OBaHHe NpaBusa MakcBeana AJA ONpeleneHuss 067acTH KoHaeH-
canuH.

KyGHuecKyio mapabony NpPoROLUTCA NpPsMas TaK, YTOOH OTCeKaeMbie
€0 CBEPXY H CHH3Y nJjoulaid O6bLlm1H paBHbl. Ha puc. 7.4 ato nps-
masn AB. Oua onpepenser nasiedue p, IpU KOTODOM MPOUCKOTHT
KOHAeHCAlUUs ra3a A1 NaHHOH KPHBOH (T. €. A5 KaHHOR Temnepa-
Typel). KpuBas, coepHHAIOWLAS] TOUKH, B KOTOPEIX TaKHe MNpAMDe
nepecexkaloT Bce ceMelcTBO KpHBHX p, V, ecThb Kpusas (aszosoro
paBHOBeCHS; OHa TOKa3aHa MYHKTHPOM Ha pHC. 7.4 H HMeeT TOT
e BHJ, 4TO M Ha puc. 7.3. CBfA3b MeXAY 3THMU KPHBHIMH CTaHeT
oueBHJIHEe, €CIH PaCCMOTPeTh TPeXMepHYIO NOBEPXHOCTh B KOOPAH-
Harax p, V, T (puc. 7.5). DTa noBepXHOCTb HMeET CKAanKy, KOTo-
pas HauunHaercs NpH KpHTuueckoli Temneparype Ty,. Kpuras daszo-
BOTO PaBHOBECHSl NOKa3aHa NYHKTHPOM, 4 NPOEKIMA 3TOH KpUBOH
Ha mJjockocTh T, V KMmeer coseplieHHO TaKylo xe (opMmy, Kak H
KpuBasi, usobpaxenHas Ha puc. 7.4. [IpH. onHcaHHH KOHJAEHCAalHU
peLleTOUHOro rasa nepeMeHHas p O3Hayala NJOTHOCTb, KOTOpas
o6parHo nponopuHoHansHa V, nosroMy ¢opMa KpuBo# ocraeTcs no
CylIecTBY TaKOH e, UTO M Ha npoexiud B nuockocru T, V. dror
Bompoc ofcyxkpaaerca B JwGoM yueOHHKe, rae paccMaTpHBaOTCA
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(dasoBble nepexons, Ho HauboJjee NMONHO 3TO CHenaHo B pabore
Crenan (Stanley, 1971).

[ToBepxHocTs, H30GpaKeHHaA Ha puc. 7.5, NpHHALJIEKHT ceMel-
CTBY NOBEPXHOCTEN, KOTOpLIe MOTYT ObITh ONHCAHK YpaBHEHHEM

4wk +uy =0, (7.10)

rle 4, M U; —napaMeTpel, KOTOPble MOTYT HNPHHUMATH pa3jHYHBE
3HayeHHA. YpapHeHnue Ban-nep-Baasnnca, 3anucannoe uepes nepe-

~,

v

Puc. 7.5. TloBepxaocTe B Koopaunatax (P, V, T) ams rasa B6a1usu KPHUTHYECKOSH
TeMnepaTyphl; fOKA3aHa KpHBas (DajoBOre PaBHOBECHs, OCPAHHUMBAIOWIAS 30HY
MHOXECTBEHHHX KOpHeH.

MeHHBIe, Haua/l0 KOOPAHHAT KOTODHIX JEXMT B KPHTHUECKOH TOYKe
NOBePXHOCTH (Pxp, Txp, Vip), HMEECT BHA

5 6+ 9) x + 5 B — 2) =0,

rae y==p — Pxp, X = 1/V—1/Vyp, t =T — Txp. Briepsbie B TakoM
BHie YypaBHeHHe BaHu-gep-Baanbca Obno 3amucano Payaepom
(Fowler, 1972), korna oH aHaJH3HPOBaJ €ro ¢ TOUKH 3peHHS Teo-
puu Kartactpod. 31ech

* 1 1
m=z5 @B +y u u=3(8—2y.

Ecau ypaBHeHue (7.10) npoHHTerpHpOBaTh OTHOCHTE/bHO Nepe-
MEHHOH X, Mbl IOJIYUHM BHpaXKeHHe

Vi) =L Ay, 7.11)
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CUHTasl, YTO NOCTOAHHAS HHTETPUPOBAHHSA paBHA HYJ0. DTa (yHK-
uns Oui7a HassaHa Tomom (Thom, 1970,b) ynusepcaabnoii medop-
MmauMeidl c6opru uau xaracrpodofi Pumana— INoronuo, 3apoamm
HJH OpraHH3yiomui ueHTp KoTopoifi pasen x*'/4. B reopuu Toma
CYLLeCTBYIOT CeMb /eMeHTapHbIX KaTacTpod; Kaxaas H3 HHUX onpe-
Jenfierca B TepMHHAX INOTeHUHaNbHOH QyHKIHH, aHaNOoruyHoN
tbyHkunu V B ypasHenun (7.11), u npHBOZHT K cBoefi ocoGoil mno-
BepxHocTH. OcHOBHOE yTBep:KJeHHe 3TOH TeOpHH CBOAHTCH K TOMY,
yTo onpefdedeHHble GHOMOrHYECKHE NPONECCH MOrYT OLITh ONHCAHE
B TePMHHaX paloTel CHJ, NPHBOANWHX CHCTEMY K MHHHMYMY @O-
TEeHUHAJLHOH NHOBEpPXHOCTH, KaK 3TO o6biuHo ARedaercs B (usuke.
[loBepxHocTh, H306paxeHHas Ha puc. 7.5, npeacrasnger coboil mno-
BEPXHOCTb, MO KOTOPOH «IBIDKETCA®» ras NPH H3MeHeHHH NapaMer-
POB, T.€. Ha 3TOH NMOBepXHOCTH ra3 HAaXOMHTCA B COCTOSIHHH parHO-
BecHs. [Ipy H3MeHeHHH onHOH M3 mMepeMeHHBIX APYTHE MEHSOTCA
corjiacHo ypaBHenuto (7.10), noayueHHomMy H3 ypaBHeHus (7.11)
IudpepeHIHPOBAHHEM NO X H NPHPaBHUBaHUEM 3TOR NPOU3BOAHOR
HYJIO 1JIf OnpelesieHHS] 3KCTPEeMYMOB

%K=x3+u1x+ug=0,

X

4yTO BO3BpallaeT Hac K ypasueHHwo (7.10). Takum o6pasom, Tom
npeacTaBnfeT AMHAMHUYecKHH npouecc, HampuMep NosBeLeHHe asa
NPy Pa3/HYHBIX 3HAYEHHAX JaBJeHHA, o6beMa H TeMIepaTyphl, Kak
NPOLECC, OMHCHBaeMbIH MOBEPXHOCTEIO, MOJYUEHHOH H3 YHHBEpCAaTb-
HO# nedopManuy 3JeMeHTapHONH Katactpodps. Bcee npHBemeHHBIE
BEIIE pacCyKAeHUS OBIJIM He Gojiee yeM ONHCaHHWEM H3BeCTHHIX B
¢dusuke GaKTOB B HOBHIX MaTeMaTHYeCKHX TepMHHaX. MH yBHIean,
UTO Ha MOBEPXHOCTAX COCTOSTHHH CYUIECTBYIOT HeKHe npeRcrTaBJIstio-
miHe ocolLfi HHTepec 061acTH, TaKHe, KOTOpLIE ONPEAEsiOT 30HEI
COCYLIECTBOBAHHS KPHTHUECKMX ABJEHHH, HampuMep 30Hb (a30oBLIX
nepexoZoB. ITo 06/acTH, TAEe MMEITCH MHOXKeCTBeHHBIE KOPHH (B
HaHHOM Ccaydae TpH). MareMaTHUecKH OHH ONpeReslOTCsT IKCTpe-
MYMaMH MOBEpPXHOCTH, H300paxeHHo!N Ha pHc. 7.5. CyLIecTBOBaHHE
MHOXECTBEHHBIX KopHeil V uMeer MecTo Be3ne, rae p u T JexaT B
o6aacti cOOpKH, KOTOPas NOJYdYaeTcs MPH HPOETHPOBAHHH 3IKCTpe-
MYMOB NOBEPXHOCTH Ha IJIOCKOCTb p, 7, Kak 3TO NOKa3aHo Ha
puc. 7.5, dro obzacTh, B mpelesax KOTOPOH MOTYT MPOHCXOIAMTH
(a3oBEle Nepexoabl THNA YAAapHOH BOJHLI COMMIACHO TePMHHOJOMHH
Toma. Takne ynapHbie BOJIHLI OH PacCMaTPHBAeT KaK HeOGXOAHMYIO
ocHoBY ¢opmooGpa3oBaHHs, TOYHO TaK e Kax (pas3opulil nepexon
ra3 — XHJKOCTh OMUCHIBAET H3MEHEHHe B MOPQOJOruu rasa.

OnHoit u3 npobieM 3TOH TeOpHH ABJIAETCH BOMPOC O TOM, Kak
HHTEPNPeTHPOBAaTh NOBeJleHHEe CHCTEMbl B OKPECTHOCTH MaTeMaTHYe-
CKO#t 0coGol TOUKH. Mbt yke BUZenH NOROGHLIA NpHMep — NPaBHIO
MakcBenna, HO H3BeCTHLI H ApyrHe paccmorpenHble PaynepoM
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(Fowler, 1972) npumepn. Tom (Thom, 1970 a) Takxe oGcyspaer
NpaBuIo MakcBeana, ero HeAoCTaTKH H BO3MOXKHOCTb ApYroid ¢u3sn-
yecKo# HHTepnpeTaluH MaTeMaTH4YeCKHX ocobenHocted. MM pac-
CcMOTped Bompoc O GIYKTYyauHsX U 06 UX NMpeacTaBJeHHH B TepMH-
HaX Teopuu KaTtactpod. Becbma unrtepecnas pa6oTa o uMCTO LuHa-
MHyecKoll HHTeprmpeTauud Teopu# Karactpod onybinkoBaHa 3HuMa-
Hom (Zeeman, 1972). Onuako HauGoablIAA TPYAHOCTL B NPHIOKe-
HHH TeopHH XaracTpod K MopdoreHeTHHUecKHM NpoleccaM, MHe
Ka)eTcd, COCTOUT B NpobaeMe HHTEPNPETaUUH He THHAMWUECKUX
aCMeKTOB TEOPHH, & ee MPOCTPAHCTBEHHHIX pe3yAbTaToB. TOM
(Thom, 1970b) paeT u NPOCTPAHCTBEHHYIO, H BPEMEHHYIO HHTEp-
npeTayuu 3JeMeHTapHHX KartacTpod. OHK OCHOBaHB Ha upeamno-
JIOKEHHWH, UTO NPOCTPAHCTBEHHEEe NepeMeHHHEe BXOAAT B NMapamer-
pH, onucHBamoHte AedhopManuio, xapakTepHYiO A1f LaHHOH Kara-
crpodu. Ilpu aTOM He BBOXHTCS HHKAaKHX MPaBWJ HHTepHpeTalHH
H CYL[eCTBYeT moJHas cBoGona BeiGopa, XOTA CaMa IPOCTPaHCTBEH-
Haf MHTEpOpPeTalHsl MOAPa3yMEBaeT HEKOTOpble OrpaHHUeHHA Ha
cnocol, KOTOPHIM MPOCTPAHCTBEHHLIE NepeMeHHble BKJIOUANOTCS B
dynkuuu. Taxk, Hanpumep, Tom (Thom, 1970b) wucnoabsyer kata-
CTpoy /MaCTOUKHHA XBOCTa AJIfl ONHCAHHS Npolecca racTpy/isiluH
y am¢pubuii, 0HaKO MOXKHO NOKasaTh, 4TO0 B 3TOM CJy4ae AJIA ONH-
CaHHMsl mpolecca BOOJHe XOCTAaTOuHa Karacrpoda cOopxu, passep-
THIBAKOMIAACA B paMKax onpeieseHHOH NpPOCTPAHCTBEHHON reoMer-
pud. FiMeHHo 310 M G0 noxka3aHo no3xe 3¥MaHoM (Zeeman,
1974).

S nymaro, yTo eZUHCTBEHHHIH cnoco6 NOLOHTH K pelleHHI0 3ToH
npobjeMbl COCTOHT B TOM, UTOOH NPHMEHHTBH TeOpHIO KaTacrpod
K HeKOTOPHMM OHOMOruYecKHM NpoleccaM H NMOCMOTpeTh, AeHCTBH-
TeILHO JIH OHM AAIOT fONie3Hble OMKCAHHA (T.e. MOCMOTperh, NoMo-
raloT /14 OHM Halleii COGCTBEHHOH TO3HABATEJNbHOH HESATENBHOCTH),
Torna oueHka cUTyaumH, B KOTOPOH OHH HCMOANB3YIOTCS, MOXKeET
AaTbh COOTBETCTBYIOHIKE MPaBuNa UX HHTepmperauuu. OTverum, yTo
Ha3BaHHe <«Teopust KaracTpod» He OdYeHb YAauHO; OHO OTpaKaeT
HeGUOJIOrMYeCKHe NoCAeJCTBMA IUHAMHMYECKHX Pa3pHBOB, a BCe Je-
JIO B TOM, YTO Pa3pLiBhl IPHBOAAT X GecnopslKy, a He COUYTCTBYIOT
YBEJIUUEHHIO YNOPAXOUeHHOCTH. B HHXXeHepHOM CMEIC/le 3TO Ha3Ba-
HHe Ka)eTCsd BNONHE YMECTHHIM, YTO U MOKAa3a/H OYeHb HHTepecHble
accnenosanns Tomncona (Thompson, 1975), Ho B Guojoruu pas-
PLIBB COCTOSIHHA, JeKauihe B OCHOBe mopdoreHesa, HH B KaKOM
cMHICe He ABAAIOTCH KaracrpoduunbiMu. Lo Tex mop noka 6uonord
6ynyT MPHMEHATH TeOPUH, ABJAWOILHECA pe3ysabTaToM HeGHOJOTHYe-
CKHX HCCJlefOBaHHH, OHuW 6yAyT HCOLITHIBATL 3TH TePMHHOJOrpue«
ckde Heyao6cTRa. Te e 3aMeuaHHs] OTHOCATCH H K TEOPHH AMCCH-
NaTHBHBIX CTPYKTYpP, pa3paborannoil Tnaucropdom u I1pHroXHubIM
(Glansdorff, Prigogine, 1971). TepMHH «XHCCHIATHBHLIH» BO3HHK
B pe3y/bTaTe NPHMeHEeHHA TepMOJHHaMHUeCKOro MOAXOAa, AIA KO-
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TOPOro OO0DEKTOM MCCAENOBAHHS SIBJAAETCH 3aMKHYTas CHCTeMa,
K OTKpLITOH, HaneKoil OT paBHOBeCHS CHCTeMe, AJIA KOTOpOH Heob-
XOAHMO «RHCCHNaTHBHOes onHcaHue. Bce peanpHble CHCTEMB! B Aef-
CTBUTE/JIBHOCTH OTKpPLITHIE; 33MKHYTOCTb — 3T0 YIOOHHH cnoco6
onycaHuf, a GHONOTHYECKHE CHCTeMH He TONbKO OTKPHITHe, HO #
ynopsafoyeHHble, JlHccunauus 3SHepPrud — aKCHOMaTHYecKoe cBofi-
CTBO OTKPHITOH CHCTeMBl, HO OHO He QaeT IOHHMaHHA NPHYHH BHO-
JIOrHYeCcKofl ymopsijloueHHOCTH. §1 Haneloch, 4TO DPH LOCTPOEHHH
TEOpHH NMPOLECCOB reHepallHi B NO3HAIOIIUX CHCTEMaX yaacrcesl Hah-
TH Gojiee noaxoasimuil fI3LK A48 onucaHHus GuosorHueckoll opraHu-
3aUMH U OCBOGONMTHCA OT lieYeTKOH TepMHHOJOTHH TEOpHH KaTa-
crpod M NHCCHNATHBHBIX CTPYKTY.

KonneKkTHBHME MOOK B PUTMMYECKMX mpoueccax

PaccmorpuM cnoco6ul onHCanus HEKOTOPHIX BHAOB BpeMeHHOH
yIOpSIOUeHHOCTH, KOTOPble YXKe aHa/M3HPOBAJHChL B IpPEeABILYIINX
rJaBax ¢ NOMOUIBI0O NOTeHIHANbHBIX (QYHKIHH, OTHOCALIHXCA K ce-
MmeficTBaM 3jeMeHTapRBIX KatacTpod. [lycrs MBI MMeeM Henpephis-
HYI0 KyJbTypy GaKTeDHH, pacTYHIyio B XeMOCTaTe H CHHXPOHH3HPO-
BAaHHYIO C NOMOWLBIO NepuogHYecKoro 106asneHus docdara (ra. 4).
CHHXPOHHOCTB B Takoli Kyabrype (Goodwin, 1969 c) Kourpoaupyer-
cSl HHTEHCHBHOCTBIO NEPHOAHYECKOro CTHMYJN3, KOTOPYIO MOXKHO
oxapakrepusosaTb napaMmerpom A. CyTb 3TOro mpouecca COCTOMT B
TOM, UTO NPH HEKOTOPOM 3HAUEHHH MapaMerpa KJIeTOUHLIE LeeHHS
B CHCTEME HAUHHAIOT NPOUCXOAUTL CHHXPOHHO, H 3T3a CHHXPOHHOCTD
pacrer ¢ yeeamyeHneMm A. UacToTa CHHXPOHHLIX H3MeHeHHH uyHcJa
KJeTOK ONpeneisieTtss YCJOBHSIMH POCTa B XeMOCTaTe, reHeTHUeCKH-
MH XapaKTepHCTHKAaMH KJeTOK H UacTOTOR NepHOAMYECKOH BHIHYXK-
aawlell ¢yHKUHH. [l ONHCaHHR MOABJEHHS TIEPHOJHYHOCTH B IO-
OyJSLHH BOCHOJb3YeMCs NOTeHUHa bHON QYHKIHeH oaHON nepeMen-
HOH, KOTOpas 3anaeT aMNJHTYAY KOJJIEKTHBHBIX MOJH KoJeGanuit
B KYJABTYpe, T.€. CPERHIOI aMIVINTYLY BbIHYHHEHHBIX KoseGaHuil.
Takasa QyHKUHST HMeeT BHI

$(r) = —a(h— Ag) 72+ brt, (7.12)

re r— aMOJHTYAa MOABI, Axp — KPUTHYECKOE 3HAyelHe BLIHYXK-
JAalollero napameTpa, a 4 B b — moNoXKHTEAbHEE KOHCTARTHL ITa
noreHuHMa bHad QyHKIHA Obl1a HCNOJNB30BAHA AJS ONHCAHUS MOMB-
JIeHHS] KOJIJIEKTUBHOA MOQAL B Ja3epe B OTBET H3 RO3NeHCTEME BHeIl-
HEro HCTOYHHKA SHEPTHH — JaMmnbl Hakauku (Graham, 19731)), —
npouecc, COBePLIEHHO aHAJOrHUHMA paccmarpuBaemomy. Us ypas-

t § pecema ofinzan a-py Manyamo Bepouao ns Wucturyra ¢usuke Hanwo-
HAJBIIOTO aBTOHOMHOrO yHHBepcHTeTa Mexuko 3a Q3HaKOMJEHHe MeHs ¢ STOR pa-
6oTOi.
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HeHUsl moreHuuaabHOR GYHKUMH (7.12) MBI MOXeM MONYuHTb LH-
HaMHKY r, aMOJUTYIbl CHHXPOHHBIX KOJie6aHHUH, OGLIYHBIM METONOM
nonyyesaus IuddepeHuHaNbHEX YPaBHEHHH € NMOMOLIBI0 NOTEHIM-
aNbHBIX PYHKIHI, 2 HMEHHO

At e 9% 90 (h— Ayy) r — 4br* =2r [a (A — Ayp) — 2072,

OueBHJHO, €CAH A << Ayp, YCTOHYHMBHIM CTAaHOHADHLIM peEILEHHEeM
G6yner r=20; B 3TOM clyuyae HHKaKofi MaKpPOCKONMHUYEeCKOH, xapak-
TepHOH Aas Bcell MOMyJAALMH aMIIUTYAH He cymecteyer. Ho ecad
A = Axp, YCTOHUHBOE pellleHHE eCcThb

_ ,\/a (A — hxp)
r == 9

Jas onucanusi xoseGavuil HaM HYXKHH 1Be NepeMeHHBIe, B Ka-
yecTBe BTOPOH MOXHO B3ATh YacTOTY ®. I10CKOJABKY OHa He BXOAM?
B NOTEHNHAIbHYI0 (QYHKIUIO, MBI HMeeM

do _ _ o

OTKyZLa © ecTh KOHCTaHTa, onpelenseMas (pakTopaMH, ONHCAHHEIMH
Bbllle. YpaBHeHHe (7.12) OTHOCHTCA K TOMY e ceMeHCTBY, 4TO M
ypaBHeHHe, HCIOb3yeMoe N/ OnHcauuA KoHLeHcauuu rasa (7.11),
H XapakTepusyercsl katacTpotdofl c6opku, uin Pumana — Torouuo,
¢ TOM NUIIDL pa3HHNeH, 4uTO M3 CooBpaKeHHH CHMMETPMH B OTHOILE-
HUH KoJefaHH#l ORHH M3 MapaMeTpoB AedopMauuy, Uz, HeoGX0AHMO
npuHATL paBHLM 0. B pesynbTate noreHpmMajbHas GYHKUHS ONH-
CHIBAET He YAAPHYIO BOJIHY, a TOJAbKO GudYPKaLHIO, ONpelenseMyl
napaMeTpoM 4, H HHTepHpPeTHPYeMYi0 KaK (Pa3oBbifi mepexon.

JuHaMuyecKoe OnHMcaHHe CHCTeMbl MOXHO chenarb fojee 06-
LIHM, YTO MO3BONHT BKJIOYHTbL B NpOiece ciayuaiHble QIYKTyauuu,
eClTH MPOCTO BBECTH B ypaBHeHHe mMoTeHUHa bHO!N GyHkuuu (7.12)
unen c¢i? (rme 7=dr/dt), B KoTOpOM ¢ — mapamerp, ompeaessio-
uHit pa3Mepbr daykTyanufi. MoXHO Takxe BbiBecTH QYHKUHIO pac-
npcheneHHsl BePOATHOCTH LJsl 3TOH cHCTeMbl, KOTOpas sBJseTcs pe-
nieHneM ypaeHenus @okkepa -- [Inauka, OpH ycloBHH, 4TO mNpo-
Hece YOOBJETBOPSET HEeKOTOPLIM TpeGOBaHHAM. DTOT MeTOH OMHMCaH
I'paxamom (Graham, 1973), A Xe Xo4y TOJbKO OTMETHTb, UTO paB-
HOBecHas (YHKUHS pacnpenefennsi, aHaMOruyHas HCIOIb3YeMof
B CTAaTHCTHUECKON MeXaHUKe, HMeeT XOPOIIO 3HAKOMBill BHIL

P =Ne-9, (7.13)

rie N —nopMupoBouHas koHcTaHTa. C noMowbio 3Tofi GYHKIME
MOKHO MOJYUHTh JoGble Heo6XOJHWMbIE CTATHCTHUECKHE XapaKTe-
PHCTHKH npouecca cHHXpoHu3alnHH. CXONCTBO MeXIYy 3THM MeTo-
JI0M H NOAXOAOM, MPHHATHIM B CTATHCTHYECKOR MEXaHHKe, Temepb
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OUYEBHAHO, XOTH MH HMeeM [ej0 C CHCTeMOHM, Aaiekol OT TepMonu-
HaMH4ecKoro pasHoBecHs. B 3Toil TpakToBKe 060CIIeHHasi GYHK-
uus ¢(r, ), o4eBHAHO, HIPAET POJb FPAMHJIbTOHHAHA. 3aMEeTHM, YTO
MaKpOCKONHYecKass MepeMeHHas, aHaJOTHUHAs TeMnepaTtype, KOTO-
past BXOAHT B ypaBHenue (7.8) B Bule § = 1/&7, 3nechb orcyTcTRYeT
BCNEACTBHE MMPEANONOKeHHs, UTO nepexos MeMOpaHbl U3 HeBO3GYXK-
JIIeHHOTO COCTOSIHMS B BO30YXXAeHHOe SIBA4EeTCA PABHOBECHHIM NpO-
neccom. [Ipu suiBome ypaBHedus (7.13) aas cHeTeMul, Kotopas na-
JeKa OT TepMOZHHaMHUYECKOro paBHOBECHH, MoOXHO ofo#Tuch 0e3
3TOr0 OrpaHHYeHHs, XOTA Apyrue TpeGOBaHHs, CBI3aHHBIE C MaDKOB-
CKOI mpupoliol QayKTyauHi H CTalHOHAPHOCThIQ 3HAUEGHHH Hapa-
MeTpOB, JOJKHLI OBITh YLOBJIETBOPEHbl, MHe KaxkeTcs, UTO BO3MOXK-
HOCTBb UCNOJIB30BAHHSA MOTEHIHAJABLHBIX QYHKUHI TeopHH KatacTpod
B paMKaXx 3Toro o600UIeHHOro NHHAMHUECKOro NoaxXona uMeeT 60Jb-
1oe 3HavuetiHe, NOCKONbKY IO3BOJSET MOCTPOUTH MaKPOCKOMHYECKoe
onHcaHue GHOJOTHUECKHX nponeccos, o6JMafamllee MHOTHMH CBOH-
CTBaMH paBHOBECHON TepMORHHRAMHKH, HO NPH 3TOM CTPOT0O HpHMe-
HMMOE X NOBeNeHHIO OTKPHITLX cHereM. OcHOBHON c/1aBocTbio TPakK-
TOBKH HepaBHOBeCHMX npoueccor I'tancpopda — llpuroxHua ss-
JAeTcsH, Ha MOl B3risjJ, MMEeHHO OTCYTCTBHe HarNfAHWX MOTEeHLH-
aNbHLIX (YHKIHH, UTO NpeBpauiaeT ee Mo CYWeCcTBY B NpHMeHeHue
TEOPHH YCTOHYUBOCTH JJ5 ONHCAHHS CJAOKHBIX GHONOTHYECKHX NPO-
IIeCCOB.

Cnoco6 omHcaHHs, HCNOAL3YIOWH{ ypaBHeHHe NOTEHNIHAJBHOW
byakuun (7.12) HAM ero CTOXaCTHYECKWil BapHAHT, NPHMEHHM H K
APYIHM NOMYASUHOHHBIM PHTMAaM, TaKHM, KaK CYTOUHLIH DHTM MH-
TOTHYECKOR aKTHBHOCTH B 3NHIEPMHCE MJEKONUTAIOUIHX, rie B Ka-
YeCTBE CHHXPOHH3HPYIOUIEro MEePHOLHUECKOr0 CHMHada BLICTYyMaeT
KOHIeHTpauus axpeHatnna (Bullough, Laurence, 1964), uau nosis-
JeHHe HHPKAJIHOTO pPHTMa B HONYasUHH B pe3yJbTaTe 3aXBaTa ne-
puOJMUeCcKOl BHeIINell cusoH, T. e, mecMexepoMm (BonwTesleM pHT-
Ma). Bo Bcex TakHX CHTYaUHAX HMeeTCS BHEIIHWH mapaMerp, ynpas-
JSIOMHUN BOSHUKHOBEHHEM KOJIJEKTHBHOIO PHTMa, 4acTOTa KOTOPOro
onpenenseTcs nelbiM pALOM (aKTOPOB, BKJIOUAS H 4aCTOTY BBIHY K-
Rawolell ¢dyHkund. MHTepecHO BWMCHHTL, Kak CleldyeT MOAHODHUK-
pPOBATL 3TC ONHWCAHHE HPH PAaCCMOTPEHHH LHKAA KJIETOUHOrQ pocTa
H ILeleHHd OTAC/AbLHHWX KJeToK. B 3TOoM ciydae pocT TakxXe ymnpas-
Jsiercsl BHEIIHHM InapaMeTpoOM, HanpuMep KOHIeHTpauueil c¢Ko-
POCTL-THMHTHPYIOLIEr0o KOMNOHEHTa MHTaHUA B cpefe KyJbTHBUPO-
Baliusl, HO NMPH 3TOM UaCTOTa KJETOUHOTO LWKJAa He onpelessercs
TO.IbKO NMepHONHUeCKOH BHIHYXAawollell ®yHKuMeHd, a 3anaercss Iu-
mamukol Bceil cucremsl, IlonwiTaeMes onucaTh 370 HeHOMEHOIOTH-
YeCKH.

HonyctnM, uTo nepexol oTAe/]bHOH KJIETKH OT Hepacryulero co-
CTOSHMA K PpACTYNIEMY BbI3bIBaeT MNONBJEHHE KONJeKTHBHON HIH
KOOlePaTHBHOR NEepPHOTHIHOCTH CpefH Pas/HuHbiX QYHKIHOHAMBHBIX
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nenefl ynpapjieHHS HWNH TO3HAIOLIMX eJMHHL pacTymeil KJerkw,
NPHYUEM BTOT MepeXoA NPOHCXOAUT B TOT MOMEHT, KOrja KOHIEHTpa-
UHA CKOPOCTbL-IHMHUTHPYIOLLErO KOMIOHEHTA MHTaHHA MOJHHMaeTcH
BHIIle HEKOTOPOro Noporomoro 3uaueHus. TIpm sToM Mbl He GyaeM
paccMaTpHBATh HHKAKHX JleTasell MHKPOCKOMMYeCKOH HAM MOJeKy-
ASPHOM AMHAMMKH B3aMMOAEHCTBYIOIIMX MPOUECCOB, KOTOPHE Je-
KAT B OCHOBe MOSIBJEHHS 3TOH MaKpPOCKOMHUECKOH NMepHORHUHOCTH,
nposaBiaeMofl KaK POCT M JlefleHHe KJIeTKH M ee notoMcrBa., Kak u
npexnae, 41 ONHCAaHUA AHHaMHuecKoro ¢as3oBoro mepexona Gyzel
UCIOJB30BATHCA NOTEHUHaAbHA® (YHKUHHA, XKOTOpas 3aBHCHUT OT
IBYX NepeMeHHBIX — aMINHTYAB MOABL 7 H yacTOTH ®. AMIIHTYAa
XapaKTepu3yeT KOrepeHTHOCTh KOJMJEeKTHRHBIX Ko.eGaHHil, B TO Bpe-
Mf KaK © — MX 4acTOTy, MPHUeM B 3TOM CJyuyae HYXHH 00e mepe-
MeHHEe, DTO 3aCTaBJAET HAC PACCMATPHBATL NOTEHUHANbHEE PYHK-
pun TomMa ¢ mBYMA NepeMeHHBIMH, Ha3BaHHBIMH OMOH/IHUECKHMH.
[TepBasi U3 3Tux HyHKUUN — runepbosinueckas oMOHIHUECKas TOYKA
¢ noTeHnHaALHol bhyHKIHeH

¢(r, 0)=r*+ &®— Aro — ur — vo, (7.14)

4TO J[AaeT CJAeRYwlule YpaBHEHHA, OMHCLIBAIOlHe IHHAMHKY CH-
CTEMDL:

d 9 N

—_d; —_———gt = —3r4- Ao + 4,

a g

7‘;)‘=‘“%=—3(02+K7+0. (7'15)

DTH ypaBHEHHS MOMXKHO HCNOJIb30BaTbh AJNS ONUCAHHS NpelebHOro
IHKJA2 C aMIUTHTYZOR 7 H yacToTON ®w, NpHYEeM H aMOJIHTYda, H Ua-
CTOTa YCTOHYMBLI K BOSMYLEHHIO. YJ0OGHO mpwHATb # =10 A CyH-
TaTh A YyNpaBJadioUlHM NMapaMeTpoM, KOTOpHE aBaseTcda dyHKuued
KOHLEHTPAIHK JHMHATHPYIOLlEro KOoMNoHeHTa nuranus. CoobGpaxe-
HHS, BbICKa3aHHBIC B . 4, OTHOCALIHECA K POCTY KJIETOK B VOpaBs
JIIeMbIX YCJIOBHAX, IPUBOAAT K BHIPAXKEHHUIO

e HmS
rje nepsblil uwieH — Xoponio 3HaKoMoe BhpaxkeHue MoHo ana pocra
KJIETOK Ha JUMHTUPYIOIEM CYOCTpaTe s, a KOHCTaHTa & onpejeaser
KPUTHUECKOE 3HaueHWe S (HA30BeM ero Sxp), NPH KOTOPOM HayH-
Haercd pocT. DTo 3HaueHie fABIAETCA KOpHeM ypasHeHus A (s)==0,
OTKYyZa

kK

Skp = B — &

CrauuoHapHbIe 3HAUGHHA # H O ONPENENAIOTCA H3 CHCTEMbI
— 3+ A =0, }

— 3+ A+ ov=0. (7.17)
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OueBuaHo, ecan A ==0, 10 7 ==0; 2T0 O3HAU&ET, YTO B CHUCTEME He
CylleCTBYeT KOJJEeKTHBHHX HJIH KOrepeHTHHX KogaeGaHufl, Tak Kax
HeT pocra. Jan A << 0 meACTBHTENbHBIX PEIUEHHH He CYIECTBYeT,
NO3TOMY CHpaBe//HBa Ta XKe caMmas HHTepnperauns. KoneGanua s
OTAEGNbHLIX LENSX ynopaBJeHHA B HepacTyuleil KneTKe MOryT npu
3TOM NPOJOAKATBCA, HO XapaKrep B3aumodeficTBuil 6yaeT TaKoOB,
UTO HHKAKUX KOJJIEKTHBHBIX KosleGaHull BO BCell KneTKe He Oyner.
Vintepecunoe c/leiCTBHE, BHITEKAKOUIEe H3 3TOH TOYKH 3pEHHS Ha ne-
pexol OT NOKOS X POCTY, 3aKJiouaeTcd B TOM, YTO Y HEKOTOPHX
NHreHeTHUeCKHX UAU MeTalOJIMUEeCKHX NepeMeHHBIX MOTYT cylle-
CTBOBaTh XapaKTepHble YacTOThl, He COBMECTHMEIE C KOMJEKTHBHBIM
nepUOAHUECKHM TNOBeJeHHeM NeNOH KJeTkH, TaK 4To, BO3geHCTBYA
Ha BHYTPHK/ETOUHHE NepeMeHHHE C ONpefejeHHBIMH 4YacTOTAMH
(ckaxeM, nepuoauuecku usmenss pH B xyabType), MoxHO pacco-
IV1aCOBaTh AMHAMHKY NPOLECCOB H OCTAHOBHTH POCT.
$ICHO, UTO CKOPOCTE poCTa KJAeTKU OyIeT NpsiMO NPONOPLHOHANb-
Ha YacToTe KOJJEeKTHBHEIX Ko.JebaHMHi B LeNAX YNpamjieHHS; no-
3TOMY MBI DpHMEM
p=_Co, (7.18)

rie p — CKOpocTb pocra, a C — KOHCTaHTa. TOYHO Tak Ke, KaK 3TO
6H10 CHeNaHO BHILIE, MOXKHO ROJYUUTH CTOXAacCTHUECKOe OMHCaHHe
¢eHOMEHONOrHYECKUX MPOLECCOB, BBEAS B MNOTEHLHA/NbHYI0 (YyHK-
UKo yleHBl ¢ u d@®, rae ¢ H d — NOCTOSIHHBIE, H NOJYYHTH pac-
npejejeHHe BEPORTHOCTH, KOTOPoe INO3BOJAfeT ONpeflefuTh CTaTH-
CTMYECKHE CBOHCTBa CHCTeMHL. Toria MOXXHO BBHIUHUCJAHTH CPelHHe H
JHCNEPCHH nepeMeHHBIX CHCTEMH, a TaKXKe, eCau norpebyercs, H
Bonee BHcOXHe MoMeHTH. CpefHue 3HaueHus r ¥ @ GyoyT PaBHH
HX CTallHOHAPHLIM 3HAYEHHAM; NMO3ITOMY U3 ypaBHeHHR (7.18) Mu
HaX0LHM, UTO

p=Cd.
Tenmeps, ecau nonoxkurb v =0, MB HafineM, 4To & = A/3, Tak uTo
_ CA
1= =0 (g2t~ 4). @19

amnnpuqecxoe COOTHOIIIeHHe, KOTOPOE HCNOJAB3YETCHd IN5 ONUCaHHS
pocTa KAeTOK B XeMOCTaTe, eCcThb

=Y Q—M)), (7.20)

rae Y — KOHCTaHTa BBIX01a, onmpeaefneHHas B 1. 4, Q — cKopocTo
noTpebJaeHUA JNHMHTHPYIOIIErO KOMNOHeHTa nHTaHus, a M -—no-
CTOAHHAA NOAJAEPKAHHA, T. €. KONHYECTBO 3TOro KOMNOHEHTa IIH-
TaHHsA, He06X0UMOE B €JJHHHIY BPEMeHH AJA NMOAJepKaHHA KIeTKH
B XH3HeCNoCOGHOM coOCTosHUH 6e3 pocra. ITa BeSHuUHA B I, 4
He pacCMaTpHBaNach, MOCKONBKY OHa JaeT JUIIb MaJdyil HOMPaBKy,
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HO OHa Heob6xoZuMa /51 TOUHOrO ONMCaHHA nponecca pocta. Uae.
Hbl ypapHeHus (7.19) Jerko vieHTupuunuposarts ¢ nomousbio (7.20),
TaK UTO MCHOJb3yeMas MOJeNb NPHBOIHT K H3BECTHOMY BhIpae-
HHI0. DTO 06VCJI0BJNEHO OmpeneseHHeM A KaK napamerpa nedopma-
IMH NOTeHUHaNbHONl (DYHKIWH, a TaK:Ke XapaKTepOM 3aBHCHMOCTH
3TOr0 mApaMeTpa OT KOHUEHTPAUUH JHMHTHPYIOUIErO KOMIIOHEHTA
MHTAHHUS.

Ecan paccMaTpHBaTh KJETOUHYIO CHHXPOHH3ATHIO, C OXHOH CTO-
POHBI, H mpoucce pocra— c Apyrofl, Kak (asoBbie mepexoibl, ONH-
coiBaeMble (heHOMEHOJOrHYECKUMH NOTeHIHaABHBIMH DYHKIUHAMH, TO
Ba)xKHOH OCOGEHHOCTbIO NOCAeLHero npounecca OKaKeTcsl TPaKTOBKa
aMIVIHTYAbl H YacTOTHl KaK MepeMeHHDLIX ¢ YCTORUYHBOH IHHaMUKOM,
KoTopas onpenensercs ypaBHeHHaMmu (7.15). Dtu ypasunenusa obna-
LalT CBOHCTBaMH, HeOOXONWMLIMH I/ ONUCAHUA CHCTEMW C mpe-
NeNbHLM 1MKJOM, TaK KaK BO3MYllledde, KOTOpPOe YBelMunBaer
AMIVIMTYIY N0 CPaBHEHHIO CO CTAIHOHApHLIM 3HaueHHeM, MPHBORHT
K NOABJEHHIO OTPHUATENbHOH CKOPOCTH H3MEHEeHHS aMIIMTYAH H
NOJIOKHTEJBHOM CKOPOCTH H3MEHEeHHsl 4acToThl H HaoGopot. MmenHo
3TOT THO YCTOHUMBOCTH CJelyeT H3 akcnepumeutor Kaypmana u
Buane (Kauffman, Wille, 1975) mo aHanH3y MHTOTHUCCKOTO LHUKJa
v Physarum u nopoGHBIX UM HccienoBaHuil. TlepeMenHwle r ¥ o,
HCIOJ/Ib30BAHHLIE BLILIE, TIPH 3TOM OKa3bIBAIOTCA CPeIHHMH IJs
NOJIHOrO NHMKJAa 3HAUEeHHSIMH PAafHaJbHON KOOPAHHATHI M YIrIOBOH
ckopocTH d0/d!.

Uro6Ll pacnpocTpaHHTh aHajgH3 Ha cayuyail, KOTAa B3aHMogeH-
CTBHSI MeXIY PacTyLUIMMH KJeTKaMH MPHBOLAT K CNOHTAaHHON CHH-
XpOHH3anuK, HeoBXOAHMO BBECTH 4JeHH, OMUCLIBAIGLLIHE 3TO B3aH-
Mogzeficreue. [Ipennonoxum, 4To NHHaMHKA KaKAOH KIETKH ONH-
ChlBaeTCsi Takoil e moreHiuaIbHol QyHKuHUel ¢;(r;0;), KaK B ypas-
HeHuu (7.14), roe uHIeKC OTHOCHTCA K [-it KjieTKe monyasuun. Kpo-
Me TOro, MeXJAy KJeTKaMH CYLIeCTBYIOT B3aHMOIeHCTRHSA, KOTOpHE
MPUBOLAT K CJAEAYIOULed NOTeHUHaJbHON QYHKUHH AJAA UONYMALHH:

¢(rh T2, oney Ty @y W,y «voy mn)=
n.
=Z(r§+m‘}—lir‘coi—u,v —v,0,) Za”cos(m‘—m,) (7.21)
=1

lay;=ay].

310 RaeT JUHAMHYECKHE ypaBHEHHA

dr, R
—dT==- 3r; + }vt(l)‘. + u,

do =
—t = 32 - i —
7 =— 3 +Ar,+ 0, 121 a,; sin (0, — @)
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BaanMoneficraue CTPeMHTCA NMPHBECTH KJETKH B COCTOSIHHME CHH-
XPOHHOCTH, KOria o; = @;. O600uas IHHAMHKY CHCTeMBl OGHYHBIM
cnoco6oM, T.e. BKIOUas B paccMOTpeHHe OAYKTYauuH, MOKHO
ONHCATL CHHXPOHHBIE KONeGaHHS NMOMYISUHH NpPH HaMHUHW IIYMOB,

3TH OpHMepbl HAMOCTPHPYIOT UEHHOCTH (PeHOMEHOJIOTHUECKHK
NOTeHUHAJLHBIX GYHKIUA NPH ONUCAHHH HeluHeHHMX CJO0KHHX
NpOLECCOB B GHOJOrHUECKHX CHCTeMax, NPOABIAIOUHX KOJJeKTHB-
Hble MU KoomepaTHBHBbIE CBOMCTRA. B OnmHCaHHBIX Bblile npHMepax
BpeMeHHOH OpraHu3auMH HHKaKHX CKauKoOOpa3HBIX U3MeHeHHU# co-
CTOAHHS, aHAJOTHUHEIX MPOUECCY KOHOEHCAIMH [a3a HJH Mepexory
H3 HeBO30OYJHMOro COCTOfHHA B BO30ynuMOe, He pacCMaTPHBaJOCh,
TaK 4TO 30HH [OABJEHHA <«YIapHLIX BOJH® B COOTBETCTBYIOLLHX
MOTEHNHAJBHLNX (YHKUHAX OTCYTCTBYIOT. OnHako 3TH GYHKIHH,
BOOOLLE roBOPs, NPHIOAHKE AJA OMUCAHHA CKayKoOoOGpasHBIX nepexo-
IOB M3 OJHOr0 CTalHOHAPHOTO COCTOSIHHS B JpYyroe B COOTBETCTBHY
C HeKOTOPLIMH NpaBHJaMu, CKaxeM, npaeuiom Maxkcseana, [Ipu-
Mep mMoBeAeHMs Takoro TWna naer passutue Dictyostelium discoi-
deum, rne uactoTa meficMeKepa H3MeHAETCH HOBOJLHC DPe3KO MpH-
mepho o7 | umn/10 vun a0 1 umn/5 mur (Durston, 1974). Taxoit
pa3pLliB YACTOTHL MOMKHO OMHCATb, BOCNOJB30BABIUHCH NOHSATHEM
o6aacT nedopMalHH THNZ CKJIANKH B YpaBHEHHH NOTEHUHAJBHON
¢yHknun (7.14), nprBoasinefi K CKauyKy C OLHOrO yyacTKa MOBepX-
HOCTH Ha APYroi NPH IBHXKEHHH BLOML OCH 4acTOTH, KaK 3TO IpO-
HCXOZHUT B CJYyyae KOHNEHCAIWW ra3a NpH ABHXXKEHHH BROAL ocH V.
BpemeHsEe paspbiBH TAKOro THOA L5l npollecca pa3BHTHA NO CHX
Nop He H3BECTHLI, HO OHH, KOHEUHO, MPelCTaBAAIT BaXKHOE CBOM-
CTBO CHCTEMBI, aHaNOruuHoe BHE3aMHOMY H3MEHEHHIO YacCTOTH, CBS-
3aHHOMY C H3MeHEHUAMH pekHMa paloTbl, HanpHUMep NPH nepexoie
oT x0Ib0u K Gery. HekoTopble naHHble 0 CBA3H MeXAY NPOIeccaMy,
JNeXaluMH B OCHOBC 3MOpHOreHesa M NOBeleHHs, GYLYT paccMoT-
peHBl HHXe.

Pa3pbiBLl COCTOSHHS BIOJL NPOCTPAHCTBEHHON OCH BO3HUKAIOT
TakHM Xe 00pa3oM, Kak W paspbiBbl BO BPEMEHH, HO B 9TOM Cayyae
ORMH H3 mapaMeTpos JedopMalHH NoTeHuHa bHOR QYHKUMM mpen-
craBasieT mpocTpaHcTBo. 3uman (Zeeman, 1974) nan ucuepnmpato-
llee ONMCAHHE 3TOro MCTOoLA MPUMEHHTeILHO K racTpyJasnud ambu-
6uft W K KyJbMHHAUMH Yy MHKCOMHLETOB, HCNO/Ib30BaB KaTacTpody
c6opxH. BaoJib MpoCTPaHCTBEHHOH OCH COCTOSIHHE KJAETOK H3MEeHSeT-
Csl MOHOTOHHO B COOTBETCTBHHM C FpajHeHTOM MopdoreHa, Tak yTo
aHaJorOM KPHTHUECKOH TeMmMnepaTypsl B 3TOM CJyuae sIBIACTCH
KPUTHYECKOE 3HAUEHHC KOHIEeHTpauuH MopdoreHa B KakoH-To Touke
OPOCTPAHCTBE, 32 KOTODOH MOMeT NMPOH30HTH cKaukoofpasHoe H3-
MeHeHHe COCTOAHHA KIeTKH. Torna MexAy THMH JBYMS 06/1aCTAMH
BO3HHKaeT TPaHHUa, IO Pa3Hbie CTOPOHbI KOTOPOH K/IeTKM HaXOAAT-
¢Sl B Pa3HBIX COCTONHHSX, H 06pa3yiTcAd NPOCTPAHCTBEHHO OPTaHH-
3oBannble OHGbGdepeHupoBaHHBE 30HH; 3Ta rpaHHIa aHAJOrHUHA
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Toll, KoTopast OTReAseT NPEe3yMINTHBHYIO Me30LepMy OT 3KTOAEPMH
UK XpAm or Muimns, Oco6eHHO HHTEpeCHHM MOMEHTOM B TOJXO-
Je 3umaHna sBnseTcss ero BHIBOA O TOM, KakuM o6pazoM BOJIHH
H3MEHEHHA COCTOSHHA NEpPeMellaloTcs MO pa3BHBalOULeficd TKaHH
B 06/1aCTH, rae BO3HHKA2eT Da3pblB, OCTAH2BJIHBAsACh Ha rPaHHLAX,
KOTOpHe ompeae/ifoTcs rpaaredTom Mopdoreda. ®yHKuUUH, HCIOND-
3yeMble JJisl OMTHCAHHs 3THX Pa3pHBOB, MOTYT LaTh HEKOTOPYIO HH-
dopMaNHI0 O reoMeTpHH pa3pHIBOB, HO HHYero He roBopiAT 06 06-
IHX CBOHCTBAX TKaHH, rfle BO3HHKAeT TaKad ynpaejsieMast pa3phiB-
HOCTb, NO3TOMY OTpaHuUeHH MeToXa oueBMAHH. JlnA nosHoro onu-
CaHHA NPOLLECCOB HYXKHa NMOAMUMHHO 06mlaf TeopHs reHepauuu dop-
MH B KUBHX CHCTEMaX, KoTopas Tpefyer, Ha MOH B3rAfii, coBep-
IIeHHO WHOrO MOAXOZa K GHONOrHUeCKOH YNOPSIZLOUEHHOCTH, B KOpHe
OTJMHYAIOUIErocs OT COBPEMEHHOro, e OCHORHOe BHHMaHMe Yyle-
JfeTCA JOKA/AbHLIM B3aUMOREHCTBUAM H MEXMOJEKYASPHEM CHIaM,
C KOTOPHIMM MH H HMeau Keso B sToifl kHHre, OLHAaKoO MaTeMaTHye-
CKOe ONHCaHHe CJAOKHHX NepPexofioB MexXXi1y COCTOSHUAAMH H BKJIO-
yeHHe 3TOr0 ONHCAHHA B TEOPHIO HEPABHOBECHLIX JAHHAMHUUECKHX
NPOLECCOB ¢ MaKPOCKONMHUECKHMH (YHKLMAMH pacrnpellefleHust Be-
posiTHOCTe!k OUeHb MOJE3HO — OHO MOMOTaeT HaM NPaBHJbBHO TpPaK-
TOBATb OCHOBHHE KauecTBeHHLIe OCOGEHHOCTH 3MNHIEHEeTHUECKHX W
MopdoreHeTHUECKUX npoyeccoB. KpoMe toro, MoXHO 06061HTE 3TH
METONH NyTeM BEMOUEHUS B ONHCcaHHe DacHPOCTPaHEHHS BOMH aK-
TUBHOCTH, PaCCMaTpHBAEMOro KaK MPoUecc NepeMelleH|sl pa3pHBOB,
B peayJjbTaTe 4dero oOOIUYI0O KapTHHY 3MOpHOTeHe3a, npeacTraB/eH-
HY10 B V1. 5 # 6, ynacTcs onmucaTh ¥ MPoaHaNH3HPOBATL MaTeMaTH-
yeckd. Torjla 3TOT MOJXon MOXKHO OyfneT BCTPOHTH B OOUIYIO CTPYK-
TYpy OOpaTHBHIX NpefefbHBIX CHCTEM, ONHUCAHHBIX B Hauaje riaBH,
YTO MO3BOJIMT BhiSIBUTb MO3HABATENDbHLIH CMBLICA BCEro nponecca
pa3BuTHA. 3aKaHYHBas NJaBy, A Xoret OBl pacCMOTpPETb HEKOTOpHIE
Haubonee o6uHe BLIBOALI H3 3TOTC MOJAXOLA.

Mpoueccy renepanuu B NO3HAOMMX CHCTEMAX

Hanunuue KOJNEKTHBHBIX AHHAMHYECKHX MOJ M NPOCTPaHCTBEH-
HEIX pa3pHBOB B CJOXKHOH CHcTeMe, 06YCN0BJeHHLIX HaJHUHeM onlpe-
JdefleHHO# CXeMBl B3auMOZeHCTBHH MeEXKAY 3/7eMeHTaMH Ha HeKoTo-
pOM YypOBHE OPraHH3alUH U OMHCHIBaeMHX KaK (a30BHe Nepexolsl,
BeCbMa YNPOULaeT S3LIK, KOTOPLIM MOJAh3yeTcA cHCTeMa, HHDOPMH-
pysa ce6s o cBoeM COOCTBEHHOM COCTOSIHMH H ONMpeRessisl nmocjienyo-
I(He NpeBpalleHus. DTH MOAH ABJGIOTCA MepOH NO3HABaTeNLHON
cnocoBHOCTH, MOCKOJLKY OHU CHUTHAJHIUPYIOT O NOABJEHHH MNoJjes-
HOH YNOPAJIOYEHHOCTH B CHCTEMe, KOTOpasA BhPaXKaeTCs B KOppeaH-
pPOBAHHOM NOBeJleHHH, H LEHCTBYIOT BMeCTe HJH MO OTAENLHOCTH
KaK BXOAB M/WJH OrpaHMueHus Aas RatbHefiwero passutus. Toraa
IMOpHoreHe3 MOXKHO paccMaTpUBaTh KaK nocTeneHHoe ynopsjaovyeH-
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HOe NPOSIB/JEHHE 3HAHHA, 3aJ0XKeHHOro s Aiille. ATo 3HaHHE oKpy-
XKAWIIHX YCI0BHA U caMoro ce6 MPUBROAMT K MOABJCHHIO XU3He-
cnocobHoro oprauusMa. Takum ofpasom, ofpaTHas mnpeAenapHas
cHCTeMa, H306pa)keHHas Ha puc. 7.1, BO3HHKaeT no Mepe Pa3BHTHA
OJIHOTO YPOBHSl 33 APYFrHM H MO Mepe TOro, Kak B3aHModeHcTBUS
MEXAY YPOBHAMH H BHYTPH HUX MPHBOANT ¢ MOMOIIbI YOpaBiade-
MOro mnosisiedus (Hpa30BHX NepeXosoB K MPOCTPAHCTBEHHOH W Bpe-
MeHHOH oprauusaiuud, 410 0OYCJOBJAHBAeT YNOPAAROUEHHOCTH KJe-
TOYHBIX COCTOAHHH B MPOCTPAHCTBE H KOJJEKTHBHOE PHTMHYeCKoe
nosejlenue Bo BpemeHH. KoHeuHo, 3TH nmpouecch Heo6xoauMo pac-
CMaTpHBaTh He caMu mo cebe,” a BO B3aumocBs3u. Hanpumep, B
BONHOBOK MoZeau (az0Bbifi Nepexonl X BO3OYAUMOMY COCTOSTHUIO
MeMOGpaHH (npoCTPAaHCTBO) reHePHPYeT PUTMHYeCKHe pacifipocTpa-
HAIOIHECA BOJHBI aKTUBHOCTH (BpeMs M NPOCTpaHcTso), obpasyo-
LiHe rpajHeHT (IPOCTPAaHCTRBO), KOTOPHIE onpeneiseT CKOPOCTh Kile-
ToyHOH AuddepeHUHPOBKH (BpeMms), YTO NPHUBOJHUT K BO3IHUKHOBE-
HHIO YNMOPALOYEHHBIX NPOCTPAHCTBEHHHX pa3phiBoB. JICHO, Yyro TpH
TaKOM ONMCaHHH M06oe pa3fefeHde NOHATUA No3unuoHHOH WHGOP-
MAalHK¥ H ABJCHHI, BOSHHKAIOWHX MPH ee HHTEPNpeTauHH, ABjaderca
HCKYCCTBEHHBIM, TaK KaK Ha CaMoOM Jefle HMeeT MECTO HelpephIB-
HHJ Tpouecc, pasBOPauMBAIOMIMACA B uYeThHIpeXMepHOM MPOCTPaH-
crBe. Hy:XHB MozesNH, KOTOpLie 0XBAaThIBAIOT 3TY UETLIPEXMEPHOCTDH
9MOpHOTEHe3a M B TO XK€ BpeMs YUHTHIBAIOT TOT akT, uTO Pa3BH-
BaWHUAca opraHiaM MOABepraeTcsd NpeBpallenHsM, KOTOPHe orpa-
HUYHBAIOTCH (DHIOTeHeTHUeCKOH HCTODHeH Bulla H Heo0XOZHMOCTHIO
reHepHpoBaTh [HHAMUUECKYI0 CTPYKTYPY, CHOCOOHYI0O K BHIXKHUBA-
HHUIO H BOCHPOM3BEIEHHIO MPH NAaWHHX YCNOBHUAX OKpyKalwllefi cpe-
OB OTH OrpaHMyeHHS ONpPefeAsIOT 3HAHHe HJH NOJIE3HHIE ONMHCaA-
HHS, COJlep KallHecsl B CTPYKType camoro 3MOpHOHA B BHJe roMeo-
CTAaTHYECKHX Lenei ynpaB/ieHHsi, MeMOpaH, KOTOpble MOTYT CTaHO-
BUTBCA BO306YOHMbIMHM, KHHeTHUECKMX B3aHMOJEHCTBUE, KOTOpPHIE
NPHBOAAT K KorepedTHoH PHTMHuUECKOM aKTHBHOCTH M pacmpocrpa-
HAIOUIUMCS BONHAM, Henefl ynpar/JeHUS reHaMH, KOTopule paGoTawoT
KaK mepexJiodaresd, 4 T.1. $I3BK TO3HaBaHus pa3BHBAlOErocs
opraHu3Ma ecTh Habop KoMaHj, YHOPAAQUHBAWOUIUX 3TH NPOLECCH
B MPOCTPAHCTBe H BPEMeHH. DTH KOMAaHAH O0OBIYHO MPeACTAaBRAAOT
co60oil KOHIEHTPANMH BeIecTB, H3 KOTODBIE CHCTEMa OTBeuaeT HJIH
HenpepuiBHLIM H3MeHeHHeM, KaK 3TO HMEeT MeCTO B LemsAX ynpas-
JIeHHSI, HJH CKaukooOpasHHM MepeXOfOoM H3 OJHOrQ COCTOfIHHS B
npyroe. ITocneaHee NPOMCXOAHT B TOT MOMEHT, Korja KOHUEHTpa-
UHH NOpeBHIIaIOT NOPOrOBLIE 3HAUEHHS!, Onpejle/sieMble KpUTHUe-
CKHMH 3HaYeHUAMH HEKOTOPbLIX YRPaBAAIOUIHX NapaMeTpoB, HJIH
napameTpoB AedopMauHy, uTo MPUBOIHT K HMIHUHAHH CrnelHbpHYe-
ckux Ga30BLIX NMepexopoB,

Ananoruuno B3aHMOREHCTBHAM MEKAY eLHHUIIaMH, HaXOLANLH-
MHUC 1a OZHOM YPOBHe pasBopauHBalollefics HepapxuH, OyAyT
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CyulecTBOBATb B3AaUMOLEHCTBHA H MeXAY PasHHMH YpPOBHAMH B
000X HANPABNEHHAX, YCPeOHAWOUIHE U KOPPeTUpYIONlHe B OJHOM H
H KORTPOJHpYIOIHE U OFPaHAYHBAOUHe B APYroM. JTa KapTHHa Ca-
MOOpTaHH3YIOUleHCA CHCTEMbl ¢ HENpPepLIBHOH, B 1eJIOM YCTOHUHBOM
OMHAMHKOH, B npefesax KOTOPOH NPOHCXOANT YNpaBiaseMmbie, ynops-
IO4YEeHHBle B TPOCTPAHCTBE H BpPeMeHH pa3pbiBbl, y:Ke OJH3Ka K
cucTeMe, yaoBneTsopsouledl TpeCoBaHHAM aHaJoro-udppoBoil HAU
CHHTETHUECKH-aHAIHTHYeCKOH IBOHCTBEHHOCTH, KOTOpas, KaK MHe
kaxercs (Goodwin, 1968, 1970), nosxHa GbITL HenpeMedHO MpH-
cyuma MmoGoft anekpaTHONl Monesan GHosMornueckux npoueccos. [To3-
ke ITaru (Pattee, 1974) BricKa3asi MHEHHe, UTO CBOHCTBa Hempe-
PHIBHOCTH M JIHCKPETHOCTH HJH JHHAMHMUYHOCTH H CHMBOJHUHOCTH
6HOJOTHUECKHX CHCTeM MOTYT BHITh UPHYUHHOR pPa3yMHOro moBele-
HHA, T. . CAena] NPeanoJioKeHHe, BechbMa OJIH3KOe TOUKe 3peHud
Ha OpraHH3Mbl KaK Ha NO3HAIOUIUE CHCTEMEL

TToMHMO B3aUMOJeHCTBHH B CaMOM OpraHuaMe, 0 KOTOPHIX W&
peub BHIUe, HeOOXONAHMO YUHTHIBATL TaKXKe ero B3aUMOAEHCTBHSA C
BHEIIHHM MHPOM, Bce 6o/nee pa3HOCTOPOHHHe NO Mepe Pa3BUTHSA
am6pHoHa. C ¢dopMHpOBaHHeM y XKHBOTHOrO OpPraHoB UVYBCTB B CH-
cTeMe MNOABJMAIOTCA crneuluuecKkHe NepeMeHHbie, KOTOpHe JReHcT-
BYIOT KaK PperyJ/siTope NOBeleHHS, HHHIHHPYS NepeK/JIQueHHS §
NEPEeXORH MOLAJBbHOCTH, AHAJOTHUHO TOMY, Kak 3TO MPOUCXORHT
B mpotecce pa3BuTHA. MIMeHHO Ha NaHHOM 3Tane BO3HHKAaeT BaX-
Hast oCOGEHHOCTb ONMCAHHS OPraHU3MOB KaK NO3HAOUIMX CHCTEM,
dTa KOHUeNuUMsl HEABHO IOJNAraeT, uTo [PHHIHNL OPraHH3aLMH
pPa3BUTHA M NOBeLEHHUS MPeNCTaBAAIOT cobol Heuro ennnoe. [Mocaen-
Hee 06LIYHO PacCMaTPHBAETCs KaK 1acTh chephl NO3HAHHS, TaK Kak
B OCHOBe JIOOLIX AeficTBUIT B3POCTBIX OPraHMU3MOB, COTMACHO oflle-
NPUHATOR TOUKe 3PeHusl, JexKHT 3HaHHe, JHO0 npHobpeTeHHoE, MU6O
BpoxjaeHHoe. [Tpu 3ToM noBeleHHe MOXeT OLITL (42 B CYWHOCTH H
6bIN0) OMHCAaHO KaK HepaspeIBHO CBA3anHoe ¢ foJiee BLICOKOH no-
3HaBaTeNbHONi aKTHBHOCTBHIO, K cdepe KOTOPOHl OTHOCSITCA TakHe
BHJbI NeATeNbHOCTH, KaK TBOPUECTBO, pelleHHe onpeflesieHHBIX 3a-
nay, peub U T. . TakuMm o6pa3oM, JaHHAf TOUKA 3peHHA Ha aKTHB-
HOCTh OPraHH3MOB B NeHCTBHTETbHOCTH MNpPeANoSaraeT HempepHBs-
HOCTh CTPYKTYPHBIX U (DYHKUIHOHaJbHLIX NPHHIMIOB, OXBaTHBalko-
LIyl BCE YPOBHW OPraHUYECKOH MaTepHH H OODBEAHHAIOLLYIO XKHBYIO
NPUPOAY H pa3yM B HeKHH KOHTHHYYM. Takoe CheliCTBHE eCTeCTBeH-
HeIM 06pa30M BHITeKaeT W3 B3IVISIAOB, H3MOMKeHHBIX B 9Toft ruase,
U MBI ero cefuac BKpaTile paccMOTpPHM. B npyrux ceoux paborax
(Goodwin, 1973, 1975) s ykaswBaJ, Kakoe 3HaueHHe OO0 MOXeT
HMeTDh NPUMEHHTENBHO K [IOBeJIEHHIO,

BepHeMcs elle pa3 K HEKOTOPHIM KCHEePUMEHTAJILHLIM LaHHBIM,
onucaHubiM B ra. 5. [Ipu passutuu Dictyostelium u3 neilcmekep-
HbLIX LEHTPOB PAcNpPOCTPAHAIOTCH NEePHONHUECKHEe BOJHLI BhIAGJCHHS
aKpaiMHa, KOTOPble JexaT B OCHOBE MeXaHH3Ma, YNpaBasiomero
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arperauledl K/1eToK, mepRoH CTanHe# pasBUTHA opraHu3Ma. [locae
3asepurleHus arperaunu H o0pa30BaHHA C/MH3EBHKA MefiCMeKepHbie
KJeTKH NPOROIKAIT OCTaBaTbes aKTHBHLIMH, (QYHKUHOHMPYS Te-
nepb Kak NepenHuil KoHel MHUIPHPYIOIIEro CAH3EBHKA H YIOpaBaad
ero nBuxeHuem (Cohen, Robertson, 1972). Bo Bpemsa noclepneit
(haspl mpouecca Pa3sBHTHA — BHINPSIMJIEHUS MNJOLOBOCO Tesfia — CHO-
pBa HabJaloBaercss nepHOAHueCKOe, HalpaBJieHHOe BBepX IABHXKEHHe
NJI0LOHOXKH, N0-BHAWMOMY ynpasisfieMoe TeMH XKe KJeTKaMH, Jefi-
CTBYWUIHMH XKaK opraHusyloumudi ueHtp. B KaxnoM M3 3THX Tpex
Npoueccod OAHa H Ta e AKTHBHOCTL MPHBOAMT K TPeM pasHHIM
dasam nmpouecca pa3BHUTHSA, NMpPHUEM pa3/iHuisg OOYCNOBJEHH H3Me-
HeHHEM CHTYauHH, B KOTOpoH HposiB/asieTcss akTHBHOCTh. CHauaga
HMeIoTCA pa3obllleHHble aMelM, 3aTeM CHOMHas macca aMe6, of-
Najaiouias MeXKJACTOUHLIMH KOHTAKTaMH H aKTHBHO CHHTE3HPYIO-
1asa NOJIHCaxapHIHY0 O0OMOUYKY BOKPYFP 3TOl MacChl KJeToK, H,
HaKoHell, KJeTKH, OPraHH30BaHHble MPOCTPAHCTBEHHO B ABa THDNA:
KJeTKH cTefsis ¥ CNOpHI, NpH4YeM NepBbid THO KJIETOK NOABEpraercs
HpeBpalieHHK) B BaKYO/IH3UPOBAHHLIE KJETKH C JKeCTKOH CTeHKOH.
Mexanuavbl, neficTByolUYe Ha 3THX CTAfMAX, Na/leKo He SCHBI, HO
MHe XOYETCS BEIIENHTDL OJHY OCO0EHHOCTb — YYBCTBHTENLHOCTL IPO-
11eCCOB PAa3BHTHA K CHTYallHH: OZHHAaKOBHE COOBLITHA, NPOHCXOAA-
HHe B Pa3HBLIX CHTYaUHSIX, OPHBOAST K COBEepUIEHHO Pa3HbLIM MOp-
thoSorHuecKuM pesyabLTaTam.

[TpuMepH TaKoro noBeXCHHS B Pa3BHBAIOUIMXCA CHCTEMAaX BECh-
Ma MHOTOUHCJ/JIEHHD, HO 0COGeHHO HHTEpeCHbl 3KCnepHMeHTH ¢ Tubu-
laria, onucaHHble B 1. 5. Y 3TOre OpraHuiMa mocie OTPe3aHHs rul-
paHTa B 06saCTH, HENOCPEACTBEHHO NpHJerawilel K MecTy cpesa
(M3 KOTOpOiH 3aTeM pa30BbeTCAd HOBLIH THAPAHT), HabmwpawTcs
cepuu 4YepenyWIUHXCs CTaRHH NOKosl H My’ bcalui; BO BpeMs cra-
OUH OyAbCAlHH PEerHCTPHPYIOTCS nepHOLHYECKHE pacnpocTpaHAIo-
tHecs BOJIHBI COKpaileHdil ¢ neprnozamu nopaaka 8—10 muH. Ko-
HeyHnasi $a3a pereHepaluH ITOre OpPraHusMa OpefcTaBifer coboi
MyAbCHPYIOLLEe NOABJEHHE NOJHOCTDK AU depeHIIHPOBaHHOrO rHa-
paHTa H3 NepHCapKa ¢ NOCTeAYIOIHMH 3HePrHUHBIMM ILBHKEHHAMH
mynajew; 3TH ABHKEHHS BJAAIOTCA cnoco0OM BBeleHHS IMHUIH B
runocToM. B 3TOM cayuyae ncpHogHueckas aKTHBHOCTL OpPraHH3aTo-
pPa pasBuTHA ¢ Gojee BHICOKON yacToTOM NpOAOJIKAeTCA, NO-BHAH-
MOMY, BO B3pPOCAOM OPravH3Me NpelNOJIOKHTC/LHO H3 CrernHaJH3H-
POBaHHBIX KJETOK; 9Ta aKTHBHOCTL BLICTYNaeT Telepb B POJH
opraHusatopa IBHXKEHHH, ofecieUHBAIOIIHX NHTaHue. ITO mpeano-
noxelne moaTBepkaaercst 1aHHniMH Ilaccano m Mak-Kaano (Pas-
sano, McCullough, 1965), nosyueHHHMH NDH H3YUeHHH CHCTEMB
neficMekepoB, KOTOPbIE YNPaBJAAOT NOBELEHUECKHMH JBHXKEHUAMH Y
ruppti, OHH Pacno/o:KCHLL B PasNHUHLIX YacCTAX Tejga MKHBOTHOrO!
B THMOCTOME, Y OCHOBaHHs wynajeu, Ha nozowse H T. 1. [leficme-
Kephl pPa3BHTHSI HOPAIOT pOJb reHepaTOPOB 3MGPHOJOrHIECKHX HOJIel
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K OpPraHH3aTopoB MopdporedeTHUecKHX npespatlenuil. floBenenueckue
neficMeKkepbl OPraHH3YIOT H KOOPAHHHDPYIOT NBHXKEHWs B3pOCJ0ro
opranuama. [loje pa3BHUTHA 3aMeHSeTCS MoOJeM NOBelNeHHd, BYHK-
1A KOTOPOro COCTOHT He B MOP(OJOrH4ecKHX H3MeHEHHSX opra-
HH3Ma, 2 B H3MEHEeHHH OTHOIUCHHII MeXIy OpPraHH3MOM H ero OKpy-
JKeHueM (HampHMep, NPH [ABHXEHHH K HOBOMY MECTOXKHTENbCTBY
HAH mepeHoce DHIM BHYTPb opranusma). DTO H3MeHEeHHe aKTHBHO-
CTH MPOUCXOIHUT B pC3yJbTaTe HaMeHeHHs CHTYanuuu, B KOTopol Jef-
CTBYeT neficMeKep, a TakKXe H3MeHeHHH B ero cobcTBeHHOH CTPYK-
Type. HepBHaa ceTh THAPOHIOB LeHCTBYET KaK KOMMYHHKaUHOHHAA
CeTb M OTHOCHTeNbHO CleuHaJu3MPOBAaHHLIE KJETKH, H3 KOTOPHX
OHa yCcTpoeHa, MIPOBOAAT BOJHEI aKTHBHOCTH, He 00Gpa3ys MPoCTpaH-
CTBEHHBIX rpajgHeHToB MopdoreHa. DTo TpebyeT HaTUUHS HEKOEro
NPOCTOrG MeXaHH3Ma MOJIEKYJIAPHOrO pa3ofIueHHs MpoueccoB mo-
BejenHs M o6pa3oBaHus rpajHeHTOB BO BpeMsl nH(pbepeHUHPOBKU
H HEKOTOPO# cnenHasn3aud MeMGpaHbl 1A 6LICTPOro MpoBefeHHA
BOTH aKTHUBHOCTH, a TaKie 6o0.ee BLICOKOH 4acCTOTH nedcMeKepHOH
aktuBHocTH (1—10 B | Muu y ruapwu). OgHako mo6ule CTPYKTYp-
Hble H3MeHeHHH, HeoOXoAMMDble [/ OCYUIECTBJAEHHS NOBeleHUeCKUX
peakuHil, Takhe, Kak H3MeHeHUS] B CeTH COeAMHeHH{l, COMPOBOXK-
NalouHux o0ylueHHe, MOXKHO OODBACHHTL HCXOAA H3 IBOJICHHOHHHIX
NPOLECCOB COMPSIKEHHS BOJIH aKTHBHOCTH M (OPMHPOBAHHS rpaiu-
edta. [lo-BHAZHMOMY, Y THAPOHLUB 3TOFO He MPOHCXOLUT, HO BMOJIHE
BO3MOD3KHO, UTO TaKOl MeXaHH3M KaK-TO CBA3aH ¢ ofyueHHeM U ma-
MATDBI) ¥ BBICIIHX OPraHH3MOB.

[Tpumepsl, HATIOCTPHpPYIOLLHE peKypCUBHBlE CBOHCTBa H Henpe-
PBIBHOCTH PAa3BHTHA W NOBELCHHN, TaKHe, KaK onUcaHHble paHee
JaHHble o0 noBenennn Dictyostelium n Tubularia, MOXKHG NPUBOIUTD
¥ JaJjiblie, HaNpaBaAfAfAch BBepX No QHIOreHeTHwuecKo# wmkane, Oa-
HaKO, KaK MHe KajKeTcd, MOfl TOuKa 3peHus ACHa, H MO3TOMY LeJie-
coo6pa3Hee NOCMOTPETh HEMPepLIBHOCTb HEKOTOPBLIX NPHHUMIOB
OpPTaHH3a1MH Ha BCeM NPOTAXKEHHH OT NPOLECCOB BOJIONHH H pas-
BUTHSA 10 MOBeleHHUs B3pocsoro opranudMa. Ocoluiii uHTepec npen-
CTaBaseT KOHLUeNUHs aKTUBHOCTH, YYBCTBHTETbHON K CHTYaIlHH, OT-
MeueHHasl Bhillle [IPH PacCMOTPeHMH HEKUTOPLIX acneKToB 3MOpHO-
revesa. Mcnonb3yeMas mpH HayuyeHUH s3bIKa CB3b ¢ KOHTEKCTOM
HMeeT TOT Xe caMbifi cMmpici. PaccMoTpuMm, HanpuMep, mpeasoxe-
ire «I saw the dog» '. Konrekcr nonckasnieaer Ham 3HaueHHe CJIo-
B4 Saw, U Mbl BOBce He RYMaeM, uTO KTO-TO pDaclHIHBaeT cobakKy.
HnrtepecHass ocoGedHOCTb JIMHIBUCTHKH COCTOHT B HCHOJB30OBAHHH
NOHSITHSl «3HaueHHe». OOHIUHO MBI He TOBODHM, 4TO 3HaueHHEe CHI-
Haja arperaunH cocTtour B cobHpaHuu aMcd 1aa o6pa3oBaHus CJH-
3eBHKa, XOTA 3T0 GbL1 6B COBEpIIEHHO NOC/AEN0BaTe/bHBIH cnocob

t PycckHH aHanor — «f CKocHA raasa». M3 KOHTeKCTa SACHO 3HAYCHHE cJ0BA
«CKOCHA», H MH he CUMTaeM, UTO I/asa KOCAT, Kak Tpasy.— [Ipum. nepea.
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H3J0oXKeHHs ero cMbicia. [IpocTto He mpuHATO, roBops 06 arperalHH
MHKCOMHUETOBR, mpuOerats K CEeMaHTHUeCKHM MOHSTHAM, XOTH aTa
¢opMa WIHPOKO HCMONB3YETCs, KOria peyb HAET O mpoueccax mno-
3HaBaHUA Ha GH3HOIOTHUECKOM YpOBHe. 3HaueHHe B 3TOM CJlyyae
OKa3bIBAETCA CMBICIOM CJ0Ba, KOTOPLIH onpeResseTcsl XapaKTepoMm
B3auMOJeficTBUI CNOBa C APYrHMH CI0BaMH B NpeNTOXKeHHUH, TOUHO
TaK e, KaK xapaxkTep s3auMojelicteufi Mexxny nAM® u KierkaMmu
MHKCOMUIETOB ONpeResisieT Xapakrep aKTHBHOCTH H, CJ1eJ0BaTe/IbHO,
CMBIC/ 3TOrO CHrHana.

Mu 3naeM, uyTo B f3blKe MOTYT GLITH rpPaMMaTHYeCKH (CHHTaK-
CHYECKH) NpaBHALHBEIE NPeJoXKeHHs, KOTOpble He HMEIOT HHKaKoro
3HaueHHS B 06JacTH peajiH3yeMBIX CHTYauHHi; HanpuMep, npeino-
KeHHe «6J0K0 ecT MaJbUHKa» JIWIIEHO BCAKOrO CMBIC]E, MOTOMY
yTO B paMKax HaliuxX npeicTaBJeHHH O Mupe HE COOTBeT-
CTBYeT CHTYalHH, KOTOpas MOKeT peaqH30BaTbcA. To ke camoe
MOXeT NPOHCXOLHTDL W B Npoueccax pa3puTus. [lanpuamep, apnexne
3K30racTpyasiuny B sMOpHoHe ampuluil BnoJaHe coraacyetca €o
BCEMH JOKAJTbHBIMH OTPaHHUEHUSAMH DPa3BHTHS (CHHTAKCHUECKHMH
npaBHJaMH), YIpaBIsSIOUIHMH FacTpyJsllHeld, TAKUMH, KaK IBHXKe-
HHe 3KTOJepMafbHBIX KJeTok B ryGe Gsacronopa, nofJapHocts Go-
KaJIOBHAHLIX KJIETOK, KOTOPble WHUUWHPYIOT TacTPYJALHIO, TaHreHs
1 HaNbHble COKpalleHus KJAeToK B ob6sacTH ceporo cepna u T. 4. Ho
9K30raCTpyasLUus 3BOJIOILHOHHO 6EeCCMBIC/ACHHA, €€ HeNb3sl BCTPOHTH
B Habop COOGHITHI, KOTOPLIE COCTAB/ASAIOT HOPMasibHOe pa3BHTHE: 3TO
tTynuk. [JaHHuil npuMep noAuYepkKHBaeT TOT (aKT, UTO 3HAueHHe
CJIOBA OTHOCHTEJILHO H CBA3aHO ¢ 06/1aCTbi0 pean3yeMblX COOLITHI,
T.€. C TEM, UTO MOXKHO HAa3BaThb HOPMa/bHBIM 3KCTIePHMEHTOM, BK.TIO-
YAIUWHM TOJBKO BO3MOXKHLIE npoueccel. JonoaHurensHas csoloza,
KOTOpO#t 06/mafaeT fA3bIK NO CPaBHEHHMI0 C NPOLECCAMH Pa3pHTHA,
COCTOMT B TOM, UTO JHHI'BHCTHUecKHe (QOPMYJHPOBKH MOTYT OTHO+
CHThCAl KaK K MpeAnoJiaraeMbiM, TaK H K JeHCTBHUTENbIBM COGH-
THAM, T.e. K B0OOOpa3HMbIM BO3MOKHOCTAM. IDMOGPUOH He MOKET
IeNaTh 3TOro, Tak KaK OH JoJkeH TOUHO PeasH30BhIBAaThL M0G0 no-
3HABATEJDLHDLIE NPOTeCC, KOTOPLIH eMy NMPHCYLL, H He HMeeT CHMBO-
Jguueckofi ofJacTu JeficTBHH, OTHE/NEHHOH OT peatbHLIX peafu3a-
uuii. Bece QopMysHpOBKH Ha S3bIKE PA3BHTHS — 3TO KOMAHABI HIH
anropHTMBl. VIMEeHHO 3TV TOUKY 3peHUs pa3BuBa) YOLLHHTTOH
(Waddington, 1972), kotopuiii ckasan: «[as Guosora si3biK ecTb
HaGop CHMBOJIOB, OPTaHH30BaHHBIX ¢ MOMOLWLIO ONpPele]eHHOR rpaM-
MaTHK{ TeHePauHH; 3Ta rpaMMarTHKa NO3BOfieT CHOPMYIUPOBATH
6onee HWAH MeHee TOUHBle KOMaHALI K AeliCTBUIO, HaNpaBaeHHOMY
Ha TO, 4TOGEl NOBAHATL Ha OKPYXKAMIIHE €IHHHLLI, KOTOPbIe MOCH-
JIal0T H BOCHPHHHMAKOT KOMaHAH... H3bIK B 3TOM CMBIC/Ie — HE
npocToe cPeACTBO Nepeflaun mpasfHoll HHGbOpMAUHKH, M 1 noJaralo,
YTO OH MOXeT CTaTh ofipa3znoM A1 Tcopun OGuwelt Buosnorums.
OTH KoMaHIbl NOCTOAHHO paboTaldOT B CHCTEMe, NOLUHHEHHOM!
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11606X0XHMOCTH BBIXHTDL, COXPAHHUTL CBOIO YNOPALOUEHHOCTH H Oopra-
HH3ALMIO; IBOJNIOLUMOHHEI Nponece TpeGyeT, 4yToObi OPraHU3MBl GHNH
NPaKTHUHBIMH, COOTBETCTBYIOMHMY «AelicTBHTeIbHOCTHY, Ucxona U3
onpefeseHHs NO3HaWwIlell CHCTeMHE], BBeJeHHOrO B HauaJje 3TOH Iia-
Bbl, f13LIK PYHKIHOHUPYET MO3HABATENbHO H ABJSETCH COCOGOM Tie-
pefauu 3HAHHA JULIL B TOH CTENEHH, B KAKOH OH JaeT mnoJesHble
ONHCaHHA HEKOTOPBLIX CTOPOH OpranMsMa HJIH ero OKpyKatolleH
cpepnl. Torza oH fBJAETCH UYACTBIO 3BOJIOUHOHHOTG MPOLECCA.

OnuuM NNONOTBOPHBIM Pe3yAbTaTOM, KOTOPbIA MOXKeT OBITh MO-
JydeH U3 TAKOTO COMOCTaBJeHHS 3MOpHOreHe3a M A3bIKa, ABJAETCS
nposicHeHHe GHOJIOTHUECKHX MPUUHH [IPONECCOB reHepanud. B JHH-
TBHCTHKe Iedb redepaTHBHON rpaMMaTHKH CPABHHUTE/bHO CKPOMHA:
paspaborath vabop omepanuii, ¢ MIOMONIBI KOTOPHX MPaBHIbHO 06-
pa3yercs mpOCTPAaHCTBEHHAs CTPYKTYpa fA3bika. B anureHe3e rete-
paTHBHas TeOpHA AO/KHA LaTh HEKOTOPLIE NPeNNUCaHUs, Ha OCHOBE
KOTOPLIX H3 fiilla NOCTENEeHHO pa3BUBaeTCA B3POCHBIN OpraHu3M,
3HnaueHHe 3HaHuWsA, COLEpIKAILerocs BHYTPH siilla, MOCTeneHHO pea-
JIH3YeTcsl B XOle Pa3BHTHA A0 TeX NOpP, NOKa He chopMmupYOTCH
OKOHYaTedbHbIe AeTaJH CTPYKTYPbLI ero NOBEPXHOCTH U OPraHu3M He
BOMAJET B KOHTaKT CO CBOMM OKpY:KeHHeM. YNopsanoueHHBIH, noayH-
HAIOHKICA COOTBETCTBYIOHIHM HNpPaBUIaM 3MOPHOJOrHUECKHl npo-
IecC 0Ka3blBaeTCs aHajoTOM reHepaTHBHOH rpaMMaTHKM, HO B JaH-
HOM C/yuyae Opolecc U HauHHAercs U3 CBOero COGCTBEHHOro HCTOY-
HMKa, 3apoAbLlll OpraHHu3Ma, sfino, o6jJafaer CBOHM 3amacoM
MOTEHUHANBHOTO 3HaHHA. A 4To #BJAETCA 3apoiblllleM NperloKe-
Hua, peiicteus, Muda? Kaxop nopsnok ero paseutusn? KoHeuHo,
A3blK H CHMBOJIHUECKHE cHCTeMbl BooOille HMel0T ocobble OrpaHuue-
HHS, OTNpeJensioliie MHOrHe acneKkThl HUX BHelHeH CTPYKTYpol, H
OHH 33aMETHO OTNHUAITCA OT TeX, KOTOPBIE HMEIOT MecTo B aMOpHO-
He. Ho B TaKoM conocrapieHUH HaMeuaeTCi BO3ZMOXKHOCTL paccMar-
PUBAThL BCE 3TH CHCTEMDbl KaK IPHMepL NpOoNeccoB NO3HABAHHA, re-
HEPUPYIOIHX CBOIO COBCTBEHHYIO 0cofyI0 MOPGhOJOrHio, — aMGpUo-
JIOTHUECKYIO, NOBENEHUECKYIO, JHHTBHCTHUECKYIO, MH}OJIOTHUECKYI)
WIH elle KaKylo-uu6ynb. Bce onu MoryT 06/MaaTh CXOIHBIMH OCHOB-
HLIMH JHHAMHYECKHMH CBOHCTBavH H ObLITb B CROeH OCHOBE H30-
MOPGHEIMH, TaK YTO CpaBHHTeNbHble HX HCCAel0BaHHA MOTYT OKa-
3aThCfl B3anMHO o6orantamouiuMu. Toria ReficTBHTEILHO yNacTcs
NOJAYUHTh OCHOBY A/ CO3MaHHA TeopeTHYcCKOH GHosgoruu, o6benH-
gawne 3TH 06JacTH HCC/E0BAHKA, BCTPOEHHBIE B eRHHLIN npo-
1LeCC IBOJIOIHH.

U, nakoHen, 1 Xouy 3aTpOHYTb BOOPOC O [PHPOILE IBOJIOUHOH-
HOTO TIpouecca ¢ No3HIMA TeopHH no3Hauus. OCloBHBasACh Ha 3TOM
NOJXONC, Pa3yMI0 MPEeRNOJOKHTh, YTO Npolecc, CMOCOOHLIT LaBaTh
NOJIC3HDbIE ONHCAHHS HEKOTOPLIX CTOPOH MUPa H 3apnacaTh HX B J0-
cTynHoll eMy dopMe, NPOABIsET HHTENICKT, CMOCOGHOCTL K ofyue-
uuio. HanpuMep, MoXXHO CKa3aTb, 4TO KOrAa KTO-TO PelIaeT TY WAH
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HHYI0O npoGNieMy, OH [POH3BOLMT I0J€3HOC ONHUCAHHe TOH wacTw
MHpa, KOTOpas OTPaHHUYHBAETCA AaHNOH npobeMoil, U ero ymeHnue
€0371aBaTh 3TO ONHCAaHHE H 3anacaTth ero B AOCTynHOH dopMe (3a-
NOMHHATh ero) ecTb Mepa ero HHTesMqdekta. CoriacHo 3ToMy ompe-
nefleHHIO 3BONWIHOHHLI mpouecc NposBiseT HHTeNdeKT. MHe Ka-
JKeTC HeCOMHeHHBIM, UTC NPOLYKTH 3TOr0 NpONECca, OPraHH3MBI,
IeHCTBHTENLHO ARAIOTCS Pe3yabTaToM NeHCTBHS Pa3yMHOH CUCTEMH,
H BLILUEeNpHBejeHHOe ONpelefedHe HHTe/TeKTa naeT (opMaibHO
SICHBI H BHYTpeHHe HelNpOTHROPEUHBLI CHocul GOpPMYAHPOBKHU 3THX
HHTYHTUBHBIX coobpaxkeHuli. Cami opraHu3Mel, KOHeuHo, He o6s3a-
HBl OLITL PasyMHLIMH: IO3HaI0iNasf CHeTeMa JAefiCTByeT Ha OCHOBa-
HHHU NOJE3HLIX ONHCAHH{ HeXHX CTOPOH MHpa, Ho He ofn3aHa obaa-
AaTh CMOCOJOHOCTLKY RPOH3BOAMTL U 3anacaTh TakHe omHcaHHs. JICHO,
UTO MUKCOMHLETEI, HaNpUMEpP, HE pasyMHEL, UTO OHH He MOTYT yUHTb-
cfl. ITa CcnocoGHOCTL BO3HHKAET Ha HEKOTOPOM ypoBHe GHOJOTHUe-
CKOH OpraHH3auHy, H TOrAa OPraHH3Mbl pasiensioT ¢ 3BONIOUHOHHEIM
[IPOLECCOM CBOHCTBO HHTENJIEKTa, XOTS JeTali MeXaHH3IMOB, KOTO-
pble OHH NPHUMCHSIIOT IPW NPOSIBJIEHHH 3TOro CBOHCTBA, COBEPIIEHHO
pa3nnuHel. B 3BONIOUHOHHOM Rpolecce y3HAaBaHHA HCIOJb3yeTcst
MmeTon npol u OMHOOK, KOTOPLIH BK/IOuaeT B cefsl MYTaluHW H pe-
KOMOGMHAUMH HAcJeACTBEHHLIX 3/eMeHTOB H eCTecTBeHHMIH oT16op;
3TO mpolece, LS peasH3aluHH KoToporo HeoGXOLHMO MHOTO 1IOKO-
JNeHuil. B opraniusMe Xe cO3RaHHe NOJIE3HBIX ONHCAHHI mpepycMar-
puBaeT peKOMOHHANHI0 3J€MEHTOB MOBeleHYeCcKHX cTpaTerdil W ux
HCIBLITaHHE B JAHHBIX YCJOBUAX — IPOLECC, KOTOPHI NPOHCXOAUT
B npenenax cofCTBEHHOTO BPeMeHH JKH3HH OpraHuiMa,

KpaTko H3foXeHHbIe 37echb HHTepeCHble CoodpaxeHHs, Kacalo-
HiHecs CBA3H MeXAY 3BOJIOUMOHHLIMH NpOHEeCccaMH H NpOIEeCccami,
NPOTEKAOIHMY B OpranuiMe, HecOMHeHHo TpelyioT Noapo6HOTO
H3y4eHHs H NOCTPOEHUS TOUHBIX MoOfZeJ/eH, NO3BONAWIINX BBLIABHTD
BO3MOXKHOCTH HX CYILECTBOBAHHS H n0Jie3docTh, B To¥ Xe cremenH,
B KaKoH HepepHble aHaNOMHH MOTYT NPHBECTH K UHEBEPHBLIM BHIBO-
gaM M BBeCTH B 3a0/yxIeHHe, NOLJMHHHLIE TOMOJOTHH H H30MOp-
(H3MLI MOrYT OKa3aTbcsl 4pe3BHUafiHO NOJE3HHIMH, €C/H Y4ecTb
BO3MOXXHOCTE B3aHMHoro oforawedus ofaacrel, KOTopble B HacTOS-
mee BpeMA H30JHPOBaHb APYr oT apyra. [lomany#, 103M0XHOCTD
NOHATHL 3IBOMIOUHOHHKIE npouecc B LeIOM HMeeT Aa)Ke OoJsbliee
3HayeHHe, B TAKOM IIOAXOLE BCE AaCHeKTbl NPHPOABI W KYJALTYPH
BBICTYINAIOT KaK COCTaBHHIE YacTH, KaK 3Tanbl PasBHTHS MO3HAHHUA,
KOTOpOE OCHOBEIBaeTCcA Ha pafore HHTeMnexTa. Torda Mbl MoXeM
NOMLITaTLCSH HAHTH NyTb CKBO3L MOZOOHLIN TabHPHHTY cal BeTBA-
IIMXCA TPON, KOTOPBLI TBOPHT pasyM B npouecce 06pa3soBaHuf
¢ opM, HCOLITHBAaEMbIX B IPOCTPAHCTBE H BO BPeMeEHH.



NPUNOHHEHHUE

Hexorophle OCHOBHEIE YepThl BOJHOBOH MOJENH, NOCTPOEHHOR
ANs aHasau3a o6pasoBaHus MOpdOreHeTHYeCKOro IpajHeHTa, KAHH
B 3TOM NpPHJIOXKEHHH B BHIe Pe3Y/bTaTOB UHCJEHHBIX PacueToB Ha
YacTHOH peanu3anuu Mofenu. [IposefeH aHaaH3 MPOCTPaHCTBEHHO-
ONHOMEPHOH cHCTeMbl ABYX AHGdepeHuHaNbHBIX ypaBHeHHI BHAa

%=Dg’7’§(x,t)+m (x, £) + Mb (0t — x) —

— (ot —vo—x) X (x, ) — EX (x, 8},
—=_ﬁY(x’ l)+f(vt-00—x)X(x, t):

roe X(x, f) —KoHuenrpauus Audyaaupywouwero meraboaura V
(em. . 5), a Y(x, {) — KoHueHTpauua Kommnaekca BV, kortopwi,
KaK CuHTaercs, NpefcTamjser coGofl Henpnpbyanupyowuii Mopdo-
red. JApyrue napaMerpsl H QYHKUHH B CHCTEMe YPaBHeHWH dMewT
chenyomuli cmbica: D — goHcraHTa pHGDyauu Merabonuta V, f—
noctosiHHas pacnaga Mopdorena BV; Mé(vi— x) — nearra-dysk-
UHA, YMHOXKEHHAas Ha KOHCTAHTY (2TOT w/jeH OmHCLIBAET pacrnpocT-
paHeHde (POHTa BOJIHBI METabo0HUeCKOH aKTHBHOCTH, ABHXYulefica
CO CKOPOCTbIO ¥, THe f-—BpeMs, a X-— pPaccTosiHHe BIOJb OCH);
f(vt — vo — x) — OYHKUHS, XapaKTepH3yiouiass NPOUECC 3aXBaTa,
KOTOPBIH pacmpocTpaHseTcs mo3afu BosHosore ¢poHTa (c Tol Ke
CKOPOCTDbIO, HO C 3aJepKKOil dg); k— KoHcTaHTa pacnala MeraGo-
JuTa V, ONHMCBIBAIOLLAs B MOJE/]H CKOPOCTh npeBpaileHus V s W,
[Tpu pacuerax Zeavra-pyHkuusd Obi1a npeAcTaBjdeHa Y3KAM pac-
npeneiendeM Taycca, OMHCHIBAOUIHM MTHOBEHHOE «BKJIOUEHHEY»
depmenra Ei u o6pasopaHie V npu pacnpocTpaveHnH BOJHH aK-
TUBHOCTH., BHUHC/IEHH TPOBOAKAHCH B Ge3pasMepHLIX MepeMeHHBIX,
TaK uyto D, { U ¥ — 3T0 OTHOCHUTE/NbLHbIe BelHUHHB. BolHa pacnpo-
crpatsiercd B 0HOMX HamlpaBNeHUAX, HO BCAEACTBHE CHMMeTPHH
npolecca OTHOCHTEAbHO HCTOUHMKA MOXKHO pacCMaTpHBaTbL JHIIb
ONHO HampaBhaeHHe,

Ha puc. {1.1 noxasansl xpusbie pacnpelenexus mopdorena noc-
Jle NPOXOXKJAEHHS! eAHHHYHOM BOJHLI A/l Pa3HbIX BpeMeH 3aJlepKKH
0. CKOpOCTb BQ/IHBI BCIOAY Gbia paBHa b MEM-c~!. DyHKuus 3a-
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XBaTa HMeJa BHA
fR=ze"* 2220,
=0 z<0,
roe 2 =vl—vo—x, a o BLIGHpanach Tax, YTOOL MaKCUMYM QyHK.
[HH HaXoJHJCA Ha paccTosiHHH 20 MKM OT HCTOuUHHKA. B 3THX pac.
yeTaX [ monaraau paBHo#l Hymo. Pasibne KpHBble NQKa3BIBAKOT
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Paccmognue

Puc. I1.1. TTpocrpancrseiHoe pacipexelesne MopQoreHa, BEIYHCAEHHOE HCXOAS H3

BOJIHOBOH MOZENH, OMMCAHHOH B TEKCTe, [M17 PA3HHX BPeMeH 3aJepXKH O. Bpe-

MA aanepxkkid aas kpuebix I, II, TII u IV cocrasaser 2,5; 4,0; 4,56 u 5,5 ¢ coor-
BETCTBEHHO.

pacnpeneneune Mopdorena yeped LaHHOe BpeMs MOCjie HHHUHALMA
BOJIHBI JJIf PasHBIX BpemeH 3anepxku o. [lo Mmepe ymeduuyeHus
BpeMeHH 3aJepXKH KOJHUeCcTBO V, 3aXBaUeHHOTO M NPEBpPalileHHOro
B CBS3aHHHIl KOMNJEKC, yMeHbllaeTcs, Tak Kak V MOCTOAHHO pas-
pywaercs. a5 Bcex KpUBHIX 3HaueHMA KOHueHTpauHuu Mopdorena
B HCTQUHHKE CTAalHOHAPHB HJIH GJAH3KH K HHM., DT0 O6YCNOBIEHO
ocobeHHOCTDbIO, HAMOCTpHpYeMo# puc, [1. 2 na uyacTHoM ciydae KpH-
Boft II1 ¢ BpemeneM 3anepxku 4,5 c. VI3 puc. I1.2 Buaxo, uto uye-
pe3 12 ¢ nocne HHHIHAIHH TPOIeECCA 3aXBaTa KOHUEHTPAUHS MOP-
¢doreHa B HCTOUHHKe JOCTHraeT MPHMepHO 96% CBOEro aCHMNTOTH«
yeckoro 3HayeHus. To xe camoe copaBessiMBO H AAS OPYrux
KpHBLIX. MMeHHO 3Ta ocoGeHHOCTh MOLeTH JlelaeT ee HedyBCTBH-
TeNbHOH K pasMepaM BIO/bL OCH, €CIH OHH OGonblile HEKOTOPOro
MHHAMaJbHOrO 3HAueHHA. D10 3HaueHHe 33/1aeTCH napaMeTpPaMH,
TAaK 4TO CYUECTBYET [/IUHA, Onpefesiiomasn He3aBHCHMbIE HAH Pery-
JIHpYyOuIHe CBOHCTBA MOJEJH,
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He cocrapnser Tpyna onucath OCHOBHLIE OCOGEHHOCTH BOJIHOBOI
MoneJu, NPUBOANIIHE K TaKHM pe3ybTaTaM. Brosn memGpaHn uap
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Bpemsa, ¢

Puc. T1.2. 3asucumocTb KOnneHTpauuy MOPGOreHA B HCTOYHHKE OT BPeMeHH, NPO-
WeKWero 1ocae HHHIHALKKE NPOUecca 3aXBaTa,

KOpPTeKca pacOpoCTpPaHfercsd BOJHA aKTHBHOCTH — ABHXKYIIHACH
HCTOYHHK, 00pasyioUHA ¢ MOCTOAHHOR CKOpOCTBIO AnBQYHAHPYIO-
ki MeTabosuT. KoHneHTpauHsa 3TOro MeTao/iNTa CHauala BCIOLY
Bo3pacraer 3a cueT AH(YY3IHH, HO 3aTeM HAaUHHACT Danath, IO-
CKOJIbKY MBI NPeNNOJOXKMWIN, uTO HIOeT paspyuleHne MeTaGogHTA
tdepmentom Eo, KoTOpbill paBHOMEPHO pacnpelesed B MPOCTPaHCTBE;
yMeHbllleHHe KOHIEHTpanHH NMPOJOJKaeTCH BCe BPeMH, NOKa CKO-
pocTe JAerpajalMH MpeBbIIaeT CKopocThb olpasoBanus, [lomumo
pacnpocTpanenusl BOJHBI AKTHBHOCTH, HMAeT pacIpocTpaHeHHe npo-
necca 3aXBaTa, B pesyabTaTe KoToporo V npespaumaercs B BV
B COOTBETCTBHHM € KHHeTHKOH, onucsiBaeMol B Modend QYHKuHed
f(2), u monyusaerca npocTpaHCTBEeHHOe pachpeneledne Y (x, f).
Ecnn 3anepxka Mexay WHHUHaLHeH BOJHD M HauaJoM mpolecca
3aXBaTa OTHOCHTEJLHO BenHka, To V Oyler CpaBHHTeNbHO GHCTPO
paspywatocs (CTOK, Gosiee MOLIHBIA, ueM HCTOYHHK, TaK Kak nep-
BLIH yBeNHYHBaeTCA IO Mepe PacHpoCTpaHeHHsl BOJHLI, a BTOPOR
He MeHsieTcsl) u no.yuaercs KpuBas [V. Ecau 3apepxka mana, MH
‘nonyuyaem Kpusyio L.

Koneyno, cymecTsyeT MHOro ApPYrux ¢nocofoB peaH3auHu
TJAABHLIX NPHHUHIOB BOJNHOBOM MOJEAH THNA ONWCaHHON B M. 5;
HEKOTOpble H3 HHX cefiyac HHTEHCHBHO HccienyiorTcs.. Boobmie ro-
BopA, MpoUecC B CBoeH oclioBe NPOCT H siced W ofnafaeT pecobMa
HeHHBIMH CBOHCTBaMH, TakKHMH, KaK ONHCaHHasd BbLLIe CNOCOBHOCTH
K peryasuuy .

1§ 6marozapen A-py Il. Kausmurxamy 3a pacueTsl, NpHREeLedible B STOM
JIPHJIOKEHHH.
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Choxitoe oTofpamxenne 228
Comurtorenes 188—189
Cocrontsue opraimsanum gjaerok 111
CnoHTaHHas CHHXPOHM3AIHT 252
Crartnctpieckass mexaHnka 67, 68, 248
Croxacruyeckasn nepemennas 230
CroxacTHvecknH papuaut 249
CTpyKTyPHO-3aBHCHMblE  NPeOspasoBa-
Hus 219
Cytorinuie putMbl 130
Saccharomyces cerevisiae 86

ABOH-

TaaauxgHueckass 1emnepatypa 133

— syeprus 133

TevnepaTypHas kommeHcanus B 6H0J0-
rHyYecKHX uacax 253
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— — ¥ Kefinoun 103

TpancgeTepMuHanus 72

Tpaucnopritag PHK 56

Tenebrio 192

Triturus 209

Tubularia, nepuojmieckde pexuMun 177

Yaapinle BOAHH 243
Yapoenue umargnanbioro aucka 200
Y3uaBaHMe HA MOJEKY/IAPHOM YpOBHe

Ypaeuenne Bo3oGHOBJeHns 125

— Jlannaca 208

~— Muxasaunca — Menten 22, 23

— caMmocorjaacoBantoroe noas 238

— ¢Qokkepa — [1nauka 248

— Xuana 33

«YcTaHoBNelME COOTBETCTBHA® B 3pH-
Teabiod cucteme 215

yc-{oﬁqnaomb NePHOAHYECKUX pellenufi
84

®a3oBHe Mepexoanw 236, 242

dazn KaeTouHoro nEKAa B85

PepmenTaTHBHAR ajanTamnsa 42
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