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NPEAUCJIOBUE

30 anpenss 1988 1. B BO3pacte 35 JIeT CKOpPOMOCTHXHO CKOHYACs OAUH
W3 HauboJlee HHTEPeCHBIX M APKUX cOBeTcKuX OModu3nkos bopuc Huxonaesnu
benunues. Ero mayuHas >xuM3Hb NpOAOSIKANach HegolIro — Bcero 12 e, HO
BMeCTHJIa pellleHHe IMpOKOro Kpyra pa3HoOGpa3HbIX Npobrnem. 3TO ObuIO
BO3MOXHO TOJIBKO GIaropgaps MCKIJIIOUUTEIbHOMY HayuHOMY fapoBaHuio bo-
puca HuxomaeBnuya M yMBUTENIBHO MNpeiaHHOMY OTHOLICHUIO K CBOEH Hayu-
HOW paboTe, KOTOpas 3aHMMATa OCHOBHOE MecTO B ero xu3HH. bopuc Huko-
naeBHy mucan ¥) :

”B WIKOJIbHbIE TOAbI 5 XKHMJI B[&IEKe OT HAyYHBIX UEHTPOB H NMOITOMY He
HUMeJl BO3MOXHOCTH BHJIETb, KAK JII0O[M 3aHUMaiuch Haykoi. Tem He MeHee
K OKOHUYaHMI0 LIKOJbI A TBEPHO pellwl, uro Oypny sanumatsca ¢usuxoi. He
3HA10, XOPOLIO MJIM HUKAK OT 3TOr0 MOero BbibOpa ¢U3MKe, HO caM sI HUKOI/1d
He VICIBITHIBAN pa3oyapoBaHuA. CkOpee HAPOTHUB — Bce OOJIee BXOXY BO BKYC.
Mory ckasaTh Takxe, YTO A0 CHUX IIOp OILYHIAK TOT UMITYJIbC, KOTOpBIA 15 JieT
Has3ajg yBJIeK MeHs M IIpUBENl K (U3MKe. ITOT MMIYJIBC cCOOOMIAa MHe He-
Gonplliast KHWxeuka — cOOpHMK 3ajay, npuayManHeix 11JI. Kamnuen. Bpa3sy-
MHTE/IbHbIE OTBETHI A MMEJl He 0Onee, UYeM Ha MOJOBMHY M3 TeX BONpPOCOB.
Mo3nHee, yxe cTypgeHTOM Ou3Texa, A IMOHAI, YTO M 3TH MOM OTBEThI HMKYJ2
He ropaTcA. TeM He MeHee MMIyNbC Bee-Taku Obul. Sl oneHma, uro ¢usukKa —
3TO He TONbKO liecyacTHple GIIOKH, HAKJIOHHBIE TUIOCKOCTH M JIMH3bI. [ToMHMO
O0GbIYHOM (YHKIMH 3agady — NpOBepUTh NMOHMMaHMe NpeameTa -- 3agaud Ka-
NH1bI BO30YXKIAOT HHTepec K NipeamMeTy. Toraa, HaBepHOE, BIiepBbie s OLLLYTHII
pasHULy MEXOy pellieHHeM 3aJay [0 3aJ1aHHOM cxeMe M TeMe M HCClledoBa-
HHeM, KOI[a, IPUCTYTNas, He 3Haelllb, 3@ YTO MOJXXHO yXBaTHTbCA. MHe nouemy-To
npejcTaBUIack artMocdepa HayuHol paboTel. ATMocdepa, B KOTOpo# paGota —
He WCTOUHUK OJI4r ¥ JO0CTaTKa U OJJHOBPEMEHHO YHpIHHA. JTH 3a4aun (s 3Hai —
COCTaBJieHHble  MCCIieOBaTeleM, a He MeJJaroroM) — B HHUX YTO-TO OT MIPBI
W HMMEHHO 2Ty arMocdepy A TOrga MHTYMTUBHO OWYTWI. TyT, BO3MOXHO,
fbUIO HaJIOXellMe B MOEM CO3HAaHMM BIEYaTIIEHMH OT KUHOQWIBMOB TUNA
»MeBATh JHeH OJHOro roja” u pomaHoB Thna “Hpy Ha rposy”. Ho Bmeuatne-
HHEe OT JTHUX 3a/]aU B OTIIHUME OT XYHOKeCTBCHHBIX IpPOU3BEAEHUH 51 BOCIpH-
HEM&T KaK HexojdAllee OT NPAMO HpHYACTHOIO M MO3TOMY Kak Gollee HOCTO-
BepHoe. IloaTomy yxe cTapllieKypCHMKOM s TOObIBan HECKOJIBKO pda3 Ha

*) U3 HaBpockoB k BocioMuHaHusm o [1.J1. Kanuue.



cemuHape Kamuppr B UQII u sty armMocdepy nouyyBCcTBOBan cHOBa. JTO MOe
IHOILECKOEe TMpeacTaBjleHHe O KAaKOM-TO Jyxe HCpbl B HAayyHOH JKU3HH HE
33K pellMIIoch BTIOCIIEICTBUM NpH GOJiee TeCHOM COIMMKCHHK ¢ JTOM KM3HBIO...”

B.H. Benunue pomuicss B 1952 r. B r. Yepkaccw, a Bckope ¢ ceMbeit
nepeexan B I. ['po3HBbIA, rjie M NPOLUIH €ro ACTCKHE rojibl. B 1970 r. oH 1O-
CTymusl B MOCKOBCKHA (U3UKO-TeXHHUECKHH HHCTUTYT, KOTOpbIA 3aKOHUMII
¢ omiuuwieM B 1976 r. B 5TOM k¢ roay BblllUla B CBeT llepBas HayyHas CTaThA
Bbopuca HukosaeBuva, nocssmentas ¢usuke JJHK. Xora B panphedniem oH
He pa3 BO3Bpallaicsi K 3TOMy HampaBjicHHI0 GHOGU3UKH, ¢ 1976 r. ero Hayy-
Hbple WHTepechl pe3KO M3MenHwiMch. KaHmpmarckas [guccepraliusa, KOTODYIO
OH 3aWUTUN B 1979 r., HaspBamachk ’JIHHaMUYecKHe KOJUICKTUBHbIE CBOH-
CTBA p43BMBAKOIIMXCA cUCTeM’. B aTOH paBoTe CTaBATCA BOIPOCH 06 OOIIMX
3aKOHOMEpPHOCTAX KOJUICKTUBHOIO IOBe[eHUs HA KJIETOYHOM YpOBHe, O BO3-
HAKHOBEHUHU M MOJJEPXAHUH TPOCTPAHCTBEHHON YNOPAJOUYEHHOCTH KIIETOK
B MHOTOKJiETOYHbIX aHcamOnsax. B panpHediuemM 3Ta Tema pasBUBaeTCs He-
OBBIYAHHO HHTEHCHMBHO 34 KOPOTKMH CpoK B TeCHOM B3aMMOJieiicTBHM ¢ GHO-
jloramMd GbUIH TIONYYeHbl OCHOBONOJIAramwLUMe pe3yiibTaTbl, KOTOphie B Haualie
1987 r. 6bUIM 3alMIIEHBI B KauyecTBe AOKTOpCKOW pauccepranuu. CoaBTOp
psAma paGoT 3TOro MWIOAOTBOPHOTO MepuUOd [OKTOP OUOTOFMUeCKUX HAyK
npod. JI.B. benoycoB BcnomuHaeT:

S nosHakomuiics ¢ bopucoMm HuxonaeBuueM benuHieBbIM OKOJIO
1980-ro roga, Korga OH BilepBble [IpHINEN I Pa3roBopa O BO3MOXHOCTAX
MaTeMaTHYeCKOro MOACNIMpoBanua MopdoreHesa. [Tockonsky MHe u 4O TOroO
CWIBHO ”Be3710” Ha NOAO0GHBIC pasroBopbl, LOMHIO, YTO [OHAYally si OTHeccs
K roctio §e3 GoJIpIOro JHTYy3ua3Ma. Sl gymasi, 4To peyb MOMICT, KAK HEOMHO-
KpaTHO [10 TOH Topbl GbUIO, O IPHUTATHBAHMM 32 YIIM~ GHOJIOIHYECKOTO Ma-
TepUaATa K yXe CyIeCTBYIOIeH M ueM-IMB0 y306HOH s cofecelHUKA Marte-
MaTHUeCKOH Mjiee WIM NpOCTO MAUMHIOA nmporpamme. OJHAKO BCTpeud Halluu
MpPOJIOIKATIMCh U DKA3AIOCh, YTO Ha JTOT pa3 A owMbesa. MeHs cpasy xe npu-
BIIEKJIM BHHMaHHe M OepexHoe oTHOIIeHHc bopuca Hukxonaesuua k Guosio-
FHUYeCKUM (aKTaM K, B 0COBEHHOCTH, BEJIMKOJIENIHOE [0 ACHOCTH U 0606Ia-
uen cuite Ux noHumanue. “Tlouemy JTOT uesioBek He GMoJor?” — maymanoch
MHe. HOo oueHn ckopo s NONAJN, NTO, KOHEYHO, OH HackBO3b — ¢usuk. Iocre-
MEeHHO HAlUM pOJIM . MEHANUCh, W U3 BOMPOLIAEMOTO f BCC ualle TNpeBpanancs
B crymartena. OparmeHT 3a ¢parMeHToM bopuc HukosiaeBMY wusjaraa MHe
U IIpucOeaMHHUBIIEMYCA K 3THM pagoram A.I'. 3apalckoMy 37IeMCHTBI TCOpUH
HeJIJABHO paccKa3aHHbIX €My MOpPQOTeHeTHUeCKUX TMPOIECCOB, 3alOJIHAA UeT-
KO BBIMUCAaHHBIMH (GOPMYJIAMH H CXEMaMH JOCKY B Halled ayquTOPUM Ha Ka-
denpe smb6puonorun MI'Y. flcHo NMOMHIO TO YyBCTBO 3CTETHUECKOIO HACHAX-
OEHHMs, KOrjga AOOBITBIH HaMH B HEJeTKHX TpyJaX MHOTHX JIeT 3KCIepUMeH-
TAIbHLIH MaTepU&l BBICTPAMBANICA B CTPOHHYIO B3aWMOCBSA3AHHYI0 IMOCIEN0-
BaTeJILHOCTE. B HEeKOTOPBIX MecTax BO3HUKAIM Opel, KOTOPhIC MBL TYT e
CTapaJIMCh 3allOJIHATh HOBBIMH OMNBITAMHU. [J1aBHOe, K UeMy CTpeMMJICA U uero
poctiran bopuc HuKoaeBHY, — 2TO MOJIHAas, XOTEJOCh Ob! CKa3aTb, 3BeHA-
udas, $ACHOCTb: HMK4KOIO TyMaHd, CyMOypa, MNOKa3Horo Iy 3OKOMBICTH,
K KOTOpPOMY TaK HeTpyHO CKAaTUTbCA B HAIUCH AOCTATOUHO MYyTAaHHOH OQIacTH
HaykH. OcoBeHHO XOpOowo MOMHI R BeceHHUE OHM, KaxkeTcsi 1984 r., xorpga
CTANO SICHO, UTO H3 TEOPHH, CTpouBILIcHcA Bopucom, 6e3 BCAKUX JOMYIUEHHH
BpITCKdeT ABJIEHUC TAK HA3bIBACMbBIX JPULIEBCKHX peryjIsliuid (MHTepecHo,
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yro omucaBimi Mx nourd 100 et Ha3azg BBIOAOIMMACST HeMENKHH GHONOF
I'. Opvin paccMaTpuBall 3TH perymsuvM KaK HeoTpasUMbIil apryMeHT B 1OJIb-
3y HEBO3MOXHOCTH cBedeHHA Guoyoruyu K ¢usuke!). IloMHio, yro 51 Mo3BO-
HUN Torga bBopucy M cKasaj, 4T0 BHXXY TaKYH BO3MOXHOCTb, HO He MOTY
[OKa3aTh ee MHaue, YyeM Ha najibuax”. Ha cremymommui geHb OH mpuHEC MHe
TOTOBYK MAaHIMHIYK PACNEYaTKY CTpOTOro [AOKAa3aTelIbCTBA, K KOTOpPOMY
OH, OKa3bIBaeTCs, yxe paHblle Ipuiliel CcOBEpHICHHO He3aBucumo. Hacramo
BpeMsl Ny ONMKOB4Tb NepBble pe3ynbrarel. Korpa bopuc HukonaeBuy npu-
HeC Haille MepBoe cooOuieHHe CBoemy 3aBnaby wi-kopp. M.B. BonbkeHu-
TeHHy, TOT, NpdH Bced CBOed MOCTOSAHHONW GJ1arosenaTelIbHOCTH, OTHeccs K
HEMY C [OHATHOM HACTOPOKEHHOCTBIO — CIIMIIKOM HeOOBbIUHBI ObUIM KakK Hc-
XOAHble TOCBUIKM, TaK M NpPOCTOTa M (yHA3AMeHTAIbHOCTh BBIBOJIOB, U OH
NOKa3aJl pyKOMHCh HU3BecTHOMY uutonory lOM. BacuibeBy ¢ BoNlpocom:
MOxeT 1M Takoe ObITh? B orBer .M. BacuneeB pacckasan O TONBKO UTO BbI-
wiejllei craTbe aMEpUKAHCKHX daBTOPOB, PA3BHBAIOIUMX, MPHMEHHMTENBHO K
Apyroi rpynne mopdorere3oB, cxoaHsie upaer. PaBore TyT e GbUl JaH “se-
JleHBIM CBeT”, a HaM CTaJIO MOHATHO, YTO Mbl He OfHU B 3TOM Mupe”. [lomHio,
yro bopuca HuxomaeBHya 5TO COBEpLIEHNO HEe Oropuywio, d JIMUIL yOeduo,
YTO OH Ha MpaBHJIBHOM HYTH B HOBOHW mis ceGa oGnactu. M oH nauan ewe 6o-
jlee AKTUBHO paboTarh.

PaGoTa, kaKk MHe KaxeTcs, [la B OCHOBHOM B ;IBYX HalpaBJIeHHAX: IO
NyTd 6olee yMIyOIeHHBIX AHATUTUYECKUX KOHICUIHHE CyOKJICTOUHBIX MeXxa-
HU3MOB MOpOreHe3a M MO IYTH IIOCTpOeHUS OBOOIIAIOIMX TeOpuk, B TOM
upclle — BO3POXACHHA KOHIEIUMH MOpGOreHeTHYECKOTO NOJA (CM. CTaTblo
B "lpupone”, N°2, 1989 .).

1 my6oko yb6expeH, uTo TeM pe3ylIbTaTaM, KOTOpbie yclesa MOYUdTh
b.H. BemuuueB, cyxgena [oiras u IWIOHOTBOpHAA >KM3Hb B Hayke. TOJIBKO
ceuyac 3apyGekHple yuyelble HAUMHAIOT O HUX Y3HaBaTbh, U MX OLEHKAa — He-
H3MEHHO camas BbicOokasa. Mpi notepsuin bopuca HukosnaeBuua B camMoMm Ha-
yaje 3TOM BOJIHBI MpU3HaHMH. JTa NOTepsA HEBOCMOJNHUMA, NIOTOMY YTO OH He
TONBKO CBOMMH HAYUHBIMU pe3yIbTaTaMu, HO U OOHMM JIULIb TIPUCYTCTBHEM,
yyacTHeM WJIM MpOCTO KOPOTKUMHM BONPOCAMM B JIMCKYCCHAX 003daBajl BO-
KpyT ceGs Ty atMocdepy BbICOKOH HayKu, KOTOpas TaK TpYJHO [OCTHraeTcs.

B ueM cocroMT 3HauyeHue [AAHHOW KHUIM miA Guosora? MopdoreHes —
ofHa u3 HauGonee TINMyGOKHUX M ”BeuHBIX” Mpo6ieM 6uosoruu. Paspemmth
€e -- 3HAUMT MOHATH, KAKHM OOp4d30M B XO/le MHIUBHIYAJIbHOIO pa3BHTHA,
a TaK)Ke OPraHUYECKOHl 5BOMIOUMH M3 OTHOCHTENIbHO OJHODPOIHBIX 3aYaTKOB
BO3HUKAKT CJIOXKHEHIUMe HpOCTpaHCTBEHHO  YMOpSHOYeHHbIe CTPYKTYpBI.
Hdonroe Bpemda kaszajoch, uro MpoGrnema dTa cyrybo GUONIOrHYyeckas, 4ro sB-
JeHda MopdoreHesa 1ic TOJNIBKO He MOTYT ObITh OODBACHEHDI (DHU3MUECKHMMU
3aKOHAMM, HO J[aXKe WM NpoTUBOpeuaT. JIMillb CPaBHUTEIHIO HEeJABHO, B ce-
permHe 50—60-X TrOAOB HAaLIEr0 BekKa HAMETWIMCh [JOCTaTOYHO COfepxa-
TelbHble (@ He IIpe)XHHE UMCTO [EKJIapaTUBHBIC) BO3MOMHOCTH MNOAXOAa K
MopdoreHesy kuk K ¢usnueckoMy lpoueccy. OOHaKO BIUIOTH [0 CAMOTO
NOCIe/IHero BpeMeHH M JTH BO3MOXHOCTH BBIPAKATHCh, [IABHBIM OGpa3om,
B MOCTpOEHUM ’jle MOHCTPaTHBHBIX™ MOJesIed, KOTOpbIe MOKA3bIBAJIM, KAK MOT
6b1, B IpuHUuile, IPOTEKaTh OHOJIOTHYECKHH MOpPQOTeHE3, HO KOTOpble OYeHb
IJIOXO HJIM BOBCE HE CTBIKOBAIHChH C PEWIBHBIMM OMOJIOTMYECKHMM HAHHBIMH.
9TO, ecTeCTBEHHO, NMOPOXAAIO CKeflcMe GUOJIOroB 110 OTHOUIEHHI0 K ¢H3UYec-
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KHM M MOJIENBHO-O6MONIOTHYECKUM NOAXO0[AM, DOXK[ATO MHeHHe, YTO (U3MKO-
MaTeMaTHUeCKHE MOMAXOMbl K MOpdOreHe3y — He Gojlee yem HeKOTOpas HH
K YeMy He 0DA3pIBAIOIIAN HTpa.

Paborpt b.H. benunieBa — oK U3 NepBbIX, B KOTOPHIX cellaHbl BeChbMa
CyHIeCTBEHHbIE LUAM HA MyTH CMBIKAHHA OMIMpPUYECKHX MHaHHBIX COBpPEMeEH-
HOH GMOJIOTMH pa3BUTUA ¢ (PU3UKO-MAaTeMaTHUeCKOH Teopued. MHe He H3Be-
CTHpl B MHpPOBOH HayKe fpyrve paGoTsl, rie (uiHuecKas TeOpHf DPa3BHTHA
MOCTABJIEHa HA CTOJIb MPOYHBIH OHONOrHUeCKUH GYHIAMEHT” .

IIpepnaraeMas BHUMaHMI 4YMTaTelled KHHIAa OCHOBAaHAd Ha JOKTOPCKOH
macceprauvd b.H. benuHuesa, HO cogepxMT H Jpyrde ero paGoTbl, MOCBA-
LIEeHHBlE OHTOreHe3y. B npunosxeHun npuBeleHb! paGOThI 10 MOTEKYJIAPHOH
buodusuKe. B KHMIY He BOUUIM MHOTHe paGoThl DenuHLeBa, B UYaCTHOCTH
crarbst 1977 r., B KOTOpPOH MOKAa3aHO CXOACTBO BHACOGpa3oBaHusA ¢ (Ha3oBHI-
MH Te peX0JaMH.

Uto xe caenan b.H. benunies u 0 ueM pacckazaHo B KHure?

b .H. benuHues chopMynnpoBal OCHOBBI TeOpHH CAMOOPFaHH3alliH pas-
BUBAWILErocs 3apoapiua. B 1952 r. TolopHHr ONMyGNMKOBad CTaTbhio, 03arjiaB-
AeHHyw 7O XuMHYecKOH ocHOBe Mopdorene3a”. B »r1oif pabore ObUIO MoKa-
32HO, YTO OTKpbITaAd XUMHYECKas CcHCTeMa, B KOTOpOH peanu3yloTcs aBTOKa-
TATHTHYECKHE peaKiMh ¥ Iuddy3usa, cnocoGHa Kk caMOOPraHM3alUHH — B pe-
3ynbTaTe HeyCTOHUMBOCTH BO3HHKaeT HEeO[IHOPOIHOe paclpedelieliHe BeluecTBa
B [IPOCTPAHCTBE, MPOHUCXOAUT HapyllUeHHe CHMMET PUH.

b.H. bennHues mnokasan, uro MopdOreHe3 He CBOJMTICA K UMCTO XHMH-
YeCKHMM ABJIEHHAM. BaxHeHIny poJb 3[ech MIpalT MeXaHOXMMHYECKHe Mpo-
ueccst. Pu3nko-marematuyeckaa mozenb b.H. BenuHueBa wucnomnesyer teo-
pHI0 HEJIMHEHHbIX IMepeHInanbHbIX ypABHEHKH. B HenuHeliHbIX OuMccuMa-
THBHBIX CHCTEMax peEajiu3yloTcsl HeyCTOMYMBOCTH M OHdypKauMu. YCTaHOB-
JieHpl YCIOBHA, NpPH KOTOPhIX B KJIETOYHBIX I1acTaX BO3HUKAKWT CNOHTaHHbIE
Mepexoapl ¢ MOHHXXCHHEM CHMMETpPHH, T.e. CaMOOpraHu3auus. B kxHure ¢ mno-
MOIIBIO 3THX MOfeNed HCCIeOBaHbl KOHKpETHble GHOJIOMHYECKHE CHCTEMBI.
JeTanpHO HM3yueH OIMH M3 MPOCTEHIINX OOBEKTOB, KOTOPOMY MpHCYHI MOp-
dorenes, — mukcomuuer Dyctiostelium discoideum. llpy  HOCTATOYHOM  KOJTH-
yecTBe THIUM OH Ipe/cTaBnsier cOOOH COBOKYMNHOCTh OOHOKJIETOUHBIX Opra-
HU3MOB — ame0; M[pH HexBaTKe MHILH NPOMCXOIMT oObedMHeHHe ameb, mad-
¢depeHiMpPOBKa KIIETOK M ONpefelleHHblH MOpdOreHe3 BHOBb 0Dpa30BAHHOTO
opraHusama. b.H. BenuHues BHepBble NOCTPOHI TEOPETHYECKYIO MOJENb MAK-
POCKOINMUYECKUX COBBITMI B KOUIEKTUBHOH (pa3e pa3BMTHS MHKCOMHUETA.
ITpoBeacHHBIH aHANHM3 AT MOJHOEe OOBSCHEHHE peXMMOB IpYNIOBOro MOBe-
OeHHs KIIETOK, pacKpbUl MpUpony MaKpockomuuyeckoro koHrpons. Teopus
3¢ ek THBHO MpUMEHMMAa M K [JpYTHM pasBUBAOLIMMCA OHOJIOIHYECKHM CH-
cTeMaM — K MOpdoOreHe3y 3apOjpillleH HACEKOMBIX, K IMMTEIIHATIbBHOMY MOp-
¢doredesy u 1.1. Teopua b.H. Benunuena nana HOBOe MONTHHHO (H3HUECKOE
TOJIKOBAaHHE CTApbIX IpPEACTaBieHuil GHONOIMM pa3sBUTHA — MOpPQOTeHeTH-
yeckoro nons (AWM. T'ypeuu), nosuwmonuodl undopmaunu (JI. Bomnprepr).

Mocste 3aBepiueHHs paBoOTHl Haj JOKTOpcKoM auccepTanuedl bopuc Hu-
KOJIaeBHY [PHCTYNHI K paBoTe HAajJ HOBOH 3afauyelf, KOTOpas SIBHIACh Ipo-
AOIKeHHeM MpedbiaylX. EciIM paHbite OH HCCICAOBAT CHCTEMBI, B KOTO-
PBIX KJIETKH SBJIAJICh IPOCTHIMH JleMeHTaMH, To Tellepb ObUla NOCTaBjieHa
3afaya paccMOTpeTs COGCTBEHHO KITETKY KakK CIIOXKHYIO CHCTeMY M Ha eIMHOM
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METOJOJIOTHYeCKOH OCHOBe TMOCTPOMTb TeOPeTHUYECKYI0 MOJenb IBHKEHUA
OTHENbHOM KJIeTKM (Ha NMepBOM 3Talle — [BHIKEHUSA KJIeTOUHOH MOBEPXHOCTH) .

JTa METOHOJIOTHYECKAasT OCHOBA COCTOMA/IA B ClleNyWILEM: KJIeTKa paccMmar-
pUBanach KakK cloHas ¢GU3NUeCKas cucTeMa, OBHXKeHHEe KOTOpPOM CBA3aHO
¢ CaAMOOPraHU3yIOMMMHCA Mpoleccamy B Hed. JIIsT HcClleOBaHUA TaKOH cCH-
cTeMbl HEOGXOOMMO pasfelMTb €€ Ha HepapxHuecKH B3aHMOACHCTBYIOILME
MOACUCTEMbBI, TMOCTPOUTh (HU3UYECKYI0 MOLENb, ONMUCHIBAWILYI ITH TOMCH-
cTeMbl. B pe3ynbTaTe MOXHO GbUIO pacCUMThIBaTh Ha MOHMMAHHE TOTO, KaK
9T - MOACUCTEMBI WM WX B3aWMOICHCTBHUS YUYaCTBYKT B KJIETOYHOM [BHIKeE-
HuU. I'MaBHYI0 CIOXHOCTB B TAKOM MOAXORE MpeacTaBiisAeT MpaBH/ILHOE BbI-
JeJIcHHE OTHOCHTENIBHO MpOCTOM TOLCHCTEMbI M3 OrpOMHOIO UHCIA CTPYKTYp
M 37IeMEHTOB KIIETKH C Y4YeTOM HX B3aUMOIEHCTBHS.

K coxanenuro, b.H. benuHueB muub Hayan paGoTats B 3TOM Halpabile-
Hud. OH MOAroTOBMN K MeuaTd [1Be crarhd: “KiletouHast apresus” u “JuHa-
MHKa pelibeca KIeTOYHOH MOBEPXHOCTH, HO He YCIeNdl yBHAETh UX ONyGnu-
KOBaHHBIMH. B 3Tux paBoTax MOCTpOeHbI TeopeTMUYECKHE MOMENH OTHENbHbIX
CTaJMil KJIETOUHOrO MABMXKEHMSI — HAUaJbHOrO JTala NOPUKpeIUleHMs KIIETKH
K cybcTpaTy ¥ 00pa3soBaHMsA BOJH Ha MOBEPXHOCTH pAacIUIACTAHHOW KIETKH.

HanpHefiiee pa3Burre paGoT IUIaHMpPOBANiOCh B CleflyIOMMX HampaBiie-
HUAX *):

a) ONHcaHWe Ipoliecca MeperpyNNUpOBKHM (DOKANBHBIX KOHIAKTOB (3TO
06CyxJIeHO B KOHLe paBoTel “KiieTouHast afre3us’),

6) OmMcaHWe MOABICHUS M ABMXEHHS CKJIaOK LMIMHEPUYECKUX OTPOCT-
KOB Ha TMOBEpPXHOCTH KIIETKM (4TO SIBJISNIOCH [I€PBOHAYAIIBHO LEJIBI0 paBGoOThI
”IuHamuKka penbeda KIeTOYHOH MOBEPXHOCTH ),

B) OMMCaHue Mpouecca GOpMUPOBAHKS AKTHHOBBIX YYKOB U3 KOPTHKAIB-
HOH CeTH,

r) CHHTe3 BCeX HA3BaHHBIX Bblllle MpPOLECCOB /UIA OMUCAHUA Mpoliecca
06pa3oBaHMsA KOHTAKTa OTPOCTKA KJIETOYHOM TMOBEpXHOCTH ¢ Cy6eTpatom
H aKTHHOBOTO IIy4Ka, COeJMHEHHOIO ¢ MECTOM KOHTaKTa. ‘

B mepcuekTuBe Ha 3TOM MyTH MOXHO MOMOHTH M K MOCTPOECHUK MOJENIH
OBW)KEHUST KIJIETKH MO MOIOXKe B LEJOM, MOCKOJIBKY Takoe OBHUXKEHHE B
3HAYMTENIBHOM CTENMEHH COCTOMT M3 3MeMeHTapHbIX aKTOB BbIGpACHIBAHMA
OTPOCTKOB B Da3HpIX HAalpaBJICHMSX, IPUKpeEINIEHUWA WX K cyOCcTpaTy M pas-
BUTUA HaTsKeHMsI B 3TUX NpUKpENUBIIMXCA OTpocTKaX. CyMmMapHOoe meHcT-
BHe TAKHX HATSXKCHMH MIOIUMX OTPOCTKOB M NPUBOIHMT K [IBHIKEHHI KJIETKH
MO MO YI0XKKeE.

Cmeprs b.H. BenunueBa — HeBOcHNoOJHMMas MoTepA. Tak MHOTO MHpep-
crosno coenats. OH GbUT HCTUHHBIM yuYeHbIM, HAlIEALIMM CBOH MYTh, BHeC-
MM KpyIHbIA BKJIaJ B HaykKy. OH ObUI 4e/lOBEKOM BBICOKOIO TajlaHIa H
KyJIbTypbl, OGpa3LoM AyIIeBHOH uMcTOThl M Gumaropogactsa. Ho sTa xHura —
He TMpOCTO MAMATHMK BBIJAMILEMYCA YellOBEeKy. ITO HMTOT MIpeKpacHbiX paGoT
M UCTOYHUK HOBOrO 3HaHMA. COofeprKaHHe KHHIU OYeHb GOraro, ¥ HeCOMHEHHO,
YTO [anbHeiiliee pa3BUTHE TeOpPeTHUYeCKOHW OGHONOIMH U OHOdU3NKHM Oyzer
TeCHO CBA32aHO ¢ ITUMHU UCCIIeJOBAHUAMY.

*) Ota nporpamma He GopMyilpoBaiack B TakoM Bume B.H. BennnueBbim. a ABmA-
eTcs 000 6LLUCHUEM, CeNAHHBIM Ha 0cHOBe Deccll ¢ HMM M.A. BapaHoBBIM.
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”JlioGas Hayunas Guorpacdus NOyuMTe/IbHA B TOJIOXUTEJIBHOM MJIM OTpPH-
uaTesibHOM cMmbiciie. buorpadus, rakas xak y TLJI. Kamuupr, MOXeT HayuudThb
oueHb MHOTOMY. KOHEYHO, He BCeMY MOXHO HAYWThes. TpymHO IpeAcTaBHTb
ccbe, uTOOBI TaKaA HayuHad cyabba MOTHA CIOXWTLCS [IpM [PYrOM YejioBe-
YeCKOM XapakKTepe, McHee, YTO JiM, ynpyrom. IlopaTiuMBocTh xapakTepa —
Ka4eCTBO, HeOOXOJIMMOe JJIsi BLIXWBAHUA, HO He Gonee Toro. YtoBbr 4TO-TO
CO37aTb, HA/I0 elic YeM-TO ObiTh. CTyAEHTOM #A OueHuMBail cyanby Kanuipr Kak
Lellb Be3eHUH. JTa Guorpadus — ckopee pAJ UCILITAHMA cyanbbi, YeM ee To-
JapKoB. XapakTep — OJTO He TO, UTO BBIGMpAT WM nepenenbiBawT. Ero
MO3[HO IMepeficiIbiBaTh, KOTHA, HAKOHEl, MOHMMACIIb, KakO# TeGe OONblUE
nogxogut. Ho Takue BeluM, KaK >KH3HEHHble YCTAHOBKM, KakK BpibOp OMiM-
KAWL X ¥ JaJeKMX 3ajlay, JOCTYNHbf HAIIMM CHJIaM...”

J1u cnoBa — HaGpocku BocnomuHanud b.H. Benunuesa o I1.J1. Kanuue —
MOTYT OBITb B IIOJIHOHM Mepc OTHeCelbl K HeMY caMOMYy.

Un.-kopp. AH CCCP M.B. BoavkeHuTelin,
Al Munees,
E.JI Kanuya-beaurnyesa

MHe XOTejloCh Obf BBIPa3UTh INyBOKYIO IIPH3HATEIIBHOCTD [PY3bAM M KO-
neram Bopuca HukonaeBuua — JI.B. benoycosy, M.A. JiuBmnuy, A.Il. MuneeBy,
A .B. lonoukoit, H.A. Hlaponosoit -- 3a GoJibuIyl0 NMOMOWLbL B paboTe Haf, py-
KOIIMCBIO.

WX 3aMHTepecOBaHHOE YYacTHe M IOCTOAHHAA MNOAAEPKKA BCEMEPHO CHO-
COBCTBOBAIM BHIXO/ly B CBET 3TOM KHHUTH.

E.JI. Kanuya-beaunyesa



YACTb 1

3HEMEHTAPHbIE NMPOLECCH ®OPMUPOBAHUA
HAJIKJIETOYHOW OPTAHM3ALMH TPU MOP®OT EHE3E

Hu opHa M3 KOHCTpYKIMH, CO3NAHHBIX YEJIOBCKOM, He CNOcOGHAa KOHKY-
pHPOBATh HO CIIOXKHOCTH pellideMbIX 3afay ¢ OBBIKHOBEHHOHW Myxo#. OmHol
M3 TAKWX 3313y sABJIsgeTca co3/laHMe cebe MopoGHbix. KakMm 06pasom siie-
KJACTKA ¥ CHepMHH, OObeAUMHAACH, JAal0T 3apo/blll, a U3 HCTO B CBOIO OYeperb
pasBuBaeTcs B3pOCHbIH opraHusm? Jlo HacTOAHErO MOHHMAHUA 3TUX BelleH
ellle OYeHb TANIeKO. :

HsBectiio, 4t0 BCA ucxogHas uHdopmalus, Ha 6Gaze KOTOpOH CTPOMTCS,
a 3aTeM M ¢YHKLUMOHMpYeT OpraHu3M, cocpenotoueHa B JIHK. 3ta mndopma-
LMA 3aKOJMpOBAHA B BMJIe YHUKAJIBHOW MOCIIEIOBATEIILHOCTH HYKJICOTHIOB —
cyoveubmy JIHK. B pasibix opraHax kjeTKH ¢yHKUMOHUPYIOT NO-pasHOMY —
OJIHH CEKPEeTHPYIOT TOPMOHDI, IpYTHe MPOBOAAT CUTHAIBI M T.II. — MOTOMY,
YTO B HMX JOCTYMHBI JU18 CYMTHIBAHUSA pasHele pparmentsl JHK — renst. Pano
WIKM [I03[JHO MOJIeKYJiapHasi GUOJIOTHUS BBIACHUT, KaK BKJIIOYAIOTCA pasiiny-
Hble TCHBI M KAaK M3 JTOI'O IOJIYUIEeTCA TOT MJIM MHOW THUIT CHElHalIM3MpOBaH-
HbiX KJIETOK B3pOwIOro opradu3ma. Ho TosIbKO Jin B 3TOM cOCTOMT mpofitema?

OueBuHO, HeT. AKTHBHOCTb KJIETOK B Pa3BHUBaiolLeMcs 3apo/plille (BKIIIo-
YeHMEe HYXXHBIX TCHOB, CHHTE3 HYXXHbIX GETKOB M T.[.) MOJIKHA MPOABUTLCA
B CBOE BpeMs, B CBOEM MecTe. IMOPHONIONM MOTYT JOBOJIBHO TOUHO YKa3aTh
MeCTO B 3apofplllc, Ha KOTOPOM B OlipefdelieHHOe BpeMsl HauMHaoT $HOpmu-
poBaThCA IV1a3a, KoHeuHoctd W T.0. [1]. Ho xakum 06pa3om “3HaeT” 310 caM
3apoapnu? WHBIMH CIOBAMH, KAK OpPraHu3yeTcd MAaKpOCKONMMYeCKUH o pd-
ook npu mopdoreHese? 3peck ¢cTb psiJ NpoGiieM, KOTOpble (U3MKHU CUMTAIOT
CBOMMHU NMpOGIICMaMHU.

IToHnMas, 4TO BCe HAUMHACTCA C ONHOH KJIETKM — OIJIOJOTBOPCHHOTIO
AALA, CCTCCTBEHHO CTABMTh BONpPOC: B KAKOM Mepe KOHEUHBIH pe3yJIbTaT- Hpo-
Lecca pasBUTUA MpcOONpesesicH 3TMM Hauajom? JTOT BOIPOC He TAaK IpoOCT,
KaK KaxcIcs.

C 0HO# CTOPOHBI, U3 H3BECTHOTO (baKTa CXOCTBa O JHOSMIEBBIX OJIM3HELOB
MpAMO CJleflyeT, YTO OIMHAKOBbIE HAYasIbHbIe COCTOAHUA (CAMbIE NIEPBbIE KIIETKHU
Oyayux GJIM3HEUOB ABJIAIOICA TOUHBIMM KOTMHSMM) U PasBUTHE B OOMHAKO-
BLIX YCIAOBHAX AT OOUHAKOBBIA KOHCULILIA NMpojaykT. TeM caMbIM ycTanas-
JUBaeTCA, YTO CTpOEHHe B3pOCJIIOTO OpraHM3Ma ¢ TOYHOCTBIO /IO TOHKHMX [eTa-
Jtell  MpefioNpec/IeHO  HAYAIBHBIM COCTOANHEM IUIIOC BHEUIHUMM YCIOBHAMU
npouecca pasBUTHA. boibile TOro, Kak GbUTO CKa3aHO, YXKe HAa paHHHX CTa-
IMSIX Pa3BUTUS OJHO3HAWHO OTIpe/iesieHO, KaKHe CTPyKTYphl HejlOro OpraHu3-
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Ma chOpMHPYIOTCA M3 pa3ilblx 4acTeil 3apogbiila. Hanpumep, ysxe Ha GnacTyrne
MOXHO yKa3aTh, U3 KaKOHW TpYyMIIpl KIETOK MHOTO YacOB CIyCTs pa30BBETCA
HePBHAA CHCTEMA, U3 KAKOH — MBILNLBL, & M3 KAKOH - BHYTpeHHHe O praHbl [17.

N3 31ux HakTOB BHOJIIE NOTUYHO CAENATH O GLIMI BBIBO/I; pa3HbIe obnactu
3apOBILA YXKC HA pAHIHX OTAAX DA3BUTHA KIKUM-TO OBpa3oM 3alpOTrpaM-
MHPOBAHBI K pAJIMYHOMY HATBHEHLIEMY PpasBUTHK. TakoHW NOrMKU OObACHE-
HUSL OMOpHOIeHe3a HPHICPXKHBAIACH CTdpas IMOpUOIIOTHS, KOTOpPYH HAa3bl-
BAJM TaKXe “MeEXaHMKOH pas3BuTua”. OT MexXauuku 3gech TO, YTO MHOTOOD-
Pasue KOHEUHLIX COCTOSAHUH KJIETOK — MX MPHHALIeRKHOCTh pa3sHbIM OpraHam
M TKAHAM — BBIBOMUTCA M3 MHOFOOBpA3UsT COCTOAHMM MX Mpejitile CTBEHHULL
B fonee paHHEM 3apofplile, T.6. U3HAYATBHAA MpefeTe pMHHMpOBAHHOCTb pas3-
BUTUA. MHBIMM CJIOBAMM, CUMTAeTCA, UTO CTPYKTYpbl B3pOCIOr0 OpraHu3Ma
B TOH WIM HHOH (opMe MpefcyllecTBYIOT B paliHeM 3dapopplite. OpHAKO 3TOT
BBIBOJ, @ ¢ HMM M CaMa JIOTMKA “MeXdHHKHW pasBUIMA’, oKaszancs, BooOule
roBops, He NpaBOMOYHLIM. CyulccTBYeT LUMPOKUH KpyI' SBJIEHMH — TaK Ha-
3bIBae MbIe IMOPUOHANBIIBIC PeTYIIAUMM, ~ ONpoBeprawimit ero [2].

CHocoGHOCTD K TaKUM peryJIAlIMAM NpOABIIAKT 3apOJBILIM MHOTUX BH-
JAOB KMBOTHBIX — MOpPCKHE HUITIOKOXUe, aMmpHOUu U ap. CyTb sABNEeHUs CO-
CTOUT B ¢ieaywonieM. PaHHuil 3aponpiit (10 TACTPY/IALUMH) MOXHO DPasOelUTh
Ha YACTH. MOXKIIO CPaCTHTh HECKOJIbKO 3apojiblilield, MepeMeliaTh KIeTKH TakK,
YTOGB! HM3MCHWIOCH OTHOCHTEJIBHOE paclojioxKeHHe OTHEJIbHBIX udacTed 3apo-
Aprua. OxaspIBacTcsi, Npd DTOM OTHOCHTEIbHOE pPAcHOJIOKEHHE M 1IpOLIO UM
PA3IMYHBIX CTPYKTYp POpMHUPYIOTCA TAKHMHM Ke, KaK B HOpMe. fIcHO, YTO TaK
He JIOIKHO 6bUIO OBl TONYYaThCH, €C:H Obl /IeHCTBUTENILHO OTHAENbHbIE YACTH
3apo/blind  OpUIM  32MPOTPdMMHPOBAHBl K (QOPMUPOBAHUIO ONPEIeIIEHHBIX
ydCTeH B3pOCIIOTO OpraHu3ma.

B cBoe Bpemsi (Hauao IbIHENHHETO BCKd) BBIBOJ M3 OTHX pe3yJIbTATOB —
HCNPUTOQHOCTh CAMOH JIOTMKM “MEXdHMKU pasBUTHA” LId OOLACHEHUA IM-
OpuoreHesa — NMpo3Byuas Kak Bp3oB dusuke [2]. C rex nop KIOYeBBIM MO-
HSATHEM HOBOTO 1OAXOf4a K OOOCHOBIHMIO 3apOfBILLEeBOrO pasBUTUA cTaja
camoopzanuzayus. ECIW fulal cTpOoeHHSA B3pOCIIOTO OPraHM3Ma i B KaKOH
dopMe He TpelCYIeCTBYCT B paHHeM 3apofbIllc, TO 3TH CTpYKTYpBI OOJIKHBL
$HOPMUPOBATBCA B MPOLECCE rO PU3BUTUS MYTCM CAMOO PraHU3AIUH .

OpHako 3TO elle He OOLAcHelde, 4 TONBKO CUMBOII OObscHeHUs. Heo6-
XOMMO yMCTb OBOCHOBATh C3MOOPrdHU3ALMIO MAaKpOCKONMYECKOTo CTpoe-
HUA 3apojIblila, MCXOmst U3 Goslee JICMEHTAPHBLIX CBOUCTB 3MOpPUOHAIBHOTO
MaTepuasia. 9TOH 0Buled npodyieMe NOCBAIeNd HacToAasn paboTa.

CrMcOoK CBOHMCTB  HHIMBUAYANbHBIX KIJIICTOK, MOTIYLIMX HMETh OTHOIle-
HHe K HX KOJUICKTUBHOMY TNOBeACHHIO B Pa3BUTUH, JOCTaTOYHO BHYILUTEJIEH.
IMOpHOHANBbHbBle KICTKH HACIATCA, ABMXKYTCsH, fedopmupyloTes, mmddepen-
LMPYIOTCH, GeKPEeTUPYHOT CHTHATBHBIC BEILECTBA W pEarupyrT Ha HUX, Op-
MUDYIOT CIIELMMIIM3M POBAHHbBIE MCXKKIETOUHbIE KOHTAaKTel M T.J. He umes
3dpaHec IIpEACTaBIIEHHA 00 OBUMX NyTAX CaMOOPraHM3aUMM, [OCTABIIEHHON
npofnempt He HPOACHUTh. MIMeHHO ONbiT PU3UKM, @ TAKXKE MATeMATUKU H
XUMHH OCTICIHUX IBY X-TpeX HecATHIIETUH [ddeT J3TO HpeacTaBleH1e.

B ¢usuxke o camoopraHu3aiuM roBOpSAT, KOrJa Hpd CHMMETpHH BHeUI-
HUX YCJIOBHM B KAaKOM-JHIGO CUcTeMe CAMOITPOU3BOIILHO HAPYINIETCA CHM-
METpHSI MAK POCKOMUYeCKOTe cocTosiiusg. KavecTBeHHO ¢oOpMupOBaHHe 3a-
YATKOB pa3lIMUHBIX CTPYKTYp B3pOCIIOr0 OpraHu3ma 1Ipd TOM, uTO ObUIO CKa-
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33HO BhbILE OO0 IMOPHOHANIBHBIX PEryJIAUMAX, OTHOCUTCA K TOH K€ KaTeropuu
sBreHHit. JIIa OpoCThIX aKTUBHBIX cpefi, TAKHUX KaK XAMHUYECKAS CMeECh
Benoycora — KaGOTMHCKOTO WIIM HepaBHOMEpPHO NpPOTPEThId CIOH KUIAKOCTH,
NOAX0Abl K ONMCAHHIO TMOJOGHBIX FBJIEHUH YK€ OCHOBATeIbHO pa3paboTaHbI
|3—5]. Ypaetcsa BbINENUTH CYyTh SBJIEHUS CAMOTo MO cefe, He 3aBHCAILYIO OT
¢dusnyeckoi Npuponsl 06beKTa. HanbGonee ofmMM MOTHBOM pasmvyHbIX ¢u-
3HUeCKHX MEXaHM3MOB CAMOOPTaHM3alMU SBIIsIETCA CeJICKTUBHOE YCHIIEHHE
BbIJIETICHHBIX TPOCTPAHCTBEHHBIX TapMOHMK BHELIHEr0 BO3fedcTBUsA. Takoe
BO3/eHCTBHE MOXeET ObITb JOCTATOYHC IpOH3BOIIBHBIM, A pe3yJbTaTOM OKa-
3pIBaeTCA HEKOTOpOE CTaH[IapTHOE MAaKpOCKOIHYECKOe COCTOsHUe. Eciu Mbl
HMeeM [elJI0 C caMOOpranM3aliell MaKpoCKONMUECKOTO MOpsAAKa B KaKOM-
auGo cucreMe, TO [ MOHUMAHHA SBICHHMA HeOOXOIMMO yMeTh OGOCHOBATH
HMEHHO 3Ty CcHOCOOHOCTB. 3TO U GyfeT camod OOLIed MpOrpaMMOM HaIMx
JefcTBHI B HacTOsIIeH paboTe.

ITTABA I

OBl OB30P JIMTEPATYPHI

§ 1.1. KoMMeHTapuu K ynotpefnseMbiM OHATHSM 3MOpHOTOTHH

Komnerenuua [6]. Hog xommeTeHmued 3MGpHOHAIBHBIX KIIETOK
NOHMMAKT HX CHOCODHOCIL NpH COOTBETCTBYIOLUMX (He OBA3aTElIbHO CIIelH-
buYecKX) BHELUHUX BO3JeHcTBHAX muddepeHIUpoBaTe B TOM WIM UHOM
HanpaBleHUM. WHDIMKH CTOBaMU, KOMHETEHWUs NOOpA3ymesdaer chOCOOHOCTb
KAeToK K 6blbopy nytu pazsurus. Tak, 3KTOHepMa 3apo/bliua amMpubui moxn
BJIMAHHUCM 3HTOACpMBl muddepeHuMpyeTcs B HePBHY TKaHb, B OTCYTCTBHE
TAKOTO BIIMSHHA OHA DA3BHUBAETCA B MUAE PMUC KOAGI.

B xonme middepeHUMpOBKH OJHA KOMMOETCHUMS CMeHAeT Apyryl, Tak
YTO TeKyluee COCTOsMIHME OflpeaeseT Y MOATOTABIMBAET Ouepe[lyl0 KOMIle-
TEHLHIO.

Komnerenyua — oepanuuennoe uucao 8apudntoe 6bvlbopa. XOTA KIETKU
PAaHHHX CTaJUH Pa3’BUTHST TOTUNOTEHTHDI, BpIOOp NYTH pa3BUTHA, NOJpasyme-
BaeMblH KOMIETeHUUeH, OrpaluueH HeGONBIIMM YHGIOM  ajlbTe pHATHBHBIX
BapdaHTOB. B psige cilyuaeB MOKAa3aHO, uTO 3TO UACIO PABHO IBYM (3apo-
OpIlIeBOE DA3BHTHE HaceKOMbrx [7—11], meTrepMHMHAIMA MMarkHambHbIX JIHMC-
KOB B NMYHHOUHBIA Nepuon [12], Gnacroumcera mlekonurarommx [13—15]).

JIMXOTOMHYECKMH XapaKTep KOMICTCHIMH MOjpa3yMeBaer, YIO MpoOrpec-
CHBHAs CIeIMAIIM32UMA 3apOABILIEBBIX KIIETOK OCYLIECTBJIsieTcs MyTeM Wepap-
XUUeCKOH cepud OuHApHBIX BhIGOpOB. Hanpiumep, B NMHUM pPA3BUTUS XOJIUH-
IPrUuecKUX MOTOPHBIX HEHMPOHOB NPOHMCXOOWIIA CHCUUPUKALMW CcHauala B
IKTOJIEpMY, @ HE Me30[epMy; 3aleM — B HEPBHYI TKaHb, a He OSHUUEPMHMC,
3aTeM — B HeHpoH, a He IVIMIO; 3aTeM — B MOTODHLIH, a4 He CEHCOpHbIA Heil-
POH M, H4KOHel, — K CHHTe3y alleTHIXOIIMHA, a He aMHHOOYTWIIOBOH KMQIO-
el [16].

Hetepmunanua O pgeTepMdHaUu FroBOPAT, KOraga BBIGOp NyTH
Pa3BUTHs, COOTBETCIBYIOINMIA KOMIIETEHIMH KIIeTOK, ocyniecTBied [6}. 310
CODLITHE YACTO HACTYNAeT 33/I0JITO0 10 TAKOIO COCTOAHUA M depeHunpoOBKHY,
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B KOTOpOM €¢ MpH3HaKM OGHApyXHMBAIOTCA HA TMCTOIIOTHYeCKOM YPOBHE.
CyXeHMe TOTEHUMH Pa3BUTHA, CONpPOBOXAAWIee JeTepMUHALMIO, OBHApy-
JKHBAE€TCSA B OMNBITAX MO TPAHCIJIAHTALMAM — [eTePMHUHMpPOBaHHBIE KIIETKU
npd Mepecafike pa3sBUBAIOTCS BCErAa B COOTBETCTBMM C MX HCXOIHBIM MOJO-
XeHMeM B 3apofpllle, KakuM 6bl mulMam Qe peHUHPOBKH He COOTBETCI-
BOBAJIO UX HOBOe MecTonomnoxehue [17, 18].

HeTepMuHauua KakK BpIOOD ONpeNeNeHHOTO IYTH DA3BUTHsA TpH HAJIMUMH
HECKOJIbKMX TbTepHATUBHBIX HE YCTpaHseT mocnejaHue. OHM cOXpaHAKTCH
KaK MOTEeHUMaJIbHO BO3MOXHble. Tak, KJIeTKH MMAruHalbHBIX TMCKOB B JIU-
YMHKE HACEKOMBIX CHOCOGHBI COXpPaHATb COCTOSIHME [eTepMHHALMM Ha Mpo-
TSOKCHAM MHOTHX UMKIIOB feneHuit. Ho BMecTe ¢ TeM B MCKycCCTBEHHBIX Y-
JOBUAX KYNbTUBMUPOBAHUA OOHApy X MBAWT CIOHTAHHO BO3HMKAIOLIME [UC-
KpeTHhIE M3MEHEHHsl THIA JleTepMUHAUMH — TpaHcOeTepmuHawdio [12, 19].

Orcioga cnepyerT MNpeAcTaBleHHEe O [eTepPMUHALUMM KAaK 06 OJIHOM U3
HECKONIBKHX BO3MOXHBIX COCTOSIHMM [MHamMHueckoro paBHoBecust [10]. B
3TUX TepMMHaX KOMIETeHIMsA [OJXKHAa TPAaKTOBAThCA KaK MYyJIbTUCTaOHIIb-
HOCTh JMHAMHYECKOM CUCTEMbI KOHTPOJIs cOCTOsIHUA KiteTku [20].

IlpeacraBnenne O peTepMUHAUMM Kak 06 OJHOM M3 HeGOJIBLIOTO YHCHIA
JIMCKPETHBIX COCTOAHMH TOMEOCTATHYECKOIO paBHOBECHA MMeeT OTHOLIE-
HHE K BONPOCY O TOM, KAaKOTO pONa CHUTHANIbl JOJIKHBI ObITb OTBETCTBEHHBI
32 MHMLMALMIO TOM WIM MHOH MpOTrpaMMbl pa3sBUTHS, 3aJI0KEHHOH B 3MTOTe.
Hia Toro yro6pl 0Ka3aTeCA B TAKOM PABHOBECHH, COBepLIEHHO He 0GA3aTellb-
HO BCe NapaMeTpbl CUCTEMBI INPUBOOMTb K COOTBETCTBYIOLIMM 3HAUYCHUSM.
Hns THHAMMYECKOH CHMCTeMBbl — JIMOPHOHANBHOM KJIETKM — YMCIO TaKHMX Ia-
paMeTpoB, BepOATHO, OYeHb BeJIMKO. BHelllHWe CHMTHanbl, YNpaBislope [e-
TepMHHAlMeH, He MOIYT KOHTpOIMpOBaTh Bce 3TH NapaMerpnl. Ho maxe
CIIOXHAs, MHOTOKOMIIOHEHTHAasA CHUCTeMa, oQilajarolas HeGOJBIUUM UUCTOM
OMCKPETHBIX YCTOMYMBBIX CTAllMOHAPHBIX COCTOSIHMH, OKaXeTcs B OJHOM
OllpedelIeHHOM M3 HHX MpH JIOCTATOYHO HeCHelUU(PUUECKOM BHELIHEM BO3IeH-
ctBu. OT BHelIHero YNpaBJIAKIIETO cUrHAA TpeGyercA NMIlib, 4rOGBI OH
HepeBOOWII MapaMeTpbl B OGIAacTb NMpPHUTAXKEHUsA ITOTO cocrosiHusi. YeM iumpe
3Ta OOUIacTh, TeM HMOKe TpeGOBaHHA K CHeHU(DHUYHOCTH YMpPaBIISIOUIETO CHUI-
Hana. MMeHHO Tak, BepOATHO, cjlefyeT NMOHMMATh XOpOLIO H3BeCTHbIA (akT
HU3KOH CNeUUGUUHOCTH BO3JICHCTBUM, HUMUTUpPYOUWMX 3D(PEKT ecTecTBeH-
HOTO MHAYKTOpa [1].

BiioueHde omnpefiglleHHOM TPOTpaMMbl  pa3BUTUA HpH  JeTe pPMHHALMH
IpednonaraeT aKTHBALMIO COOTBETCTBYIOIIETO cleluduyeckoro HaGopa re-
HoB [8, 21]. Kakoro MMeHHO — OIpeaeneHo NpeJliecTBYOLlIeH KOMIETEH-
nued. Cedyac TONBKO HAYMHAIOT (HOPMUPOBATHCH MNpEOCTABIIEHUS O MOJIEKY-
JIApHOH TNpUpOAe COOTBETCTBYIOUIMX TeHETMYECKMX M IMUIE€HETHYCCKHX Tiepe-
crpoex [22].

UHEpnyxkuusa Kiaccudeckue TNpuMepbl HHAYKUMOHHBIX B3aHMO[EH-
CIBUH — HMHIOYKIMS HEPBHOM CHUCTEMBI B 3KTOfepMe B pe3ylbTaTe ee KOH-
TaKTa ¢ JHTOJIepMO¥ (HeHpaibHas WHIYKLMA) M MHOYKIWSA JIMH3BI B JMUIep-
MHUCE HEHpYJIbI, Ifle MHAYKUMpYIoulee JeHCTBHe HCXO[MT OT IIa3sHOIO My3bl-
pa [6, 23]. Ho cux nop He ycCIaHOBJeHa NMpUpoda (eHOMeHA MHIAYKIMH —
He $ICHO, KaKHe MOJIEKYJIbl HMCMOJHAIOT pOJIb eCTeCTBEHHOTO HHOYKTOpa,
KaKMM [YTEM OHHM IEPEAAIOTCA U KAKOIo poja MHGOpMALKK cooBwanT [6].
Ho nexoTtopsle, Noka oyeHb 06LMe BBIBOIBI CAENATH MOXKHO.
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HuoykTop — Tpueeep, CTUMYAUDYIOWULT 8HYTP EHHUE NOTEH YUU KOMNETEHT-
Holl Tkanu. HehpansHyo HHAYKUMIO OKA3alO0Ch BO3MOXHBIM BbI3BATh HA YUB-
JIeHMe HIMPOKUM HaGopoM BO3aeHcTBUN. MHY IMpYIOlLYy 0 aK THBHOCTh OGHAP YK H-
BAaT >KMPHBIE KHCIIOTBI, CTEPOHIbl, AaMMOHHMI M MHOTHe IOpyrHe areHTbl [1].

Ecnu uupnyuuposats 3KTOoOepMy HHIYKTOPOM, BBIIENEHHBIM H3 3apO/Ibillla
ApYroro BUIa, pe3ynbTaToM Bcerjia OKa3pIBaeTCsA HepBHAst CUCTEMA ¢ OCOOEHHOC-
TAMM, XAPAK TEPHBIMH JUIA HHAYLIMPYeMOro opranusma [1].

BbIBO M3 3TUX HAHHBIX — NPOTrpaMma HeHpaJM3alUd 3aKJ0ueHd B pearu-
pYIOLIEH TKAaHM; HHIOYKTOP aKTHBHMPYCT MpOLecC peanu3aldd 3TOH INporpam-
Mmbt [24,25].

Hnoyxyua u camoopzanuzayus. Ipyu HellpansHON MHAYKUNHM HHIYUPY eMids
HepBHAA [UIACTUHKA pa3BUBAETCS B OPraHU3OBAHHBIM OCEBOH KOMIUIEKC CTPYK-
TYyp — €€ INepegHsas yacTb GOPMHUPYCT 3aUaTOK TONIOBHOTO MO3ra, CpeHAA U
3afHsd pasBMBAKTCH B CIMHHOM MO3r. MHAykUus BBI3BIBACT HApsOy C AeTep-
MHHALIMEH YTH Pa3BUTHUSA KJIETOK, UX OPTaHU3AIIMKI0 B IPOCTPAHCTRE.

B paHHMX McCIleflOBaHMAX IIPedIoIaranoch, YTO HHAYKTOP ABJAETCH OJHO-
BPCMEHHO “OpraHu3aTtopoM’ MPOCTPAHCTBEHHOM TMpPOrpamMMbl pa3sBuUTHA [26].
OpHako Mo3gHeHnINe IKCIEPUMEHThI YOeXIArT, YTO UHIYK UM 3TOH IpOTpaM-
Mbl He IlepefaeT, a ~’OpraHM3aTopoM’ SsiBJIfeTCs caMa peardpymouias TKaHb
3apojibiia [24,25].

F'eHeTHueckas NporpamMma pa3BHTHA Y16 b KOHKPETHO
HU ONpelNeNIANOCh TAKUMH IMOHATHAMH, KaK MpOTpaMma pa3BUTHsl, KOMIIETEH-
UM, MHOAYKUUA, JeTepMHHALMS, OHH OTpaxaioT caMyw obywo cyts 3MOpHo-
TeHE3a — ero BBICOKYI0 BPEMEHHY0 OpraHM3aluio. B KOHeyHOM cueTe 3Ta Opra-
HU3aUMA CBOOUTCA K TOMY, YTO B OIlpeflelleHHOe BPeMsA aKTUBUDPYIOTCHA OIlpe-
[le/IeHHBIe HAGOPBI [EHOB — pa3HbICc B PasHpIX 0obmacTsix 3apofpima. Ho urd
ABIISIETCSL MEPWIOM TCKYIErO BPEeMEHHM WIA KJIETOK pa3BUBAWIIEroca 3apo-
AbIIIA U KaK OpKecTpyeTcs pabota MHOTHX ThICAY UX IFeHOB?

[To-sMjiuMomMy, omnpeneneHHas, BaXKHasg dacTh QYHKUMH YIpaBlIeHUs pas-
BUTHCM ILIPUXOAUTCA Ha reHoM. MIHbIMU cnnoBamu, xpomocomHasa JJHK npencras-
JigeT cOBOM He TONMBKO KaTanor MHbopMauMu o creuuduueckUx Gemkax, HO
U YIpaBIsIOMA [IpoleccOp, B KOTOPOM 3aJI0XKeHa MpPOrpaMma KOHTpOJA 3a
U3BJIEYeHHMEM 3TOH MHPOPMALIUM — NpOrpaMma pa3BUTHs [248].

Cenuac Tpy[AHO YCTaHOBHTb IpefleNibl CHpaBeIJIMBOCTH 3TOH Maeu. MOXHO
NPUBECTH JIMIIb HEKOTOPbIE pa3pO3HEHHbIe (GaKThl, HA KOTOPLIX OHa Ga3upyercs.

Ha craguu He#pysiel B 3apodblie acuuaMid ¢hepMeHT aleTHIXOJIMHICTepas3a
OOHAPYXXMBACTCA TUCTOXWUMUUECKUMM METOJAMH B KIIETKAX XBOCTOBBIX MBILII
[249]. Hokasano, uro TOABJIEHMIO 3TOr0 (epMeHTa INpefllecTBYeT TeHHast
aktvBauus, rpanckpunuus PHK, Genkospiii cunres [249]. g uuroxanasun B,
HapyuanuMi UMTOKHMHe3, HO He permsmikanuio JHK, He npensarcieyer mossne-
HUK (epMeHTa 110 HOPMAIBHOMY TpacdUKy, XOTA MpH ITOM AefleHUus KIIETOK
OCTAHABIIMBAJIKCh YXKE CO CTaAMM BOCbMM OracTomepoB [249]. Hampotus,
ofpabotka 3apospitia #a0M, OnokupysowM cunte3 JTHK Ha paHHMX cTagusax
pa3BUTHsI, GIOKHMpYeT Takxke NosBIeHHe depmeHta [250]. B 10 ke Bpemsa
bepMecHT NPOU3BOIAUTCH KJIETKaMH, 0OpabOTaHHBIMU ITHM HAJIOM, €CIIH OHH
{KneTk#) NPOIUIM POBHO CeMb UMKIIOB pertnkauny JJHK {250].

Otcroma penmaercs BhIBOA, O TOM, UTO peIUIMKALMUA HMrpaeT pojib YacoB
passutus” [250]. KakoB 6oslee meTaibHbIA MeXaHU3M -~ He SICHO, HO 3TO Y3Ke
ApYToH Bolpoc.
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HaunGonee momHble JOKA3aTeNIbCTBA NTPHYACTHOCTH CAMOTO IFeHOMa K KOHT-
pPOM0 3a pasBUTHEM CIeUMPUICCKUX CTPYKTYP U GYHKUHMH B MHOTOKJIETOUHOM
opraHuaMme cobpaHpl Ha Apo3zodwie. COOTBETCTBYWIUME KOHTPONUPYIOLIHE
reHbl Ha3bIBAWTCH TOMEO3UCHBIMH. M3 3THX TICHOB Nyuile OPYTHX H3YUeHSI
buropakc U AHrtenHanegua [251]. Kaxnpii romeo3ucHBI IeH BOBIEYEH B
KOHTpPOJIb Pa3BUTHA BIIONIHE OIpefeNeHHOH CIPYKTYpPhI HAaCeKOMOTO — ero
JeHCTBHE PErHoHanpHo clienuduyHo. Tak, MyTanuu B reHe butopakce (Tounee,
KaK BBISCHUIOCH, 3TO KOMIUIEKC TeHOB [251]) NpHBOIAT K 3aMeEILEHHI0 OTHOTO
U3 OpIOLIHBIX CerMEHTOB Ha rpyaHO# u BOnblle HUYero He 3aTparuBawpT. {lpu
MyTaUUX AHTeHHaNeaUsA Ha MecTe Iaphl AHTEHH pa3BUBaeTCs Nlapa HOXKEK .

OueBu/IHO, pa3BUTHE MAKPOCKOIMUECKHX OPraHOB WIM CErMeHTOB Hace-
KOMOTO OIlpefenigeTcsi MHOXecTBOM 0enkoB. (CregoBaTeNlbHO, aKTHBHOCTD
TFOMEO3HCHBIX FeHOB 00CCIIeUMBaeT CUTHAIBI K BKITIOUEHHUI0 3K CIIPECCHH, BOCIIPHU-
HUMaemble 6aTapeAMH CTPYKTYPHBIX CHOB, YeM B CBOK0 OYepelb ONpeeiaercs
pa3BMTHe pasHbIX creldbHuecKux cTpyktyp [251].

COBOKYIHOCTh FaHHBIX O TOMEO3HCHBIX [eHaX BOIUIOTHMACH B CIELYKLLYI0
cxeMy TeHeTHYecKOil cTpaTteruu passutua [7, 11]. Kaxapiit HOMeH Hacek OMOro
HeceT OMNpefielleHHbIM TeHeTHueckHi anpec. Ilocnenuuil ycTaHaBiMBaeTca MO
VHOpeBy KIIETOYHbIX JIMHMIA”, NOKa3aHHOMY Ha puc. 1. Bce pa3perBiieHHsi Ha
5TOM [peBe — OHHAapHble ¥ COOTBETCTBYIOT IBYM COCTOSAHHMAM — BKIIIOUEHHOMY
U BBIKIIIOYEHHOMY {Ha pHc. | ycnoBuo ! u 0) psimam KiYeBBIX I'eHOB-Iiepe-
Kiuarelied (B Ipyrod TepMHHOJNIOTMH — TIeHOB-CelieKTopoB). CocrosHue
TAKOTO TIEpEeKIIIYaTelif, ONpe/ielleHHOe OIHAXIbi B HEKOTOPOH TpYIIIe KIETOK
Pa3BUBAIOMIETOCA 3apOJbIlLIA, COXpAHAETCA U BO BCeX HOYEPHUX KIleTKax. Takum
06pa3oM, ajipec JaHHOH KIIETOYHOMH JIHHMU CTAHOBHUTCS [UIMHHEE II0CIIE KaXKAOTO
OuepeHOro BeTBNeHUs. OKOHUATENbHLIH aIpec KIIETOK B3POCIIOrO OpraHu3ma,
3dKOIMPOBAHHBIM 110 [TAHHOHM cXeme, COHEpPXKHUT B cebe BCH MCTOPUI0 OMHAPHBIX
BbIGOPOB COCTOAHHUSA, MEPEKUTYI0 KIIETKAMH-IIPEAIIeCTBEHHUIAMHU. JTOT agpec
M OnpefienAeT TUIl OPraHa UM TKaHU HACEKOMOTO.

IlepeHoc ympapieHust OT OJHOrO TeHa-NIEPeKIIOUATEsIA K JpYromy, T.e.
ouepeHOH urar B GOPMEpPOBAHMM TeHETHYECKOrO afpeca [{aHHOM KIIETOYHOH
JMHUM, BepOATHO, XpOHOMeTpHpyercs uUMkiaamMu pemnukanmu JTHK. Takas
CBA3b MEXAY TpPaHCKDHUILHKEeH YINpasifAIUMX TeHOB U [ICJICHHAMH fAfep I1o-
Ka3aHa [II1 TeHOB, KOHTPOJIMPYKUMX CErMEHTalMI Apo30duisl HpH GOpMHu-
POBAaHUM GracTofepMbl B paHHEM 3apOABILIEBOM Pa3sBHTHH [252] .

_OnpenenenHas ouepegHOCTb Hepeayd YIpPABIIEHUsT MeXAy TeHaMu-lepe-
KJIYaTeIAMH MOKeT JOCTMrathes Onmarofjapa ux dQusvueckod GrIM30CcTH Ha
xpomocomMax. Takoe GYHKUMOHAIBHO 3HAYMMOE TaHEeMHOE pACHOIOXKeHHE
YCTaHOBJIEHO JJist reHOB KoMIutekca buropake [251].

B nocnennee Bpems, Gnarogaps aKTHUBH3aLMU HCCIIEOBAHUHA C TPUBIe-
YeHHEM METOJOB TeHHOH MH)KeHEPUH, IpUBeJeHHas TIMIOTeTHYECKAsA cXema
TeHETHYCCKOH CTpaTerud pa3BUTUsA oGperaeT xopouryil MoyBy. OmHAKO Haxe
IIpY TIOJTHOM [IOATBEPXKIEHHH OHAa He MOXET CHATh HEKOTOpBble NPUHUMITHAID-
Hple BOMpockl. IIpexye Bcero — Bolpoca 00 aHATOMUUECKOH YIIOPATOUEHHOCTH
pa3BUTHA. ’

BooOuue, pasgenAaemas MHOTHMH HAesl O TEHETHUCCKOH IporpamMme pasBH-
THA, J0JI)KHa NPUHUMATBCS C CYIleCTBEeHHEIMHM OroBOopkamH. [MaBHoe, uTO €W
NoJpas’syMeBaeTcsa, 3T0 TO, YTO TeHBl, IIOCPEJCTBOM CBOMX IIPOJAYKTOB, OIlpe-
AenAnT MaKpockonHdyeckue ¢opmel opranusma. Ilpu stom yxke cnoBo “ompe-
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Puc. 1. TwunoTermueckas cxema Tanoba Tpyde prowxa
NOCNENOBATEILHOTO  YCTAHOBJIEHUS
FeHCTHYECKMX afipecOB ANA pa3siHu-
HBIX IJIETOYHBIX JIMHHH TUIO/IOBO#M J

myuixu. TlATe ypoBHelf BeTBicHMA
YCIOBHO COOTBEICTBYIOT MNATH TIe-
HaM-lepekJoatenam. 1”7 u 07
Ha Ka&x/IOM YpOBHe ONpenetsior
BKJITO4eliHOE W BBIKJIIYEHHOC COC-
TOSIHWSE COOTBETCTBYIOUEr0 TeHa.
XupHbIM BhiflelicHa OOHa JIMHUA W
ee YCNOBHBIA OKOHYATebHBLIH aj-
pec, ONpeAeSIAIHE  NepelHIon
4acTh KpbUIA B3pOCIOrO HaCeKOMO-
ro. B ocHoBaHuu “npeBa” (HaBep-
Xy) — 3apojblill, HA KOTOpOM YKa-
3aHbl NPe3yMIITWBHBIC YacTH Tella U
paHHss cerMeHTallWA 3apoasia {7]
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RenswT’ HYXAAeTCA B YTOYHEHHHM, HO OOBIYHO CUMTAETCH, YTO 3HAHUA IOTTHOH
HHQOpPMALMH, KOAUPYCMOHM TeHaMH, 0OCTATOUHO, YTOGBI OllpedesMTh Gopmy,
CO3aBaeMY0 UX IIPOTYKTAMHU.

Jlaxe 310 yTBepxieHHe B OYKBAanbHOM CMmbIciIe HeBepHO. HocTaTtouHo
BCIIOMHHTB, HAllpHMep, O JABYX KOHQOpPMALMUOHHBIX COCTOAHMAX Oelka aKTH-
Ha — (' H F, U3 KOTOpBIX TONBKO BO BTOPOM aKTHH BKJIOYacTcA B HagMOIIe-
KYJIApHbIE CTPYKTYPBI IMTOCKEJIETa H OT KOTOPhIX, B CBOW OUYEPEdb, 3aBHCAT
dbopma KIeTKH U ee OBUraTeIbHash aKTHBHOCTL [16, 253]. OueBuHO, TOMUMO
COOTBETCTBYMIILIEH IeHeTHYeCKOU HMHMOpMALUUY, 33farolued IIepBHYHYW CTPYK-
Typy Genka, 37ech CynieCTBeHHbI PU3HUECKHE YCIIOBUS B KileTke [253].

AHanoOruuHbpId TNpUMEp, OTHOCHIIMHACA YXe K MHOTOKJIETOYHOH MOpdo-
JIOTHH, JIaeT U3BeCTHOE siBiieHMe deHokonuit [253]. DeHOTHIBI MHOTHX MOp-
¢$0IIOrHYIeCKUX MYTAHTOB [IpO30GHIIB MOTYT ObITb [IOJIHOCThIO BOCIIPOU3BEJEHBI
HecreUHbUUSCKUMH BO3ACHCTBUAMH (BpeMeHHBIH TelUIOBON YAap, KUCIOTHASA
0o6paboTKa M T.JI.) HA reHeTHYeCKM AUKHMH THII 3apObllla B ONpeelicHHbIE
CTagyud pa3BUTUA. MyTaHTHble T€HBI H BpeMeHHble BO3MYLIEHHA BO BHEIIHHX
YCIIOBHAX OKAa3bIBAT ONMHAKOBBIH 3th¢eKT Ha MpoLUEeCC pa3sBUTHA H IKBH-
BaJleHTHBI 110 pe3ynbTaTy. CYuIeCTBEHHO, YTO IIPH TAKUX BO3IMYUIEHHUAX Pa3BH-
THs OJTHa, BIIOJIHE OPraHW30BAHHAsA MOPQOIOTKA 3aMeIuaeTcs APYTOH — TaKxKe
XOpOLIO OpraHU30BaHHOM. boree TOro, HaGop BO3MOXHBIX BO3MYLUEHHBIX
MOpdONOruil OrpaHuyeH M OKa3bIBACTCA HAMHOTO Ye Habopa BO3MYILEHHH.
OueBHIHO, NpOlECC Pa3BUTHUS NOApasymMeBaeT ONpenelleHHble NPHHLMIIBI Opra-
HM32I[MM, [IOIyCKaoiHe OrpaHMYCHHBIH HAaBGOp MPOCTPAHCTBEHHBIX (HOPM,
M OTH DpPHHIMIEI He CBOIATCH K HPOUTEHHI0 reHeTHYeckoro tekcra [253].

Ry
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Pa3HooOpasHbie TPOABIICHHS YMOPHOHAIIBHBIX PErYIISLIHNA, KaK YXKe OTMe-
4ajioch, HCKINIOYAT H3HAYaJIbHY0 3a[JaHHOCTh INIaHA CTPOECHUA B3POCIIOro
B PaHHEM 3apofbllie M TEM CAMBIM IPUBOJAT K BBIBOJY O CAMOOPIaHM3alHMH
pa3BUTHSA.

WUpmen O TEeHETHYECKOH MNpOorpamMme pa3BUTHS M CaMOOPraHH3alMK 4acTo
BBIIBUTAI0TCS KaK allbTEPHATUBHbIE, KK Gbl HCKIIOYAOLINE APYT Ipyra obbsc-
HeHHs. CTOpOHHHKH OGeHX HaxOOAT YOeauTeNbHbIE JIOBOJIBI B MOJIEPKKY
CBOEH TOUKH 3peHUA U clabble MeCTa IPOTHBOIIONO0XKHOH. MOXKHO IIpedIonarars,
YTO MECTO MCTHHBI — MOCPETUHE .

BeposaTtHo, 1paBWiIbHee BCEro CUYMTAaTh IIPelCTABIIEHHA O TeHETHUECKOH
OporpaMMe pa3sBHTHA H €T0 CaMOOPTaHU3AUUH OOnoAHUTEAbHbIMIU, TeM caMbIM,
kak y bopa, noguepkuBaercst To 0BCTOATENBCTBO, YTO . . . B IPOTHBOPEYALIINX
JpYr ApYry fIBJIEHMSIX Mbl MMeeM [eJIO ¢ pa3IMUHbIMH, HO OJMHAKOBO CYILECT-
BEHHBIMH aCMIEKTAMH e[IMHOTO KOMIUIeKca cBeleHHi 06 obbexTte” [254] .

KiloueBpIMH TMOHATHAMM NPEACTaBICHAS] O CAMOOPraHMU3aIlNM 3apObILie-
BBIX CTPYKTYp ABJIAKTCA “MopdOreHeTHueckoe 1oje”’, IO3UIMOHHas HHOp-
Mauusa™, “pa3MmeTka’, TpyIoBoe MoBeeHHe kieTok. Mx dunocodekuin cmpici
COCTOHT B TpH3HAHMH HEOOXOJUMOCTH HEKOTOPOro CHEeNHaJILHOTO MeEXaHH3Ma
NPOCTPAaHCTBEHHOH OPraHU3anMM, KaK CaMOCTOSITENIbHOH, He CBOTUMOH K TreHe-
THUECKOH IpOrpaMme KOMIIOHEHThl 3MOpHOreHe3a. MIMeHHO 3Ta KOMIIOHeHTa
HCCTIelyeTcs B JaHHOH paboTe.

Mopdorenetuueckoe none [26-30]. YcraHoBnmendue mnpoct-
PAHCTBEHHOH OpPTraHM3aiMH B Pa3BMBAIILEMCHA 3apOfbIlle CBA3BIBANT C QYHK-
LMel TaK Ha3piRaeMoro MopgoreHetudeckoro nons (MIT) . s sMGpuosnoros —
3TO MepBHYHOE IIOHATHE, BBeJICHHE KOTOPOTO IPOIMKTOBAHO 3K CIEPUMEHTAMU
N0 XUPYPTrHUECKOMY BMELLATENILCTBY B Pa3BUTHE.

B oTHX JKchepuMeHTaX IIpH YOAIEHHH CPAaBHMUTENLHO HeGOJIbUIOK 4acTH
KJIETOYHOrO MarepHana 3apojiblliia B pe3ylbTaTe YacTo ODHAPY>XMBAIOT U3MEHe-
HHMe CyapObl B pA3BUTHM BCeX OCTABIUHXCA 4acTed. JIokanbHOe [IeHCTBHE IPOSB-
ssiercA B CcyOp0e Lenoro. 310 U ecTb CyTh ABIEHHA IMOPHOHANBHBIX Peryns-
uuit. PerucTpupyeMyw rio6aibHy0 KOOpIMHAUMIC B DPa3sBUTUM yacTed 3apo-
OpILIa PUITMCHIBAIOT EJHHOMY MOP(]OreHeTHIECK OMY MOJIIO.

[lo Mepe pa3sBHTHA TaKOe >K¢ BMEMIATENIbCTBO BbI3bIBAET 3HAUYUTEIIBHO
bornee nmoxanusoBaHHbIA 3¢ dekT. Tak, ynaneHde yacTd KJIETOYHOTO Marepuaa
U3 o6nacTd Bynyuieit KOHeuyHocTH aMbUOUI He MeliaeT pa3BHUTHIO LEJIOH KOHed-
Hoctu [255]. Ho ecnu ymameHa BcAl COOTBeTCTIBYIowiasA 0OacTh, HAHECEHHBIN
yuiep6 He BoccTaraBauBaercs. Takum 06pa3oM, OOHApYKHUBaeTCs OlIPeeTIeHHan
4BTOHOMHOCTh 06J1aCTH, GOpMHPYIOLIEH KOHEUHOCTb.

Pa3BuTHe TaKMX HE3aBHUCUMBIX OO/lacTell CBA3BIBAIOT C BTOPHYHBIMHU IIO-
aamu. B npenenax BTOpHYHOro nons 3¢h@ekT XUpYyprudecKkMX MaHUNYIALUHR
He BBIXOJMT 3a ITpeJelibl 3TOTO nMoJisA. [fo Mepe paszsuTHA 3apOAbIliid N€PBUYHOE
MOp¢oreHeTHYeCK 0 NOJe 3amellaercA pAAOM BTOpHUHbIX. 1A 3apofbiieH
MO3BOHOYHBIX BBIJEIISIOT O KOHEUHOCTEH, TT1a3, cep/ilia U /Ip.

[MornsiTaeMcsi CHCTEMATH3UPOBATh XapaKTepHble MPH3HAKH MOpdOreHeTH-
YecKOro IOjIA Ha TMpUMepe IIpOliecca pereHepaluu ruApoMAHOro Inomuna. [Ipu
M30MsAuMK (pparmMeHTa TYJIOBHILIA NOJIMIA OH pereHepHpyeT MOJIHBIA OpPraHU3M,
HO TaK, YTO B XOJ¢ pereHepaldM KOJIMYECTBO KIIETOYHOTO MaTepMana He yBe-
THuKBaeTCA. ['OMOBHBIA OTHdeNn MpH 3TOM BCerdd HOpMUPYeTCa HAa OJHOM H3
KOHIIOB — TOM, KOTOPbIH ObUT BIHXKE K TOJIOBE JIO M30JIAIMH [30].
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Puc.” 2. Perencpauust TUgponoNnmila U3 TYJIOBMILHOFO CerMeHTa, OGHapyxuBawollias OGiLiHe
4epThl MOPOTCHETHYECKORO ToJsl: | — OflHa M Ta K¢ rpyina KIeTok (KpYyXKH) percHe-
pypyeT TOJIOBHOW OTgen B OfHOM cermeHTe (BI7) WIM OCTaeTCA TYJIOBHIIEM B JpYIOM
(ABG), Il — uonc nogaBneHUss UMeeT OTpaHHYCHHBIN paguyc nedcTBus, II] — BHelilHee npe-
OATCTBHE HAa MPe3yMITHBHOM T'OJIOBHOM KOHUE pereHepHpYIOLero cermMeHTa CHHMaeT
MOMIABIICHHC C IIPOTHUBOIIONIOXHOTO KOHLA; 3TO XKe [deaet NonepeuHast Hep eTsixKa

XoTd B JaHHOM ciyuae TOJOBHOH oTfenl GOpMHpYyeTcs BIOJIHE OIpeieieH-
HOH TPpPYyNMoW KIETOK TyJNOBHUIHOTO CerMeHTa, NPHIKMCBHIBATH 3TO KAKHM-
b0 NPEeNCyUECTBYIOIIMM CBOHCTBAM BBIJEIIEHHBIX KJIETOK, OTCYTCTBYIOLIMM
y OpyrHux, HeBepHO. OHa M Ta Xe YacTb TYJIOBHIIA GOPMHUPYET TONOBY B OHOM
CerMeHTe M OCTAaeTCA TynoBWiieM B apyroM (puc. 2). C fapyroi cropoHsi,
nobas, Hallepel 3aJjaHHas 4YacTh TYJIOBHIIA HCXOOHOro S>XHBOTHOIO MOXET
pereHepupoBaTh rojlOBY, €CJIM Ha COCTBETCTBYIOLLEM MECTE OTheleHa cTapas
rojosa.

TakuMm o6pasom, yBexaeMca, yTO BCE KIIETKH XHBOTHOIO MCXOIHO OTH-
HaKOBO cIocoGHbI pereHepupoBarth rojoBHOW oTnden. Tem He MeHee, Iocre
OllepallMH, Y>K€ B IIpoliecce pereHepalMd BBIAENAETCA YacTb M3 HHUX, KOTOpas
peanu3yeT [aHHYH crocobHOcTh. B 3TOM cMBbICIE HMEEeT MeCTO HapylleHHe
HUCXOOHOH OJHOPOOHOCTH, UTO M ABISETCA INEpBbIM THIIHYHBIM IIPU3HAKOM
Pa3BUTHs, KOHTPOJIMPYEMOro MOpPOreHETUYECKHM ITOJIEM.

Kax W B u3yuaempbix ¢pusuxoi nonax, mig MII MoxHo ykasate ero HCTou-
HHUK, TEHePUPYIIIMH HeKOTOpOe JICHCTBUE B CBOCH OKPECTHOCTH. B JaHHOM
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cllyyae TaKHM MCTOUHMKOM dABNgeTCs (POPMUPYIOIUMACA 3aYyaTOK TIOJIOBbI.
Ero melcrBHe Ha OcTanibHble KIJICTKH TYJOBMUIHOTO CErMEHTa COCTOMT B NOJAB-
JIEHHH MX CIIOCODHOCTH K pereHepallH roJIOBHOro oThena. J1o AedcTBHEe MOXHO
OJIOKHPOBaTh NPOCTOH IEPETANXKOH CCrMeHTA WIHM TOAaBlieHHeM pa3BUTHA
TOJIOBHOH 3aKJIaJIKU Ha 0ObIYHOM MecTe (CM. pHc. 2).

XapakTepHbIM IIPU3HAKOM, NPUCYIUMM IIEPBHYHBIM MOPQOreHeTHUECKUM
NojiAM, ABAAETCA CIIOCOGHOCThL PperysiMpoBarh IIPONOPUMM pa3BHBapLieHcA
CTPYKTypbl. B onbiTax Mo pereHepallMd OOJIBLIOH M MAajIbId cerMeHTh! IOJIUIIA
pereHepUpyroT XHUBOTHOE C IOAOOHBIM CTPOEHHEM, T.e. IPUMEPHO OJTMHAKOBBIM
OTHOLLIEHHEM pPa3MepoOB TOJIOBbI K TYJIOBMULY, — CBOMCTBO pa3mMepHOM MHBa-
PUAHTHOCTH.

Mopdorenetuyeckoe 1oj¢ 067a/1aeT OTPAHUYCHHBIM PAIMYyCOM OEeHCTBUSA
(cm. puc. 2, IT). TunuyHast oleHKd 1OCTeHero cocTaBnser < | MM. B takoMm
HHTepBajle yMellaeTcA NMOpANKa CTa KJEeTOK THIMYHBIX pasmepoB. Ha3paHHbIE
OLCHKHM OJIM3KU I IOJeH pasHbIX 3aYaTKOB B 3apOBIIIAX PAa3HBIX BHAOB
[31]. Cumraercs, YTO JAHHAA YHHBEPCAIBHOCTh OTpaXaeT OBILYI0 (PUIHIECKYIO
NpUpOAY loJIei pa3HpIX 3auaTkoB [31].

BosuuknoBenue MII, kak mpaBuio, CBsS3aHO C BHELIHMM CTHMYJIOM WIH
¢ HEKOTOPOH M3HAYaJIbHOW HEOTHOPOJHOCTRIO. B OIBITAX 110 pereHepaluy TAKUM
CTUMYJIOM SABJIIETCA CaMa ollepaliisi OT[eJIeHUsl TOJIOBHOM uacTu. Ho ponb
BHEIHETO CTUMYJia B lipolecce GOPMHUPOBAHUA 11071 He Oosiblle, Yyem pOJib
TPUIrepa, HMHULHMUPYIOUIETO ABTOHOMHBIH IIpolecc. XOopollas WUICTpauus
TAKOH ABTOHOMHOCTM — ONBITHI MO HHAYKIUU MOYKOBAHUA B KOMOHUM FHAPO-
nonuna [256]. Ctumyiiom [UIs pasBUTHs HOBOTO l106era B KOJIOHMH MOXeT
OBbITh IIPOCTOM MEXdHHYECKHH HaXXUM Ha OCHOBHOM cTBON (cM. puc. 51) . OgHako
TAKOW CTHMYJI He KOHTPOJIHpYeT Bech lipouecc pa3sutus nobera. Ilocneguu
MOXeET OCYUIECTBJIATbCA M TIOCTIe YCTpaHEHHS HaXMMa M Jaxe Ha TOM MecTe,
KOTOPOe BOOOLLE He NIOIBeprajgoch BO3NEHCTBHIO.

XapakTepHpIH pajuyc ICUCTBUA IIOJI NMOMABJIeHUA He 0Os3aH COBIALATH
C pasMepamMu Tou OOJIACTH 3apOipllIa, B KOTOPOH MOXeT (OpPMHPOBATHCA
HOPOX/IAOWIMHA ero 3a4aToK. EcCaM IepBBIH pasMep cocTaBiisgeT HeHOJbLIYIO
YacTh BTOPOTO, TO BO3MOXHO BO3HUKHOBeHHe 60Jlee WM MeHee peryJisipHOH
pelIeTKU MOBTOPAUIMXCA 3a3YaTKOB. JTO INIPOMCXOIOUT, B YACTHOCTH, IIPH MOD-
¢oreHesax 3ayaTKOB Pa3JIMUHLIX CTPYKTYP KOXHOro MOKpPOBAa — MepbeB, BOJIOC
KOB, LLIETHHOK , YelllyeK, kene3. 'eoMeTpHsa DTOH peuIeTKU MoxeT BbITb pasiny-
HOH — JUIA IlepheBbIX 3aYaTKOB ee AYCHKH IPe[CTaBIANT cOGOW IIpaBHIILHBIE
LICCTHYTOJIbHAKH;, BOJIOCKH WIIM LIETHHKH YacTO OPraHU30BaHbI NUOO I11epHO-
AMYECK M [TOBTOPAIUWIMMHUCS PAAMH, IHOO BOODLIE HeperyJIsipHoO.

Ilepeuncnennpie, YUCTO (HeHOMCHOIOTMUECKHE IIPU3HAKU IIOBECHUA AT
NpelcTaBiieHre O COACPKAHUM CaMOr0 NOHATUS MOpPGOTEeHETHUECKOrO MO,
OcHoBHasg Harpyska 3TOTO MOHATHA -~ OOGBEAMHHTH OOLUME uepTH Mpolecca
$bopMHpOBaHHUA pPa3HOPOAHBIX CTPYKTYDP B pasBUBarouwieMcs zapojbille. JleHct-
BUTEJIBHO, yKa3aHHble IIPU3HAKHU JIerKO OOHApYXXUBATCA IIPH aHalM3e JKCIe-
PUMEHTATLHOTO MATepUasia MO 3aKJIafKe LeJoro pAja OpraHoB — Cepiaua,
7183, KOHCUHOCTEH — Yy 3apopdbiileil MuHorux BugoB [17]. JamepHeiinias 3amava
COCTOMT B BhIICHEHMU (rU3uuccKOH 11pHpo/iel MIL. Jis ee pelieHUss HEOBXOAUMO
HHTEpIIPeTUPOBATL BbIJeJIeHHble CBOHUCTBA B TepMHHax (M3MYECKH HU3mMmepse-
MBIX BEJIMYMH. 3Ta 3a7]aya COCT4BIIsIeT OJJMH M3 OCHOBHBIX IPEIMETOB HACTOS-
LIIETO MCCIIeIIOBAHMS .
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Mopdiozenerueckoe none onpedeaser pasmMerky CTPYKTypoobpazoearnus.

HosunnoHnHas uHbopmanwus [lpunuceiBaembie MophoOreHeTH-
4eCKOMY IIOJII0 YePThI OOUIHOCTH B PAa3BUTHMHU Pa3HpIX 3aYATKOB NpPeAMNoaramT
OJHOBPEMEHHO OIrpPaHHYEHHOCTb cepbl AesarenbHocTi” MII, nockonbky ¢op-
MHPOBAHHE PA3HBIX 3aYaTKOB BKJIIOUAeT B cebA euie M pasHylo ClelHATH3AUUI0
kJerok. llocnennee onpepensiercs BKIIOYEHHEM B Pa3HbIX JIOMEHAX 3apOzbIila
pasHeIX crenM¢pnuecKuX HaGopoB reHoB. MIMEHHO Hiles “TIO3MUMOHHOM HHbOP-
Maiuu” [31] no3BonNsier BHIIENHUTH Te IPOIECCH B MOPGOTEHETHIECKOM MONIE,
O KOTOpPBLIX MOXHO TOBOPHTH, OTBJIEKAasACh OT KOHKPETHOH CHeNUanu3aiuy
KJIETOK JJAHHOM 0671acTH 3apo/Ibiiia.

CyTb Mpaen coctout B crenyoem. OGLIHI Ipolece cTpyK Typoo6Gpa3oBanus
ABJIACTCA CYINECTBEHHO [IBYXCTaJMHHBIM. B HeM Ha INepBOM JTalle — Ipexme
AKTHBALMH CTICIUPHUIECKHX TEHOB — OCYWICCTBAAETCH IIPOCTPAHCTBEHHAasA pas-
MeTka. Ew ycTaHaBjiMBaeTcA TpyNia KJeTOK, B KOTOPOW 3Ta dKTHBALUsA Ipo-
U30HIeT B CIEAYIOLIMH IIpOMeXyTOK BpemeHH. [lposBrnenue crnemdpHueckoi
KOMIIeTEHIIMM KIJIETOK IOJA JAHHOTrO 3ayaTkKa IIPUXOOMICH TOIBKO HA BTOPYH
CTajIui0. B KOHTpOIIE NPOCTPAHCTBEHHON PA3METKH I'eHbI, IKCIPECCHA KOTOPBIX
onmpernenser cheubUuecKyw ITUdGGEepeHIMPOBKY, MO-BUAMMOMY, HE YYacT-
Bywot {31,32].

Takoe pasrpaHuHueHHe NMOJATBEPXIAeTCA ONbITAMH ¢ TeHeTHYECKHMMH MO3aH-
kamu [33, 34]. Mo3auunbie 3apOfpiiH HACEKOMBIX KOHCTPYUPOBAINCH IIyTEM
MMIUIAHTALlMM MYTAHTHBIX I1I0 KAKOMY-THO0 MOpdONOrHuecKOMYy IIpM3HAKY
KJIETOK B HOPMAaNbHBIA 3apofbil. Jlanee 3KCIEPUMEHTANbHO pellancs BOIpoc,
BAMAET JM MYTALMA Ha CHTHAJ, YIPaBIAKINMA BKIIHOUCHHEM CllelUpHIecKON
aKTHBHOCTM KJIETOK, MJIM CHCHAI OCTAeTCA HE3aTpOHYTHIM, a MyTalMeH H3Me-
HeHa clieuMdHueckas peakius Ha Hero. EcH MyTaHTHbIe KIIETKH pa3sBHBAKTCA
B JJaHHOM MecCTe MO33aMKH TaK XKe, KAK B TOMOIOTMUHOM MeECTe YMCTOro My-
TAHTHOTO 3apOMdBbIllId, TO CIPABEAJIMB BTOPOH BapHaHT. BBIACHMIIOCH, YTO A
MHOTMX MYTAIMid ¢ MOPGONOrHIecKUM 3¢ deKTOM UMeeT MeCTO MMEHHO TaKasd
curyamuss [33, 34]. CrneposatenbHO, pa3MeTKH B MYTAHTHOM M HOPMAaIbHOM
332pOJIpINIAX OJUHAK OBBI.

B cxxaTtoM BHJE CKa3aHHOE MOXHO BBIPa3HTh HOPMYIIOH:

Crieundudeckas =  YHusepca/ipdaa X Creuududyeckas

CTPYKTypa pa3mcTKa peaxuus

“TloneBbie™ uepThl CTPYKTYPOOOPA3OBAHUA, TOCKOJIBKY UMM ONpEJENAeTcs
TO 00ilee, YTO €CThb B PA3BUTUM pa3HbIX 38YATKOB, OTHOCATCH HMEHHO K pa3MeT-
Ke. B cHny yKa3aHHOH YHHBepCarbHOCTH IIPHHMMAETCsA, YTO OHa (pa3MeTka)
JOJDKHA YIPABIATECA HA OCHOBE MEXAHM3MOB, XapaKTCPH3YIOIUMX [0CTATOYHO
0buire GpU3UYCCKUE CBOHCTBA KIIETOK .

KoopaumHauua aKTHUBHOCTH KIJeTOK. MOXHO HaspBaTh JBa
OBUIMX IIyTH OPTraHU3aIMU HAIKIIETOYHOT O TIOPAIKa.

[lepBbId MyTh — NPOCTPUHCTEECHHAA Ce2peeayus NOOBUNHLIX KAeTok (cop-
Tune) [35]. llaHHBI MCXAHU3M HPOCTPAHCTBEHHOTO YIIODAAQUEHHUS IOKa3aH
B 3KCIIEPUMEHTAX € MHCCOUMMPO3AHHBIMU KIIETKAMM 3MODPHOHANBHBIX TKaHeH
{36, 37]. OnHako, HACKOJIBKO HaM M3BECTHO, IIpX (GOPMHPOBAHHH IPOCTPAHCT-
BEHHOH OPraln3afdd B GCTECTBEHHOM DPAa3BHUTHK BBICIIMX MHOTOKJIETOUHBIX
COPTHHT He MIpaeT POJNH. Y HM3IUMX 3TOT MEXAHM3M HCIOIb3yeTCs. B 4acTHOCTH,
YCTAHOBJleHa ero BeyIas po:lb Ha MOpdOreHeTHUeCKOM daze IHKIA PA3BUTHA

MHKcomuueT D. discoideum (ra. 111).
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BTopoi# MyTs NpeanosaraeT 83aUMHYI0 KOOPOUHAYUIO AKTUBHOCTU KAETOK
Had OCHOBE MEXKJIETOYHbIX B3aUMOIeHcTBHH. OJHMM U3 BEPOATHBIX KAHAJIOB
TAKMX B3aUMOIEHCTBHH sBNseTcs OU(dY3Hs CUrHaIbHBIX MOJeKyl (Mopdo-
redoB) . Jlns ee oBecrieyeHus IIa3MaTHYecKas MemMOpaHa ¥MeeT CIEIMATTH3HPO-
BaHHBIE CTPYKTYPhI — LIENEBbIe KOHTAKTHI [38, 39]. XoTs B NMUTEpaTypE HABHO
BBICKA3bIBAOTCS TPEMIIONIONKEHHS] O TOM, YTO ITOT KAHAJI MEXKIIETOUHOH CBA3H
BaXKEH I OCYINECTBIICHUA Pa3MeTKH CTPYKTYypOOOPa3sOBAHHUA, IPAMBIX TaHHBIX
Ha 3TOT CUET HeT.

Haubonee 61u3ko oTHOCAmMECA Clofla pe3yJNIbTAThI MONYYEHBI B LIOCIIENHEE
Bpemsl Ha MilekonuTaoumMx [42, 43], MHuMHKax Hacekomsbix [45, 46] u mon-
mockax [44]. Ipu wuccremoBaHMH MEXKIIETOUHOR mHbGY3HH KpacHTenel
OBHAPYXWIOCh CYUIECTBOBAHHE ~KOMMYHHKAIMOHHBIX KOMIIAPTMEHTOB™ [46].
B sxcnepumenTax ¢nyopecuupyionte MOJIEKYIbl CBOOOIHO AU GYHIHPOBAIH
B IIpefenax OnpefelleHHbIX O6NacTeH 3MHACPMHUCA JIMUMHKH, HO He NMPOHMKAIIK
3a IpaHHIbI ITHX obnacteit [42—46]. BaxHO, yTo 0GHapyKeHHbIE KOMMYHHKA-
LHOHHBbIE KOMIIAPTMEHTBI AHATOMMUYECKH COBIAMIAIT ¢ KOMIIAPTMEHTAMH OIHO-
POIHOH HeTepMHHALMK KieTOK (45, 46]. Ha OCHOBaHMH 3THX HaHHBIX MpEIO-
JIaraercs, 4TO0 BO3HHMKHOBEHHE M NOIJIECPXKAHHE JUBEPreHIMHM IyTed pa3BHTHsA
CONPOBOXIAWTCA M HYXIAKTCA B YCTAHOBIICHHH KOMMYHHKAIMOHHBIX BaphepoB
MEXIY COOTBETCTBY HOIIMMH NPOCTPAHCTBEHHBIMH JOMEHAMH 3apOAbIlIa.

Huddys3ua CUrHanmpHbIX MONEKYNT — He eNWHCTBEHHOE CPEefICTBO MepeHoca
HMHGOpPMALUM MeXTy KJIeTKaMH. JIpyTrHM TaKMM CPEJICTBOM ABJIAKICA INpsAMbIe
KOHTaKTHbIe BR3auMoJieicTBuA. OGCyXIeHHe POJIM 3TOTr0O KaHala MeXKIIETOUHOH
CBA3H B INIPOCTPAHCTBEHHOW OPraHW3alMM Pa3BUTHA MBI OTIOXHMM OO Ti. IV.
Tam 310T BoIpoC ABNIsETCA OCHOBHBIM NIPEAMETOM aHAJIN3A.

§ 1.2. MatemaTHuecKHe MOJE/TH KOHTPOJISI IeTEpMHHANHH

Jo MOCTpOeHHUs MONHBIX aleKBAaTHBIX MaTeMAaTHUECKHX MOZENIEH CENCKTUB-
HOrO KOHTPONSl AKTUBHOCTH TE€HOB IIpH [OHBEPTE€HLHU KJICTOYHBIX THIIOB B
Pa3sBUTHM MOKa emie ouyeHp panexo. CeHuac B 3TOH 0Oyactd 6Onee HACYLIHBI
YMCTO 3K CNEPUMEHTANBHBIC BOIIPOCHI.

[Ipn meHee rnoGampHOH IOCTAaHOBKE BOIMpOCAa MaTeMAaTHUECKHE MOMEIH
BCE XK€ MOTYT OKa3aThCs MNMOJIE3HBIMH. B 4acTHOCTH, MaTeMaTHUeCKOe MOMEIH-
POBaHHe IIOMOTAeT OILEHHUTh MOCTATOYHOCTh TOH WIM HHOH THNOTETHYECKOM
MOJIEKYJIAPHOH CXeMbl JIJIf HHTEPIPETAllMH CBOHCTBA KOMIETeHLHH 3MOpHO-
HaJBHBIX KJIETOK.

Kak yse oTmeuanoch, CBOHCTBO KOMIIETCHIMH [OIYCKAeT OOIIYI0 OUHaMU-
yeckyio HMHTepnpeTanuioo. COrmacHoO 3TON MHTEPIpeTalMd KOMIIETEeHTHAsA KIIETKA
06JIa/IaeT MHOXECT8EHHbIMU COCTOSHHAMH [MHAMHYECKOTO paBHOBECHA, T.€.
B TePMOJHHAMHYECKOM CMBICIIE HEPABHOBECHBIX, HO YCTOHYMBBIX CTALIHOHAPHBIX
cocroAHWi. Ha3BaHHasg MynBTHCTAUMOHAPHOCTh [OJKHA OpITh NPOM3BOJHBIM
CBOHCTBOM  (PYHKIMOHMPOBAHHSI CHCTEMBI PETYJALUMH OHOCHHTETHYECKOTO
annapata. MIMeHHO 310T akT MO3BOJNIAET ODOCHOBATH M IIPOAHAIM3HPOBAThH
MaTeMaTHuYeCcKOe MOJIEIIUPOBaHHE.

B paborax {47, 48] crpourcs mareMarHyeckas MOJeNb M IIPOBOTHTCA
aHaJIM3 JUHAMUUYECKHX PeXHMOB NMEPeKPECTHON PEryIALHH IBYX TeHEeTHYECKHX
noAcucTeM. KHHeTHYecKHe ypaBHEHHMA CTPOATCA Ha OCHOBE MOJIEKYIISAPHOR
CXeMBI KOHTpOnA TeHHOH j3kcnpeccu akoba—MoHO, HOCTaTOUYHO IIOJHOM
W YHUBEPCAIpHOM AJIS MPOKAPHOTHYCCKUX KIIETOK.
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lIpu Bapuauuu napaMerpa, HMELLETO CMbICT MEPbI MHTEHCHMBHOCTH 06-
ero MeTabosusMa, eJMHCTBEHHOE YCTOWUHMBOE CTALMOHAPHOE COCTOAHHE MOXKET
pACIIEIUIATLCA HA JiBa — GHQypKaluHsa TpUITEPHOTo THNA. B pe3ynbTate 3TOH
6ubypKaLMH MOJelIMpyeMasi TeHeTHUecKass CHCTeMa NMpHo6peTaeT CroCOBHOCTD
K BBIGOpPY peXHMa FOMEOCTATHUECKOTO PABHOBECHS, YTO TPAKTYeTCsA B pabore
[47} kxak npoo6pa3 BO3HHKHOBEHHS KOMIICTEHIHH Y KJIETOK 3apO/blilid MHOTO-
KJIETOUHOTO OPraHu3Ma.

HedopMaibHbIM HCTOYHHKOM BO3HUKHOBEHHsI OHUCTaOMIIBHOCTH SIBJIACTCH
3a5T0KeHHOE B MO€e/b MpPeAlNoioKeHHe O B3aMMHOHM PENpeccHH TPAaHCKPHIIUMH
TEHOB HH3IKOMOJIEKYJISIDHBIMH I1IPOJIYKTAMH HX AKTHBHOCTH. EciH ypoBeHsb
pPelpPeccHd [IOCTATOYHO BBICOK, TO AKTUBHPOBAHA MOXeT ObITh JIHIUL OJHA
M3 [IBYX CUEIUIEHHBIX [eHeTHUeCKHX IIOJICHCTEM; IIpH 3TOM BTOpAst pelpeccH-
pyercs en.

JlaBeHOa paccMOTpeNT MHYH MOJIEKYISpHYIO cXeMy TaKdxe Ha 6aze MopenH
Kakob6a—Mono [49]. B ero momenu NpUCYTCTBYET JIHIIL OJMH TeH. ABTOpery-
nAuMA, obeclleyuBamIas roMeoCTaTUUECKHE PEKUMBI, ABIAETCA IPOU3BOIHON
OT LeNH OOPaTHBIX CBA3eH: reH — Geslok-hepMeHT — MeTabOJIM3M — HHIYKIUMA
TpaHCKpUluud. HeiubeitHpiM 3BeHOM B 3TO# Uenu ABNAETCA CBA3BLIBAHHE WH-
AYKTOpa € pelipeccopomM, KOTOpOoe IOJDKHO ObITh kooNepaTtHRHbIM. IIpu gocta-
TOYHO BBICOKOH KOOIMEPATHBHOCTH MOSIBIAETCS BO3MOXHOCTH OUCTaBHIIBHOTO
pPeXMMa aKTUBHOCTH T'eHa.

HHoit — Goree (heHOMEHOJIOrHYECKHH TOAX0 ], — IMPHMEHHT JJIe/IbLITeNH
[50]. OH He nbITaeTcs BBIBECTH ABTOPErYIAUHI B CHCTeMe OHOCHHIE3a, HO
nocrynupyer ee. Obwas NpHHIMTIMATIBHAA cXeMa OGpATHBIX CBA3EH B IHHAMMKE
OHOCHHTE3a NOJpa3ymeBaercss TOH JXe CaMOH: aKTHBHOCTb T'€HOB — MeTabo-
JIK3M — aKTUBHOCTH reHOB. Ho KOHKpeTHbie ypaBHeHMA He CTPOATCA MHIYK-
THBHBIM NIyTeM, a BBOOATcA eHomeHomorvuecku. Ilpuy 3tom Hcnonesyrorcs
IaHHbIe JKCIIEPUMEHTOB II0 HHYKUMH JIAKTO3HOTO onepoHa Gaxktepuu E. coli
[51]. CuoBa oxaspiBaercs, uto B ¢a30BOM NPOCTPAHCTBE TaK CHPOPMYIIHPO-
BaHHOH THHAMHUECKOH MOJIEJIM UMEETCH JIBE YCTOHYHUBBIE OCOGBIE TOUKH.

Janee MauIMHHBIH aHaJM3 C [IPUBJIEYEHUEM UHUCIIOBBIX 3HAUCHUH Napamert-
POB, B3AThIX H3 O9KclepumenTta [51], mokasan, urto M3 n0GOr0 HAYAIBHOTO
COCTOAHMA (pa30Basg TpackTopus OBICTPO (B TeueHMe MHMHYT) OKAa3bIBAETCA
BONU3H BBIJIEJICHHOH JIMHUM Ha (a30BOH MJIOCKOCTH — OJIHOH M3 HYJIb-U30KJIHH
cuctembl. JlanmpHeHIast 3BOJIOUHS MPOUCXOOUT BJIONIb 3ITOH JIMHUHM, 3aHWMAET
CYIIECTBEHHO GoJibliiee Bpems (Yachl) U IIPHBOIMT CHCTEMY K OJTHOMY H3 YCTOH-
yMBBIX crauioHapoB [S0]. Taxum 06pa3oM, TeMI-IMMHTHPYIOILAsd CTagus
JUHAMHUECKON CHCTeMBI PeryJISAUMU aKTUBHOCTH reHa COXpaHseT edUHCTBEHHY 0
YHHBEPCAIbHY 0 9BONIIOUMOHHPY IOILY F0 cTelieHb cBoGomb1 [50] .

CuMTaeTcd BIIOJIHE BEPOATHBIM, YTO OCHOBOMOJAramle OHOXHMMHUUECKHE
MEXaHH2MBbI TOMOJIOTHUHBIX PEXUMOB (HYHKUHOHHPOBAHUA (HallpUMep, Cellek-
TMBHOW aKTHBALHUH I'€HOB) CXOOHBI Y OMIHOKJIETOUHBIX U MHOTOKJIETOUHBIX [16].
Haxe eciu KOHTpOJb paboThl TEHOB Y MOCTEeAHHX obeciieunBaeTcs Gojee CI0X-
HBIM MEXaHM3MOM, O6Ilee Npe/ICTaBlieHHe O JICTEpMHHALUHU IMOPHOHATBHBIX
KJIETOK K4K O COCTOSSHHH TOMEOCTATHUECKOTO PABHOBECUSA OT 3TOTO HE OJIXKHO
H3MEHHTbCHA. Mbl OyleM NOJIb30BaThcAd ITHM HpeACTaBIEHHEM B OCHOBHOH
4acTH paboTsl.
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§ 1.3. MaTemMaTHUeCKHe “MeXaHH3MBbI’® CaMO0 praHH3alHH

KakuM 06pa3om KOMIIETEHTHbIE K BbIGOpY NyTH Pa3BHTHA KIIETKH 3apo-
ObIlIa BRIGHPAXT MpaBUIIbHOE COCTOSHUE NETEPMHHALUMH U KaK ITPU 3TOM obeclie-
YUBAETCHA COIJIACOBAHHOE [IeHCTBHe MHOXECTBA KieTok? BomnpumHCTBO Teope-
THUECKHX pa3pafoTok B JIUTeparype IpefcTaBifeT cobO0H BapHAauUM oOiuer
TeMb! IIO3HIMOHHOM HHOpMAIMKU ™.

Mocne TrropuHra OCHOBHOH, 62a30BOH, MOJesbK) (GOPMHUPOBAHUSA NTO3HLIMOH-
HOU MHGpOPMAUMKH OKA43aiach MOAENb HA OCHOBe RUGOYHIUPYILUX MOpdoO-
reHoB”. TbOpHHI BIlepBbie YKa3al ~MaTeMaTHYeCKHe MEXAHM3MBI’, 10 KOTO-
PbIM XUMHYECKHE PeaKHHMOHHbIE CMECH MOTYT CAMOITPOU3BOJIBHO PAacCIauBaThCA
B MaKpOCKONMMYeCKHMX ™macwrtabax, MOpoxnas IpH 3TOM MPOCTPaHCTBEHHO
peryyisipHbie CTPYKTYDPbl paclpefeneHUsl KOHIEHTpanui peareHtoB [52]. Ilo
MbICIH TbIOpHHra MpPOCTPAHCTBEHHBIM KOHTPOIb MOPGOreHeTHUECKOH aKTHB-
HOCTH KJIETOK OCYUIECTBJIAETCA MOJIEK YJIIPHBIMHU areHraMu — MO poT'eHaMH —
TaK, 4TO TATTEPHbI KIETOYHOH aKTMBHOCTH ABIAKTCA MPOLYKTOM U OTOBpae-
HHEM CAMOOPTaHU3YOIHXCA ~XUMHUUECKUX NpelaTTepHoB” .

PaGoroit [52] Obima cTHMYJIHpPOBAaHAa ITOCTAHOBKA IMMPOKOro Kpyra 3aad,
HMEWILUX B 3HAYMTEIBHON cTeleHH GOpMAaTbHbIA XapakTep. PasBUTHE HCXOMHOM
ugern TeiopHHra o “XHMHUeCKOH OCHOBe MopdoreHeza” NPOUCXOAUNO TaK,
4TO ’MaTemMaTHyecKHe MEXAHHU3MBI” CAMOOPIraHU3AIMUU MAK POCKOMHUECKOTO
NopAAKA OKAa3aluCh UCCIIEIOBAHHBIMU CAMBIM TILATENBHBIM OGpPa30M, HO MpaK-
THYECKH HHUKAaKOro MpOABMXEHHS K (aKTHYCCKOMY OOOCHOBAaHHIO MIEU Cle-
nano He 6puto. M xotsa ceituac, ciycrs Gomnee TpUAUATH neT Mocre paboThl Thio-
pMHra, NOKa IMpexAeBPeMCHHO OBCYXAaTh ~’XHMHUUYECKUEe OCHOBBI mMoOpdore-
He3a”, BhIawlieecs 3HAYeHHe 3TOH paboTel ocTaercs OeccrnopHbiM. OmHAaKo
[IOHUMATh 3TO 3HayeHHWe cjiedyeT Boslee UIMPOKO — OLEHUBAA ero He KaK ~ XHMH-
YeCKYI0”, a CKOpee KaK ~'MAaTeMaTHUYeCKyw OCHOBY mopdoreHesa”. IlponykTom
Pa3BHTHES MAaTEeMaTHUECKOH CTOPOHBI UAeH ThropHHIa cTaja COBPEMEHHAs TEOPUSA
“IUACCUNATUBHBIX CTPYKTYp~ -— O[Ha M3 OCHOBHBIX [JIaB HOBOH MEXIUCUHI-
JMHAPHOR 0OBMAcTH ecTecTBO3HAHMA — cHHepreTvH. Hexoropsle NONMOXeHUA
3TOH TEOPHH IIPe/ICTABIAITCA HUXKE.

OJuddysnoHHass HeyCTOHUYHUBOCTL U CAMOOpPTraHHU3A
UHA MUKPOCKONHYECKOTO nopsaaka. TeropHHr BBET B paccMoT-
peHHe HOBBIH (GOpPMAaNIbHBIE OBbEKT — CHUCTeMbI ~peakuua—auddysus’ (P—JI-
cuctembl). B P—Jl-cucreme ThopuHra AUGQYHIHPYIOT H B3aHMOLEHCTBYIOT
IIOCPEACTBOM B3aUMHBIX XHMHUYECKHX [IPEeBpalfeHMH [IBd THIIOTETHYECKHX
areHta — mopdorena. Makpockonnyeckie ypaBHeHHs, YIIPaBIIAIOIIHE IBOTI0-
UMeH paclpefeneHHl KOHUEHTpAaUMH X U Y, BBIDJAOAT ClelyowuM 06paszom:

dX/ot=P(X,Y)+DxV*X, aY/0t=Q(X,Y)+DyV?Y. (1)

CyliecTBEHHBIM SABIIAETCH LIPEIIONOXEHHC O HATWYMM aBTO- M KPOCCKATAJIUTH-
UYeCKMX 3BeHbeB B NpeBpaweHusix X M Y, 6maromaps KOTOpeiM GYHKUMK JIO-
KaJIbHOH JUHAMHUKH X M Y OKa3bIBAIOTCA HEJIMHEHHBIMH.

['panuyHple ycj0BUA IMpeIIONAraioTcsi BIIOJIHE CUMMETPUYHBIMH, a Bce
MapaMeTppl CHCTEMbI IIPOCTPAHCTBEHHO OFHOPOAHBIMH. B Takol cHUTyauuH
€CTECTBEHHO OXMAATh B KauyeCTBC ACHUMITOTMYECKOTO peXHUMA TIOMOTEHHOE
paciipefieriecHue X, Y= const, ollpefiesifeMOe Y paBHEHUAMHU

PX,Y)=0Q(X,Y)=0. .~ (2)
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B ycrnoBusx TepMOIHHAMUYECKOIO PaBHOBeCUA -- B 3aMKHYTOM IO OTHO-
LIEHHI0 K cybBcTpartaM M NpOAYKTaM peakLUUH oObeMe — HAHHbIA peXHM ABJIfA-
eTCSl eUHCTBEHHBIM YCTOHUMBBIM [53]. B OTKpBITON CHCTeMe MOTOKH Beliect-
Ba Yepe3 peaKHUOHHBLIA 06beM MOTYT y[AepKHBATH COCTOSTHHE Ha ompeflelieHHOH
POUCTAHIMKM” OT TepMOOMHAMHUECKOTO paBHOBecus [3, 4]. D10 sABJsercs
Heo6XOIMMbIM YCIIOBHEM BO3HHKHOBEHHS NIPHHIMIHAIIBHO HOBOTO TOBEAEHHA —
CIOHTAHHOTO TIOHWKEHHS! CHMMETPHM MAaKPOCKOIMYECKOTO COCTOSHUs [4].

B ocHOBe MexaHM3Ma JAHHOTO SIBJIEHUA JIeXKMT TaK Ha3biBaemasa guddy-
3UOHHAsg HeycToHyMBOCTb. Manble Bo3mywenna 68X, 8 Y (¥, t) roMoreHHoro
cocTosHua X, Y, obramamoume ONpeNeNeHHOH MpOCTPAHCTBEHHOH acCMMMET-
pMEH, MOryT He 3aTyxaTb, KaKk B TpPHBBIYHOM CHTyallMH BOJIM3M TepMOIMHA-
MMUYECKOTO PABHOBECHS, a HAlpOTHB — YCH/IMBaThCHA [0 MAKPOCKOMHYECKHX
maciitaGos [3-5].

Takas HeyCTOMUMBOCTR COJEPXHMT B cebe NPeANoChIIKHM K CaMOOpPraHH3a-
. Ilponeccet XxMMHueckOro npeBpaieHda ¥ U dy3HH HMEIOT CTaTHCTHYEC-
Kyl NpHPOOYy — MHKPOCKOINHYECKHEe BO3MYIIEHHS BO3HHMKAKT B HUX €CTECT-
BEHHBIM 0Gpa3oM B pesynbrate ¢iykTyauuid. HecMoTpsa Ha anpuopHyo Heop-
TaHH30BAHHOCTh (YK TYaHHOHHBIX BO3MYIIEHHH, CIOCOBHOCTE K CeJIeKTHBHOMY
YCWIEHHI0 HEKOTODOH BbINEJIEHHOH MOIBI BO3MYyIleHU# (auddy3uoHHas He-
YCTOMYHBOCTH) [IOJIKHA NMPHBOIUTh K Pa3BHUTHI0 MAKpPOCKOMHUECKOH OpraHH-
3anuM. Takum o6pa3om, GIYKTyanuH H HeyCTOHYHBOCTb MPHBOJAT K €CaAMOIIPO-
H3BOJIBHOMY CTaHOBJIEHHI0 IPOCTPAaHCTBEHHOTO MOpAOAKa — TMOpAAKa uvepes3
dnyxkTyauuu [4].

®opmanbHas mopend (1), TMo3ponuBiuas ThOPUHTY YCTaHOBHTb IIPHH-
IMIHANAHYK BO3MOXHOCTh ONHCAHHOTO MEXaHH3Ma CamMOYMNOpA[IOUEeHHs, OCO-
6oro 3HayeHus He umeer. OHa BaxkHa He Gollee YeM CPEACTBO JEMOHCTPALMH
CYTH [OOCTATOYHO oOwero MexaHusma. llenmbrit pag ¢HsHueckux M (H3UKO-
XMMHYECKUX CHCTeM OGHapyXMBAalT MNOBeleHHE, B OCHOBE KOTOPOTO JIEXHT
3T0T MexaHu3M. Clofia OTHOCSTCA: pacclioeHHe B XMMHUYECKOH cmecH benoy-
coBa—XaGoTuHCKOro, crpaTHdUKALUA ra30BOro paspaga, yCTaHOBJIEHHE AYeHcC-
THIX CTPYKTYp BeHapa B clioe HepaBHOMEpHO IIPOrpeTOH >KMAOKOCTH U Ap. (cM.
Gonee o6cToATeNbHBIN pa3bop 3TUX sBNeHUd B MoHOrpaduax u ob3opax
[3-5,54]).

XakeH, 3aHMMAaBIUMACA TeOpHed TeHepalHH KOTEPEHTHOIO H3J1yYyeHHs
B Jlazepax, OJHUM M3 NepBbIX OGpaTuy BHHMaHMe Ha OOWYyI0 CyTb ABJICHHH
3apPOXIEHUST MAaKPOCKOIHYECKOH YIMOPATOUYEHHOCTH B Pa3HOPOAHBIX 110 IIPH-
poae o6bexTax [S55].

Mak pockOnHUecKH HEOJHOPOAHBIE COCTOSHHA, 3apofapiuuecs BAAIH
OT TepMOOMHAMHUYECKOIO DPAaBHOBECHs B pe3yJipTaTe CIHOHTAHHOTO HapyLUEeHHA
CHMMET PUH, IPUHSATO HA3HIBATh ~ OHCCHIATHBHBIMH CTPYKTY paMu’’.

JdBa pexumMma reHepalvd JHCCHNMATHBHBIX CTPYKTY p.

a) “Msrkui” pexum. Ilpn MArKOM pexume HapyllueHHe OJHOPOAHOCTH
H $OpPMHPOBaHUE TUCCUIIATHBHON CTPYKTYPbI MPOUCXOHAT 3a NMOPOTOM aCHMIITO-
THYECKOH HeyCTOMYHBOCTH T'OMOTEHHOTO COCTOAHMSA. B 3TOM Cryuae HHKaKHX
CIIEIHANIbHBIX JeCHMMETPU3YIOIINX (aKTOPOB — HU BHEILUHHX, HYM HAYAIbHBIX —
He TpeGyetcs. Ilepexom MoOxxeT HHIyHHPOBATbCA €CTECTBEHHBIMH MHMK POCKOIH-
YeCKMMH (IIYKTYyanUsiMH. B JaHHOM pesxHMe reHepalyy aMIIMTY1a CTPYKTY PbE
(T.e. aMNIUTY[a OTKJIOHEHHA OT MCXOLHOTO TOMOTEHHOTO COCTOSIHHMA) Mana
B Mepy GNM30CTH K NOpPOTY €€ 3apOoX/eHWA, a XapaKTep IpOCTPaHCTBEHHON
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OpraHu3alUu OMpedensercss KOHGUrypauued HeycTOWUMBBIX Mof. TakMm 06-
pas’omM, MOSKHO TNIpelCKa3piBaTh TEOMETPHUYECKHE XapaKTEPHCTHKH CTPYKTYD
Ha OCHOBE JIMHEHHOTO aHAIM3a AUHAMUKH MAJIbIX BO3MYILIEHHH.

6) Kecrkuit” pexum. [lepexom B MAKPOCKONMYECKH HEOOHOPOOHOE
COCTOSTHHE B 3TOM pexume NMoJo6eH paBHOBeCHOMY ¢a3oBOMY Iepexony Iep-
BOrO poOMda TeM, YTO COCTOSIHME [PH HeM MEHACTCA CKAYKOM (B OTIIHYHE OT
HENPEPBIBHOTO H3MEHEHHs IPH MATKOM” Nepexore) .

B manHOM ciyvae CyieCTBOBAHME AUCCHUIATHBHBIX CTPYKTYD KAK aCHMITO-
THYECKOTO DEXHMa COOTBETCTBYIOIICH KHHETHYECKOH CHCTeMbl He HaXOOUTCA
B CBS3HU C MOTEpeH aCMMITOTHYECKOH YCTOMYHBOCTH OLHOPOIHOTO COCTOAHHSI.
[Tepexom mMoxeT ObITh OCYLHECTBJIIEH [0 NOPOra HEeYCTOHYHBOCTH HCXOTHOTO
COCTOSIHHA, HO MUK POCKOIHYECKHE BO3MYILICHHA [JIf 3TOTO YK€ HEJOCTaTOUHBL.
Taxo# nepexon TpeGyeT BHELIHETO CTHMYJIA.

QopmanbHOE HCCNeIOBAHUE MUCCUTIATHBHBIX CTPYKTYP MPH ABYX Ha3BaHHbBIX
PEKUMaxX TreHepalMd MPOBOJIUTCA Pa3HbIMHU METOJAMH Ha OCHOBE Pa3JIMUHBIX
NPUOIHKEHHH.

PaccMorpum dopmanbHbie pe3ysbTaThl 0 MAZKOMY 33pOXIAEHHIO THCCH-
MAaTUBHBIX CTPYKTYp. I'TaBHOM OCOGEHHOCThIO Nepexofda HAHHOTO THMA fABJIAET-
€A HaJIuMe BBIJECJIEHHOH MEIJICHHO DelaKCHpYHIed cTeneHd cBo6Goasl, KaKo-
BOH fABJIAETCA KOJUIEKTHBHAA MOJa BO3MYUIEHHs, HApyLIAKLIETO YCTOHUHBOCTD
OIHOPOIHOTO COCTOAHMA. JTOT (akT MO3BOJIsSAeT NPOBECTH MOJHBIA aHATU3
Pa3BHUTHS HEYCTOMYMBOCTH M CTAOMIIM3AUMH JUCCUNATUBHOH CTPYKTYpHI B OK-
PECTHOCTH Topora ee reHepanuu. IIpogBuHyThCA ymaercs 6iaromaps BO3MOX-
HOCTH CYLIECTBEHHOH pelyKIIMHM ONUCAHUA JUHAMMKH.

OcHOBOU Npouenypbl peOyKUMH CIIyXHT obmiast upest BoromwGosa [57].
CopepxaHue ee, KaK H3BeCTHO, TAKOBO: eCJIH B CHCTeMe CO MHOTHMH CTENEeHAMHU
cBOGOJBI MOXHO BBIICTHTb DPAN TepeMEHHBIX (CeKYNApHbIE IlepemeHHbIe),
BPEMeHHbIe MaciiTabpl W3MEHEeHMsi KOTOPBIX BENHKHU fi0 CPaBHEHWD C EBpe-
MEHaMH peJlaKCalluM NpPOYUX CTeneHed cBOBOMBI, TO 3TH MeIJIeHHbIe U3MEHEHUS
OOMAKHBI TIOOUMHATBCA 3aMKHYTOMY — ’MAaKpOCKONHYECKOMY’ — OIIHCAaHHUIO.
Bonusu nopora aucd@y3mMoOHHON HEYCTOMYUBOCTH CeKYJIAPHBIM MapaMeTpoM
ABIISIETCS AMILUTUTYA KOJIJIEK TABHOM HeyCTOHYHBOCTH MOIHI [5].

Penyxiuus nuHaMuyeckOro ONHCAHUA [OCTUTaeTcs IyTeM Iepexoja OT
JIOKAJIbHBIX AWHAMUYECKUX TepeMeHHbIX (KOHueHTpaiud X, Y B ypaBHeHHAX
(1)) x HaGopy koOUleKTHBHBIX. [T0OJHBIH HAGOP KOJIEKTUBHBIX [1€PEMEHHBIX
COCTABJIAIT HOPMasibHble MOIbI JIMHEAPU30BaHHbIX BOIHM3H TOMOTEHHOTO COC-
ToaHuA (X, Y) KUHeTHYeCKHX ypaBHeHuit (1). ITH mMompl NpecTaBisitoT COBOi
cobcTBeHHble GYHKIMH IHP(Y3HOHHOTO Ollepatopa V2 M XOpPOINO H3BECTHBI
mJis oBnacTeit ¢ OTHOCHTENBHO MPOCTO# reoMeTpHeit [S8].

O6GiHe MeTozpl MONMYYEHUS pPeLylHPOBAHHBIX KHHETHYECKHUX YpaBHEHHI
IUIA  KOJIJIEKTHBHBIX [epeMEeHHBIX, Oa3upymoolMecs Ha TrpyNNOBOM MNOJXOe,
paspaGateianuce Catuikepom [59]. UHble, Tak HaspiBaemble MYIbTHCKEH-
JIMHTOBBIE MpOLEAypPbl, YCIEIIHO MPUMEHSJIUCh Uil BBIBOJA MaKpPOCKOIHU-
4ecKoro onucaHus B pa6orax [60, 61].

Jns npotlenyprl NOCTPOEHUA PedyllMpOBAHHOTO OMMCAHUA MAlO CYLIeCTBEH
BMJ], HCXOHOH KHHETHYECKOH CHCTeMbI B JIOKAJIbHBIX NlepeMeHHbIX. Peak ipoHHO-
ouddysuonnpie Momenu Tuna (1) MOTyT UMeTh IIPH ITOM [POU3BOJIBHOE YHUCIIO
Takux nepemeHHpIx. O6nias ¢opma pegynUpOBAHHOTO OIMCAHUA OT 3ITOTO
He 3aBHCHT U MMeeT JIsl Pa3sMEPHOCTH NIPOCTPAHCTBA eIMHMIA B 0606IeHHO-
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ro ypaBueHus I'mu3bypra—Jlanpay {56]. Uucno napamerpoB, HOMHOCTBH) OIpe-
ACNANUMX “MaKPOCKONMYECKYI0” OUHAMHKY, HeBellMKo. Tak, mjis ypaBHEHHs
I'mu3bypra—Jlanmay, UX OBa. JTH OBAa Mapamerpa ABJIAKTCA U3BECTHBIMHM KOM-
OGHHALMAMH, BOOOLIE TOBOPA, GONBIIOTO YHCia NApaMETPOB HCXOHOM KHUHETH-
yeckoil cucremel [56, 60]. Onu copmepxar B ceGe BCI0 CymeCTBEHHYH ISt
CTAHOBJIEHHSI MAaKpOCKOITMYECKOrO IOpAZKA HHPOpPMauHio O peaKUMOHHO-
mHb GY3HOHHON MOJIemH.

Takum 06pazom, A TeHepauuH NMPOCTPAHCTBEHHOrO MOPSIKA B PEXHME
MATKOro BO30Y>XIeHHs YOAeTCSA IOCTPOUTb YHUgepcdabHOoe ONHCaHHe. JTO
OITMCAHHUE JAET IOJIHYI0 HHGOPMAIHI0 O MAKPOCKONMUECKOH (KpynHOoMacuITab-
HOH U MeUIEHHOH) OMHAMUKe CTAHOBJIEHMA NMOPASKA, T.e. O reoOMeTpUH ¢op-
MHUPYIOUIETOCA TIOpAAKA, ¥ O TOM, KaK BO BPeMeHHM NPOTEKAET 3TOT IIPOLeCC.

HakoHe11, BOIM3U MOPOra MATKOIO 3apOXXAEHUsT MAJIOAMIUTHTYIHbIE JUCCH-
NAaTHBHBIE CTPYKTYPBl MOMHO HMCCIIEAOBATh METOJAMH TEOPUH BO3MYUIEHHH
[4, 62]. Hamnuue marioro napamerpa — aMIUIMTY/IbI OTKIIOHEHHSA OT HCXOTHOTO
rFOMOTEHHOTO COCTOAHHUA — MO3BOJIAET aMMPOKCHMHUPOBATH HEJIIMHEHHY0 3344y
NOCIIEOBATENBHBIMYA JIMHEHHBIMHU MPUOITHKeHUAMHU [62].

llpuBenemM aHanM3 CTPYKTYpP KOHEYHOH aMIUTyObl. TakHe CTpYyKTYphI,
BO3HHMKAWILHE B WeCTKOM PEXUMe TeHEepaluM, He NOAJAITCA HCCIeJOBaHHIO
METOJIaMH, IIPUTOAHBIMH il MATKOTO pexkuma. [lepexoi oT nokambHBIX Iepe-
MEHHBIX K KOJUIEKTHBHBIM B [JAHHOM CJly4de HEKOHCTPYKTHBEH, IIOCKOJIBKY
B HErOMOTEHHbIE COCTOSHUA C KOHEUHOH aMIUTMTY/IOH O30T CONOCTABHMBIHA
BKJIAJl TapMOHHMYECKHME MOJbl IIMPOKOrO HHTEpBAaJa 3HauyeHMH BOJIHOBOTO
yucna. HukakHX yHHUBepcalbHBIX METOHAOB TEOPETHYECKOTO AHAIM3a TaKHUX
COCTOSIHMH He CYIIIECTBYET.

OfHaKo MpH HalmMYMM MaJlblXx BHEIIHMX NapameTpoB B 3apave (1) uHOrma
yOaeTcsa HpOIOBHHYTHCSA, He Npuberas K uMciieHHOMY pelienuwp. Tak, B pabotax
[63—67] misa P—I-momenu (1) ¢ pe3koit gucnponopimeil xapakTepHsIx AUd-

¢y3HOHHBIX [UIMH ry  ~ /Dy, yTx, y YAIOCh [OCTATOYHO [MOJIHO OXapaK-
TepU30BaTh MHOrOOGPa3He BO3MOXKHBIX ~ Pa3HOBMJHOCTCH [MCCHIIATHBHbBIX
CTPYKTYD-

B [aHHOM ciyyae CTPYKTYphl OKAa3bIBAIOTCA ~KOHTPACTHBIMH® — B HHX
OTHOCHTEJIBHO [IPOTSKEHHbIE YUYACTKH IUIABHBIX M3MEHEHMH NepemeHHBIX X, Y
(Ar ~ ry) pa3spenieHbl Y3KHMH 30HAME pe3KHMX M3MEHEHHMH “KOpOTKOJEHCT-
Bylomes KOMIOHeHTs” (Ar ~ ry). KoHkpeTHble Npoduin pacnpeneseHHn

X, Y(r) B KOHTpAacTHbIX CTPYyKTypaX 3aBHCAT OT BUNA HeNHHeRHbIX (yHK-
uuit P, @ B cucreme (1). B umtuposaHHpIX paGotax [64, 65] upemiaraeTcs
rpaduuecKuid VITOPUTM [IOCTPOCHUA KOHTPACTHOH CTPYKTYphl Ha OCHOBaHMH
BH/IA HYJIb-M30KJIMH Ha ¢pasoBoil iockoctu { X, Y}

B paGorax [68, 69| mpensiaraercs 1: MajgoMy NapameTpy — OTHOLIEHHIO Xa-
PaKTepHBIX M Y3HOHHBIX IJIMH — [0OABUTH €llle OJIMH B PEAKIHMOHHOM UacTH
P— ~JI-MOeu: NOCTYMPYETCA CYMIECTBOBAHIE HEPAPXMH XAPAKTEPHBIX BPEMEH-
HBIX MacluTd60B B TOUEUHOj [MHAMHKE. B 9TOM Cilyuae NOABIAETCH BO3MOX-
HOCTb pelyKUMH KHHeTHYeCKOHW Mojenu Ha Dase Teopembl TuxoHosa. Jlocra-
TOYHO I1IPOU3BOJIPHAA PEAKUMOHHO-IM(PY3HOHHAA MOIEsb NP HUTHYHM ABYX
HA3BaHHBIX AMCIPONOPUUI MaclITa6OB CBOQUTCA METONOM peayKiuu 1o Tuxo-
HOBY K OOHOH M3 OBYX “6a30BbIx” KMHeTHuUecKux cucreM. MMu mopenupyror-
CA /IBa XapaKTepHbIX THNA KOHTPACTHRIX CTPYKTYp -~ MHUKOBBIC W AOMEHHBbIE
[68, 69].
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MexXaHH3M BOIHUKHOBEHUS 1 UPpPY3UOHHOU Hey CTO H-
4yuBocTH GopmansHeiid pe3ynsrar ThopHHIa O BO3MOXHOCTH HeyCTOMYH-
BOCTH, HapylHdwuied CUMMMETpPUI0 B [BYXKOMIIOHEHTHOH AMHAMUYECKOH CHUCTe-
Me peakuus — Auddysus, MOXHO OOBACHUTL KaueCTBEHHO HA KOHKPETHOM
IIpUMEpe TAKOH CHCTEMB.

Ilycts “peakuMOHHAs™ 4YacTb IIPeCTaBIsieT COGOHM aBTOKATATIUTHYECKOE
BOCIPOM3BOLCTBO OJIHOTO peareHra (dKTUBATOpa), ero KpoCCKATATMTHYECKHH
3bdexT B AMHAMHUKE ApYyroro (MHrMOUTOpa) U obluee HOAABIsAIOLIEe IeHCTBHE
nocneaHero. Cepust P—Jl-mopesied 1aKoro tuia Gpula NpeiioxeHa, J10CTaTOYHO
O0OCTOATENbHO  HPOAHAITU3UPOBAHA UMCIIEHHBIMH METOJAMH U ILMPOKO HC-
[OJIb30BAHA Il MHTEpIpeTauMH IpoueccoB (POPMHUPOBAHUA IMOGPHOIEHETH-
yecKMX TaTTepHoB 'Mpepom u MaltHxaparom [70—74]. OauH U3 KOHKpeTHbIX
BAPMAHTOB KHHETHUECKHUX YpPABHEHUM MOJENM “~aKTUBATOp — HHTHUOHTOp”
UMeeT BUTL

da/dt = ca’/h — pa + D,0%aj/ox?,

3
Oh/dt = ca® - vh+D,3%h/ox?. )

TToHHXeHKe TIPOCTPAHCTBEHHON CHMMETpUH MONA KOHUEHTpauui a4, h BO3-
HUKaeT Mo olefyouwemy MexanusMmy. Ilpy jgocratousHo GONbBLIMX 3HAYEHUAX
1IapaMeTpoB [ U ¥ OJJHOPOJIHOE COCTOsHHUE, B KOTOpPOM aBTOKATaIM3 IIOABJICH
HHTUOUTOpPOM, dACHUMITOTHUeCKH YcToHunBo. Ilycth xaxum-nmuGo oGpasom B
HAayaJpHBIH MOMEHT BpEMEHH JIOKaJIpbHO cO31aH M3OLITOK axTHBaTOpa. Ilpu
AOCTATOYHOM aMIUTUTY/AEe 3TOTO BO3MYLLIEHUA HellMHeHHOe aBTOKATATMTHYECKOE
BOCIIPOM3BOACTBO ¢ [IOMHHHpYeT Haj MHrHOGMpOBaHHeM, TaK YTO aKTMBATOpD
HaYHHAEeT C YCKOpeHHeM HakaluluBarbeA. [lapaiienbHo — 3a cueT KpoccKaTanu-
338 — JIOKaNbHO HApACTdeT M KOJIHYCCTBO MHruburtopa. Heobxomumo, 4TOGRI
1IOCTIeiHee TIPOUCXOOMIIO Be3 3alla3/bIBaHUA, A Yero KHHeTUYeCKHH Ko3ddu-
LUMEHT ¥V HOJIKEH ObITh JIOCTATOYHO BEIMK. TOrja HHrHGHTOpP CMOXeT OCTaHO-
BHUTb HEOTpAHHYEHHOE JIOKANbHOE [IPOU3BOCTBO AKTHBATOPA.

Hanee, wist TOro 4TO6bLI AKTHBALMA He PACIIpOCT paHsIdCh HA BECh peaKIHOH-
HpIA 0ObEM, HO YAEPXKUBAIACh B OTpaHMUEHHBIX IIpeenax, Heo6X0aMMO, YTOGbI
HHIHOUTOp obnagayt Hosibiled I by 3MOHHON IIOABHXKHOCTBIO, YeM @KTHUBATOp:
Dy > D,. Torpa BHe o6nactM axTuBalMM oOpasyercs H3OBITOK HHIUGHTOpA,
NpPeNATCTBY LUK BKITIOYEHHIO a8 TOKATANK34.

Takum 006pa3oM, OUCBHAHO, [OOJIKHO YCTAHOBHUTHCH I[POCTPAHCTBEHHOE
paccroeHde — KOHUEHTPAIHK AT¢HTOB d ¥ /1 OTHOCUTENIBHO BEJIMKH B OT paHHUeH-
HOH 0OGMacTH M M4ihl B €€ OKpecTHOCTH. UHCITeHHOe pelueHHe ypaBHeHHH (3)
KAyeCTBEHHO HHYero He ao6asister [72. 73] .

Ho6GaBuM, 4TO 110 3TOMY € MEXaHM3MY M B paMKax TeX e KMHEeTHUeCKHUX
YpaBHEeHHI MOTYT BO3HMKAaTh M TIPOCTPAHCTBEHHO peryiapHsie — IepHOanYe-
CKME — [IMCCHNATHBHbIE CTPYKTYpbl [72]. OmHAKO MCXOIHOE TFOMOTeHHOE
COCTOAHME IIPH JTOM [JODKHO OKa3aTbcAd aCHMITTOTHYECKH HEYCTOMYMBBIM.

KpaTtkon cioBecHoRH ¢GOpMYIIOH OIHMCAHHOIO MeXaHU3Md BO3HHKHOBe-
HUA MAKpPOCKOINHYECKH HEOQHOPOOHKIX COCTOAHMH AB/AETCH 'JTOKATIbHBIA
aBTOKATalM3 M JIaTepaTbHOe HHIHOHPOBaHKe” [70]. B Bostee LIMPOKOM CMBbICHE
(He 00s3aTeNbHO WPHNUCHIBAA ABTOKATAIIM3 OJHOMY BbIIEICHHOMY areHTy,
a uHrubMpoBaHHE — [pYrOoMY) [AQHHLIA MEXaHH3M SBISETCA YxXe He IPOCTO
BO3MOXHBIM, HO YHHBEpcajibHbIM. B 310M MBI yBegumca B § 1. 3.
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§ 1. 4. Mopenu ¢opMHPOBAHUA NATTEPHOB
KIleTouHo# nHdepeHIMPOBKH

Mp! 1Ipe/ICTABUM ABE TAKKUX MOJEIIU M3 IUTepatypol. OGe MO/eH OTHOCATCA
K paHHeMy 3MOpHOTreHe3y HaCeKOMBIX M MHTepIIpeTUPYIOT Ipoliecc HpOCTPaHCT-
BeHHOM CAMOOPraHM3alM{ TUIAHA CTPOEHUA JIHUMHKH HAa OCHOBEe MIEH O Oud-
dynmupywwux ™MopdoreHax KakK MCTOYHHKE TNO3HIIMOHHON HHGOpMALMH.

OCHOBHOH IUIAH CTPOEHHA JIMUMHKH CTAHOBMTICA HOCTYIIHBIM JUIA IIPAMOTO
HabrxaeHUsi TIPMMEPHO HA YeTBepPThIM IeHb PA3BUTUA — HA CTAJUM 3dpOIbllile-
BoH MNonmockd. OH yCTaHABIMBAaeTCA B BUIe JIMHEHHON TMOCIEOOBATENBHOCTH
CEeTMEHTOB — [BYX IOJOBHbIX, TpeX rpyaHbix H 7--10 Gprowmtpix [75]. Umero-
wMecs B OBONBIIOM KOJIHYECTBE CBE[CHUA IO HapylileHHAM OpraHU3aLuM 3a-
POIBILIEBOH TOJOCKH, BO3HHKAWOLIUM B KOHTPOJIHPYEMBIX 3KCIEPHMEHTasb-
HpIX cuTyauusax [75], obectiewiBar XOpOLUMH TeCT [UIA TeOpeTHYECKHX
MOJIeNei.

HHTepecHpId IepHom pa3BHUTHA IIPOHOIKAETCA HA MpOTsAxeHHH ¢opMHpo-
BaHUs OacTOoziepMbl. FiIMeHHO B 3TOT NepuOd KIIETKH “TIONYYaroT MHCTPYKIUU
K BbIOOpY HAIpaBJieHUA [aTbHEeHINeH CIIeLHaIu3aliy 1 GOpMHpPYIOT IMepBHY-
Hple 3MOpHOHAIbHbIE HATTEPHbI — HATTEPHBI JAeTEPMUHALMHU OCHOBHBIX JIHYH-
HOUHBIX CTPYKTYD [75, 76].

MaiHXapar mpediaraeT CieIyUIYld MOIeNb CaMOOPraHW3alUM OCeBOMH
YIOPANOYEHHOCTH 3TUX HMHCTpyKuui [77]. Tlocrymupyercs, 4TO IO3MLHOH-
Haa HHPOpPMAUUsA, OPraHU3ywulaA MATTepHbl KIIETOYHOH JIeTepMHHALMH, YcC-
TAHABJIMBAETCA B BHIe MOHOTOHHOIO TpOGUIA KOHIUEHTpallHH HeKOTOpOro
MOpdOreHda ¢ MaKCHMyMOM M MUHMMYMOM COOTBETCTBEHHO Ha 3afHemM H Ie-
peaHem nomtocax Aua [77]. GopMupoBaHUe IpafueHTa KOHUEHTPALHU MO pbO-
reHa TIpUIUCHIBAETCA MEXAHH3MY XMMHUYECKOH CAMOOPraHMU3ALMH, NpeaCTaBiIeH-
HOMY B Tpegsigyumiem pasgene. [Ipu 31oMm, xkak ¥ B J1060H MOJIENH, ONUpAO-
LIEHCA HA MACI0 IO3UHIIMOHHOH MHQOPMALUM, CUMTAETCA, YTO KIISTKH [IETepPMH-
HUPYITCHA B COOTBETCTBHH C /J0KA1bHLM YPOBHEM KOHUEHTpaLMd MOpdoreHa.

XapakTepHsid HaQop THIOB [eTepMHHAUMU “TpaHcIUpyeTca” ¢ eAMHOTO
MOHOTOHHOTO MNpOQUIA KOHUEHTpauuHd MopdoreHa GnarojapsA cCyumwecTBOBa-
HHI0 “TpajIdeHTa HOpOTOB” BKITIOUEHHA Pa3JIMUHBIX IporpaMm pas3sBuTusA. Hau-
BBICUIMM [0 KOHLEHTpauuM MopdoreHa noporom oONaganT TepMUHAIbHbIE
CermMeHTpl OPIOIIKA, HAHHU3IIMM — TlepeJIHHe TONIOBHBIE CeIrMeHThI [77].

KoHueHTpaunoHHeiit tipoduiab A (x), MONYydYeHHbIH M3 UACIEHHOTO pelie-
HHMA MaTeMaTH4ecKOR mMofenu (3), ¥ pasMeTKa AHIA HAa 30HBI Ipe3yMITHBHBIX
CerMEHTOB, [OJIy4YeHHast B ONlpITe [78], HAIOT IpafiyMpoOBKY IIKaabl KOHLEHTpa-
ud MopdoreHa h. [larmee OHa HCIONB3yercs MPU HHTEPUIpPETalMH 3K CTepUMEH-
TATBHO WHAYLUHUPOBAHHBIX AHOMAIMH B CerMEHTAPHOH OPraHM3aLMHM 33aPOJIbIllA.

Takue BO3IeHCTBUA, KAK JIMTATYpa, ynbIpabuoieToBoe 061yueHue, NpoKoI
Aiua, Kak mpemnonaraeTcs B [77], He 3aTparHBawnT NOPOrOB AeTePMHUHAIMH,
HO HMCKaXAT 33JdiMUA TO3WIHOHHYI WHbopMmauuio npoduns #(x). 310
HCKa)eHHe IIpeliCKa3pIBaeTcsA pacueTHpiM TyTeM M3 mojgenu (3). 3areM Ha
OCHOBaHHM YK€ MMErouleicA IpajlyMpOBKH HIKAIbl KOHIEHTpaLUH MopdoreHa
BOCCTaHABNMBACTCA HHIOYIMPOBAHHAA aHOMAIIBHAA HOC/IENOBATENBHOCTh Cer-
MEHTOB.

Takum o6pasom Maitixapary [77] ymamoch KOIMUECTBEHHO OTIMCATh
3bdexT NUrarypei, coCTOAnIH# B YMEHBIICHHH YMCNIa CECMEHTOB B KaX/IOM
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M3 H30JIMPOBAHHBIX ¢parmMeHTOB siina [75]. Mopens pgaeT Takxke IOBOJIBHO
eCTeCTBeHHOe OOBACHEHHE pa3BHUTHI) CHMMCETPUYHBIX, ABYOPIOXHX JTHUMHOK
npy YO-06nyueHHu u aHATOrHYHOMY addeKTy npoxkona [79, 80].

BMmecTe ¢ TeM runore3a 0 MOHOTOHHOM IpajiMeHTe IOpOroB jieTe pMUHALMH
BBI3BIBAET cepbe3Hple BO3paxeHus: [11, 81]. B uacTHocTH, K ee HegocTaTKam
OTHOCHTCA IipeHeOpexeHHe OOUMPHOH W copepxkaresibHOM HHOpManued o
KOMITAPTMEHTALMOHHOM TIYTH pa3BUTUS JIMUMHKK |7, 8] . UTHOpHpYIOTCSA TaKke
IaHHbIEe O CTIOHTAHHOW TpaHc/IeTePMUHAIINH KIIETOK 3apopiua [19], mossonsio-
IMe YCTAHOBUTb KOJOBYI0 TaGNULYy MAETEPMUHALMH He3dBHCHMO OT IIpef-
NONIOXKEHHH O NpUpOJE M XapaKTepe MO3MLUOHHOM uHpopmauuu. Bornee ToToO,
MO>HO YKa3aThb H4 NIPOTHBOpEYHe TpeicKa3aHUM U3 JAHHOH MOJENH YIOMSIHY-
TbIM BBILLIE JKCIEPHMEHTAIBHBIM AaHHpIM. M3 llocienHux ciiemgyer, 4To CTpyK-
TYpbI JIMYHHKH, TpeJOKATH30BaHHbIe Ha IIPOTHBOMOJIOXKHBIX TONOCaX Gracro-
AE€PMbl, — TEHUTAIMK M AHTCHHBI — MMEKT GIM3KHe MPOTPAMMbI PA3BHTHA,
T.€. He HMEIOT MPOMEXYTOUHBIX THIOB AeTepMUHALUK |1 1]. 310 OBCTOATENDBCT-
BO HHMKAK He YKNaJpBaeTCA B FHNOTE3Y O MOHOTOHHOM TpafiMeHTe NMOPOTOB
nerepvuHauuy. CornacHo moclenHed, aHATOMUYECKH YHAJIEHHbple CTPYKTYpbI
SJMYHHKHK JOTIKHBI GBITH pasfereHpl OTHOCHTEIIBHO GOJIBIIAM YHCIIOM IPOMEXY-
TOYHBIX THIIOB JIeTe pMHHALIMH.

Mopgens pOopmMuUpOBaHHSA IMOPUHOHANBHBX TATTE p-
HOB Hd OCHOBEe KOMOMHATOPHOFO KOJ4 OeTepPMHUHA-
uuu [11, 82]. Nannhas monens npemioxeHa KaydpmaHom M OTiIHYaeTCs Hc-
NONb3yeMOH KOOOBOH Ta0IIKLeH feTe pMHUHALIUH.

Ha ocHOBaHHHM OBLIMPHOTO 3KCIEepPHMEHTAIBHOTO Martepuana [7—9] cumrta-
€TCA, YTO IpOoLEcC CerperalyH JIMHYHA 110-pPa3sHOMY jIeTe pMHHHPOBAHHBIX KIIETOK
ABJIAETCH He OOHOAKTHBIM COGBITHEM, d OUCKPeTHOH IIOCIIe0BaTeNbHOCTHIO
AeTCPMHHAHOHHBIX 11aroB [82]. KaxaplH 1ar He3aBUCHM OT JIPYTHX H COCTOUT
B peajlM3allyH GHHAPHOTO TeHeTHYEeCKOTO BpIGOpa (BKIIIOYEHHE — BBIKITIOYEHHE
COOTBETCTBYIOIL{ETO TeHa — TeHa-CeJIeKTOpa) B OJHOH M3 HECKONbKHX TeHeTH-
yeckux HogcucreM. COenaHHBIH BBIGOP 3allOMHHACTCA KIeTKAMH B HX
NoCeNywieM pa3sBUTHH. THIBI JeTepMHMHALUM, COOTBETCTBYIOUIME pa3iuy-
HBIM JIMYHHOYHBIM CTPYKTYpaMm, OIpelelfloTcd KOMOHHAUUAMU COCTOAHUH
peaqu3alyy BpIGOp2 B 330e¢HCTBOBAHHBIX I'eHETHUYECKHX MOJACHCTeMax [7-9].

B pmaHHOM MopenM HpOCTpaHCTBeHHbIe OBMACTH 3apofbIlia C pPA3THYHON
IOeTepMHHALHeR TAK)Ke ONpedeNATCA HA OCHOBE KOHIEHTpallMOHHbIX Hpoduried
MopdoreHa. OnHAKO B OTJIMYKE OT TIpedblay el MOIENH, 3/I€Ch 3TO He eIMHbIH
XHMHYecKHd TpagueHT. [locnegoBaTenbHple AeTepMHHAUUMOHHBIE [IATM B pas-
BUTHH KJIETOK 3apojibiiia, o Kaydpmany [82], onpenensiporcs 3akoHOMepHO#M
CMeHOH npoduna KOHHeHTpaua MopdoreHa. B xavecTBe BepOATHOH IIPHYMHbBI
3TOH cMeHbl KaydmaH ykaspiBaeT Ha HajeHHe JaTepanbHOM nuddy3HOHHOH
TOJBMXHOCTH MOpdOreHa, KOTOopoe TOIDKHO CONPOBOXAATH (OPMHPOBAHHE
KJIETOYHOTO MOHOCIIOA BJIaCTOAe PMBI.

Kaxxgpli aKT peopraHM3alMH KOHUEHTpAlMOHHOFO HpOoduIs MopdoreHa
yIpaBiisieT OuYepefHBIM JeTepMHHALMOHHBIM LIATOM [N BCEX KJIETOK Gracro-
nepmel. [lpH 3TomM g1 BCeX KIIETOK BKIIIOYAeTCA WIM He BKIIIOUAETCS OMMH
U TOT & TeH-CesIeKTOP B 34BUCHMOCTH OT JIOKAJIbHOYO YPOBHA KOHIEHTpaUUH
MopdoreHa. B gaHHOH Mofend Ha Bechb HHTepBajl U3MeHEHHMS] KOHIEHTpAaUHH
MOpdOreHa NpUXOJUTCA JIMUIL OJUH NOPOT IHEepeKITIUeHHA [1eTepMHHALHOHHO-
TO TPUITEpa.
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B oxpecTtHOCTH UG Y3MOHHON HEYCTOMUHBOCTH IajieHHe KOIPHHIMEHTOB
pudPy3HH [IOIKHO BbI3BIBATH IIEpeXO[ KO Bce 0oJjiee KOpPOTKOBOIHOBBIM
JMCCUITIATUBHBIM CTPYKTypaM. JTHM OOCTOATeNbcTBOM B Mojenu Kaydmana
00bACHAETCA IPOTPEeCCHBHAA peTHOHATU3AIMA PA3BUTUA 3APObILIA.

Psap aktoB, B OOBACHEHHH KOTOPbIX MOJEAb €AHHOTO MOHOTOHHOIO
rpagdeHTa [77] WcHbITHIBAET TPYJHOCTH (JIaHHble 1O TpaHcAeTepPMHHALMH
[19] u romeosucHbiM MyTamusaM [8, 9]), Mofenb Ha OCHOBe KOMBHHATOPHOTO
KOIa [JETepMHHAIMK XOPOLIO OOBACHAET. B TO ke BpeMs Npu HHTEPIIpETaluH
JKCHEPUMEHTAJIBHO HMHAYUMpYeMbiXx abGepauMd 5MGpHOHANBHBIX TMATTEpHOB
MOCIeHsIsE MoeNnb ABHO YCTYNaeT lepBOH. [TONBITKA Npeoone Tb 3TO 3aTpyaHe-
HHME, He OTKa3pIBasich OT MUEH O KOMOHHATOPHOM KOji¢ [eTepMHHALHH, HO Ha
OCHOBE HHOW NOCBUIKH OTHOCHTENIBHO IIpOCTPAHCTBEHHOTO KOHTPONs [IeTepPMH-
HaluM GbUla NpeaNpuHATa HaMu B paBote [83].

Be3oTHOCHTENIBHO K BOIPOCY O MeXaHH3Me peTHOHAJIH3alMH pa3BUTHA
3apofpilld HOesl O KOMGMHATOPHOM KOJE HEeTepMHHAIUH KaxeTcs OveHb pea-
JMHCTHYHOH. CeHuac ee MOXHO apryMeHTHPOBATb He TOJIBKO Ha OCHOBE HaHHBIX
MO TPAaHCOeTEpMUHAINAM, SABJIAOUIMXCA MpPEONOCHUTKOH HCXOIHOH GOpMy-
JIUPOBKH.

[MposiBiieHHe TaK HA3BIBAEMBIX TOMEO3HCHBIX [EHOB B paHHEM Da3BHTHH
U deHoTHIIHYECKHE 3D DEKTHI MYTAUMHA IO HHM IMO3BOJIAKT pACCMATPUBATh ITH
reHpl KaHOMAaTaMM Ha pOJIb TeHOB-CeNIeKTOPOB [7, 8]. B uocienHee Bpems
YOATOCh CYUIECTBEHHO NIpOABUHYThCA B TIOHMMAHHM paGOThl 3TH reHoB [84—86].
[IpsiMo moxa3aHO NOsIBAEHHE MX TPAaHCKPUITOB HA pPaHHUX CTAIMAX pA3BUTHUA
B TeX OOJIaCTAX 3apO[BIILA, JIE MPEIOKAIIH30BaHbl COOTBETCTBYIOUIHE CTPYK-
TYphl JHUMHKH. Ele 6osiee 3HauMTeNbHbIM ABJIAETCA OTKPBITHE (haKTa TOMO-
JIOTMH TOMEO3MCHBIX TE€HOB IUTO[OBOH. MYIIKHM ¢ TeHeTHYECKHM MaTcpHaJiOM
OueHb MHOTHX BHJIOB XMBOTHBIX, B TOM WMclie W 4YenoBeka [86]. Ha arom
OCHOBAHHMH BBICKA3bIBATCA IMPEINOIOKEHHA O CYIeCTBOBAHUH HEKOTOPOTO
YHHBEpCAJIBHOTO MeXaHW3Ma, YIpaBIdoilero IpoOCTpaHCTBEHHOH OpraHu3a-
uHeit pa3BuTHs [86].

Cefiuac, KOT/a NOMCK BeETCA He TOJIBKO B PAMKaxX TEOPETHYECKOTO MOJie-
JHPOBaHUs, HO Onarofaps pa3BMTHIO HOBBIX MOUIHBIX JKCTIEPUMEHTATBHBIX
METOZOB NpPHOGpETaeT XOpOUIYI (DAKTHYCCKYI0 OCHOBY, MOJXHO OXHAATh, UTO
TEMIIBI PA3BUTHA JAHHOM OBNIACTH CYWECTBEHHO YCKOPATCH.

HoBhe MOogenu U MeXaHHU3MBbl CAMOOpPTaHU3AUHH
pa3BuTHA. Te3uc 0 NO3UIHMOHHON HHDOPMALUK [JaeT OYeHb obtuee 06bACHe-
HHe TOro, Kak¥M IyTeM B KOJJIEKTHBAX IMOPHOHATILHBIX KIETOK pEryjupyer-
€Al MpOCTPaHCTBEHHAA YIIOPA/IOYEHHOCTh pa3BUTHA. bBosiee KOHKPETHBIH MeXxa-
HU3M, B KOTOpPOM 3a IIpOCTPAaHCTBCHHYI0 pa3MeTKy OTBeyaeT XHMHUYeCKasi
OMCCHIIATHRHAs CTPYKTYpa, HMeeT CYHICCTBEHHBIH paedeKT. ITOT MeXaHH3M
OKa3bIBaeTCS IPAKTHYCCKH HEOOCTYNHBIM HpPAMON 3IKCNEepHMEHTAIbHOH Tpo-
Bepke [74].

lMoka nuib IS OJHOTO OPraHH3Md — FIPECHOBOOHOM MAPBI — YOAnoch
YCTAHOBHTh BEUIECTBA C aKTHBHOCTBIO TMIIOTETHYECKHUX MOpdoreHoB [87—89]
M TOKa3aTh HAJMUMe HX [PaJMeHTa BIOJb OCH MOP(HONOTHYECKOH TOJIApHO-
cti [90]. Op#ako CYMTaTh 3TOT IPATHEHT NepBHYHBIM HCTOYHHKOM, a He OTKJIH-
KOM Ha NMO3MIMOHHY 10 HHGOPMALHI0, I0OKA HeT OCHOBAHHH.

B neitlom mopernu ¢hopMHpOBaHMA 3MOGPHOHATIBHBIX HATTEPHOB Ha OCHOBE
XHMHHYECKHX TpagUCHTOB, XOTA H IIPOJeMOHCTPHPOBMIH JIOCTATOYHYHO OIHCE-
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TEIbHYIO CHIIY, TAK W He MOJIYUMIIM HAZIEXHOTO 3KCIEePUMEHTATIbHOTO TIOATBEPX-
IeHus (CM. 06Cys IieHHe JaHHOTO 0GCTOATENbCTBA B MOHOTrpaduu [74]).

B nocnenHee BpemsA NOJIOXeHHe Hel ¢ daKTHyeckuM 0GOCHOBaHMEM Teope-
THYECKHUX MOJenell CaMOODTraHU3aIlMK 3MOPHOHAMTbHBIX MATTEPHOB CTANO YIyd-
warbes. O@MHAKO B OCHOBE 3THX HOBRIX MOJIEIIEH JIEXAT yke HHble (PUIHUCCKHE
MeXaHW3Mbl. Bedyuias poiib B HHX OTBOIMTICA MeXaHM4EeCKOH aKTHBHOCTH
KIIETOK.

MHorie >MGpHOHAJIbHBIE KIIETKH, NMOMEUIEHHble Ha ynupyruii cy6erpar,
CNOCOGHBI BhI3bIBaTh B HeM 3HauMTellbHble HaTmxeHudA [91, 92f. Tak, ¢ubpo-
6nacTel, BhICEAHHpIE HAa TOHKYK DE3MHOBYIO IUIEHKY, NMPHKpPEIUIAOTCA K Hel;
I[pH JTOM [OBEPXHOCTh IUIGHKH CMHHAETCH TON KIIETKOH ¥ OIOHOBpeMeHHO
HaTsSTUBaeTcA BOKpYT Hee [91]. HarsixeHus OmlyTMMbI Ha paccTOAHMAX I10-
PAOKA CAHTUMETPOR OT FeHepUpYIoLleH UX KIIeTKH.

Ecnmu kynbTypa ¢HGpOGIacTOB rOMOTEHHO [HCIEPIMpOBaHa B MaTpHKCE
KOJUTATEHOBOTO TeJIsl U CKATHIO Teld KaK LeJIOTO NpelATCTBYET NMpUKpelUleHHe
ero IpaHuIl, TO MCXOOHO OOHOpPOJHAA CMeCh KIIETKH — MAaTpUKC pa3buBaeTcs
CO BpemMeHeM Ha CIyCTKH KJIeTOK M CKAaTOro MMM mMatpvkca [93]. B npomexyr-
KaxX MeX[Iy TAKMMH CTYCTKAMH OGHapy>kMBAKOT OpHEHTHPOBAHHbIE TH3KH KOIIIA-
TeHOBBIX BONIOKOH. OObeMHble CTPYKTYPbI, FeHepUPY€EMbIe TAKOH MeXaHHUECKOH
HeyCTOMUYHMBOCTBIO, BAPbUPYIOT B 3aBUCHUMOCTH OT IUIOTHOCTH KJIETOUHOH momy-
nauud  [93]. B 4acTHOCTH, OGHAapy>KMBAKTCA H IIPOCTPAaHCTBEHHO perymsp-
Hble KapTHHBI.

Ilo BceH BUOMMOCTH, MEXAHH3M HeYCTOMUHBOCTH, KOTOPBIH B OIHUCAHHOM
3KCIEpUMeHTe TPUBOAUT K pACCIOeHHI0 NONynAuur ¢ubpobnactos, paGoTaeT
H B ecTecTBEHHOM sMGpuoreHede [94]. B wactHocTH, IpH HOpPMHUpOBaHUH
KOHeYHOCTeH eMy MOXeET ObITh MPHUIIMCAHA KOHAEHCALUMA XOHOPOUUTOB (XpHiLe-
BBIX KJIETOK ) U 3aKJI4AKa KOCTeH B pacTyileH IIoUKe KOHEYHOCTH [94] .

B skcnepumMeHTax ¢ KyJNbTypaMH KJIETOK Ha NOFI0OKKeE BhIABNIAETCA HAGOP
3JIEMeHTApHBbIX pPeaKLHMH B3aUMOJIEHCTBIA MeXOY aKTHBHON KJIETKOH M TacCHUB-
HOM MOBepXHOCTbIO. Cpeld 3TUX peaKUUH: NpUKpelUleHue KIeTKU K MOUI0KKE,
colpoBoxpawileecad aedOpMalHed KIETKH M HaTshXeHHeM MOIJIOKKH, Hepe-
MellleHHe KIJIeTKH BAOJb IIOBepXHOCTH, MpefacTaBlAnuiee oGO clydaiiHoe
611y>xgaHue, KOT[a IOBepXHOCTh OJHOpPOOHA, a NMpH HATMYMM TIpajMeHTa ajre-
3UBHOCTH (HEOOHOPOAHOrO paclipefeneHus IUIOTHOCTH MeCT CBA3bIBAHUSA) -
HallpaBJIeHHOE 110 3TOMY TpazneHTy |95]. ’

HaspaHHple peaklMH He IIpe[CTaBNIAeT TPYJa BbIPa3uUTb GOPMATbHBIM
o6pa3oMm. B paBote [96] 6vuIa IpefinoxeHa MaTemaTudeckash MOOENb NOMYIIs-
IMH aKTHUBHBIX KJIeTOK Ha ympyro gedopmupyeMom cybcrparte. HecMotps Ha
TPOMO3IOKOCTb (HecATh Ge3pasMepHbIX MapaMeTpoB), ee YIAeTCA aHATTUTHIECKH
HCCIIeJOBaTh Ha BO3MOXHOCTh HEYCTOWYMBOCTH ThIOPHUHTOBa TuMa. Beieog
TaKOH: DJIEMEHTApHble PEeaKUHUH B3aUMOEHCTBUA MEXaHUUECKH aKTHBHBIX KIle-
TOK € 2J1aCTMYHBIM CyBCTpaTtoM fABJATCA [IOCTaTOYHOH TNIPEIOChUIKOH Camo-
NIPOM3BOJILHOH OpraHU3alMK KJIeTOK B IIpocTpaHcTBe [96] .

He tonmbko ynopAgoyeHHoe pa3MellieHHe, HO M auddepeHIHPOBKA KIIETOK
MOXKET KOHTPOJIMPOBATbCA TeM e MeXaHM3MoM. M3BecTHo, 410 muddepeHuHu-
POBKa XOHAPOOIAacTOB B XpsAllUEBble KJETKH HHAYUUPYETCH KOHOEHcauueH
KJIETOK U BHEKIIETOYHOro Marpuxca [97]. TeM caMbIM poiib CHIIOTETHUECKOTO
MoptoreHa npu ¢GHOpPMHPOBaHMM Xpfllia, MO-BUAMMOMY, HCHOITHAETCS B3aUMO-
HEeHCTBHEM KIIETOK C 3JIaCTHYHBIM MaTpUKCOM. MexaHHuecKada HeyCTOHIH-
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BOCTb, NPEINOCBIIKH KOTOPDOH 3a/IOKEHBI B 3THUX B3aUMOJEHCTBHAX, MOXET
HeCTH MopdoreHeTHYeCKHe (YHKIHH, OOBIYHO MPUIMCBIBa€Mble XUMHYECKOM
HeycTtoHuHBOoCcTH ThlOpHHra M peakuHOHHO-IMbDY3HOHHBIM cHCTeMaM [96] .

B nemoM, MOXHO CYUMTaTh, YTO MATEMaTHYeCKHe TMOOXOIbl K TEOPHM TPO-
CTPaHCTBEHHOTO KOHTPOJIA Pa3BUTHA YXXe JOCTaTOYHO OCHOBaTellbHO pa3pabora-
Hbl. OgHako caMOH TeoOpMH MO CyWweCTBY HeT. MMewmuecst MaTemaTHuecKue
MOJIENIM  CTIOCOOHBI HeMJIoX0 HMUTUPOBaTh HabmnioJaemsie ABIEHUS mpd Gop-
MHDOBaHHH MopdoreHeTHUeCcKHX CTpyKTyp. Ho 310 He Gonee uem dopmanbHas
HMHTAIHA, KOTOPass HHCKOJIBKO He NMPOSCHAET BONIPOCAa O peaNibHbIX ABMXKYHIMX
CHIIaX M MeXaHH3MaXx, JIeXallluX B OCHOBe 3TOro mpotecca. Y3 GonbumHCTBa
COBPEMEHHBIX MaTeMaTHY¢CKHMX Mojelleil He CleflyeT HH MOCTaHOBKa HOBOTO
3KCMEPHUMEHTa, HH YKa3aHHE Ha CYIIECTBEHHbIC MapameTpbl IMOPHOHAIBHOTO
MarepMalia MIH ¢aKTOpbl BHELIHHX YCIOBHH, KOTOPBIe KOHTPOIHPYHWTICA B
3KCMEPUMEHTE H KOHTPOIHPYEMO BIHMAWT Ha GOPMHPOBaHHE IMOPUOHAIIBHBIX
NaTTepHOB. 3ajjauel HACTOALIETO UCCIleJOBAaHUA SABIIAETCA NOMBITKA IPUGITH3UTD-
¢ K QOpMyIHUpoBKe TeopHH GOPMHPOBaHUsS IMOPHOHANIBHBIX MATTEPHOB,
6a3MpylolIefca Ha TOCTYJIaTax, B3ATHIX M3 JKCIEpHMeHTa, H MMeHllled JieNo
C MapaMeTpaMH, KOHTPOIHPYEMBIMH B 3K ClIEpHMeEHTe.

FrTABA II

®OPMAJIBHOE ONMHCAHHE NEPBHYHOT'O YNOPAJOYEHUA
B MOP®OT'EHETHYECKOM I10JIE

JneMeHTapHBIM 3BeHOM B OOLIEM mpolecce CTaHOBJIEHHA IPOCTPAHCT-
BEHHOW OTpaHM3alMK 3apofbllia ABNAETCA aKT YNOPAJOYeHHA Ha YypOBHe
MopdcereHerdueckoro nons. KieTkH noias MCXOOHO HMIOEHTHUHbI M 06ragatoT
OJHOpOOHOH KoMmeTeHIMerh. Pe3ynbTHpymomMM COCTOSIHHEM ABJIAETCA MpO-
CTpaHCTBEHHOE pacclioeHHe — omnpefesieHHas 06nacTh MONA NeTepPMHHHpPYyeTCA
N0 MyTH Pa3sBMTHA 3auafKa B COOTBETCTBHH C KOMIETEHLMeH Mo, OCTalIbHbIe
KIIeTKH Pa3BHBAIOTCA 110 TIpOrpaMMe ajibTepHaTHBHOrO BhiGopa (§ 1.1).

Hammn 6mwxaituime 3amaun: a) ¢bopMaibHOe NpeNCTaBlieHHe CYLLeCTBEHHbIX
3JIEMEHTapHBIX CBOMCTB IO U NMOCTaHOBKA BOIPOCA O HAPYILIEHHH CHMMETPHH
UCXOJHOTO COCTOAHMs, 6) aHAIHI YCIOBHH MOABIIEHHA PpAacCIOCHHS H €ro
YCTOHYHBOCTH.

§ I1.1. ®opmansHoe NpeaCTaBIIeHHe 3JIEMEHTAPHBIX CBOMCTB Moo

a) JuHamMHuecKas MOJelb KoMmeTeHUHuHU ODynriamen-
TJIBHOM YEepPTOH KOMIETEHIMH 3MODHOH&IBHBIX KJIETOK, O KOTOPOH MOXHO
TOBOPHTh, OTBJIEKAACH OT KOHKPETHOW MpPHPOABI NOJNs (THNA GOPMHPYIOILETO-
CA B HEM 3auaTka), sIBJIAETCA NMOTEHIMaNbHasg MHOXECTBEHHOCTb PEXMMOB [IH-
Hamuueckoro pasHoBecus (§ 1.1). [lpM AMHAMHYECKOM OIHMCAHHH 3TO CBOHWCT-
BO MpeACTaBIIsAeTCsA CIIeIYIOLIHM 00pa3oM.

CoCTosiHMe KIIETKHM 3aJaeTCsi BEKTOPOM 4 B HEKOTOpoM ¢a3oBOoM mpo-
CTpaHctBe. Cpel KOMIOHEHT 3TOTO BEKTOPa MOTYT 6bITh KOHUEHTPAUMH aKTHB-
HpIX Monekyn (cMm. § 1.2), napaMeTpsl, xapakTepH3yrouHe GU3HYECKOE COCTOA-
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HHe KJeTOK, HanpuMep MX Mopdosiornueckyro nosnspusaumio (cM. § IV.2),
U Ap. GakTHuecku MbI He pacioliaraeM MHpOpMalMeH O JIeTallbHOR CTPYKType
3TOr0 BeKTOPa, MOITOMY B KOHKpPETHBIX 3ajauax Oy/eM omMparbCA Ha UMCTO
(heHOMEeHOJIOTHUECKOE OTIMCAaHHE.

Caman obuwass ¢opma ypaBHEHHH [BMXKeHHA Uil KOMHOHEHT @; BEKTOpa
COCTOSIHUSI HMeeT BUJT

dai/dr = 77 Fi({a;}). (1)

MHoXUTeNb T; B IPAaBO# 4YacTH 3aJaeT MaciuTab BpPeMEHHU 3BOJIKLUHK COOTBETCT-
BYIOUIEH KOMIIOHEHTDI.

B HekoTOpOM BbIZIETIEHHOM MaciliTabe, Onpee/iieMOM MaclITaboM Bpeme-
HU MHTEepecYWIMX Hac NMpOLECCOB, CYLIEeCTBCHHO JUHAMUYECKOH, KaK MPaBHIIO,
OKa3bIBaeTCHA JIMIIb HeGOJbIIAA YaCTh MapaMeTpOB g;. OcTtanbHble MEHSTCS
Ha BpeMeHax, JIMOO CyllecTBeHHO OONMbBINUX, JIMOO CYLIECTBEHHO MEHbHIUX

HHTgpecyrownii Hac Maciutab BpeMeHM - MOpAgKa yaca (XapakTepHoe
BpeMsi HOPMUDOBAHUS CTPYKTYpbl B MopdoreHeTHUeCKOM mone) [31, 98].
B Tako#t BpeMeHHOH 1lUKajle NPOTEKawT MOpPGOIOrHIecKHe  IepeCTPONKH
KIETOK M aKTUBHPYWTCA GHOCHHTE3bl GellKOB Ha YpoBHe TpaHcnsuud [99].
Takue npeoOpa3oBaHUA B XOJde Da3BUTHA, KAK CMEHd KOMIETEHLHH IMO-
PHOHAJIBHBIX KJIETOK, NONAJaKT B 0Oojllee MeJIeHHYI0 LIKaly BpeMeHH
(r ~10u) [99].

C nomolblo CTAaHAAPTHOH TMpPOLENypbl PeAYKLMH [0 METOAy KBa3HCTalHO-
HapHbIX KoHUeHTpauuit [20] mopsamok kuHeTHueckoit cucrembr (1) moHuKa-
eTcsl 10 uYMC/ia [apaMeTpOB C XapakTepHbIM BpeMEHeM [WHAMMKH, OIM3KUM
K 7j. MUHMMAaJIbHOE UYHCIIO CYLUECTBEHHBIX JMHAMMUYECKHX CTEHEHEH CBOOO/IpI
B BEKTOpe COCTOSIHMA OIpe/IeNseTCs XapakTepoOM pacCMaTpUBaeMoTro Mpo-
uecca. Tak, pUTMHUECKHE NIPOUECCHl TPeDYIOT Ts ONUCAHUA HE MEHDBLIE JIBYX
TAKHUX cTemeHeH cBoboppl. bosee crmoxHoe — HeperyisipHoe BO BpeMEHH —
NIOBeJIeHUCe HYXJJAeTCA AJIA OIMCAHHUA Mo KpalHedl Mepe B TpeX KHHeTHUeCKMX
iapaMetpax [5]. Hu TOT, HM Apyroit THIl MOBE/IGHHA HAC Ceifyac He MHTEpPECYeT.

Jna ¢dopmanbHOrO mNpeACTaBIIEHHA CBOUCTBAa KOMIIETEHTHOCTH 3MOGpHO-
HaJIbHBIX KJIETOX HOCTaTOYHO OJHOM IMHAMHUeCKOM NepeMeHHOH. Takas ~MHUHU-
ManbpHaA MOZEsIb U IPUHUMaeTCA HHXKe. JTa Mofiellb HAeHHO BnM3ka hpeHOMeHo-
JIOTHYeCKOH TpaKTOBKE PpAaBHOBECHBIX KPUTUYECKHX SBJICHHIA B TepMHHaX
ntapaMerpa nopsaaxa [100] .

Urak, cudTaeMm, 4TO TeMI-IMMUTHPYHWIIUM B JBOJIIOUMHM BEKTOpa COCTOSI-
HWs @; SIBJISIETCSL JIBHKEHME JIMLIb 1O 0OHOU cTenenu c8obodv a; = a (§ L.2).
YcnoBHo OyieM HasbiBaTh €10 IPDHEKTUBHBIM  apaMeTpOM JeTepMHHA-
uun (O111). Ilockonbky napaMeTp @ CUMTACTCHA TEMI-IMMUTHPYIOLIMM, €ro
KHHETUKA 3aBTOMAaTHYeCKM [I0JKHA ObITh MOOUMHEHA 3aMKHYTOMY OIMCaHHIO
ypaBHeHHeM BHa

dafdr = f(a) +p. @)
Xapakrep HeJlMHeiHOU DYHKUMH f (@) ompejiefieH NOCTYJIMPYEMbIM CBOHCTBOM
bucrabuasnocty (§ 1.2). CoorsercTByromnii WU-06pazHblii BUI KpuUBOH f(a)
nokasaH Ha puc. 3. JlaHHBIE BHI 3aBUCUMOCTH ODECHEUHBAET CyulecTBOBaHUE

ABYX YCTOWYMBBIX B MaJIOM CTallHOHApHBIX COCTOAHUW @ ., = a; H d.r = a2,
KOTOpbIE aCCOUMUPYIOTCS C IBYMS THUIIAMH KIIETOYHOH [I€TCPMHHALIKH.
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Afia)

a 0

Puc. 3. XapakrtepHbld BHI QyHKUKHM JOKATBHOTO KoUTpoas juHamMuxu I (¢) v Hamede-
HHE ITON0 BHOA NPU BApHAUMM YIPABIAOLIETO tapaMetpa p (6); p, < p, < D4; 4, U dy —
YCTOWYMBBIC CTALLHOHAPHBIC COCTOSHHUS

OTdenpHO crofuiec craracMoc p B ypaBHeHMH (2) HeceT GYyHKUKIO YIIpaB-
JleHHs1 icTepMHHauMed. B muHamuueckon mopenu (2) poct p IPUBOJMT K OT-
HOCHTEJIbHOH CTaOHIM3aUMH TIPaBOM OCOBON TOUKM (BILIOTH JIO MCUE3HOBEHHUS
JEeBOI KaK CTAUMOHAPHOIO COCTOSIHMA). COOTBETCTBEHHO MOXHO TOBOPHTb O
peanu3alMy BbIOOpa M3 COCTOAHHS KOMIETEHUMH B 110/Ib3y THNA IeTepMHHa-
UMM a,. llpn oBparHOM ABHXKEHMH Iapamerpa P OCYIHeCTBIISIETCS ajibTepHa-
THBHbBIH BbIOOD .

B) Ouncanume MEeXKITETOUYHBI X CBA3ei [IpHoudcaHin
MOPGOTreHETHYECKOTO 1101A MEXKKJICTOUHBIC CBA3M HECYT [ABOWHYK HAIPY3KY.
Bo-nepBuix, OHM 0OYCSIOBIMBAKT KOOUECPATMBHOCTE — MHOXKCCTBA KICTOK
C OJHOTHIIHOM HeTepMHHauMed GOpMHpPYOT KOoMHaKTHbIC 0br1acti. Bo-BTOpHIX,
OHM K€ [OJIKHBI NPElATCTBOBATh PACIPOCTPAHCHHIO OJIHOPOJHOW [IeTepMHHA-
UMM Ha BCe rosie, T.¢. 0DYCIIOBINBRIT TOHMXEHHYH0 CHMMCTPHIO €T0 KOHCYHOTO
COCTOSIHUA IO CPABHEHUIO C HCXOOHBIM.

B ypapHeunu nBuxenua I juist ofMHOUHOWH KileTKU (2) mnapamerp p
HCIOIIHACT GYHKIHIO BHELIHETO KOHTPOJIst AeTepMHHAUMK. CBA3M, KOOPAMHU-
PymolLHe aKTHBHOCTb KJICTOK B T07IC, JOJDKHDBL ObIThH BKITIOUEHBI HMCHHO B JTOT
napamMeTp. B cOOTBETCTBHMHM C BBIIEJICHHBIMH BbIlle GYHKUMAMHU ITHX CBA3CH
MOXHO IPeUIOKUTD CICYIOMYIo, A0CTaTO4YHO obmys dopmy NpeacTaBACHUSA
napameTpa p:

pk = El@(ak,a/) + 2 ZFN:(-Y,( o }—q)bm(aq)”

i m q
- X Eq)n(fk xen(@?). (3)
nog
3aecy uniexcwl k, ¢, j COOTBETCTBYIOT KakOH-TMGO, OlpCIcietHON 3apaHee,
HyMepauny Kietox 8 1o1e. [lepBoe citaracmMoe B BuIpasketud (3) yuMTbIBaeT
KOHTAKTHBIC B3aUMOCHCTBUA k-0 KICTKM ¢ Onwxaummu cocersimMu. Bropoe
H TpeTbe cilaraeMple COOTBETCTBYIOT JMCTAHTHBINM B3aUMOCACTBUAM, BOODLLIE
FOBOps, CO BCCMM OCTWIBHBIMHM KJICTKaMM 101d. [dKMM B3aUMOACHCTBHEM
ABIACTCA M HHdYIHOIEBIH OBMEH CHIHWIBHBIMH MOJICKYJIaMH. B aToM cityuae
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aapa F, ¢ umelor Bua

(4)

Foe [ [x* — %9 | ]
s ~ X —_— 1.
n m p Rn,m

QYHKUMH b, C, OUPEENANT YPOBEHbH CEKPEIMH CHIHAIBHBIX BeulectB M, N.

Pasnple 3HaKM nepen OBYMsS [OCIEIHHMH CyMMamH B BbipaxeHHH (3)
OTpaXarT [IB€ aHTaTOHHCTHYECKHE HATPY3KH Ha MEXKJIETOYHbIE B3aHMOJIEHCT-
BHs B 1ofie (KOMIIAKTHOCTb OBJAaCTeH OJIHOTHIIHOM JeTEPMHHAIMH — C OOHOM
CTOPOHBI, ¥ PaCCIIOCHHE IOJIA Ha OBJacTH ¢ pa3sHOTHIIHOH [CTepPMHHAIMeR —
C Opyro#) .

Harnee mbr He 6ydem MMeETh Ieo ¢ OGLIMM BbipaxeHHeM (3), a IpUMeM
clleyolile, yIpoulawuive ero monynieHds. 1. Hoqe OIHOMEepPHO. 2. DyHKIUH
b, ¢ nuueitHsl ¥ m = n = 1. 3. Pacnpepmesienus ' — mocTatoydo “riagxHe”,
TaK 4TO lai—aitll < 4. ’

IocniegHee orpaHMueHMe MO3BOJIAET MEpeHTH K HEMPEPHIBHOMY OIHCAHHIO,
IpH KOTOPOM pOJIb HOMEpa KJIETKH HCIOJIHAETCA ee KoopamHartoit. Jlanee, B
CHJIY 3TOTrO XX€ OTPAaHHYEHHMS] MBI MOXEM OCTaBHTb B pPa3fiOXeHHH GYHKIHH ¢
IO CTEleHAM MaJlod pa3HOCTH (ai LS 1) rompko muueiHbIH wieH
~@ —a'thy ). ‘

[lepeiina K HempephIBHOMY NpPEeACTaBIEHN0, TONTYUHM BMecTo (3)

2

)
p@) =D+ [F(x —x aG)ax' -

— Jo(x —x")a(x)dx'. ()

B coorserctByroumx mecrax paGoter (§ IILS, IV.2), raoe Mb1 Gymem numets
Je710 ¢ KOHKPETHBIMHM MOJAENAMH MEXKIIETOUHbIX B3aMMOIEHCTBHH, YaCTHbIE
tbopmsl BeipakeHHs (5) GynyT BoiBefcHbl M3 Gonee 37IeMEHTAPHBIX NOCBUIOK.

C BoipaxeHHeM (5) ypaBHEHHe JBHXEHHSA IS TENEPD YXe PaclpeneneHHO-
ro (mo ancambmiw kitetok) 1] npHoGpeTaeT BHA,

8a/dt = f(@)+D 3%a/dx* + [F(Ix — x' Da(x, t)dx' —
—fo(x~-x"Da@x, t)dx' (6)

B) JiBe moctranoBkH Bonpoca CHOHTaHHOE Hapy-
WEeHHE CHUMMETPHHU H YNODPAAOUYEHHUE NOJTA "MCTOYHH-
KaMu’ M TcTokamH’. B Havame mpeAplayniero NyHKTa Mbl Bbife-
JIWIM [Bd XapaKTEPHbIX KOJUIEKTHBHbIX 3¢pdexTa, NpUCyLIHe MOpdOreHe THYeC-
KoMy nono. OtHocst 91H 3deKTbl TONLKO HA CYET MEXKIIETOYHBIX CBSA3EH,
Mbl [OAPa3yMEBATH MOJIHYI0 aBTOHOMHOCTb NOJIA B NPOLECCE €ro CaMOyMopsi-
JIOUEHHA. JTO COOTBETCTBYET NMOCTAaHOBKE BOMpoca 06 HCTHHHOH CaMOOPraHH-
34llMH, T.€. CNOHTAHHOM HAPYUIEHUU CUMMETPUU MAKPOCKONUYECKO20 COCTOA-
HUA Npu NOAKOCTbIO CUMMETPUYHBIX HAYAAbHBIX U BHEUUHUX YCAOBUAX.

OpHako ycCIOBHE OTCYTCTBMA BHEUIHUX CTHMYJIOB K PAcCIOEHHI0 BOBCE
He ABJIACTCA YHMBEPCATIbHBIM /UTA NMPOGJIeMbI CTPYKTYypooOpa3oBaHUs B 3MOpHO-

*) [IpHHATO BO BHUMAaHHe TO OGCTOATENBLCTBO, UTO 110 CMBICIY BBIJICJICHHS P Kak Mapa-
MeTpa BHEIWHETO yIIPaBJIeHHs B ypasHeHHH (2) polbkHO 6BITH v (0) = 0.

36



revese. HanpoTHB, wisi peanbhbix MOpPGOreHeTHUECKHX NOJIed, KaK [PaBHIIO,
MOXXHO YKa3aTh NPEACYL(CCTBYWUIY B TOH HIH MHOH ¢GOpPMe BHELUHIOW MPO-
CTPAaHCTBCHHYI0 acHMMeTpHIo. Tak, B OOJBLIMHCTBE ClyyaeB 3MOpUOreHesa
yxe slieKneTKa obilajlaet Takoil acMMMeTpHedl (oolulasMaTHyeckKas cerpera-
mus [17]). 310 He O3HAYaeT, OMHAKO, UTO KWKIOH KIETKE 3apOMBIUA B Nalb-
HeHlieM Pa3sBMTHHM HM3HAUalbHO WIM H3BHe TpedlIMCcaHa skecTkas cymanba (r.e.
MO3aUYHOCTH pa3BUTHA) . Boipoc 00 yCmOXKHCHMM MPOCTPAaHCTBEHHOM OpPraHH-
3alMM 34POAbILA B Pa3BMTHH OCTAeTCA, IIOCKOJIBKY CTElieHb aCMMMETDHH Ha-
YaJILHOTO COCTOSAHKA HMXKe TAaKOBOM y 3pernoro 3apojpiua. HyxHo nuus noa-
pas’yMeBaTh HAJIMYAC BHELUHETO YNpPaBjeHMs KOIJIEKTUBHBIM 1IOBEAEHUEM
KJIETOK MOPQOTeHETHYE CKOTO 1101,

JlaHHOE yIipaBJieHMe OTPAKEHO B HOCTAHOBKE 3a/1aUM 00 opeanusayuu Mop-
ozeneTuneckoey noas 8 NPUCYTCTGUU TAK HA3bIEAEMbIX ~UCTOUHUKOS8  u
Ycrorkos” [31, 98]. B 3TUM NOCTAHOBKE BOIIPOC O CIIOHTAHHOM HapYILUEHUH
CHMMETPHH HEe CTOMT. ACUMMETPHS 3aJI0KCHA B I'DAHUYHDIX YCIIOBHAX: UCTOUYHHK
MOMEIACTCA HAa OJIHOM I'PAHULC OJHOMEPHOTO [0, CTOK — Ha Apyroi. Bonpoc
COCTOUT B BBIACHEHMH XapaKTepa pacC/IOCHHs 1I0JIE B 3TOM CIIyHae.

Mpy HaMMYHH BHEMTHEH aCKMMETPHUH HeT OCHOBAHHH MOCTYIMpPOBAaTh ~Jiallhb-
HOZEHCTBHE B MEXKIICTOUHBIX KOMMYHHKaMAX . "MHUHUMaNbHaA™ AHHAMHYEC-
Kas MOJeNb B 3TOM Cllyuae uMeeT BujL y paBtenus [101]

da/dt = f(a) +D 8%a/ox* (7)
C FPAHUYHBIMH YCIIOBHAMH
(D 3a/3x = —ao(Ag - a))o, (D dafdx =ay (A] —a))y. (8)

BoipaxeHue MexkiIeTouHbIX CBfA3ed B dopme nuddysHoHHOTO™ oneparopa
HolyyaeTcs B NpUOIH:KeHHM GbhicTpoyObBatounx sagep F, @, korga coorBercT-
BYIOIMH pajiMyCc yObIBaHWs Majl 110 CPaBHEHHMIO ¢ IOFHBIM pPasMepoM IIOJA,
3nax sdpdextunHoro kordpduuMenta audbdysuu D gonked ObITb IONOXKH-
TeNIBHBIM, MO0 B IMPOTHBHOM cilyuae J1000e MAaKPOCKOIMHMUECKOE COCTOSHUE
OKaXeTCsA HEYCTOHUMBBIM.

Nanbheiilliee COACpXKAHUE HACTOSUIEH IJI1aBBI IIOCBAIIEHO (OPMATTBHOMY
HCCNIeIOBAHHI0 O3HAYCHHBIX BbILIE BOMpocoB. B Helt OynyT pemiathcst B OCHOB-
HOM TexXHHYecKue mnpobnempr. BompocamM ¢ OHONOTMYECKUM  COJIE PXKAHHEM
MOCBSIMEHBI [IBE [1OCTEYIOUIHE [IIABBI.

§ 11.2. Opranu3auusi NoJsA HCTOYHHKOM H CTOKOM’

To, 4TO0 BHeUIHsst acHMMETpHs, 3aJaBaemMas [epenajoM 3HAUeHHW Iiapa-
MeTpa A B HCTOYHMKE Ha OJHOH rpaHdue nonst x = L # ctoke Ha apyro# x =0,
AO/XKHA TPUBOAMTbL K HEOJHOPOMHOCTH pacnpenenends JIJL B mosne, oyeBHa-
Ho. OpgHaKo BOBCE HEOYEBMIHO CYHMIECTBOBAHHE M YCTOHYMBOCTb CTALHOHAPHBIX
COCTOSTHMH THIIa JIOMEHHBIX CTEHOK, T.e. TaKMX, B KOTODbIX COCYIIECTBYIOT
NpOTsAXeHHBIE KBA3HOAHOPOOHbIE OOMACTH 3HAaueHWH a, ONM3KHUX K ajlbTepHa-
TUBHBIM CTaOWIBHBIM COCTOAHHAM JIOKATLHOW JUHAMUKH ¢, U a2 . JeHcTBHTEND-
HO, nonoOHbIe COCTOSHMA CYLIECTBYIOT M YCTOMYMBBI JIMILDL IpPH OflpejeseH-
Hpix ycroBUaX. UX Mbl M HamepeHbl BbIACHMTL. Haiued Gnuxaiiuiedt 3anaveit
Oyner o6wmit ananus YCTOHYMBOCTH CTAlIMOHAPHBIX COCTOSHHH B MOJIEIH

™, 3.
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Hocrpoeunue KpUTepus ycrtouduusoctu [102].
®opma craunoHapHOTO 1podUNA Z(X) [OKHA Y/OBIETBOPHTh YPABHEHUIO

D d?ajdx? +f(7)=0. (9)

[lpeanaraemMbli HHXE METOI HMCC/I1EJIOBAHMA ACHMITOTHYCCKOMR YCTOMUMBOCTH
KOHCTPYKTHBCH U MOHOTOHHBIX upoduied g(x). Ho, kax Mbl yBepumcs
TIO37THEE, HEMOHOTOHHBIC PACIIPe/Ic.IeHHA (THMA HECKOJIBKMX JOMCHHBIX CTEHOK)
HEYCTONYMBAI BCEI/d.

Bonpoc 06 acumnToTMYecKOR yCTOHUMBOCTH PELUAETCA B JIMHCHHOM MpH-
GJiMKeHMH. YpaBHEHHE, OlIMChIBAlOINEe JBOJIIOLHI MaibplX OTKIIOHCHHH OT cTa-
UHOHAPHOTO paclipeie/icHust Y(x, t) =a{x, t) — a, AMecT BUJ

Ay 3%y df (a(x))

T X))y t D wx) = ———

ax da

ot (10)

I'paHuyHble YCITOBHs 4715 OTKJIOHEHHH OKa3bIBAIOTCA OHOPO/IHbIMH:
DY, (0,6)=aoy(0,0), DY (L, t)=—a (L, 1). (11)

Obuee peureHue siuHeHOR KpaeBoi 3amaunt (10) — (11) npencrapiseTcs B BUIE
CYUEPIIO3HIAN

Uix, )= ey e, (x), (12)

e Wy u A - coberBeHHble (GYRKUMM U COBCTBEHHDIC 3IIAYEHHS JIHHEHHOTO
ouepatopa H:

. 2

H=w+D — . (13)

dx?

Bonpoc 06 ycTOHUMBOCTH pCLIZCTCH 3HAKOM MaKCHMaJIbHOro M3 A. Eciiu 3101
3HAK [OJIOXKMTENEH: Ao ~» 0, TO BO3MylleHue (X, {), UMEWILEC B HAYaTbHbIA
MOMCHT BpeMeHH ¢opMy cobcerBeHHO dyHKUUMH W, , HApAcTaeT O BpeMEHEM.
Eoid Ke MaKCHMabHOE M3 N OTPHUATENbHO, TO B cootBeTcTBMK ¢ (12) awboe
HAuaTbHOE BO3MYUICHHE PEJIAKCHPYET.

HasBaHHoe yQIOBHC YCTOMUMBOCTH YAOBHO BBIPa3MThL B HMHTETPalibHOM
dopme. JUIs ACUMATOTHYECKOH YCTOMYMBOCTH CTAallMOHApHOTO INpoduis «
HCOBXOIMMO M [I0CTaTOUHO, uTO6hI 1UTA 511000 QYyHKUMH @(X), YIOBIETBOPS-
wei Ha rpanviax 0, L yciioBuaM (11), BBIMOMTHANOCH HEPABECHCTBO

(e, Hp) < 0. (14)
Uuterpanbhblii KpUTePUd YCTORUUBOCTH (14) HeMCIUICHHO CICyeT U3 PaBCHCTL
¢ = Za, Vs (o Ho)=Zla, P 1y P (15)

(Mcnonn3oBaHa 1OJHQTA M OPTOTOHAIBHOCTL Habopa CODCTBEHHDBIX (yHKIHE
IPMHUTOBA ollepaTopa H.)
Ha ocroBanuu rpasuuHbIX yoitosuid (11) nonyum

R L
(o He) = Of [we® — Deildx — [au(p(0))® +ay (p(L)’]. (15)

Jlastee  BOCHONB3YCMCA  CIICAYIOUIMM MCKyCcCTBeHHpIM npvemom [102]. o
HPOM3IBOIBHON JaHHOW (GYHKIMM ¢(X) HOCTPOUM [PYTYIO x(x), KOTOpas O1-
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JIMYAETCA OT ¢ TONBKO B Maloi okpectHoct rpanmu (0, v); (L — v, L).
B npurpanuunoi xe o6nactv gedopMupyemM MCXo/anyo GYHKLIHI ¢ TaK, YTOObL!
yOOBJIETBOPMTH HA CAMHX [PAHULAX YCITOBHAM

Xx(0.L) = (a-xx/ix)X(OaL)- (16)

HoBble rpaHHuHble YCIOBHA ~TNIOLOTHAHbI 1oxd NMpoOHY1 GYHKIHUIO ¢, COOT-
BETCTBYWOILIYI0 BO3MYLUEHMI0O MaJloro CHUBHra cTalMoHapHoro mnpoduns:

Yo ™~ dy(x). (17)

IOna x umeem Bmecto (15)

~ L i ,
(x, Hy) =({[wx2 ~ Dx:)dx +DA %y (18)

ax

Jlerxo BuaeTh, uto BosmyuienHe (17) spnsercs cobcTBeHHOR yHKIMeH Oriepa-
TOpa M, NpHYEM COOTBETCTBYIOLLEE COOCTBEHHOE 3HAYEHME PABHO HyJllo., BaxxHo,
YTO A7 MOHOTOHHOTO Hpodmis @{X) 310 cOOCTBEHHOE 3HaUeHWe NBJIACTCH
MaKCHMAIIGHBIM, TIOCKONIBKY B 3TOM CJlyyae LPOM3BOJIHAA 4, HE MMEET Y3JIOB
B uutepBasie (0, L) [103] (ocunnisumonnas reopema) .

Hanee, wak M s GyHKUMM ¢, uHTerpan (X, HX) MOXHO TpejicTaBHUThH
B BHJE

OGHX)=ZN Dby ¥y, 7, (19)
H B CHJ1Y CKA3dHHOTIO BbILIC
(x, Hx) < 0. (20)

YTouHsAA [ONOJIHMTEIIBHO IPAHMYHbIe 3HaveHus pyHKIMH X: x(0, L) = ¢(0, L),
nonyunm u3 (15), (18) u (20)

N gx\' 0] ; »-xx L
(v, Ho)< i <D @) ao> + ¢2L<4D Leell) 0<L> +
ax(L) )

L
+0f[w(s02 —x*) = D& —x2))dx. (21)

IMoctpoenne byukuMH X (X) TMOApasyMeBaeT, UTO MHTErpal B MPaBOM UYACTH He-
paBeHcTBa (21) siBIsieTcs BEJIMUMHOM TOpsiika v. [Jo3toMy JUlst IOCTATOYHO Ma-
JMpIX ¥ 3HAaK MpaBoH vacTH (21) ompenesnsiercss TMEpBBIMH [OBYMs WIEHAMH.
BoaBpauiasch K jIOCTATOYHOMY YCIOBHIO YCTOMUHBOCTH B ¢opme (14) u wuc-
HOMNB3Yst [ NIPOM3BOMAHBIX CTallMOHapHoro npodwis B (21) ypaBHenuwe (9),
HpHieM K 0OCTATOUHOMY KpuTepuio ycroiuugoctu B hopme [102]

f(@(0)) o fla(l)) o,

—_— = < .

Agéa(()) D AL — (Z(L) D
Hna neycroitunBocrn npodwis a(x) , BOo6uie roBopst, HEJOCTATOYHO HApy LIEHH I
omHoro u3 HepaseHctB (22). TIpoBonsi paccyskIeHHsi B TOUHOCTH MO TOH ke
CXeMe, KaK JTO JeIATI0Ch BbILe, MPUUCM K YCITOBHIO ACUMNTOTUYECK Oll HeY CTO -
Yusocru 8 opme napwvl HepagencTs, OGpaTHbIX (22),

f@oy e« fel)

e > (23)
Ag — a(0) D Ap —a(l) D

(22)
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B pesynbTaTe Mbl MOJYYWIH BO3MOXHOCTh IA MONHOIO CyXOEHHA 00
YCTOMYHBOCTH CTAllHOHAPHOIO pacnpenelieHns B Moaend (7), (8) Ha OCHOBaHMH
TONBKO KpaeBbIX 3HAaUeHM#d mapameTpa B 3TOM pacnpegenenud. Onpepenexue
3THX 3HaUeHHH — OTHENbHasA 3afaya. EA MocBsAweH clemyomuii pasmen.

CrauuvoHapHse npodbunu bubypkauHoOHHWHA aHa-
143 [104}. UsmeHeHHe xapaKTepa YCTOHYMBOCTH CTAllMOHAPHOIO COCTOSTHUS
HeJIHHEHHOW IMHAMUYECKOM 3ajjaud, KaK H3BECTHO, COIPOBOXIAETCA €ro Gu-
dypxauueit [105]. B atom pasgene Bonpocsl 06 ycTORUMBOCTH M 61y pKalusax
OyIyT paccMaTpHMBAThCA COBOKYITHO, YTO NMOTpebyeT OMpeneNeHHbIX YMpOLaio-
ILMX [PERTIONIONKEHHH.

Bynem annmpokcHMHpOBaTh IJIABHOE CBOHCTBO (PYHKUMM JIOKAIBHOW [IMHa-
MukH f(2) — ee “OuCTabMITBHBIH XapakTep — KYCOUHO-JIMHEHHON 3aBHCH-
MOCTbIO, THIA MOKa3aHHO# Ha puc. 4 [104}. Kpome Toro, cama ¢yHkuus f (a)
¥ KpaeBble yCIOBUSA 3a0auH OyayT NPUHEMATECA CHMMETPHUYHbIMH B Clie/Ty10lieM
cMbicTe:

1—a, a>0;
f@= Ao =A, A, =-A.
—1—a, a<Q;

I[locre mepexoma K Ge3pa3sMepHsiM NepeMeHHsIM X = x/A/D, « = a/N/D u napa-

MerpaM L = L/IND KpaeBas 3afaya O CTalMOHapHbiXx cocrosiHusax (7), (8)
TIpHHUMaeT BHIL :

d%a
dx2

=-f@. (24)

= a(4 +a(0)). (25)
0

da
=a(d — a(l)), Tlx—

L
Io-npexxnemy OyaemM HMHTepecOBAaTbCA JIMIIb MOHOTOHHBIMH IIpOQHISMHU pac-
npenenenus a(x) . [losHoe MHOXeCTBO pelileHmit (24), (25) 3Toro Knacca BKIIwo-
yaeT B ceOs [IBa KBa3HOJHOPOIHBIX COCTOSHHA M TPH COCTOSHHA THIIA OMEHHOH
credky [104]. I'padHueckoe npencTaBlIeHse O HUX IAET PUC. 5.

B aHanuTHYeckOH (opMe CHMMETPHYHOE pacciioeHMe (A4 Ha pHc. 5) BbIpa-
kaeTcs B BUJE '

L>} a(4 — 1) +a ch(L/2) +sh(L/2) 26

A =+ — -
aczrj2 () —[1 °h<x 2 ash(L/2) — ch(L/2)

BbipaxkeHHs [ Napbl aCHMMETPHYHBIX paccloeHHd (B Ha puc. 5) BRUIIADAT
clleqy oL HM 06pa3zom:

5 )={ l-(1—-al))ch(L —x)—a —al)ysh(L—x), x=I;
e ~1+ (1+a(0))ch(x) +a(4 +a(0)) shx, x <l

Mapamerp ! 31010 BhIpaXKeHMs (Y3MOBas TOuKa paclpefelieHHs a(x)) ompere-
’

nAeTca U3 ycnoBHs HempepbiBHOCTH a' (I — 0) =a'(! + 0), koTopoe misA cum-

METPHYHOTO PaCCTIOEHHs MPUBOIHUT K BBIPAXKEHHIO

(27)

a .
chl = VY (A—1)(hL +achl). (28)
- O
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fla) a

\ -
a -
P -
4 Vd
\ 4 /

h
Puc. 4. Ucnonmbiyemas npu Gudypka- / / T
LHMOHHOM aHaIH3e KYCOYHO-IMHeHHas an-
npoKcuMauHs GyHKUMH f(a)

Puc. .5. COBOKYNMHOCTh pellIeHHH 3a7ayy / y
(24), (25). Ilpodmwry, npeacTaBlicHHBIC __/’ s __/
CIVIOLIHBIMH  JIMHMSAMH, COOTBETCTBYIOT

ACMMITOTHYECKHU YCTONUMBBIM COCTOS- ¢
‘HUAM, HITPUXOBAHHBIMM — HEYCTOHYH-

BBIM

Ha wiockocru {a, 4} ofinacts cymecTBOBAHMA aCHMMETPUYHBIX paCCTIOCHUH
OrpaHHYeHa ABYMs K pUBbIMH (pHC. 6) :

&y (a,A)=a(4 —1)(shL +achl)+o® —1=0,
$y(a, A)=a(d — 1)(shL +achL)+(a® — 1)chL =0.

J1H KpuBBIe Nepecekatorcs B Touke (1,1).
O6nacTb CyuleCTBOBaHHA KBa3HOOHOPOAHBIX paciipenesicHuit  (C Ha pHc.5)
OIlpe/ieli AETCsl HEPaBEHCTBOM

@, (0, 4)< 0.

3aposkaeHue napbl aCHMMeT pHuHbIX GpoHTOB (B) Ha rpanuue ®,(a, 4) =0
HNpPOMCXOIUT B pe3ynbTate OUcypKauMH cMMMeTpHuHoro npogwis (A4). Cornac-
HO obueil TeopeMe, yNOMsAHYTOH B Hauajle 3TOTO pa3fesa, IpaHHLA 3a posKICHHA
HOBBIX CTalMOHAPHBIX pelieHU: JONKHA COBMAMATDH ¢ II0POrOM CMEHBI YCTOHYH-
BOCTH HCXOJIHOTO COCTOAHHMA. 311eChb MbI B 3TOM YGexIaeMcsA HeTOCpeICTBEHHO .

s cummerpminpix ¢GpoHTOB @(X) BMECTO uerbipex HepaBeHCTB (22),
(23) ycnosHe acMMITOTHYECKOR YCTOHUMBOCTH ([OCTATOYHOE H HEO GXOAMMOE)
BBIPaXKaeTCs OJHHUM

®, (e, A)/(A — a(0))> 0.

Kpome 1010, B crily MOHOTOHHOCTH a(X), fHOMxHO GbiTh A4 > a(0). [lonyuvaem,
YT0 MO pPOT JIHHEHHON YCTOMUHBOCTH CHMMETPHYHOTO (GpOHTA JOCTUIAETCA B TOY-
Ke ®,(a, A) > 0, T.e. Kak pa3 B TOH, [I¢ 3apOXAaeTcs {1apa aCHMMETPHUYHBIX
pacnpenenenuit a® (x).

Haubomnee emxoii ¢opMON MPeACTABICHUA pe3ybTaTOB HCCIEAOBAHMSA THIIA,
TMpOBeeHHOTO BpIlIE, SABIAETCS OMQYpKaUHOHHas auarpamMma. Ha Hed mjis Bhi-
AEJIEHHOTO BHELLUHEro NMapamerpa OMpedelieHbl HHTepBalbl IMagKOr0 U3MCHEHHUA
CTAllHOHAPHBIX COCTOSIHMH ©e3 M3MEHCHMA MX 4MClla M KPHTHYECKHE TOYKH Ha
TpaHMIaX TaKkUX MHTEPBAIOB (TOUKH, B KOTOPbIX CKAUYKOM MEHSMETCH UMCIIO
CTAllMOHAPHBIX PeXHMOB). ITO TOYKH Oudypkauuit, win B Goinee obuiem c1y-
Yae — TOUKH CTPYKTYPHOH HeYCTOHYHBOCTH. [lailee B HacToAued paborte 6ugyp-

(29)
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Puc. 6. Pa3jiefieHHe TUIOCKOCTH mapaMeTpoB 3apaun (24), (25) Ha ofnacTH, COOTBETCTBYIO:
1IMe pasiHUHBIM pellcHUAM, NpeacTaBileHHbiM Ha puc. 4. Kpusble / U 2 olpenesieHbl ypas-
HeHusiMH @, (o, A) = 04 ¥, (o, 4) = 0 cOOTBETCTBEHHO

Puc. 7. a — BudypkaunorHsle auarpammel 3agayd (24), (25) — 3aBUCHMOCTL BEIJIHUHHBI
a(0) ot nmapamerpa 4 (cTpenka 4,4, Ha pHc. 6); 6 — 3aBUCUMOCTD OT NapameTpa a (CTpen-
Ka a,a, Ha puc. 6). ClLIOWIHbIC THHUU — BeTBH YCTOHUMBEIX, a IUTPHXOBBIE — HEYCTOHYH-
BBIX pellicHHA COOTBeTCTBYIOWero (24) KHHETHUeCKOTO ypaBHeHHs.. bykBel A, B, C coot-
BETCTBYIT 0603HauCHUAM NpOduiei Ha pHc. 5

KAalHOHHBIE JIMarpaMmbl Oy[yT HCIONB30BaThCS KAK OCHOBHOE CPefCTBO CBH3H
Mex1y (GOpPMATTBHBIM HCCIIEJOBAHHEM MATEMATHUECKOH MOJENIM M NOBEIEHHEM
MOIENTUPY€EMOTO OOBhEKTa.

Ha puc. 7 mokaszansl gBe BO3MOXHBIE GOpMpI OHby pKAIHOHHOH JHarpam-
MBI o1 3agaud (24), (25) [104]. Fx pa3nuuHbiil BHI 06y CTOBIIEH PA3JTHYHBIM
BRIGOpOM OUdypKaUHOHHOTO NapaMerpa. Ha puc. 7a 6udypkalHa cHMMeTpHY-
HOro npodwis pacuioeHHs (Touka A;) CONMPOBONKIAeTCA ~MAIKHM™ pOXKJe-
HHEM Tapbl yCTOHUHMBBIX dCHMMETPHYHBIX NpodHier. budypKalHOHHBIM Hapa-
METpPOM JYIsl IAHHOM [JHAIrpamMMbl ABJISACTCHA CTENeHb ACHMMETpPHH BHELIHHX YC-
JIOBHH, H3MepsEMas 3HaUCHUEM A .

Eci TipH HEM3MEHHOH CTelleHH BHEIIHEH aCHMMETpHH (TIOCTOSIHHOM Hepe-
nage 24 MexJy MCTOUHHKOM H CTOKOM) MOHHXAaTh CTENEeHb CBSI3HOCTH MONA C
BHEINHHMH YCJIOBHAMH (IlapaMeTp &), To OudypKalusi CHMMETPHYHOTO pac-
croeHusi 1IpHobpeTaeT MHOH xapakTep: Ha (OHe ellle yCTOHUMBOTO (JIOKAIBHO )
npodmia a (x) cxauxom 3apoxpaeTcs NMapa KBa3HOIHOPOAHBIX pacripeerie-
HUH aC(x). B >ToM cniyuae 6udypkauus ~xectkas’ . [Ipu gansHel1eM NoHHKe-
HUM @ KBA3HOJHO POJIHbIE COCTOSHUA ITAKO AedOpPMHPYIOTCA, OCTaBAsICh aCHMIF
TOTHUECKHM YCTOHUMBBLIMH. HanmpOoTHB, IS CHMMETpPHUHOIO pacCIIOCHHA MpH
OCTATOYHO MATBIX O JOCTHraeTcs KpHTHUecKas Touyka (a; Ha puc. 76) mnoteput
ACHMIITOTHYECKON yCTOHYHBOCTH.
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Puc. 8. YcroiyuBble K MAaTbIM
“jeBelleHHAM” napamMeTpoB
¢opMbI GuDyYpKAUUOHHBIX 1Ha~
rpamMm puc. 7 (g, 6) # BUO ABY-
MEpHBIX ~TIOBEpXHOCTeH I0Be-
pennsa” nng sagaun (8), (9)
B Clydae O6LICTO IONOXEHUA

(8)

CymecTBeHHOE
saMeuaHue. Ipencras-
JieHHBIe IUarpamMMel He MO-
IyT OBITh MOJHOCTBIO AJ€K-
BaTHbl KaKOM-TMBO IKche-
PUMEHTAJIBHOH  CHTYALMH.
Ileno B TOM, 4TO OHH He
YOOBJIETBOPAIOT ~BaXXHOMY
ycnoBuw ’rpybocti”’, T.e.
YCTOMYHBOCTH K  MaJlbiM
’nreBesieHUsAM’’ BHYTPEHHHX
H BHElIHUX  [apaMeTpoB
[105]. HomyweHust o cum-
METPHK, NPUHATHbIE TpH 110-
CTAHOBKe 3a/1a4H, IPUBOOAT
K BbIPOXAEHHOCTH Oudypkauuit. C apyroil cropoHsl, Npe[loiaraemMas CHM-
METPHA HE MOXET COXPaHAThCH IIPH MpPOU3BONIBHLIX LIEBEJICHHSX MAapaMeTpoB.

W3BecTHBI KaHOHHUYECKHE — YCTOWYMBbBIE -~ TUIIbI K PHTHYECKOTO [10BE/IEHU,
KOTOpBIE TOJIBKO H MOTYT COXPaHHTbCS B Cjiyyae TaK Ha3bpIBa€MOIo oGLiero I1o-
noxenua [105]. B 3tom clyyae aMarpaMmbl CTALHOHAPHBIX COCTOAHMH j1edop-
MHDPYIOTCH TaK, KaK [0Ka3aHo Ha pHc. 84, 6.

BMecTo OHOMEPHBIX KPHUBBIX, H300pakaliHX 3aBUCHMOCTb BbIGPAHHOM
XapaKTepUCTHKH CTallHOHapHoro Iipodwia (kak Geuio y Hac — g(0)) ot enmH-
CTBEHHOTO BHELIHEro napamerpa (4 Wi a), MOXHO IpeJcTaBHTh Gonee oy
KapTHHy B BHJE JBYMEDHBIX IIOBEPXHOCTEH B TPEXMEPHOM MPOCTPAHCTBE
{a(L/2),a,A4} [104]. Ita xapTHHA NIpHBe/ieHa Ha pHC. 84.

B b1 B 0 g b1. POpMANBHO MpPOAHATH3HPOBAH BOINPOC O BO3MOXHOCTH /10-
KdibHO20 yNpasaerus 2a0GAnbKbIM nogedeHueM KOJUIEKTHBA KIIETOK B mpejle-
nax e uHoro Mo pcgoreHeTHIECKOTO MO,

CBOMCTBO KOMIIETEHTHOCTH 3MOpPHOHANBHBIX KJICTOK KaK TaKkOBO€ ObUIO
IIpe/ICTABIICHO OHHAMHMYECKOM OMCTaGWIBHOCTHIO JIOKAILHOTO PAaBHOBECHS.
MexKkiieTouHble CBfI3H CBEEHBl K GIH3KOJEHCTBYIOIIMM — AHGY3HOHHOTO
“THNA. BHelllHee YTpaBIIeHHE CYHTATOCh COCPEAOTOUYEHHbIM B TOUKaX Ha I'PaHHIAX
HON ¥ BBOAWIOCH B JHHAMHYECKYI0O MOJENb B BHE NOKATBHBIX HCTOUHHUKOB
HEpaBHOW MHTEHCHBHOCTH. JlaHHBLIA THII ynpaBlieHHA M3BeCTeH B 3MGPHOJIOIH-
YECKO IUTEpaTy pe NO/I HA3BaHUEM ~“MOIe/TH NCTOYHHKOB U CTOKOB™,

AHAITUTHYECKH HCCIIEJOBaHbl TMepex0/bl MEXAY JHCKPETHBIMH COCTOSHHA-
MH I100aIbBHOTO PaBHOBECHS, MHAYUHpPYeMble H3MEHEHHEM MHTEHCHBHOCTH JIO-
KaNbHbIX HCTOYHHKOB U CTEHEHH ~TIPOHUIZEMOCTH I PaHHL, HOJIA IO OTHO LIEHHIO
K CHIHajlaM OT MCTOYHHKOB. BpiAB/IeHa BO3ZMOXHOCTb IBYX MEXaHH3MOB 32POXK-
OEeHHUsT paccioeHus: 1) myTeM I1agKo# JiehOpManuH MaK pOCKONMYECKH OJIHO-
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POIHBIX COCTOSHME, 2) CKAYKOM KOHEYHO#H aMIUIMTYObl H3 OIHOPOJHOIO
COCTOSTHHS.

JlokansHoe yTpaBJieHHE ITOBATbHBIM NOBEJIEHHEM KIIETOUHOTO aHCamMOA
00Oy CIIOBNMBAETCS: a) AKTHBHOCTBIO OTHAEN bHBIX KJIIETOK — HX CNOCOGHOCTBIO K
TepEKIIIOYCHASIM MEXIY ABYMS [IHCK PETHBIMM COCTOSAHHAMM H §) BIH3KOOEHCT-
BYIOIHMMH MEXKIJIETOUHBIMH CBA3AMH.

Hassanubix GakTOpoB OKasbiBaeTcsd AOCTATOUHO A Tepenaud ynpasiisaio-
mlero aeHCTBUsA OT TpdHML, K BHYTpeHHMM ofractaM nons. Ho aBronomHoe
HOBeJICHHE B JTOM (Jyuae HeWHTepecHO. CTaBUIBHBIMH MOTYT ObITH JIHIb Of-
HOPO/IHBIC B IpocTpancTBe cocrosinua [102, 106]. Hepexons panee k Mcereo-
BaHHI0 BOTIpOCa O CINOHTAHHOM HAPYLISHUH CHMMETPHH B IlOjle, Mbl YK€ He
MOXEM OTPaHMUUTBCA TOJIBKO OIH3KOAEHCTBYIOUIUMH MOOAMH  MEXKIIETOY-
HbIX B3dHMO [{EHCTBHUH.

B cienyomem naparpadpe Mbpr DyJeM MHTepecOBarbCs ABTOHOMHBIM HO-
BefeHHeM 10siA. OBmMA BOMPOC, KOTOpHIA OyfeT HCCIeNoBaTbhcsA B HECKOIb-
KO 3TafnoB, -- CAMOO PraHH3allisi MaK POCKOIHMYECKOTO NOPsA/IKa.

§ I1.3. CamoopraHuM3aus MakpoCcKONHYEeCKOro MopsiaKa.
3aposxnense, crabunu3ays # TpanchopmMauHs
JHCCHNAaTHBHbLIX CTPYKTYp

a)Heycro#unBocTs Hapymawimas cuMmmerpuwn. Ko-
POTKOBOJIHOBAasA KOJNJMEeKTHBHAasa Mo aa. Kak scHo w3 mpedpr-
AYLIMX BBIBOAOB, 31eCh HaM CilefyeT BepHyTbcA K OGIIieH HelOoKanbHOH Bep-
cuM (6) ypaBrenusa apwkenns mia JIIJI. Ho mnpexpe monmbiTaemcs YTOUHHTDH
Ha GOopMalbHOM sA3bIKe, KAKYI0 (PYHKUHI0 [OJIXHbBl HCNOJIHHUTL HeloKalibHbie
B3aHMO1eNCTBHS.

IIpMHUMITHATIPHBIM 3BEHOM MHTEPCCYWOIEro Hac MeXaHH3Ma CaMONpOH3-
BOJIBHOTO MOHMXEHHSA CHMMETPHH MaKpOCOCTOSHHA ABJISAETCA KOPOTKOBOIIHO-
BasAg KOJUIEKTHBHasg MO[d, MOPOX/aemas HEYCTOWUMBOCTbIO ThlOpHHIOBa THMA.
AHIN3 yC/IOBHH BO3HHKHOBEHMsI TaKOH HeyCTOMUMBOCTM HAyMHaercs C Mc-
CIe[IOBAHHUA 3BOJIIUMH MAIOAMIUIMTYJHBIX MO/, BO3MYIIEHHSA TOMOIE€HHOIO
COCTOSIHMA B JIMHCHHOM TpHON MoKEeHUH.

BrisicHEM IIpexae BCero, 4ero He XBaraeT i THIOPHMHIOBOH HEYCTONYH-
BOCTH HONK C ONHM3KOMEHCTBHEM. B 3TOM cilyuae MHeapH3oBaHHas ¢opma
YPaBHEHHs JIBUXKEHH HMeeT BHI

88a/dt= w(x)da +D 3*bajdx*. (30)
TIpOHM3BONIbHOE DPelIeHHe ITOTO ypaBHEHMA B OrpaHMueHHOH OGIacTH Npen-
CTaBIIAETCA B BUIE CYTIEPIIO3UUHH:

ik1x+>\1r

a(x, )= = Cpe (31)
1=0

3nech k; — noJ1eIOBATENIBHOCTh PA3PEIeHHBbIX  3HAYEHHH BOJIHOBOTO uMCIa
YHCTBIX TApMOHMUECKMX COCTaBIISIOUINX OTKJIOHEHHUs OT OHOPOIHOTO pacllpe-
JelleHUs OTpefenAeTcsl M3 KpaeBbiX VCIIOBHI, A; — 3KCIOHEHUMATbHBIA IIO-

. ik, x
Ka3aTellb BPEMEHHOM 3BOJLIOUMM TapMOHMKH ¢ ! . CBA3b A C cOOTBETCTBYIO-
WHUM K; HemelUIeHHO HaXOauTc# locie nopcta#oBkH (31) B (30) :
)\[ =W - Dk? .
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B cWly OueBHIHOH MOHOTOHHOH 3aBHCHMOCTH A(k?) HEyCTOMUMBOCTb MOXeT
BO3HHKHYTh TOJIbKO B pe3ynbraTe MPOXOxIEHHS [ApAMETpa () uepe3 Hylle-
Boe 3HaueHue. Ho mpHM 3TOM HapacTammieid MOJOH BO3MYIUEHHMs Bcerma sB-
nserca opgHopogHas (k =0). Hapyuwenuss cummeTpun B pesylibTaTe Tako# He-
YCTOMUHBOCTH HE BO3HUK4eT. NI TOro yroObi 3T0 NIpOHM30LUIO, MAKCHMyM
JHMCIIEPCHOHHOH KpuBO# A(K?) mofxen GbiTh cMelieH OT HyieBoro k. Wmen-
HO 3TOTO yhaercst AOGUTBCA, BBOAA B PaCCMOTPEHHE HETOKATIBHOCTb.

B kavecTBe NpHMepa s [IeMOHCTPAaLMM NPOMCXOXKHEHHS HEJIOKATLHOrO
spdexTa M €ro poslM pacCMOTPHM OIMH KOHKDETHbId BapHaHT UYHCTOH peak-
IMHOHHO -IHd dy3nonnoi cxembr [107]:

Ta, =f(@) —h +Ria.,, Thy=—h+a+R}ih,,. (32)
3mecy nBa nHGGYHIUPYOIINX peareHTa, KOHUEHTPaUuH KOTOpPhIX a4 M h B3au-
MOOEHCTBYIOT IO THIly aKTHBAaTOpa M MHrMOGHTOpa B Mopend I'Mpepa u MaiiH-
xapara (cm. § 1.3). Ecnam xapaktepHsie MaciutaGbi BpemeH 1T M T OTHOCHTCA
Opyr K Opyry Tak, uro 7> 7, TO Ha BpemeHax t~ 7T mist MHrHGUTOpa
MOJHO TIpUHATh IpUOTTMXEHHe KBa3HCTAIMOHAPHBIX KOHUEHTpaumit. CootBer-
CTByMOLUEe paclpefienieHue i (x) BripaxkaeTcs B BUe

Jexp { -

ix—x"|

h(x) = }a(x'. £ dx’. (33)

h h

Iocne nmogcTaHOBK M B ypaBHeHUe /UTsi a(x, ¢) 3TO HaeT:

2 I l X - xl i ’ ’
Ta;=f(a) + Raxx — fexpl——~———} a(x,ax. . (34)
h Ry,

[lo ¢popme 3to ypaBHeHHe cOBNafgaet ¢ (6). Mbl nonyuMnH ero craHzapTHBIM
METOJIOM pelyKUHHM Ha OCHOBE HEpdpXHH BpeMeH. 31ech Ba)KHO HallMYMe HENo-
KAaJIbHOH CB#3M U 3HAK e€e. JTOT 3HAK COOTBEICTBYET Nepefaye Ha PacCTOSHHE
CaMOTNIOABTIAOLIEro AeHCTBHA. IMEHHO 310, BMeCTe C IpOTHBOIOJNIOKHBIM I10
3Haky 3¢dexToM ONHM3KOAEHCTBYIOMIEH MOIbI CBA3M (auddy3uoHHRI WieH
B ypaBHeHUH (34)), cO3[daeT NpeaNoChUIKY CIIOHTAHHOTO pacCilOeHHs .

Jluneapuays nocilegHee ypaBHEHMe T8 MajloaMIiUIUTYIHBIX BO3MYLIEHUA
84, monyyaem gUCTIepCHOHHYK) 3aBHCUMOCTB B BHIE

- ! 272

TXFkR)=w LR Rzk*. (35)
Kpusas A (k) uMeeT MAKCUMYM B TOUKe kg :

k§R} =Ry/R, - 1,
IpH ycnoBuH R, > R, . [loka BepliMHa 3T KPUBOi HE IPEeBBILIAET HyJ1eBOH
YPOBEHb, OJIHOPOIOHOE COCTOsIHME, [UIsi BO3MYLUEHMH OKONO KOTOpPOIro NOJyye-
HO cooTHoleHHe (35), acummToTHueckH ycroiuuso. Ho mpn w > wyp =
= 2R, /Ry, — (Ry/Rp)* o10 yuioBHe HapyiuaeTcst. [OMOTEHHOE COCTOSIHUE Tle-
pectaHeT ObITh YCTOWUMBBIM, KOTIJAa B MHTEPBAJl BOJHOBBIX. UHCEI, B KOTOpPOM
3HAYEHUA TTOKA34TeNA A NIOJOXKHIENbHbI, NIONafaeT XOTA Obl OJHO U3 pas3pellleH-
HbIX KpaeBOM 3ajaueil, T.e. H3 NOCIe0BATENBHOCTH &; . IIpu mocrarounHo Gonb-
UIMX pa3Mepax 3TO NMPOM30MOET HpH 3HAUCHHAX KpPUTHYECKOIO Iapamerpa w,
OITH3KHUX K TIOPOTY Wy p-
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ReA - Puc. 9. OGiHi BHJ IHUCHEPCHOHHOW 3ABHCHMOCTH
Re A(k?) BOIM3M niopora HeYCTOHYMBOCTH THIOPHH-

¢ rosa Tuiia. buypKALHOHHBIH HApaMeTp W) w = W
COOTBCTCTBYCT KPHIHYCCKON Todke; KpuBag A

2
k COOTBECTCTBYCT CHTyalHH 10 HOpora HC)’CTOﬁ'—[H'
BocTH, C — 30 110POrOM
W > Wep B pesyiibTaTe MMeeM HeyCTOWUHBOCTH
THIOPMHIOBA TuNa, BO3My1UeHUs, HapylLatolye
YCTOWUMBOCT CUMMETPHYHOTO  OJHO POIHOTO
w=-w,, COCTOSIHUSA, NPOCTPAHCTBEHHO HEOJHOPO/HDI,

A T.¢. 06JIafa0T NOHMXKEHHOMH MPOCTPaHCTB EHHON
cuMMeTpHel. B6ru3u nnopora JaHHOH HeyCTOM-
YHMBOCTH JIMLb OJIHa BbIJE/IeHHAs FapMOHHYEC-
Kasg MO[a MpOU3BOJIBHOIO MAaJIOTO BO3MYILE-
HUA TIpUOGPCTAeT MOJIOKHTENIBHBIA UHKPEMEHT
HapacTaHMA. Bce npouMe MOABI, BKJIKOYAA H

W <y

[IPOCTPAHCTBCHHO OJIHOPOJIHY 10, UMEIOT B COOTBETCTBHM C XOJIOM KpHBO# A (k)
OTpMUATENbHBIN NOKa3aTelb BpeMeHHOW 3BO.TfouMM A. CucteMa, obilaparoluas
AMCIIEPCHOHIION KPHBOI THIIa, MOKa3aHHOH Ha puc. 9 (kpusas ), paGoTaeT Kak
CeJIeKTUBHBIN yCWINTeIIb — OHA CTIOCOGHA BbIIENATh H YCHIHBATD 10 MAK pOCKO-
MUYECKUX 3HAUEHMH aMIUIMTY]ly BIIOJIHE OHpeMe/IeHHOH TapMOHUKH Beroro
wryma. JlaHHOe CBOMCTBO, OUEBUJIHO, COIEPKHT MpeAllOChUIKY K CIOHTAHHOMY
HAPYUICHUIO CHMMETpHUH MaK pOCOCTOAHUA.

Mb1 MOXeM Tellepb YTOUHHTH, KaK CITOXWIACh JTa Hpeanocsuika. Ee ¢op-
M@IbHOH OCHOBOH ABIIAETCA HEMOHOTOHHBIH XapaKTep JHCIIEPCHOHHOH KPHBOH.
IlBe BeTBM OTOM KPHUBOH — pacTyulas M Nafariuasg — MOTYT GbITh COOTHECEHBI
C IByMsl MOJ&MH MEXKJIETOUHBIX CBsided. 3a HaJalouIUH yyacTOK OTBETCTBEH-
Hbl OIU3KOAEHCTBYIOUIME B3aMMOAEHCTBUA, TOMOIEHU3UPYIOIUE COCTOSHHUE.
[Tpoctas muddy3uoHHas CBSA3b TOUEK TOJIA BIIOJNHE TPUIOHA I 3TOH POTIH.
Hanpotus, yuyacToKk nopbema KkpHuBoii A(k®) IlpenrmonaraeT HelOKalbHble
B3aUMOOEHCTBUA, Il pearolline 3¢ deKT camMoIo JaBIleHus .

3aMeTMM, YTO KaK IpedlochbylKa CaMOIpOM3BOJIBHOH HNerOMOTEHH3ALHH,
HEJIOKAIbHbIE CBS3H HEOBXOAMMBbI JIMUIb IIpH OITUCAHWHHM HOCPEACTBOM ~OMHO-
KOMIIOHEHTHOTO llapameTpa nopaaxka”. B HepeayUHpPOBaHHOM OIMCAHHM peallb-
HpIX OGBEKTOB, IIPH KOTOPOM CTelleHeH CBOBOIbI MHOXECTBO, HEJIOKAIBHOCTH
MO>eT He ObITh. OHa U HE TpebyeTcs /Y1 BO3HMKHOBEHMs THIOpPUHTOBOH HeEyc-
TOHYMBOCTH. B cTaHpapTHBIX ABYXKOMIOHEHTHBIX CHCTEMAaX peaKIMOHHO-TIHGb-
(Gy3MOHHOTO THIA IIpOCTPAHCTBEHHbIE CBA3M MOJHOCTBIO OGecHeyuBanTes Io-
karpHOR” nuddysuen. ITO, KaK M3BECTHO, He MelldeT BOZHUKHOBEHHIO B HUX
TpebyeMOH Hey CTOMUHBOCTH.

OnHako aHaJIMTHYeCKOE MCCTIeJOBaHHe ITPOCTPAaHCTBEHHONM CaMOOpPraHH3a-
LIUU yKe B TAKHUX CUCTEMaX 3HAUMTEIBHO OCJIOMHEHO MO CPaBHCHMIO ¢ NMpeyio-
KEHHOH HAaMH OJIHOKOMIIOHEHTHOH MOMeNblo (ypaBHeHHe OBIKeHHs (6)).
leno B TOM, YTO cHEKTp KOJIJIEKTUBHOTO IIOBE;IEHUA B JIBY XKOMITOHEHTHOM [IH-
H4MHKEe HOTEHUHAJIBHO 1IIHpe U MHOT00 Gpa3Hee TAKOBOTO B OIHOKOMIIOHEHTHOIA.
[ToMHMO TPOCTPaHCTBEHHOTO PaCcCiIOEHHMsl 3[1€Ch BO3MOMNHO 3apO>KICHHE OCLWI-
JIITOPHBIX PEXHMOB BO BpEMEHH M I1pOCTPaHCTBEHHO-B pEMEHHOE YIIO pAoYeHHe

. B BUjle aBTOBOMH [4]. C apyro#l cTOpOHbl, 662U3U HOPO2a UMEHHO NPOCTPARCT-
GeHHOU  CaMOOP2AHU3AYUL TIPOM3BOJIBHAS [BYXKOMIIOHEHTHAS] peaKIIMOHHO-
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oudQy3HOHHAA CHCTEMa BCETOa MOXeT ObITh peAdylMpOBaHA B ONHMCAHHH [0
OJHOKOMIIOHEHTHOH AMHAMHMKHU. IIpu 3TOM ypaBHEHHe JIBMXeHHSI HeO 65XO0IUMO
npuiumaer dopmy (34). Mer mokasamu sto B paGore [107]. Taxum 06pazom,
TIpU TIOCTAaHOBKE BOIIPOCa O CMOUTAHHOM YMOPAAOUYSHHH B IIpOCTpaHCTBe (HOpMa
YyPAaBHEHUs IBMXEHHA (6) MOXeT CuMTaThCcA O6weH, ¢ OmHOR CTO pOHbI, U ~"MH-
HUM@IBHON (MCKIIIoUamwIled HHble MOJbI KOJUIEKTHBHOTO TfOBEIEHHA) — C
IpYTOH.

6) CocTOsIHMUSA 34 NOPOTOM HEYCTOHUUBOCTH, HApY-
mawmed cummertTpuio [107-109]. [Ipu nepexone B 3aK pUTHIECK Y10
06J1aCTh TOMOTEHHOE COCTOSIHME Y)Ke HecTabwIbHO. M3 IMHEHHOTO N pHOIIMKeHH
MBI NI0J1y4aeM HHGPOpPMaIlMo O TeX BhIIENEHHbIX CTENIeHAX CBOGOMAbI, BO3Dyxne-
HHE KOTOPBLIX IPUBOJMT K HAapYIUEHHI0 YCTOWUMBOCTH HCXOJHOTO COCTOSIHMA.
Ecin HeT ClienHaTpHOrO BBIPOXKIEHHA CIEKTpa MHKPEMEHTOB A, TO B Hellocpel-
CTBEHHOH OKpPEeCTHOCTH IOpOTa HEYCTONUMBOCTH MUCCIIElyeMOTrO THIA TaKas BBI-
IelleHHas cTelleHs cBoGoanl ogHa. Ew sBilsercss Ta coOCTBEeHHass MOAa BO3MY-
wgeHni Wy, IiTa KOTOPOH B K pHTHUECKOM TOUKeE wyp A(Ko) = 0.

JluneitHoe mpubnukeHHe AaeT st ITOH MOJIBI OYEHb MEIUIEHHYH pellakca-
U0 B OIHU3KOH AOKPUTHYECKOH OGNACTH M YCHIIEHME C MaJIbiM HHK peMEHTOM
B ONH3KON 3aKpPUTHYECKOM O6nactH. JIiA Bcex OCTAIBHBIX COBCTBEHHBIX MOJ
¥; BosMmyleHHs Sa(X, ¢) XapaKTepUCTHUECKHE YUCTIA A; OCTalOTCA KOHEUHbIMH,
YTO O3HAuaeT ObICTPYIO0 IO CpaBHEHHMIO ¢ Wy peJlakcalluio.

Kax BuaHO, 3pech CckJlafpIBaeTcst CHTyallMs TaKas ke, Kak BOJIM3M paBHO-
BECHOTO (a30BOro Iepexofa BTOPOro pofa, rjiae MEIEHHO pellak CHPYIOILYo
cTelleHb cBOGOMB! BRIAEIAIOT Kak Mapamerp nopsaaka [100]. XakeH npemroxun
onepeThcAd Ha yKa3aHHYI0 MEMJIEHHOCTh KPUTHYeCKOH OHHAMHMKH TA 10 CTpoe-
HHSA YK€ HCIIMHEHHBIX YPaBHEHMH MBHXEHHMA BGINM3M I0pOra caMoO praHH3aluu
[56]. bnuskas unes Gbu1a peanusoBana B psine pabor [60, 61].

B ominuve OT Ha3BaHHBIX paGOT Mbi Be3[e Aajiee aHAlIU3MPYEeM IIOBeJIeHHe
B OKPECTHOCTH [OPOra CaMOOPraHH3alUMH B cllydde OUCKDETHO20 CHEKTPA \j .
3T0 COOTBETCTBYET BO3HHKHOBEHHIO HEYCTOHUMBOCTH, HApyLIAWOUIEH CHMMET-
pHI0, B OTrpaHHueHHOH oGnacTv. Hama nenps — He TOJBKO MOCTPOMTH pemylUpo-
BaHHOE OIIMCAaHHE [1A KOJUIEKTHMBHBIX MO BOIM3M MOpOTd HX 33POXKIEHUS,
HO H, 0 BO3MOXHOCTH IIOJIHO, HCCIIEIOBATh BO3HMKAIOLME [UCCHUIIATHBHBIE
CTPYKTYPBIL.

IInst onpeAeNeHHOCTH IIpUMeM B KauyeCTBe TpaHHUHBIX YCIIOBHH OTCYTCTBHE
NIOTOKOB MapaMeTpad:

a.(0,L)=0. (36)
Tem campiM Oyfier paccMaTpHUBaThCA BIIOJIHE aBTOHOMHOE NOBEIEHHE TIONA.
B KOMIAK THOH 3alTMCH ypaBHeHHe (6) UMeeT BUL

N
a;=— Aa tN@). (37)
A
3necs A — MUHEHHBI ONlepaToOp:
A t ! ! !
Az=—(utwep)a— [F(lx—x)add +[P(x—x |)adx +Day,.
B MCXOJHOM OJHOPOIHOM COCTOSHHU NpHHHMaerca @ = 0. budypKalHOHHBIM
HapamMeTpOM CUMTAEM [UIsi ONpeJeNeHHOCTH KO3((HUKHEHT  TNpH JIMHEWHOM
wieHe DasNoxeHHs QYHKIMM f(a); Wyp — KPUTHUECKOE 3HAUECHHE 3TOTO Iapa-
MeTpa, a 4 — OTKIIOHEHHE OT Hero Takoe, uT0 y > 0 COOTBETCTBYET 3aKPHTH-

YeCKOH CUTyaurH, a u < 0 — JOKpUTHUECKOM.
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3Hech MbI OTPAaHHUMMCA PACCMOTPEHHEM TONBLKO COCTO AHHIA, BO3HUKAIOILIX
B pe3ylbTaTeé MATKOH OMbypKalMH. 10 MpeAHONaraeT MajIoCTh aMIUIMTYIBI
OTKJIOHEHHsl TMapaMeTpa @ B HCCIedyeMOM CTpyKType a(x) OT rOMOI'€HHOTO
pacnpegenends ¢ = 0 ¥ BO3MOXHOCTb OTPAHUUMTECS JIUILb HU3LIMMH 10 pAIKaMK
HenuuerHoctun N(a) = f{a) — wa [108, 109].

Iia CTaBWIM3aLHMH COCTOAHHHM B 3aKPUTHUECKOH OBJIacTH OKa3biBaeTcs
[IOCTaTOYHBIM yUeT WIEHOB He cTaplue a° . [loatomy npumem mis N (@):

N@)~ —yd®. (38)

Ony1esHb KBaJpaTHUHBIA WIEH, NTPH OTCYTCTBHMH BBIPOXIEHHA JIeK PEMEHTOB
B JIHHEHHOH 3ajiaue, NIPUBOIMT JIMIIb K (GOpMAIIbHBIM Y CIOXKHEHUAM, HE MEHAA
HHYEro IMPHHUNIHATBHO. TeM caMbIM OKaXeTCs, YTO Mbl OTOLIIH OT UCXOXHOTO
H-o6paznoro Buaa B nokalpHOH guHamuke JIIJI. Ho Mbi BepHemcs K Hemy
B JalbpHeillleM MPH PacCMOTpPeHHH BOIIPOCOB O CaMOYIOPAIOYEHHH B KOHK PeT-
HbIX GHOJIOrMYECKHX 3a71a4ax B ClIedyIOLIMX JIBYX ITaBax.

Haree BoCHONb3yeMcA Pa3iioXeHHEM MO MOSTHOMY HaGOPY HO PMATILHBIX MOJ

¥; (coGcrBeHHbIX BYHKILHHA OnepaTopa A) B BH/Ie
a(x, )= ?C, ¥, (x). (39)

Jlis rpannyHbX yonoBHi (36) coBokynHocTs {W,;} npencraBnser coGoii:
W, =cos(k;x); k;=In/L; 1=1,2,...,
Vo = 1N/2,
A
4 COOTBETCTBYMOIIME COGCTBEHHBIE 3HauYeHHsa oNepatopa A (CHeKTp ero ¢ypbe-
peo6Gpa3oBaHUs) TaKOBBIL:

Ac(k,c)EAc =0 =0);, A°(k)>0;, I+#I,. (40)
HHpexc ¢ 0603HaYaeT KPUTHYECKYI0 MO/Ty — HEATpAJIbHO yCTOWUMBYI Ha TOpO-
re u=0.

[Ipu nepexome k Ga3Hcy M3 HOPMATbHBIX MOJ KHHETHUECKOE ypPaBHEHHE
(37) npeoGpa3syerca K GecKOHEUHOM! cHUcTeMe OObIKHOBEHHBIX AUdepeHHans-
HEIX ypaBHeHHil oTHOcHtenbio amipiutyd Cp(r) [107]. Pasnuuas aMmmurymy
K PUTHYECKO# MOZbBI ¢ M Bcex OCTalbHbIX C), MPENCTaBHM 3Ty CHCTEMY B BHfE

C,=[JC~%'}’63»*%3026'310+0(C'C'C)+O(C'C'C), (41)

SNV P SUC VS

G=u-A)G p 81,31, 5 ctCm—

X (C|1+210| + C|1_210|) +O(C " C C) +O(C C * C)
YcnoBHe OJIM30CTH K NIOPOTY Hey CTOHUHBOCTH

|l <1 Aey,l (42)

paspellaeT paccMaTpUBaTh BCE MOOBI NMOMHMO KDHTHUECKOH ObICTpO pernax-
CHPYIOILMMH M MCIIOJIB30BaTh Mg aMmnuryn C; B [HMHAMMYECKOH CHCTeMe
(41) npubIHKEHHe KBAa3UCTAllHOHAPHOCTH Ha BpeMeHax 1~ 1/u

¢ =0
Hanee menaercst npegnonoxenue | Cp| <€ ¢ |, B camMOCOTTIacOBaHHOCTH KO-
TOPOTO HYXHO ByHeT yOeauTbes.

c? X
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Onupasich Ha CKazaHHOE, cucTeMy (41) MOXHO pemyLMpOBaTh:

C = e — Wyed + 1o (R IAS, ). (43)

31, = (V/4A3,)€, €= 0(S); 1 #1.# 31,

[Ipu MasipIX u NpHOITIKEHHOE CTALMOHAPHOE PellleHHe ¢ HMEET BHL

c? ~ 4u/3y.
Ipu v < 0 OHO cylecTBYeT 0 NOCTHXKEHHA IOPOTd HEYCTOMUMBOCTH TPUBHAIIb-
HOTO peweHHs ¢ = 0, COOTBETETBYIOLIEIO HCXOMHOMYy cocrosHH. Henocpen-
CTBEHHO u3 (43) y6expaemcsi, YTO B 3TOM Clyude CTalHOHApDHOE pELleHHe ¢
HeycroiunBo. Takum 06pa3oM, NpH OOKpHUTHUeCKOH GHGypKaUUH FOMOTEHHO-
r0 COCTOSIHUA He TOJIyyaeTcA CTabWibHBIX HETOMOIEHHBIX COCTOAHHH. Hamom-
HHUM | NOJUePKHEM, UTO 3TOT BBIBOJ, OOOCHOBaH IIPH  HEBHIPOXIEHHOM  He-
yCTOMUMBOCTH H KyOHUECKOH HEMHHEHHOCTH.

Ilpu ¥y>0 B touke =0 OT TPHUBHAJILHOTO pelleHus ¢ =0  HempepbIB-
HbIM 06pa30M OTBETBIIAETCA NTapa HOBbIX HETPUBHATIBHBIX

c=%~/4u/3y

Telepb yXe B pe3ylibTaTe 3aKpHTHUeCKOWM OMdypkauuu. Obe HOBBIX BETBH
CTAUMOHAPHBIX pELICHHH B 3TOM cllyuae ctabwisHel [107]. Bug  mpocrpan-
CTBEHHOTO pacTIpefieieHus’ a(X), CMEHMIOLIEro rOMOTEHHOE COCTOSIHHME, Ollpe-
IenseTcs BplpakeHHEeM

AN

ia_'(x)=c7<1+—”c—) \I'C—“—VC—E3\I'3,C (44)
3A3, 4A3,

B6iu3n mopora BO3HMKHOBeHMA (MaJible 3HAuYeHHA [) HEOJHOPOJHOE COCTOA-

HUe umeeT GHopMy CHHycoMpanpHOH BonlHbl W,.. C yBenuueHHem u 3ta ¢op-

Ma IUIABHO MCKAXaeTCA, CTAHOBSACh Gonee TpAMOYTOMBHOH HM3-3a BKINAfla He-

YETHBIX TaPMOHHK \11310, ‘1’510 urt.0. (puc. 10),

Ilpu p >0 craBLIee HEyCTOWUYHBHIM MCXOJHO¢ COCTOAHHE HCIIBITHIBACT
CepHr0 MoCHefOBaTeNbHpIX OUbypKaUWd npH u = A, OpHako OTBETBIIAKLINE-
CA TIpH 3TOM HOBbIE CTAaLHOHAPHBIE pElIeHHs BOIU3M COOTBETCTBYIOIUX TO-
YeK 3apO>K/IEHHS ACHMITOTHUYECKHM HeyCTOHuMBBL. BmecTe C Tem 3TO He O3Ha-
uaeT, YTQ EMMHCTBEHHBIM CTAOWIIBHBIM COCTOSSHHEM B 3aKpPHTHUECKOH ofac-
TH sBNsietcs NepBasi BeTBb (44). HoBbie cTaBWIbHBIE CTPYKTYpbl BO3HUKAKOT
BCJIeICTBHEe BTOPHUHBIX OH}ypKalMil HeOOHOPOMHBIX CTALHOHAPHBIX PEILLIEHHH.
CooTBeTCTBYOLIMI aHATTH3 TIpECTaBiIeH B CIICAYIOIEM pasfelie.

B)Btopuunwse 6udyprkanun [107,110]. Ina wucclenosanus
BTOpHUHbIX 6HypralMi He06XONMMO TIPHHATL B pacueT BIIMAHHE MOJ, OTIHU-
HpIX OT ..

Ilycry W' — Mofga, KOTOpas NepBasa Beilel 33 KpHTHYeCKOM W, IIpHoG-
peTaeT TOJIOKUTENBHBIA HHKPEMEHT C POCTOM u. 3TO MpOHCXOZMT MpH U =

-AI ' Honoxch, uTO [yis BCex OCT&IbHbIX moj I #I.# I, mnopor Bo3Gyx-

JleHHA ellle He JOCTHIHYT, T.e. p<A, B 3TOM ciyvae TNHHEHHBI  aHATH3
NpefcKaspiBaeT pellakcaldio rapMoHuk ¢ [ #[,. =l , Torga xak obe nocren-
HMEe MOTYT YCHWIMBATLCA.
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pG Puc. 10. Bui npodwia z(x) B cOOTBETCTBHH
¢ Beipaxenuem (44) BOIM3M 1OpoTa BO3-
HUKHOBCHHUA (CIIOLIHAA JIMHUA) M HA HEKO-
TOpOM YAWICHWM OT Hero (WITpUxOBas JIu-
HUs) ‘

Puc. 11. JImarpamma BeTBICHHMsS CT4LUMOHap-
HBIX pelIcHHHA (46) — 3aBUCUMOCTL aMIUIH-
TY[l COCTaBIAIIIMX TapMOHHK OT Gudypra-
LMOHHOTO napaMerpa u. CIUiOLIHBlE BETBH

oy PR PR COOTBCTCTBYIOT 4CMMITOTHUCCKHK  YCTOMUH-
\ h \ 1 BbIM pCILCHMAM, LITPUXOBble — HCYCTOMIH-
\ ! \ ! BBbIM
\ ! \ !

y ¢ ¢

Uto maoT HelMMHeHHbIe WieHbl B Npennonoxeduu u ~ Ay < Ay 7 YpaBHenus
LOBIKEHHA [IJISL ABYX HemallbIX aMIDIMTY[ ¢, b MOJIyualoTCcsa TaKuM xe 06pa3oM,
KaK B Npeabily1ieM pasjiesie, i MMenT BHI

3,7 3 3/2

é=pc-—-——:o — e +o (—‘%—) ,
4 2 IA

. 3y 3ye?b u 3/2

B=(u - Ay )b ———b* — +0 , 45
¢ 4 2 VA7 “3)

M 3/2
o))
A

Tenepe HerpuBHaibHbBIE CTAIIMOHAPHBIE pelUEHHA — MAphI aMIUTUTY[ ¢, b —Ilepe-
umciensr Huwxke [107] :

¢ = (@4u/37)'2, b= } oo
_ ¢ u. >0,
b=233[(u— A2, e= ’
_ c ; c

c= 223 [(u = 2A) R, b=t [+ Ay
IlepBoe U3 HMX COOTBETCTBYET pelueHHI0, PACCMOTPEHHOMY Boiiie. [l Ba crenyio-
IIMX BO3HMKAWT B TOYKAX U= A, H u = 2A,’ COOTBETCTBEHHO,

Bompoc 0 cTaGWIbHOCTH Bcex pelieHHR (46) BbIACHseTCH, KAaK OGBIUHO,
NyTeM JIMHEApHU3AIMH KHHETHYeCKON CHCTembl (45) BOGIM3M COOTBETCTBYIOILMX
0cobbIx TOYeK (46). OGmMit pe3yybrar uccienoBaHusi (45) INpencTaBiieH B
BHre 6 MDYy pKallHOHHOI1 JiHarpaMMel Ha puc. 11.

Kax Byumo, mepmasa (ycTonuuBaf) GudypKalMOHHAA BeTBb W, He KCIbI-
ThIBa€T BTOPHYHBIX OHpy pKaumd. Ee ycTOiUMBOCTL He Hapyllaercsi ¢ poCTOM
Oudy pKanHOHHOIO mapamerpa u. Bropas GudypkauuoHHas BerBb V.’ BO3HH-
KaeT aCHMITTOTHYeCKH HeyCTOHYMBO, HO IIpU ¢ = 2., pa3BeTBIIAETCS, IOPOXKIAS
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1apy HOBBIX CTAIIMOH3apPHBIX pelieHHH. BMecTe ¢ 3THM COOTBEICTBYIOILIMH Hero-
MOTeHHbIH Tpod Wb npquperaer yCcTOMUMBOCTb. Takum 0Bpa3oM, B O0JIaCTH
HapaMerpoB U > 2A + Mbl CTAIKHBaeMcs ¢ ¢aKTOM HeOGHO3HAYHOCTH YCTOMYH-
BeIX peuieHuit 3amayu (37). JIBa cTaGWIbHBIX, MaKpOCKONMYECKH Pa3IIMMHBIX
coctosiius W, u W, He IOMy4alOTCs OAHO M3 Jpyroro B pe3yJbTaTe HOTEPH
YCTOMUMBOCTH, HO MOIYT 00a TNpOABJIATECA TPU OOHMX M TeX Xe YCIOBMAX.
Ecmnu cuctema, 3BOIIOIHOKUPY A OT TOMOI eHHOI' O COCTOSHUA, OKa3aJ1ach B OTHOM
M3 HHMX, TO NMOMHACTh B [Ipyroe OHa MOXET JIUIb B pe3yJIbTaTe )KeCTKOIr O BO30Y X-
JleHuA U3BHeE.

He MeHbuinii uHTepec MpencTaBisieT CMeHA MaKpOCKOIIHYECKOIO peXHMa,
NpOUCXOfAIEAA CIHOHTAHHO, Ge3 BHemHero Bo30yxneHus. YToGhI 3TO mpousoul-
70, cTabwibHasd — IlepBadA OUpypKalMOHHAA BETBb — AOJDKHA CaMa HUCIHLITATh
6udy pkammo. JlocratouHple (a BOZMOXHO, M  HeOGXOUMble) YCIOBHA OJIA
TaKoil Ouby pkanuu ¢GopMupyTcia, KOrfa HepBwiHad OubypKanua OKasbl-
BaeTcA B Olipeq elleHHOM CMbICIe BRIpOKIeHHOi [110].

bornee onpeneneHHO, paccMOTpUM CITydai, KOrjl2 KpHrideckas MOIa npef.-
CTaBNAeT COGOH TapMOHHYECKYI0 MOJNYyBOMHY, T.e. [, = 1. [fonoxum paree,
YTO [IBE cOcemHue MOmpl ¢ { = 0 M { = 2 MMeWT GNu3KHe nekpeMeHThl A%, AS,
TOI[a KaK BCE MpOYMe — CYIIECTBEHHO Bobiiue:

p~ AS L AG <€ Ajss. (47)

flpu p > A§ HONIOXUTENbHBIA HHKPEMEHT 110 JIMHEHHOMY NpHOIIIKEHHI0 HMEOT
momel ¥, W, , W, . 31U MOLBI MOTYT ObITE BO30Y>KIEHBI U JIOJDKHBI TIp MHUMAThCA
B pacuer. OcranbHeie, ¥MemoLHe OOTMBIION NeKpeMeHT 3aTyXaHHA, NMOLABIICHBI.
Tpu pomuHaHTHBIe rapmMoHHKHU Vo, W, , WV, mpefcTaBieHbl B pasliOKeHHH
OTKJIOHeHUA a(X) ¢ BecaMu &, b, ¢:
ax, )=aly + bV, +c¥, + X GV, (48)
1>3
TaxkuM ke 06pa3om, Kak 3TO ObUIO CHENAHO Bbiule — TPH HOMyueHuu (43},
TpHIEM K CHCTeMe ypaBHeHHH 3 BOMO LMY aMIuTuTyn, *

1 3
a=@—A§)a—v [——a3+—a(b2+c2)+ 3 bzc},
2 2 22

) 3 3 ) ) 3
b=ub —y|—B + —b@?+e*)+——abe |, (49)
4 2 3

. 3 3 ) 3
c=u—Aec —v 4—c3 +70(a2 +b2)+—ab2}.

Tpu “npocreix ” cTalMOHapHBIX perieHust 510l cuctemsl: (0, b,0); (0,0, ¢);
(a, 0, 0), COOTBETCTBYIOIIMX UMCTBIM rapMoHuKam WV, W, , WV, , 3apoxmanTcs
MyTeM TIOCIIENOBATEIbHBIX OTBETBJIEHUH OT TpMBHaJIsbHOro peuieHus (0, 0, 0).
C poctoM p KaKJaA U3 COOTBETCTBYIOUIMX BerBedl MCHDBITHIBAET BTOPHUHBLIE
6ubypxanun. Ilpu 3TOM HOBBIE BETBH COCTOSHHUI COOTBEICTBYHT CYTepHO3H-
IMAM WCThIX rapMOHUK W, . W, , W, (puc. 12).

*) Hipke Mbl fipeHeGperaeM BKJIAJIAaMH KPATHBIX TapMOHUK W, W, U T.[., KOTOpble
HMCIOT MCCTO B CHi1y HeJIHHEHHBIX 3¢ PeKTOB, HO MBI
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Puc. 12. M3meHeHHe BHIA CTALLHOH2pHOTO
npodwiss d(x) TpH BTOPHYHOH HeycTOWUH-
BOCTH nepBOoH GHPYPKALUMOHHOK BETBH.
CrutolHasi 7TMHUS — pellenHe a(x) po
rnopora BTOPHMYHOH HEYCTOWYMBOCTH, LITPH-
XO0Bas - IocJle Hero

Puc. 13. IInarpaMma BeTBACHHSA CTallMOHAp-
HBIX peluenHit cucremsl (49). CruloliHble
BETBH COOTBEICTBYIOT YCTOHUMBBIM pellle-
HUSIM, WITPUXOBBIC — ACHMITTOTHYECKH He-
YCTORUUBBLIM

BropHunbie 6udypKali MOXHO [IpOaHAMNU3UpPOBaTb B pAMKAX JIHHEApH30-
BaHHBIX YpaBHeHHH (49) B okpecTHOCTAX ocobeix Touek (0, b,0); (0,0, ¢);
(2, 0, 0). JIna mpumepa IpHBedeM XapaKTepUCTHUECKOe YpaBHeHHe, OTBEUaN0-
1iee cocroanuw (a,0,0):

2uH2AS N0 0
Det| o0 2u+3AS A 0 =0. (50)
0 0 C2uH3A5 - A\

! -
Ero xopHu A, A\,, A3 330a0T BpeMEHHBbIC AeKPEMEHTbI MaIbIX OTKIIOHEHHH OT
CTAILIMOHAPHOTO COCTOAHKA.
Mpu AG > 2A; 3T KOpHH, pacnonoxeHHble B MOpAQKe BO3PACTAHUS, TAKO-
Bl [107]:

A =2A5 — 21, A =3AE — AS —2u, As =3A% — 2u.

TMocnemoBarenbHoOe MPOXOXKOeHUe Uepe3 O 3HAUEHHIH \; COOTBETCTBYET TPEM TOU-
KaM Gudypxauuk BeTBU (g, 0, 0). IlepBad, 4 = AG, COOTBETCTBYET 3apOXKIEHHIO
HEyCTOHUMBOH uMCTOH rapMoHuky W,. Ee HeycTOHUMBOCTD OonpeferngeTca IByMA
HepeNlaK CUpYLHMH coB6cTBeHHbIMY Momamu Wy u W, Tlpn u> 3/, A — % AS
Mopa W, CTaHOBHTCH 3atyxawmieil. HakoHel, pu u> 3/; A§ petreue @,0,0)

yXe acCUMITOTHYECKH YCTOHUMBO. 3a OHbYpKaUMAMH OCTANbHHIX BeTBEH —
0, 0, ¢) u (0, b, 0) — ynHaeTca mpOCIeIMTh TAKHM Xe crocoboM. IlonHas
OudypKalMOHHAA [UArpaMMa KHHETHUeCKOH cHcTeMbl (49) IpHBelieHa Ha
puc. 13 [107]. OGpaiuaeM BHUMaHye Ha HOBBIH IEMeHT 3[ieCh IO CPABHEHUIO
¢ muarpammoii puc. 11. Ha HeKOTOpoM ynalleHHH OT TOYKH TlepBOro BETBIIEHUA
HCXOIHOTO COCTOSHUA u = 0 ycTouuuBas NepBasd OUdYpPKALMOHHAs BeTBb W,
IpeTepreBaeT BTOpHUHY0 GUdypKaumw (Touka B Ha puc. 13). CywuecrBeHHOH
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HPEeNOCHITKON IS 3TOTO ABJIAETCA NpeNosarasuasica BpIpOX/IeHHOCTD ClIeKT-
pa Ay (ycnoBue (47)): 61M30CTh HHKPEMEHTOB MO/ C KpaTHBIMH BOJIHOBBIMU
upcnamu k, =2k, u ko =0 [110].

CMeHa TIpOCTPAHCTBEHHOTO paclpelelieHHs, CONpOBOX/AMLIAA [JaHHYI0
Gudypkaiuw, TPOUCXOAKRT MATKO H BBINIAOUT TakK, Kak NMOKa3aHo Ha puc. 12.
Kak MO>XHO BHIETh, TADMOHHYECKAs SUCCHUIIATHBHAA CTPYKTYpa HedopMHUpyeTcs
B pe3yibTaTe BTOPUYHOH HEYCTOMYMBOCTH, NMpHOGpeTas 4epThl “KOHTPACTHBIX
CTIPYKTYp. OJTOTO MOXHO ObUIO OXHWIATh, MOCKOJIBKY IIpeqrosiarapuieecs
BLIDOX/IEHHe CIIEKTpa /; 03HayaeT MO CYUIECTBY pPe3KYK IHCIPONOpLHIO
MacuiTabos Ry m R_ s GyHKIMH NPOCTpaHCTBEHHOH CBA3M B oNlepaTope A
JaHHast JUCOpONOpUMA OTPa)kaeTCsAd Ha Tpoduie IUCCHNATUBHOH CIPYKTYpbI
TaK, 4TO IMOJIOTHE M KPYTbIe YYaCTKU M3MEHEHHs ITUHAMHUUYECKHX TlepeMeHHbIX
LOJDKHB1 YepelloBaTheA [64].

r)dddexT BHemHux dnykTtyanui [107].Msl yGeaunucs,
YTO 3a MOPOrOM CIIOHTAHHOH [IeCHMMETpPH3AIHMH MOXeT CTabGHIIH3HPOBATHCHA He
YHUKAaJIbHasl SUCCHIIATUBHAA CTPYKTYpa, HO B NpUHIHIIE — IeJIblH CIeKTP TaKo-
BbIX. B paMkax UMCTO OAMHAMHYECKOro ONHCAHMA pearH3alisl TOTO WIH MHOTO

U3 PA3THYHBIX MaKpOCKOIHYECKHX COCTOAHMM oOmpefienfgeTcss TOINBKO Hayalb-
" HBIMH YCJIOBUSMH.

B peanpHpIX cHCTEMaXx, BceTAa I0ABepXKEHHbIX (GIIYKTYauHuAM BHEIIHHX Ma-
paMeTpOB, HayajbHbie YCJIIOBHS He MrpaloT posiu. CiydadHple NepeGpocChl cHcTe-
MbI U3 COCTOSIHHS B COCTOSIHHE IIO3BOJISIOT TOBOPUTBb Tellepb JIHuIb 00 Ollpesie-
JIEHHBIX BEPOATHOCTAX HAXOX/IEHNS CHCTEMBI B KAXJIOM U3 HHX.

bynmeM ywTeIBaTh GiIyKTyalud BHELIHHX IlapaMeTpOB, BBOJA B YpaBHeHHe
asikenus (37) cnydalHBIA J1aHeBeHOBCKHMH HcTouHMk £ [112]. CoorBet-
CIByIOLIEE CTOXAaCTHUeCKOe YpaBHeHHe JBHxeHua JI1II nmeeT BUI

aa/at=—/lica+ua—7a3+.§(x, 0. (51)

3mech £(x, t) — TONE CIYYalHHpIX BO3MYILEHUH, KOTOpOe B IIpOCTEHLIEM CIlydae
p p

MOXHO CYHTaThb TayCCOBBIM H He/IbTa-KOPpPEMPOBAHHBIM BO BpeMeHH M IIpOCT-

paHcTBe — V6ebM” miymoM [112]:

(E(x, 1)) =0,
(8, ) E(x, t Y =€*8(x —x")8(r — ).

B npencrasnenun Oypoe ypasHeHue (51) umeer Bup
A= AN + 0,0 (53)
n (1) = [ E(x, )WV (x) dx.

3meck cnyvadHas cwia n, (t) Takxe ABIAETCA rayCCOBBIM OGEJIBIM LIYMOM.
Kax u £, oHa oBGmanaeT HyJIeBBIM CPEIHUM U KODPPeTATOpOM BHIA

(n,(1) n/.(t')) =20%6;8(t—t'); o? = (1/2L)€*. (54)

(52)

BekTOp Ipeitda f; B cTOXacTHuecko# cucteme (53) IpefcTasisfeT cOGOM npa-
BYIO YaCTh COOTBETCTBYIOLICH JeTepMUHHUCTHUECKOH OCTAHOBKH 3aJauu.

[lioTHOCTB paclipe/ieNieHns BepOATHOCTEH U1 CTOXACTHYECKOH CHCTEMBI
(53). (54) nopunneHa ypaBHeHur Gokkepa — Ilanka:

oP 0 9% P

— = 2
o~ a AP0t

(55)
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Hartee, y6emMmest, uTo BeKTOD cHoca B 3TOM ypaBHeHuH f; ({4)}) npencta-
BHM B BH/I¢ I'PATHEHTA HEKOTOPOTO CKajisipHOrO “TIOTCHIMAsA

fif4}) = — 3%/o4;. (56)

JI51s1 3TOTO IOCTATOUYHO YCTAHOBUTH, UTO 3f;/0A,,; = 0f,,/0A;.
KoMIoHeHTy f; MOHO Mpe/ICTABUTH B BH/IE

fi= N A +N1({A})

3uecy 4; — KoapguuHeHT dypbe-padnoxenHa GyHKUHH a(x). IlepBoe cnarae-
MoOe SIBJISIETCS aMILTMTYy[OH NpeoGpa3oBaHus ®ypbe JMHeHHOro omepaTopa B
ypaBHeHHH nBMXeHus (37), a Ny({A}) — 10 ke jyisl HeMHHeHHOH GYHKIHU
N(a) B 310M ypaBHeHHH. Pa3BepHyTOe BblpaskeHHe [IA N, HMeeT BH[,

Ny =[N 4;6™0%Y dx,

Torpa mnsa nmpousBoaHon 9f;/8A4,, NONYyYHM
af;
0A4,,

IlocnemHee BbipaxieHHe, OYCBUIHO, CHMMETPHYHO OTHOCHTENIbHO NEPECTAHOBKH
HHJIEKCOB, UTO H [I0Ka3bIBaeT CHPABE/UIUBOCThL (56).

[otenuman ® umMeeT HarnmAgHBIN CMbBICI, HOO pa3iHuHble YCTOHYHBbBIE CTa-
IMOHApHBIe pelieHHA HcClieOBAHHBIX B MpEAbIAYILEM pasfiernie JeTepMHHHMCTH-
YeCKHX cHCTeM (45), (49) ABNSAIOTICA TOYKAMH JIOKAIbHOTO MHHMMYMa GyHK-
mmd ®({A}).

M3BecTHO, YTO CymieCTBOBaHHEe NOTEHUHAIbHOH (YyHKUMH [mIA BeKTopa
cHoca B ypaBHeHHH Poxkepa— IlnaHka focTaTouyHo iis TOTO, YTOOBI CTAIMOHAp-
Hoe pacripefenedne P({A)) ynoBneTEOpMIO IpHHUHIY [eTalpHOTO OajiaH-
ca [113]:

; oN .
= A8 + fe'klx Y (2) e ax.
a

J,':fO2

—+ f;({4})P=0. 57)

i

Hocnen,Hee YpaBHEHHEe UMEET peLIIeHHE!:

<I>({A_}l

P=pnexp|— 5 ) (58)

o
Orcroma crnegyeT, YTO cTaGuiibHble COCTOSAHHA NeTepMHHUCTHYECKUX YpPaBHEHHMH
ABHXKEHHSl COOTBETCTBYKT JIOKATbHBIM MAaKCHMYMaM CTAaLIMOHApHOTO pacHpe-
JeNeHHs BepOATHOCTeH B CTOXAaCTHUECKOH NTOCTAHOBKE 3a/1auH.

[ipH HeBbIPOXICHHOH OHYpKalMH B KpUTHYECKOH TOUKe U = (0 MAKCHMYM
pacnpenenennsa P({A}) paciueruisieTca Ha fgBa B TOuKax A, = * (4u/37) /2.
Kak 6bU10 10KA3aHO NIpH JETEPMMHHCTHYECKOM aHATHM3e, MpH 4 = A% K mape
YCTOMYMBBLIX COCTOSIHMM, 3apoAMBUINXCA NpH TlepBOH 6udypkauuu, 1odasier-
cAl ellle Napa, NOpOXIeHHAA BTOPUYHOH HeyCTOHYMBOCTbIO. COOTBETCTBEHHO Ha
pacnpeneneHnd BepoATHoctel P({4)}) mnosBnseTcA [Ba HOBbIX MAKCHUMYMA.
Ho BeposTHOCTM HaGniogeHHA COOTBETCTBYIOUMX COCTOSIHMH cormacHo (58)
3K CMOHEeHIHaNIbHO Manbl. C pocTOM GHOYPKAIMOHHOTO TlapaMeTpa [ pacTyT H
9TH BEPOATHOCTH.

Onwupasich Ha BhipakeHue (58), MBI MOXeM yKa3aTh OTHOCHTENIbHBIE BecCa
Pa3JIMUYHBIX MaKp()COCTOﬂHMﬁ 3a 11oporom HC)’CTOﬁ‘{HBOCTH HCXOJHOTO.

54



BbIBO/1bl

B pamkax $OpMWILHOro onmcalus Mo phOTeHe THUE CKOTO 110151 MATEMAaTH-
YeCcKOM MoJielibio (6) HCCslenyeTest BOLIPOC O CaMOIPOU3BOTBHOM MOHHKEHHUH
CHMMETPUH MaKpOCKOTHMUCCKOTO COCTOSIHUA.

DopMaILHOH OCHOBOH CHOHTAHHOM [ACCHMMETpH3aLMH (ucpe3 BO3DYxic-
HMe KOJUIEKTHBHOH KOpPOTKOBOJIHOBOU MOALI 110 MEXdHH3MY TBIOPHHTOBA
THIta) SIBJISICTCA HCMOHOTOHHBIA XapakTep guclie pcuOHHOH KpuBoi. CyilecTBeH-
HAA UPUUYMHA 3BKIOMCHA B MEKKIIETOUHBIX B3aHMOACHCTBMSIX THNA: GIH3KO-
HEMCTBYIOWUX, TOMOTCHH3UPYOIWIMX  cOCTOAHKE  (Haupumep, by 3MOHHBIX ),
M HETOKIBHLIX, Nepenawupix a¢deKT caMONONaBJICHUS (HaNpUMep, OTHOCH-
TCJIBHO OBICTpas JHby3us HHIMOUTOpA) .

UcentetoBaHbl CTRUMOHAPHBIC COCTOSIHHSI 33 IIOPOTOM CHOHTAHHOH JIeCHM-
MCTpPH3alMHU. YCTAHOBIEHO HapacTaHHe MX KOJHUYEeCTBA 1O Mepc YHAICHUH OT
nopora. Iornosnxenne mMHOMeCTBa cTaBUIABHBIX MAKPOCOCTOAHHI O0eCliCUMBaET-
¢A NIOCJICIOBATEN bHBIMY OU( Y PKAI MU HCXOJTHOTO CHMMETPUUHOTO COCTOAHMSA.
tIpn OTCYTCTBHM BBIPOX)ICHHSI B CHEKTpe HHKPCMEHTOB COBCTBEHHBIX MOM
MaIOdMIUIMTY JIHBIX BO3MYIEHHH 3TOTO COCTOSHMA CTPYKTypPbl B 3aKpHTHYCC-
KOH OBIIacTH COXPAHAIOT YCTOHUHBOCTD.

IlpM HAIMUMH TaKoOro BBIPOXKICHUS UIA MOJ ¢ KPAaTHbIMH BOJIHOBbBIMH
YUCIIAMHM 33 NIOPOTOM CIIOHTAHHOW NECUMMETPU3ALMM BO3HMKAET BTOPUYHAsN
HCYCTOHUMBOCTB. Tlpu 2TOM CTpyKTYpa, COOTBETCTBYIOLIAs 1epBOH OUdypKa-
IMOHHOH BeTBH, AeGOpPMUpYETCsH OT KBA3HIAPMOHUUCCKOH K CTPYKTYpe KOHT-
PACTHOTrO THIIA.

Yuet ¢pnyKTyauui (1IyMa BHEIHMX L1apaMeTpOB) INO3BOJISACT BBECTH Mepy
“OTHOCHTEIIBHOH CTAGMIIBHOCTU JUTA pPa3lIMUHBIX ACHMHITOTHUUECKH YCTOHUMBBIX
MaKpOCOCTOHHMI 33 NOPOrOM CHOHTAHHOW fecUMMeTpU3alMu. OHa MOXKCT BBITh
olipejieiieHa KaK OTHOLUEHHE T1yOUH COOTBETCTBYIOUMX IIPOBATOB MOTE HIM AT b-
HOH NIOBEPXHOCTH B NPOCTPAHCTBE AMIUTUTY i COOCTBE HHBIX MO,

I''TABA lil

KO/JIEKTUBHBIE SBJIEHHA HA MHOT'OK/IETOYHOH ®A3E
PA3BUTHUA MHUKCOMHUUET Dictyostelium Discoideum

§ IL.1. Xu3neunsit unkn. KonnekHBHBIe HpoLecchl
B Pa3BHTHH NCEBIOIUIa3MOUS. XHMHUECKAst CHTHATH3aLHM A,
XeMOTaKCHC, KNleTouHast nuddepeHIH poBKa

D. discoideum — oucHbs ynoGHaA 3KcNepUMEHTANIbHAs MOJeb 113 GHOJIO-
rMH pasBuTHsi. OHa OfNIaaeT 11pCH MYLLCCTBAMH MHKPOOPTaHH3MOB (KOPOTKHIA
KHU3HEHHBIM 1IMKI, MPOTCKAIIUKWA B KOHTPOJIMPYEMbBIX JKCIIEPHMEHTATIbHbIX
YCIIOBUIX) U BMeCTe ¢ TeéM — THIIMYHBIMH YepTAMM OHTOTEHE32 MHOTOKJIETOY-
HpIX (KyeToynas audbepeHIMPOBKa H MOpQOTeHe3), KOTOPbe 1IpeICTaBleHb
3/1ECh B NpeienbHO NpocTol hopme. braromaps oToMy U B pe3yJIbTaTe HHTEHCHB-
HBbIX JIKCHEpUMEHTAIBHBIX HCCIIEJIOBAHUH JITOT OObLEKT cTall ceiuac naubolee
IIOJTHO M3YUYeHHOH 3KCIEpPUMEHTAIBHON MOJIENIbI0 OHMONIOTUH pa3BUTHs. Ha Helt
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MbI MOMBITAEMCA IOJ DPa3HBIMH YIJIaMH OCBETIMTb IJIaBHBIA BONMpPOC Ha-
crosiiiell paboTel: KaK POPMUPVIOTCA 2DYRNOSblE CQOUCTEA 8 KACTOYHLIX KOA-
aexkTugax?

Ame6s1 D. discoideum (Dd) — 3yKapHOTHYECKHI MHKPOOPraHu3M, OOUTak-
IMH B €CTCCTBECHHBIX YCJIOBMAX B JIECHOH NOUBE M MM TAIOUMICSH I0YBEHHbIMU
GaxTtepusimMu [114]. Kierku Dd )UBYT ¥ pa3MHOXAWOTCA JielieHHEM KaK OJHHOY-
Hble, HEB3aHMOOEHCTBYIolMe amMebbl, NOka MUILA HAXOOUTCA B mocratke. Wcro-
[IeHHe €€ BKIIKUAaeT NpOrpaMMy pa3BUTHsA, [JIaBHOIH Yeprof KOTOPOH ABIAETCA
KOJINIeKTHBHOCTH [115].

I sxcne puMeHTOB D. discoideum BBIPAIIMBAOT HA IWTOCKOH NMOBEPXHOCTH
arapa B yamke [leTpu. [Tocse onpeneneHHOro nepMomaa roiongaHus, 3aBUCSLLIETO
OT BHELIHHX YCJIOBMK (TeMIlepaTypa, BIaXHOCTb) — MHTepdasbl [116], — yxe
HeplelAMecs ame6bl NpHoBOpeTaloT cocoGHOCTD K arperauud [117]. Arperauus
HAYMHAETCsl CMHXPOHHO HA TEPPUTOpUAX mopadka | cM® M ocyluecTBIAeTCA
TyTE€M HANp4BJIEHHOTO KOJUIEKTHBHOIO [IBUXEHUA KIJIETOK K BbIIETeHHBIM
arperallMOHHBIM IIeHTpaM. B pesynbrate GopMUpYHTCA OKpYIJIbIe MHOTOKIIE-
TOYHDBIE MAcChl, COMIEPXalIMe B HOPMIbHBIX yClIOBHAX nopagka 10° krmetox
[115]. Hamee arperatr tpaHchOpMUpYeTCS B BBITAHYTHI T[HIb30HOA0GHBIA
NCeBJIOIUIa3MOMI H B TAKOM BHJIe CIIOCOGeH BOTlee WM MeHee [ONIro (B 3aBHCH-
MOCTH OT PadMuHbIX (DaKTOPOB BHelIHMX ycnoBuit: 7, pH) murpupoBats kak
nenoe.

Murpupyroumii nceBooOIUIa3MOIMA — CIH3EBHK — OOMajaeT psAaoOM Xapak-
TepHBIX YepT NMOBEJEHUs, OTCYTCTBOBABUIHX Y O/MHOYHBIX KJIETOK. I10 Oud-
depeHIMpoBKa M TNPOCTPAHCTBEHHOE pACCIOCHHe [BYX KICTOUHBIX THIIOB,
HANpaBleHHOe IBMKeHHEe K MCTOYHMKAM cBeTa M Terva [115].

3a ¢da3oit MHrpalMM CJIM3eBUKA HACTYNaeT 3aBeplUaiollee LMK PAa3BUTHA .
D. discoideum oGpa3zoBanue rionoBoro rena. HavansHas muddepeHimaima By x
COPTOB KIIETOK, NMPOSBIANILAACA HAa CTAIMH MUTPUPYHOILETO MCeBOOIUIa3MO M A,
B [UIOOOBOM Telle 3aBeplilaeTcs TepMMHATBHON (e peHIMPOBKOH reHe paTHB-
HBIX KIIeTOK — crop (npumepro 60% oOfluero uiciia KIeTOK) ¥ COMAaTHYeC-
kux — crebenn (30%) [115]. B GMaronpuATHBIX yCIIOBHAX CNIOPBI AT HAYAIO
HOBOMY »d3HeHHOMY IMKiy. OOluas ¢xeMa MHOTOKIETOYHOTO pasBHIUsi Dd
NipeAcTaBlieHa Ha puc. 14.

Hannee 1pUBOIMTCS CBOOKA OCHOBHBIX JKCIEPUMEHTATBHBIX De3yJIbTATOB
N0 MHOTOKJIeTOYHOH (ase pasputHa D. discoideum. I1pu 3T0M MbI aKLEHTHPYEM
BHMUMaHHE Ha popMax KOJUIEKTHBHOTO NOBEIEHHA KIIETOK M Ha O0yCTOBIIMBAl0-
MX UX GOpMAX aKTHBHOCTH HHAUBHIYATBHBIX KIIETOK.

Arperanus aMe6. [lepBbIM MAKPOCKOMIYeCKUM COOBITHEM B IIO-
NYJIALHM TOIOAKUIMX KIeTOK sABAAeTCA acCOLMALMsA UX B HeGOJNbIIHE KIlacTe-
pbl. 3TO NPOMUCXOMMT HA YETBEPTOM Yacy OT HAayaIa rojoaaHus (3mech H HHMOKE
Bce NPUBOAMMBIE CPOKH OTCUMTBHIBAKTICA OT Hayana ronopanus). Kimadéreper
yoaleusl Apyr OT apyra B cpenHeM Ha 100 mxm [118, 119]. 31a paHHsas arpera-
UM aMe0 HeyCTOMYMBA — KITacTephl MHCIE PrUPYHTCs, BOCCTAHABIINBAA [OMOTEH-
HOCTb KJIeTOYHOM Nonystsaman [118].

IIBH>keHHe KITETOK [IPU arperaudy cyth xeMortakcuc [120, 121]. Arrpak-
TAaHTOM 1A KIIETOK MHTepda3nl ABIAETCH UMKIIMUECKUI HyKeotH 3—5 nAM®
[122—124). IMocnenanii, kak GyneT NOKa3aHO, SABIsETCA YHHBE pCATbHBIM GHO-
XMMHYECKHM MHTepMeAHAaTOM KIIeTOYHBIX KOMMYHUKAUMHA Ha MPOTAXEHHH BCe-
r0 MHOTOKJIETOUHOTO pasBUTHs Dd.
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24"

10

:: 18 16 14 12
Puc. 14. Cxema KoneKTUBHOW adbl Xu3HeHHOTO nukna Dictyostelium discoideum. Uucna
COOTBETCTBYIOT BpeMeHH Pa3BUTHA (B 4acax) OT MOMEHTa MCTOLICHHA nyuiM; 0 — romo-
reHHoe KJleTOYHOe none, 4 — MenkomacuwiTabHasw KiactepHsauusa ameb, § — PpoHTEl OBY
XYLWHUXCA UEHTPOCTPEMHTEIBHO KJIeTOK HpH BOJHOBOW arperanuu, /0 — 3aBepuieHHe

arperaudt, I2-18 — osranel ¢GHopMOOGPa3OBAHHA MUTPUPYIOILETO INCEeBHOIUIa3MOMIHS,
24 — nnopmoBoe TeNO

CrnoHTaHHas, HenpepbBHaA cexkpeuna DAMO® xnerkamu Dd nHaGmiopmactca
¢ camMoro Hauana HHTepdaspl [118, 125]. B nepBrie gBa yaca ypoBeHb CEKPELMH
HH30K M coctaBnseT nopsaaxa 107° M [118, 125]. 10T ypoBeHb CyILECTBEHHO
Bo3pacTaer (npuMepHO B 40 pa3), HauMHasA cO BTOPOTO Yaca BcileCTBHE aKTHBA-
LMK KJTI0YeBOTO depMeHTa cuHTe3a HAM®-aneHwnat wixnassr [126].

IIpu xemorakcuce ameGbl peardpylT Ha MPOCTPAHCTBEHHBIA TPAMEHT
UAM® [127]. Mopor paspewerus coctaBnser 2 -10° M/mm [128]. CBaspmas
UAM® pelienTopaMH I1a3MaTHYecKOH MeMOpaHbl, KJIeTKa BHITATHBAET IICEBIO-
NOLMI0 B HAallPABIIEHMM BO3PACTAHHMsA KOHLEHTpALMu arrpakTanra [129]. BayTpu-
KJIETOYHBIM MHTe DME[JHaTOM XeMOTaKTHYECKOH pEeaKlHMH sBIAETCA UMKIHYeC-
xui TM® [130]. JlokanbHas aKkTHBALM OBHOKEHHs — OIHOCTOPOHHEE BEITATH-
BaHWe NCEBJONOOMH — BO3HHKAeT BCleCTBHE JIOKATBHOIO BXOIALIEFO NOTOKA
noHos Ca* ", MHOyUMPOBaHHOTO cBA3aHHBIMU ¢ BAM® peuentopamu [131].

Ecm McXOOHas TUTOTHOCTh KIIETOUHOH MNODYJIsUMK BhIlle [OPOTOBOH
(7-107* xin./cM’), TO Ha BOCBMOM—JEcATOM yacy (paHbiue B 6oree INIOTHOH
NONYJIAUMK) HAuMHaeTCA KoadeKTugHas azpecayus ame6 [118, 132]. Panee
Xa0THYECKHe, IBHOKEHUA KIIETOK Ha 3TOH (a3ze OPraHM30BaHbl paciipOCT paHslo-
wMMHCA BOJHAMH artrpakrtanta (puc. 15). Bonubi HAMO reHepupylorca aBTo-

[war@] = 176w > ana 300 S
T mm
Puc. 15. ArperaloHHble BOJIHbI
B nonynsuuu ameb D. discoi- -
deum. CTpesiKH ~— [IBHXYLMeECH 0 8M
KICTKM Ha 1nepenHeM (pOHTe
BOJNHEI UAM®, kpyXxH — 1o- ...00088o00,,, LL.ooo0o@ggooo0o,,,

KOsfluIMeCHA KIICTKH v, w20 MKM
- Y MHH
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HOMHO, PUTMHMUeCKH ceKpeTHpyloummi Kietkamu [118]. KuHematnueckue
X4paKTEPUCTHKH BOJIH aTT PAKTAHTA U [BHIKEHUs KIETOK I[IpUBeZIeHbI HA puc. 15.

MaciutaG TeppHTOpHH, KOHTPOJIMpPYeMOH OHHM arperauiHOHHBIM LIEHT pOM,
CYLIECTBEHHO IpeBbimaeT macirrab qué Gy3sMOHHOTO pacnpocTpaHeHus HAMO
(cantuMmeTps! no cpaBHeHui ¢ 100 Mxm [118]). O6bsacHerne 3ToTO daira
HaeTcs cBOMcTBaMM B036ynuMmon cpeabt [133], kotopeivu ofiiajaer momymns-
IMs arperallfOHHO-KOMIICTEHTHBIX KileTok [Dd. Jlanmekoe paclpocTpaHeHue
XeMOTAKTHUECKOTO CHTHAIa OCYIUECTBIsAETCS 1O 23cTapeTHOMY MeXaHU3MYy,
ETaroapA ciocoBGHOCTH K MHAy LMpoBaHHOH cexpelud (MIC) ntAM® [134,135].
B orBer Ha cTUMys BHeurHUM HAM® knerxku Dd CHHTe3HpYIOT M UCIYCKAKT
BO BHELIHIOK Cpelly CTaHOApTHeH uMmynsc UAM® (107 monexym) [135].
HampasneHHOCTS pacHpOcTpaHeHMs BOJIH aTTPAKTaHTa obecnewBacTcA pedpak-
TEPHBIM IIEPHOJIOM — 8 —10-MHHy THO# ¢$azoit HEBOCIIPUMMUHBOCTH K BHELU-
HeMy CTUMYIY MOclle OTKITHKA Ha MpeIblTy LIHH.

WUHnyoupoBaHHass ceKpelidsi — pe3ylbraT aKTHBaUWH a[eHHIIATUMKJIa3bl
KommlekcoM peuenTop-tAM® [136—-138]. B MHaKTHBUPOBAHHOM COCTOSHHH
a/eHMJIaTUMKI1a3bl KIIETKA HecnocoBGHa cuHTe3npoBaTh LAM®, uto H onpemensiet
ee ped paKTepHOCTD.

Toneko BOCCTAHOBIIEHUsT CMOCOGHOCTH K AKTHBALMHM a[I€HHIUIATIHKIIA3b
CUCTEMBI HeJJOCTAaTOUHO [UIf MOBTOPHOIO paclpocTpaHeHUA BOJIHbBI aTT PAKTAHTA.
Heo6xomumo Takke MOJiepXMBaTh Ha YPOBHE He HMKe OIIpeesIeHHOTO KPHTH-
YeCcKOro OoTHolieHue cHrHal/¢poH [139]. OueBHAHO, 3TOMY HOJIKHO NMPENATCT-
BOBATh HAKOIDIEHHWe BO BHelllHed cpege B xome arperandd BAM®. QoHOBbIM
YPOBEHb aTTPAKTAHTA YAEPKMBAETCH HM3KHM 32 CUET aKTHBHOCTH THJIPOJIH-
sywuero depmenra — docdomuacrepassl [140—142]. Cunres u BbljieeHHe
BO BHEKJIETOYHOE MpOCTpaHCTBO ¢ochommacTepasbl ABIAETCA €LIE OHUM,
noMHMMO asHratelbHOro H HMC, OTKIMKOM KJIETKH HA CBA3bIBAHME BHEILHETO
oAM® [143]. Poct akTHBHOCTH 3TOTO ¢depMeHTa Beerjia NpeMlecTBYeT U SB-
AsieTcs HEOBXOOMMON NpeanochUIKON Hayala KpyTHOMAacluTaOHOX BOJHOBOH
arperaunu ame6 {144].

BomnHbl aTTpakTaHTa, paclpocTpaHswlMEecss B KomneteHTHOM k MC arpe-
raupoHHoM ronie Dictyosteliurm, reHepUpyWICs B UEHTpe KaXKAOH arperaiHoH-
HOM TeppHUTOpPUM ABTOHOMHO, PHUTMHMYECKH CHTHAIH3HPYIOLIMMH KJIETKaMH
(ACK) [145]. Hons ACK no OTHOIUEHHI0 K TOTHOM UM CJIeHHOCTH NOMYJIALMH
pacteT B xoje arperamuu ot 2-1077 B maware no 107° B xomue uurepdasbl
[118, 146]. Hepron nynbcupyromeii cexpein UAM® mamaetr or 10 muH B
Hauale BOJIHOBOIl arperatMy f0 [ABYX MHHYT NpH ee 3aBepuleHuu [147]. Purt-
MHYHOCTb HCIYCKaHMA aTTPaKTaHTa CBsI3aHa ¢ OCUMIUIATOPHOH aKTHBHOCTBIO
afeHuiaTUMK1a3s [138].

B xo[e BOJNIHOBOH arperalMi MeHseTCsA TeOMETPUsA arperalHOHHBIX OBHXKe-
HUH. Ha panHeit ctagmi KIIeTKH [IBUXKYTCs K arperalOHHBIM LeHTpaM CIIMpalb-
HBIMM HJIH KPYTOBBIMH (PPOHTaMH; K KOHIly BOJHOBOH arpe ralMi LeHTpOCTpe-
MMTENBHOe JBHXKeHHe aMel OpraHuayercs B paymaibhble cTpyd [115]. B crpysax
KIETKH 06pa3yloT IIOTHbIe, cTabuibHbie KoHTakTsl [148]. CooTBeTcTBY1I0IIAA
CNOCOOHOCTh BhIpabaThiBaeTcsl B XOOe BOJIHOBOW arperalMH NOQ BiMsHHEM
PUTMHYE CKUX M MITYyTHCOB HAM® [149] .

PesroMipyem NpuBe/icHHbIE CBEJIEHHs 110 MePBOMY JTANy KOJIIIEKTHBHOTO
passutusa D. discoideum. 3a BpeMs uHTepdazbl NMOIyIAHUMA ameb NpPOXOIUT
NyTh Pa3sBUTUS OT OJHOPOIHOTO, QHUCIEPIHPOBAHHOTO COCTOAHUA H30JIUPOBaH-
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HBIX KJIETOK IO KJIeTOYHBIX arperatoB. COOBITHA Ha 3TOM 31ane MOXHO OTHECTH
K IBYM BpeMeHHBIM IIKATaM ¢ THITMYHBIMH MAcIHTa6aMM 4achl ¥ MAHY ThI.

Bonee MmemieHHas IUIKala XapaKTepUayeT INOCAeNOBATETIBHOCTh CMEHBI
M4K POCKOIIMYe CKOM KapTHHBL arperaliMOHHOrO I0JiA: 1 -- OJHOpO/IHOE pac-
npejiefiende, 2 — MeJIKOMacIITaOHasi KjacTepu3anys, 3 — KpyllHOMacHItaGHas
BOJIHOBAs arperauys, 4 — cTpyHHas LEHTPOCTpeMUTe/IbHaA arperaius.

9Ta MoCIeoBaTENbHOCTh OTpPaXkaeT IBONICLHMI0 (HOPM AKTHBHOCTH WHIH-
BUJIy&TbHBIX KJIETOK: | — CNOHTaHHAasA HellpepbIBHAA cekpeuvs LAM® B oTHO-
CHTEILHO MaJibIX KOJIMYeCTBaX, cBA3bpiBaHMe UAM® M xemoTakcuc 10 ero rpa-
AMEHTY, 2 — MOBBIIEHHE ypOBHs cekpeuH UAM®, 3 — crnocoGHOCTH K HHLY-
HMPOBAHHOM cekpeld UAM® u aBTOHOMHAaA pUTMHUECKAs CHTHaIU3aumA, 4 —
CNOCOGHOCTb K POPMHPOBAHUI0 MEIKKJIE TOYHBIX KOHTAKTOB.

3aMeTUM, 4TO Ha3BaHHAsA TMOCIE/IOBATElIbHOCTh 1A OOUHOUHBIX KIIETOK
HafUT0/1aeTcA M B CYCNEH3HH — B YCJIOBHAX OTCYTCTBHA KaKOH-THDO MaKpo-
CKOIMYecKoi opranmusannu [150].

PazBuTtHe COGBITUI B MeIeHHOW IIKaIe BpeMeHU YIpaBIIACTCH HA BHYTPH-
KJIETOYHOM ypoBHe. CoOTBeTCTBYIOIIME OMOXMMMYeCKHE MpeNnoChbUIKH, Ollpe-
AensiouMe 3BOIOLMI0 (HOPM aKTMBHOCTM HHIOWBHIYANbHBIX KIIETOK, TaKOBBI:
aKTHBAUMA a/IeHWIAaTUMKIIAa3HOH CHCTEMbl, IKTHBaLMsA (PochOoMIcTepassl,
OCLMIUTATOPHBIA pe>XMM (YHKIMOHMPOBAHUA /1 HUITATIHKIIa3bL

Bojee BricTphie mponecchl — ¢ BpeMeHHBIM MacUITa60M N0 pAIKA MMHYT —
CBH3aHbl C CHHTE30M H THApOJIM30M UAMO, T.. ¢ MHAYIIM pOBAHHOH ceKpelel
M aBTOHOMHBIMM NyJIbcaiMAMU, ero auddysneid BO BHEKIIETOUHOM IIPOCTPAHCT-
B€ U XeMOTAKTHYE CKUM [IBH)KeHUEM KIIETOK.

3anaveit GeHOMEHOJIOTHUECKOH TEOPHU ABIAETCA VBA3ATh JAHHBIE [0
”MUKPOCKONUYECKOMY” YpOBHIO, T.e. IEPEUMCIIEHHLIC MOTEHIMH KIETOK, C
COOBITHAMH ~ MaKpOCKOIIMUECKOTO”’ YpPOBHS — KOJUIEKTHBHBIM [OBeEHUEM
arperupyolIMx KIeToK. 3TOMy MBI HOCBATUM § 3, 4 HacTosAllel IIaBbl.

PasBpuTtnHe Ha craguu nceBpgonIa3Mopaus B rnpemarpe-
FallMOHHbIX aMe6ax Dd skcnpeccupyercs He GoJiee MATOM uacth reHoma [151].
B nepuon uHTepdassl k OejIKaM BereTaTHBHOW (a3bl JOGUBIIHETCS HE3HAUM-
TENIbHAA 4acTh HOBbIX. KapmHarpHOe H3MeHeHHe CleKTpa CHHIe3UpyeMbIX Oell-
KOB, (Bf3dHHOE ¢ MHOTOKJICTOUYHBIM CYIUECTBOBAHHEM, IIPOMCXO/MT B HOCT-
arperallMOHHBIN NEPUON U OOYIOBIIEHO (HOPMHPOBAHHEM IUIOTHBIX KOHTAKTOB
Ha 3aBepllalolyx sTanax arperauuu [152, 153]. KOHTaKTHEBIE MeKKIIETOYHBIE
B3aMMOIUCTBUA B Dd MHOYIMPYIOT OCJIKOBBIA CHHTE3, KGHTPOJIMPYs TPAHCK-
pum o okono 3000 coorBetcTBYIOUMX MO3aHnx MPHK [152].

KakuMm mytem nepenaercst cCUMrHam OT KJIETOYHOM IOBEPXHOCTM K TeHaM,
Heu3BeCcTHO. OHAaKO YCTaHOBIIEHO, YTO U 31ech LAM® urpaet onpeseneHHyo
pOJIb, @ HMEHHO: CTAOMIM3MpYeT OTHOCHTEIIBHO KOPOTKOMMBYIIYIO TlOcTarpe-
raipoHHyt0o MPHK [154]. Ecre pauHsie o pnuddbepe HUMPOBKe U304UDOBAHHbIX
kieTok Dd, xapakTepHOH Ojis 1OCTarperallMOHHON CTafguu pa3BuUTHs [155-
157]. Jto ymaetcs HaGlwopath 0e3 KIETOYHOM arperaldd, HO B JIOCTATOYHO
IWIOTHBIX TNOMYMAIMAX HpPH HOOaBIEHHH B MIWUIHMOJIAPHBIX KOHIEHTpalMsix
sx30reHHoro HAM®.

CylleCTBCHHBIM KaueCTBEHHBIM TNpHODpeTenneM OODbeIMHEeHUsn B arpera-
TbI ANs KieToK Dd sBIAeTCA OUBEPTeHIMA KIIETOYHBIX THIOB. Macca kieTok,
10 obbveauaeHUA (GYHKLMOHAIBHO OJHOPOOHAA, B arperare paccjlauBaCTCs Ha
npesymitusio croposbic (IICIT) wu cre@iespre (I1CT). HasBaunbe wiletku
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OTIIMYAKTCA APYT OT Apyra MOpdoorHedf, CTeNeHbI0 BaKyOIM3alMK, aHTHUTEH-
HBIMU [€Te DMUHAHTAMH HNOBEPXHOCTH, OGHOXMMHUECKHMM COCTAaBOM HMTOIUIA3-
MeI [115].

CyliecTByeT UeJbH pAX CNOCcOGOB BhIDOPOYHO METHTb KaXIbIH U3 ABYX
THIIOB KIIETOK TICEBOOIUTa3MOIMs. ITO 10 BO3MOXHOCTb YCTAHOBHTD CIe[ly Io-
uee. Huseprenima IICT u IICII TMnoB crulapbiBaeTcs yie Ha cTajMM PaHHErO
arperata [158]. CHauana OHa He CONpMXeHa ¢ KAKOH-TMBO NMPOCTpaHCTBEHHOM
YO PANOUCHHOCTBIO; 008 Pa3HOBUOHOCTH KIIeTOK paclpeneneHsl UG Gy3HO no
BeeMy 00beMy arperara [159]. Haumnas c stoif craguu npomnopuma ITCT/TICTT
3aMETHO He U3MEHSETCA; MeHIETCA JIMUIb KaPTHHA NIPOCTPAHCTBEHHOTO paclipe-
AeTleHHs KIIeTOK. JTO H3MeHeHHe CONPMKEHO ¢ JIOHrauMe# arperatra MpH
¢opMOOGPa3OBaHUM MUTPUPYIOIIETO CIIM3eBUKA K COCTOMT B GHHApHOM paccioe-
HiH Kitetok [160] (puc. 16).

B xome copTHpOBKH NpecTe®ieBble KIETKH COGHPaKICA B KOMIAKTHOE
CKOITIeHHE, KOTOpOe B KOHEUHOM HMTOTe OKa3bIBAaeTCA BO (QPOHTATHHOH OGIacTH
MHUTPHPYIOILIEr0 CiM3eBHKa. TakuM o6pa3om, 3mech Msl OGHAPY KMBdaeM MpOC-
TeHUIMH BapHAHT MAaKPOCKOMUYECKOH OPraHU3aliu MHOTOKIIETOUHOTO OPraHu3-
Ma. TakuM e MpOCTeHUMM M BMecTe C TeM THIMYHBIM IJIs Pa3BUTHA MHOTO-
KJIETOUHBIX TIPeJICTABIIAETCA H COTPSDKEHHBIA Tpollecc GopMOOGPa3oBaHus -
oT mnonycdepHyecko ¢OpPMBI PaHHEro arperata K BBITSIHYTOH, TWIIB30NIONO6-
HOHM OpMe MHTPHPYIOLLIETO NCeBAOIUIA3MOIHA.

U0 K3 OMbITa U3BECTHO O MEXAHU3MAX, YIIPAaBIAIIIMX Ha3BaHHBIMH NTpeo 6-
pa3oBaHHAMH?

1. IBuXeHUA KIEeTOK NPH COPTHU PO BKe. HBxywmel cunon
3f€ch, KaK U MPH arperalyH, ABIAETCS XeMOTaKcHc No rpagueHty HAM® [161,
162]. B paBotax [163, 164] 3aperdcTpupoBaH MOHOTOHHBIH FpagMEHT NOCIEN-
HEro ¢ MaKCHMyMOM Ha QpOHTAIBHOM INOJIIOCe CJIM3eBUKa. EciM B mone mwc-
arperupoBaHHBIX KJIETOK NCEBIOIUIA3MOIHA NOMECTHTb HCTOYHHK 3K 30 [eHHOTO
HAM®, ket cobHparrcs k Hemy [162], mpuuem B xone coGUpanu s npecte6-
JIeBbIe KIIETKH OTTECHAT NpecrnopoBbie. ITO YKa3bIBaeT Ha GOMBLIYIO XeMOTAK-
THyeckyto aktuBHOCTh IICT-knmetok. Tlunetka ¢ tAM®, BROIMMan HelloCpeacT-
BEHHO B arperar, takxe cobupaer IICT-xnetku [165].

2. MonexynsapHube ¢akTOops guddepeHUUDPOBKH
(Mopdorensr). DAM®, X0Ta M BKIIOUYEH B CHUCTEMY pPETryJIAIMH AKTHB-
HOCTH IOCTArperalOHHbIX reHOB (CM. BBILIE), He CMOCOBEH KOHTPOJIMpPOBATh
BbIGOp KJIETKaMH HaNpaBleHHA cleuuanusaiui, CreiduuHOCTH ero BIMA-
HYs Ha NpecnOpoBYI WIM npecteGrneBylo mHddepeHnupoBKY He OBHapyxe-
HO [156].

Tako# cneurndHUYHOCTBIO OGIAIacT BhIIETCHHBIA He TaK IaBHO 4areHT, MOJy-
wuBumit Hassamme JJU® (differentiation inducing factor) [166]. IUD —
ruapodOBHBIH, HU3KOMOJIEKYIISAPHBI ¢akTop (MorekyispHas Macca 500 Ha),
HHOYIMPYIOUMI BIITIOUEHUe MpecTefieBOH cemHamusauuyu kietok Dd. B onsr-
TaX ¢ KIETOYHbIMU KYJbTY paMM NOKa3aHo, 4to JIU®D crmocobeH mnepeopHeHTH-
posatk kietkH c [1CII- Ha [ICT-netepmuHammo [166].

JIMO criocoben muddyHnmpoBars BO BHekIeTOuHOH cpeje. OmHaKko O
npousBomutcs [ICT-kneTkaMu B ManbIx KOMMYECTBAaX U NMo3ToMy obmamaer 3¢-
(EKTOM TOJIBKO TIpU OOCTATOYHO BBICOKMX INIOTHOCTAX KJIETOUHOHM KYJIBTY PBI
(~10% wr./em®) [156]. Konnenrpauus, B xotopoit JUD shdexmBHO HHIY-
wpyet IICT-neTepmuHaimo, nopsamxa 1071° M [166].
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Puc. 16. CxeMa 3KCIIEepUMEHTOR IO pelcHepalluu (@) M TpaHcivlauTauuu (6). HecMoTps Ha

H3MeHeHHe “TO3HUMOHHBIX 3HadeHWH” npu tpaHcmiaHtaunu g HCT-knerok, uaMeHeHUs

THINA JeTepMUHALHKM NOcTenHuX He mpoucxomut [182]. Harrtepn HCT/MICH-gerepMunaluu
B NCEBAOIVIa3MOIMM OpraHu3yeTcs 6e3 yHacTHs “NO3HLHOHHON HHpOpMaLUK™

CTonmpoLeHTHO! OpPHEHTALMU KIIETOK arperala Ha MyTh pecte@ieBOil mertep-
MHHALUMH TIpeNATCTBYET HATMUME areHTa, AHTATOHMCTHYECKOTO MO JeHCTBUIO
IU®. TakoBbIM sABAsETCS aMMHaK. AMMHUAK TpUCYTCTBYeT B kjeTkax Dd B
CYIIECTBEHHbIX KOJIMYECTBAX, SBISACH POJYKTOM [erpafalliu GeJIKOB BereTa-
TUBHOM da3zwr [167, 168]. :

AMMMaK BIMseT Ha BHOXMMMueckMe Npouecchi, mudpbyHIUPYs B KIETKY,
NPOTOHUPYACh U TEM CaMbIM MOBbILIASA BHYT pukietouHsnt .pH. IlpBhilnerue
pH, xak 6buto nokasano, nogaBnseT 3bdext HUO, unrubupys ICT u wugy-
wpys ICH-petepmunaumio [169] . Huskuit pH maet o6parusit a¢pdexr.

CoemecrHoe peictBue JIU® u NH; B knetkax Dd HanelleHO HMEHHO Ha
yTipaBeHHe BHYTPUKIJIETOYHbIM pH, KOTOpBIA yXe c/iBUraeT B TOM WIM MHOM
HalpaBiieHuy THN fetepmuHauud [169]. Hanomuum npu stom, uro JUD 3d-
¢$exTHBEeH NpH OYeHb HM3KHMX KOHUEGHTPAUMAX H, CIIEJOBATENIbHO, HEHUCTBYeT
He MpocTo Kak cnabas KuciaoTa. BeposTHee Bcero, OH MHrHGMpYeT 3KCNOPT
DpPOTOHOB M3 KJleTkU. Ero meicTBHe Ha BHIBOD chielMany3aluu: Kietkamu Dd
TONHOCTbI0 MMHTHPYeTCs UHrMGHTOpaMu HY —AT®-a3b1, T.¢. IPOTOHHOTO HacoCa
Ia3matuueckoi Membpansbt [169].
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Taxum o6paszom, JJUO u NH; mMoxeT ObiTh NpUIIMCaHa pojib MOPPHo2eH08 —
MOJIEKYJISPHBIX PAKTOPOB, KOHTPOJIMPYIOUIMX BBIOOP NyTH pa3sBUTHA KJIET-
kamu Dd. OcraeTcst TUIIB HPOSACHHTb, KAKHM 06pa3’oM ¢GpOpMHpyeTcs MaKpo-
CKONUYe CKHI MOpsitok — mopsnok pazmeinenust [ICT- u IICIT-xietox B Tente
ncespomwiazmonua’? 3tomy Bonpocy Oynyt noceamenn! § 111.5, I11.6.

3. Mopdonmoruueckasn nonspusaunuis PanHUHE arpe-
rar xkak Mop¢doreHeTHueckoe mnoine. B m. I Mbr Boienwin
B KauyecrBe YHWBEPCAIBHOIO, 3JIeMEHTAPHOTO aKTa Pa3BUTUS MHOTOKJIE TOUHBIX
mpolecc CcamMoopraHMsauuy MopdoreHetHueckoro moja. Bcee xapakTepHblie
1A MOphOTEHETHUYECKOTO NOJIA YEPTh! TPYNINOBOTO MOBENEHMA KJIETOK IIpH-
Cyu M kJjietoyHomy arperaty D. discoideum. HanoMuuM, 4ro B KauyecTBe
TaKHX YepT GbUIM HA3BaHLI: a) OMHOPOJIHAS KOMIETEHIMA BCEX KJICTOK MOJIf,
6) OTHOLICHMs JOMMHUDPOBAHMs, NOJABIIEHH MeXKIy YACTSAMM THOJIA U B) MOp-
danakcic — peryjidalMs NpONOpPUMH NpOCTPAHCTBEHHOH OpraHH3allMy HoJid.

Camoopranusaums nosns B arperate Dd npejicTaBlieHd B BU[IC pacCIIOEHMs
npecTe@ieBbIX M NPECNOPOBBIX KIETOK M HOCNeAyIomed MopdonorviecKon
TOJTHPU3ALMH .

B sxcuepuMenTe npH H30JIALMH YacTH Tella MCEBIOINIA3MOIMA B Hell IpOHC-
xoput TpaHcperepmuHauusa kietox IICT B TICIT wiM HaoBOpOT, B 3aBUCMMOCTH
or oTHoulenus IICT/HCII B usonupoBannoit vactu [160] (puc. 16). Cneno-
BAaTE&IbHO, Jla%e [ETEPMHHUPOBAHHbIE KJIETKH TICEBJOIIA3MOMIUA COXPAHSIOT
CIOCOBHOCTb K NEepeKJIIOUeHHI0 B ANTbTe pHATHBHBIM TUII [eTEe pMHHALMU, YTO H
CBMIIETEIIBCTBYET 06 OOHOPOOHOU KOMNETeHLUU.

TpancneTepMMHAIM A NPOJOIKAETCs JI0 TeX 110D, MOKa He BOCCTAHOBUTCH
“lpaBwibHas’ CTPYKTypa moss, T.e. ucxogHoe otHotienue IICT/IICI u ucxon-
HBIH TUI [TPOCTPAHCTBEHHON OpraHM3auMu — GUHapHoe paccnoenue [170, 171].
JTa cTPYKIypa OKa3biBaeTCA HEHM3MEHHOW NpM BAapHALUH KOJMYECTBA MaTepHa-
Jla B M30JIATe B OueHb LIMPOKHUX Tpeeniax — oT 10 no 10° wnertox [160]. Ta-
KHM CcniocoBoM jitst MOpQOTeHeTUUECKOTO 1OJIs NCeBAOIVIA3MOINA [IpeICTaB-
JIeHa ClIOCOBHOCTD K peeyasyuu Nponopyuil CTpOeHUs.

Hakoneu, HalMue OTHOLIGHMH THIIAa JOMHHMpDOBAHMA B [IaHHOM MOJie
XOpOILO [IGMOHCTPUDYCICA B CEpUM TPpaHCIUIAHTAMOHHBIX 3K CIEPUMEHTOB
[172], xoropsbie Bomee meTaripHO ByyT poaHau3upoBans B § I11.7.

”OpraHu3aTopoM’’ OCH pa3BUTHA arperarta D. discoideum, 1.e. 0ocu Mopdo-
norvueckon noasapusauud U paccrocuus [ICT- u [ICI-xneTok, sBnsiercs rpyn-
na [ICT-kneTox (NpMepHO TpeTh MOTHOTO MX WACHA), 3aHUMalLias GpoHTab-
Hylo oBiIacTp nceBaoiviasMomus [173]. CBoiicTRa 3TOH TpYNINbI KIETOK KaK
1INIEMaHOBCKOTO ~0OpranM3atopa”) [eMOHCTPHPYITCA 3KCHepHMEHTAMH 10
pereHepanuMu M Tpadcrutanranuu [173] .

[lo-BMpMMOMY, €/IMHCTBEHHBIM OTIHUMEM KJIETOK [AHAOH TIpyRlbl Of
ocrwispix IICT-kieToKk ABAsIETCs {IOBBILIEHHBIH YypPOBEHb CHHTEC3a M CEKpe-
i tAM® [173].

“Nlo luemany “opraiuzarop” — 3T0 TPYLHA KNCTOK B 3apOJIBILIE, KOTOPIST KOHTPO
NHpyVet QUKCIUHIO OCH PasBHIKSA M BefeT cebst aBTOHOMHO B OHBITAX 1O IIepecaikaMm.
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§ HL.2. TeopeMueckue Moaenu

GopManbHOEe ONHCAHME MOJ MHAMUBMAYAJIBbHOHN ak-
TUBHOCTH KHnertok. a) XemorTaxkcuc DeHOMCHOMOIHYECKOE
ONUCaHKE XeMOTAKCHCAa aMeD BO BHENTHEM, HEM3IMEHHOM [OJie IpafueHTa aT-
TPAKTAHTa MOXET OBbITh [OJIyYeHO Ha OCHOBAHUM MAKPOCKOMMUYECKOTO YpaB-
HeHHA HenpepbBHOCTH [174]. CudTas, uTO CKOPOCTH HANpPaBIEHHOTO IiepeMe-
HICHHA KJIETOK IIPONOPIMOHATLHA IPAajIieHTy KOHHEHTPAUUH € ATTPAKTAHTA
v = pV ¢, M yUMTBIBAas HeHANlpaBlleHHY 0 THGhOY3HOHHY0 KOMIOHEHTY [IBHXe-
HUA, BBIpaXKeHHe JJId NIOTOKA KJIIETOK MOXHO IMPefICTABMTL B BUJIE

jb:[J.bVC'-vab. (1)

3nech b M ¢ — cpefiHMe KOHIEHTpalMM KJIETOK M arrpaktanta (1/cM®), u —
k03D HHLUHEHT XeMOTaKTHYECKON NOABHXHOCTH, D) — ko3 pduimeHT audbdy-
3uM Kkierok. Orciofia M U3 ypaBHEHUs HeIIPEPbIBHOCTH 10Ty YaeTCsi KHHETHYe C-
KO€ ypaBHEHHe U1 INIOTHOCTH KJIETOK:

abjot=—V(ubVe)+D,V?b. )

B paGore [175] k 2TOMy ypaBHeHHI0 6bUIO JOGABIEHO YpaBHEHHWe Ijist
arrpakraHra. B HeM yuTeHa MOHOTOHHAfA CeKpeuHusi, pacnliag Mom [AeficTBHeM
TMApONU3yoltero dbepmeHTa 1 U dy3usa B cpene.

T'omMoreHHoe pacmiperiesieHHe KJIETOK M aTTpakTaHTa GbUlo HpOaHATU3H-
POBAHO Ha yCTOMYABOCTb 1O OTHOMIEHHI0 K MAThiM BO3MYIIEHHAM ILIOTHOCTH.
C noBpileHMEM KOY(phHUMEHTE XeMOTAKTHYECKOH TNOMOBHXKHOCTM U TeMIa
CeKpellMM aTTpPaKTaHTAa TOMOTeHHOE paclipejielieHHe NepecraeT OBITb YCTOMH-
YMBBIM K HEOQHOPOJHLIM B NPOCTPAHCTBE BO3MyLIeHHsAM. OpHAKO ocTaics
OTK PBITHIM BOIIPOC, UTO >K/IeT AAHHYI0 CHCTEMY 3a NOPOTOM pa3pylleHUs ORHO-
poaHOro cocrosHus. Hy>XHBI JM [IONOMHWTENIbHbIE HeJIMHEHHbEE MEXaHU3MbI
s cTabwin3aiuu HoBOTo? JTH BONPOCH! BAXKHBI TIPH PACCMOTPEHUM PaHHEH,
MenkomaciirabHol kiactepu3auvu ame®. Ux uccnepoBammio nocssuen § I11.3.

6) Tenepauus 1nAMOD M3BeCTHs OCHOBHbEe GHOXMMHUeCKHE
KOMIOHEHTBI, YUaCTBYWIlMe B ynpaBrneiuu cuHTe3oM UAM® (AT®, apenun-
aTimkiasa, ¢ochoauscTepasa, pelleNTOPbl IUIA3MATHYeCKOH MeMOpaHbi, Kalb-
mait) [16]. Ho s nocTpocHMs NOJTHOH M afleKBaTHOH TEOPETHUeCKOH MOpenu
cuctemsr perynaimd UAMO® panHeix noka Hepocratouno. Iostomy dopmy-
MUPORKa MaTeMaTHYCCKUX MoJiellell B JIMTepaType umMeeT (PeHOMEHOTTOTHYEeCKHH
Xapakrep — HEKOTOpble YYacTHHKH Mertabonuima UAM® o6xopaTcA BHHMMa-
HHEM, OTHOCHTEIBHO J[PYTHX NPUHUMAKTCA HY>XHbie IONMYUICHU s ¢ OpHEHTalMeH
Ha 1I0NyucHUe HaOMogaeMbiX pexuMoB retepaimu 1AM®. Mp1 npepacraBum
OHY MOJETs TAKOTO po/a.

O6imM JUTa BeeX MOpeled, Ha OCHOBE KOTOPBIX UMHTHPYIOTCA TakHe
PEXUMBI, KAK MHIYUMPOBAHHBIA HUMOYNbCHBIH OTKIMK (BO3BYOIHMOCTB) H
ABTOKOJIEOaHUs, SBISIETCA CYLICCTBOBaHUC ABYX merelib OOpaTHOM CBA3M —
HOJIOXKMTENBHOH H OTpuuartensHOH. B uem cHHTe3a UAMO nepsas BkIIlouaeT
B ce6s apeHunatumkiasy, $poedoamacrepasy, AT®-nnpodochorunponasy [16].
OrpuitatesibHas oOpaTHas cBsi3b ONOCpedyeTCA MHIMOHUTOPaMH, YTHETAIOLIMMU
4AKTHBHOCTb afemwiaTumkiassl. Ha ux pons B momenu [176] Boyenstorcs
HH3KOMOJIEKY/IAPHDIE KaTaBoUThl (IMI0K033, aMUHOKHCIIOTHI M Ap.). Yuactue
UAM® B OTpHILaTENIbHOH OBpPAaTHOM CBA3U OOYC/IOBIMBAETCA €0 CIIOCOBHOCTHIO
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flc)

c=0

Puc. 17. Mpegnonaraemeiit B paGote [176] Ka-
YECTBEHHBI# BUI (YHKUMH aBTOKaTalHTHYEC-
KOro npoussonctBa UAM® npH Tpex ypoBHAX
wHrubutapa 2 (h, < h, < h,)

Puc. 18. ®da3oBbIt nopTper IHHAMMUECKOI
CHCTEMBI peryJIsilMM CHHTe3a UAM®, nocrpoen-
HBIH [ kuHeTHYecko# cHctrembl (3) mnpH de-
ThIPEX 3HAUEHMAX KOHTPOJILHOTO Mapamerpa S.
CoOTBeTCTBYIOIME PEXHUMBI: & — [OMEOCTaTH-
YECKO€e paBHOBECHE ¢ HM3KHM ypoBHeM UAMO,
6 — xoywu#d pexxum (pafleifHas aKTHBHOCTD),
6 — PEXMM aBTOHOMHOM pUTMHYeCKOH ceKpe-
UMK, 2 ~ TOMEOCTaTHYeCKOe paBHOBecHe C
OTHOCHTEJIBHO BBICOKHM ypOoBHeEM WAMO

aKTHBHPOBaTh KaTabOMM3M 3aMaCeHHBIX KIETKOH pe3epBOB (HampHMep, MIHKO-

reHa) [16].

Bee atH fletany B MateMatHyecKyl Mojells paGots! [176] He BITIOUalOICH,
HO KaueCTBEHHO OTpaXeHbl B Hel. B maciutabe BpeMeHH OTHOCUTENIBHO OBICTPBIX
M3MeHeHMH (7 MopsKa MMHYT) BBUIETIAIOTCA ABE MMHAMUYeCKHE I1e pe MEHHBIE —
KOHUEHT paly AM® U HHIUGHTOpa ero churela, ¢ U A cOOTBETCTBEHHO. Knne-
THYECKHE YPABHEHHA 1A HUX 3a[MCHIBAIOICH B BHJIE

ac/at=f(c,h)—qc,
ohfat=nSc—-ph
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3aech dyHKIHs npou3BoacTBa UAM® f(c, A) uMeeT BHO B 3aBHCHMOCTH OT
¢ M A, KaK TOK23aHo Ha pHc. 17. Ee S-06pasHeIfl Xxapakyep OTpaXkaer MOJIOXKH-
TeILHY 10, KOOIEPAaTHBHYI0 €TI0 OOPaTHOH CBA3M U HACBIIIEHHE, COOTBETCTBY10-
miee MaKCHMAILRON AKTHBHOCTH afleHWIATUMIUIaspl. Hu3kmit 6asaipHbem ypo-
BeHb CHHTe32 [ CUMTAETCSA MAJIOYYBCTR HT &1 bHBIM K HHTHOHTOPY.

YTeH NUHEMHOrO pacnama B ypaBHeHMHM (3a) mMHTHpyer o110K HAM® BoO
BHEKJIETOYHOE IPOCTPAaHCTBO H €r0 ruapoiiu3 ¢ocdomuacT epasoid.

B ypaBHemMu [I1s HHrHOMTOpa OTpaKeHa aKTHBALUA €ro NPOU3BOICTBA
peiictBHeM UAM®,; cocraBnAwinas NepBO€ 3BeHO OTpHULATeNbHOH - 06paTHOH
cBA3d. [lapamerp & B 3rOM ypaBHEHMHM MMEET CMBIGI 33aMIaCEHHOTO pe3epBa
npenlrecTBeHHMKa MHruGuropa [176]. IlpMHMMaeTcs, YTO MeIIEHHBIH PacXon
3THX Pe3epPBOB B XOlle IONOHaHMA kierok Dd 3anaeT nocieqoBaTelbHY 10 CMEHY
peHMOB TeHepauuu UAM® B MemIeHHOH LiKajle BpeMEHHM MHOTOKHETOYHOTO
pa3Burui. B pamkax ¢dopmasibHOR Mouend (3) XOpoILO [eMOHCTpHpYercs
BO3MOJKHOCTb TAKOW peryyfAllHYA Pa3BUTHA,

HarnapgHyio kayecTBeHHy0 KapTHHy NOBEJEHHs B GbICTPO# LIKATE BpeMe-
HU [2eT aHATH3 a30BOTO NopTpeTa chcrembl (3) Ha miockoctd {c, h}. B 3a-
BHCHMOCTH OT 3HAYCHHA MapaMeTpa S MEHAETCH XapaKIep MepeceyeHHs HyIlb-
H30KIMH ¢ = 0 u i = 0, a ¢ HUM ¥ OMHAMMYE CKHH pexuM cucremsl. IIpy MoHo-
TOHHOM YObIBaHHMH 8 CIKITa[bIBaeTCH YEThIPe XAPAKTEPHBIX B3aUMHBIX PACIiOO-
JEHHA H30KJIHH, HOKAa3aHHBIX Ha pHC. 18.

CmMeHa cdTvanuM Ha ¢a3oBOW TIIOCKOCTH pHC. 13 BhI3bIBaeT clieMdy IOUMe
npeoBpasosaHus: 38) TOMEOCTATHYECKAas pery sl ¢ HU3KMM ypoeweM ¢ (1);
6) cocrusiHMe BO30YOMMOCTH, T.6. CNOCOGHOCTh K CHHTE3Y CTaHEAPTHOTO HM-
nynsca UAM® B OTBET HA [ZOCTATOYHO TIPOM3BOIBHBIA BHEUIHMA cTUMYN (2}
B) <amMOTIOMALPXMBAIOIIHECH OCIATIANMA CHHTe3a uAM® {(3): r) crammoHap-
Hoe :pcu3eogcTro NAMO Hi OTHOCMTENIBHO BBICOKOM Y POBHE KOHIEGHIpallMH
4.

Takum 06pazoM, 80 BpeMeHHOM MacuiTabe M3MeHeHMA MapaMerpa B IHHa-
MuYeckoil momenu (3) udepenmyrorcd pexuMBbl TeHepauuu uAM®, xapakrtepHble
mis pa3BuTHA Dd oT nomy qaumy A32J1HpOBAaHHBIX AMe6 OC MHOTOKIIETOUHOTO
arperara.

MaremMaruveckoe OTHICZHME PASBHUTHI H YPOBHE HYIHME VLY AITBHBIX KISTOK
CTOHORKTSA 3RMKHYTBIM, 2CTH K IMHAMMYECKOH cracTene B GuicTpol ukane (3)
pofaBNIs MeUICHHYIC 3BOJIIOLMIC Y IpaBiisiowero iiapaMerpa 5. CooTretcraylo-
Iee ero CMBICIV (Pe3¢pB 3aMaCeHHKIX Ha BETETATHBHOM daze BbICOKOC MOJIEKY-
MAPHBIX 1IpeAeCIBEHEIKOE, PAcX0[l KOTOPOTO Katalimmpyetca LAM® {i76] )
KHHEETHYECKOE Y paBHEHME M MeeT BUT

§=-ede. 4)

OYeBUIHO, JWIA KOJIMYECTBEHHGIO COMOCTABJIEHAA ¢ GLiSITHbIMYM JaHHBIMH
NpHBeHEHHAA MOJEHb (HALIKOM (py8a. UIHAKO OHA, TG-RMMBIMO MY, IIPaBIILHO
OTpaXaecT TAKUE KAUeCTBEHHBIE UeDThl, KaK HENMMHCHHBIH 2B TICKATAlM3 NpPH
cuHTe3e BAM®, HErMOMpOBAHME ANECHIUTATUNKIIA3b], CHEMAKLIEECA IO MEpe [a3-
BMTHsI, HUIMIKE UTHLATEILHCH ODpPaTHOR CBA3M B ¢HCTEME peTYSiSUMM CHMHTe-
32 tAM®. ApexBaTHO 4% BHIPAXKEHHE ITHX GEPT B BHIE TCNOMTOTHIECKUX 0¢0Ge -
Hocreit $ha30BOTO OPTPeTa THHAMMYECKOH MOJIEITH.

KonmextusuHoe mnoBemgeHHe aMed Npud BOINHOBOH
arperaguu. [locie T0ro Kak ycraHOBJAEHO HaTHYME IaBHBIX CBOMCIB dK-
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THBHOM Cpefibl — BO30YmMMOCTH M pedpaktepHoct [177] — B cucreme mpous-
BOMCTB4 AaTTPAKTAHTA, BO3ZHMKHOBEHHE BOJIHOBBIX PEXMMOB DACHpOCIpaHCHMA
XE€MOTAKTHYECKOTO CHTHAIA YXXe He NMOPOIKIAeT HOBBIX NpoGiieM. Ilpn HamuumH
B TAaKOH Cpele JOKAIBHOrO MCTOYHMKA TEPHOMYECKOTO BO36YKOEHHA H MeXa-
HH3Ma eT0 W30TPOIHOM NMepeaun MCTOYHMK CTAHOBHTCA “’Be/ly LILUM g HTpOM” —
UEHTPOM pacXOAIUMXCA KpYroBbix (poHroB Bo3Gyxpenusa. bonee toro,
JIOKaIbHBblE HEOJHOPOOHOCTH B CpPefe MOTYT BbI3bIBATh Pa3pbIBbI KOJIBIEBBIX
G POHIOB U 3apojKaeHUe BOJHOBOTO PeXXMMa, OTJIMUYHOTLO OT BEeJyLUEro LEHTpa.
10 peuM BpalL@IMXCA ¢ YaCTOTOH, PaBHOH nepHofy ped paKTEpHOCTH, CIIH-
PAIBHBIX BOJIH — TaK HasbiBaeMbli peBepbepatop [177].

Yacrora peBepGeparopa OOMkHa 6bITh BBILLE YACTOTHI BEeJYLUErO LEHTpa
[177]. UsmepeHus B BOJMHOBOM IoOJie arperupymomux amed Dd oxaspBarnrcs
B COOTBETCTBHH C 3THM TEOPETHUECKHM OXNM/IAHMEM — CIMPATbHBbIE BOJNHBI B
3TOM T0JIe UMEKT GOJlee KOPOTKHI e pHOJI, YeM KoJtblieBbie [178].

B npuHumne BosmokeH (M B nuTepaType obeyxnanca [179]) uHoit mexa-
HH3M TeHepalliH CITHPabHBIX BOJIH B arperailMioHHOM nojie Dd. 310T MeXaHu3m
Npeamnosiaraer, YTo cpefa HaXomMTCH He B XOYILUEM peXHMe, KaK B I1pe by IeM
MEXaHM3Me, a B pexMe aBTOKOJebanuit. ABTOpsI pabots! [179] mpennonaraor,
YTO B TEUeHHe IpedarperafHOHHOrO pa3BHUTHA BCe KIIETKH arperalHOHHOTO
TIOJIsl COIBMIAKOTCA 32 NOPOT KOJIe6aTey1bHOH HEYCTOHUNBOCTH.

B aTHX ycnoBHsAX Ha Macuitabax, NPeBBIUAKIIMX XapaKTepHBIH pa3Mep
b y3HOHHOTO NepemeninBaHua s UAM® (~100 mxM), MakpockOMHYec-
Kad OOHOPOIHOCTh [OJDKHA HapywaTscs. M3 romoreHHsIXx KonedaHui, Kax
nokasaHo [179], po’mawrcA HMeHHO CHHpAIBHbE BOJHBL, BpAlAOIIAECH
BOKDYT BBIIEAEHHOTO LI HT pa. : |

Ham xaxercs, 4ro nocielHMA MeXaHU3M MaOBepOATeH. MBbl yxe LHUTHPO-
BAM faHHble [118, 146], cOrnacHo KOTOPbIM ABTOHOMHOH CHTHAIBHOM aK TUB-
HOCTBIO Ha ¢pase BOJIHOBOHM arperaiuu oilajiaeT He3HAUUTENbHAA [OTA KIETOK.
ITO OBCTOATENHCTBO MPOTHBOPEUMT 3aJI0KEHHOMY B OBCYKIae Mblif MeXaHU3M
NPeNoNIOKe HHI0 06 OJHOB pe MeHHOH pPUTMHUeCKOH aKTHBHOCTH Y BCEX KIIETOK
arperalMOHHOTO TIOJIA. Mbl He HAXOOUM KaUeCTBEHHBIX pamTHUMi Me Ky BOIHA-
MM XMMMYECKON CUTHATIM33dUMH, YNIPaBIAOIUMIA ABKXEHHEM KIeTOK Dd, n xu-
MHYECKMMH BOJIHAMM B peakTope benoycora — aboruHckoro — 3amkHHA
[180] . MocnenHuM B JMTEpaType YAENsUIOCh OOCTATOYHOE BHUMAHHE — KaK C
IKCNEPHMEHTAILHON, TaK M C TCOPETHYSCKOH TOUYeK 3peHMA (CM. CCBUIKH B
(177]).

Havano BOJHOBOM arperanuu ame6 NPUXOOMTCA Ha OJHOPOIHYY MOMyJisA-
umio kietox. Ha Gosee mospHell cTpyHHOH cTafMH arperallMOHHOE HOINE Y e
HeopHopogHo. K aTomy mepuomy cyluecTBEHHO BO3pacTaeT [0Jsi aBTOHOMHO
CEKPETHPYIOIIMX JIETOK, $HOPMHMPYIOTCA AJIpa 3 TAKHX KJIETOK B LEHTpax ar-
perauHoHHbIX Teppuropuit [118]. s 3TOH cragMu xapakTepHbl CBOH 0cOBbIE
YepThl MaKpPOCKOINUYECKOH OpraHM3aluu nojisa. B nureparype, MOCBALLEHHOH
arperaunn D. discoideum, UM y[eTeHO HeJOCTaTOUYHO BHMMAHHA. Mexmy Tem,
Ha@uTogaeMan B ombire (puc. 19) cTpyKTypa arperalMOHHBIX AJEP Hy XKAaeTcs
B 0ObACHeHMH. Mp1 nonbiTaeMca 3aNONHUTH cyuecrByrowmid npoGen B § [11.4.

DdopmMoobOpasoBaTedbHBIe HpOlEecch B arperare.
Teopua ¢opmMooOpa3oBaHMA MUTPUPYIOLIETO ICEBOOIUIA3MOIMA OTCYTCTBYET.
?IBUxyLMe CHIBI” UTA OTAEMbHBIX KJIETOK arperara M3BECTHBI: 3TO, KAK U HA
CTa[ MU arperaumy, xXeMoTakKcHc 1o rpagueHry _AM®. Ho kak atu “BHyTpeH-
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Puc. 19. Bug arperauvonHoro nons D. discoideun wa cramuu cTpyitoit arperaund. Taxu
cOpMHPOBAHBI KOHTAKTUPYIOLIMMH KieTkaMH. PazMepsl nonst 0,7 X 1 mm. ®oro O. IloTa-
noso# u C.U. Beitmunoit (MB® AH CCCP)
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HH¢ CWIbD BBI3BIBAKT NpccOpasoBaHus GOPMBI arperarta B UelOM — OCTaeTCH
HE /iCHBIM,

Ham H3BCCTHA JIMIIE OfIHA TeOpeTHYecKas palora, B KOTOPO# NipeiipuHsiT2
NONBiTKA BBIENUT, CyWIECIBEHHbIC (H3MUYECKHMe (AaKTOpbl, YTpaBlgiouie
dbopmoodpasosatuen arperata B paBore [1817 xyerouynas Macca paccMarph-
B2eTCH KAK BA3KAA CIJIOLIHAA CPRpa, %apaKTepH3yemas TAKHMH (PHU3nue cKumu
HapaMeTpaM, KaK CHpOCTaTHUeCKO: [IaBIIgHMe M I'OBREPXHOCTHOE HATA KEHHME.

K dasBuitiniM QUSHYSCKH M QurTOpaM ANOIBNeR  MGIaHO- XA MIYe CHUHR
XeMOTAKTHYCCKOU SBIDKEHWE KIECTOK K TIGe KOHICHY palMi  §TTP2KTAHTA.
[pepnaractes ¢TIOLYiviUee BuIpakeIe YIS COOTBSTCTRYIOMIEH 00Hhe MEONH CUITHL

Fen=1 Vi ()

31tech ¢ — NOKWIbHAT KOBUEHTDANM # ATTPAKT&HT &

B kauecTBe MCXOOHOU DOCHLIKH avanusa B pavoTe [161] BBommzcH dop
CIIM3eBUKa M3 OKCIEPUMCHIE. ITa POPME CHEHTACTCH MEXARNYSCKH PABHOLECH
CoorBeicIsywilee yUIOBHe OTCYICIBHS BHYTJ@HHHX UEPEMEUICHHR BBIPAKICT
Ci PABEHCTEOM HyJIK0 CYMMapHOH GObEMHOW CHIbL — XeMOTAKTHUCCKIH (%)
W HOPOCTATHYECKOH  (IIpONOPUMOHAIRHOR IPagMcHIy HabricHma;. Orclope
Y72eTCA IOy YUTh HHGOPMaELKIS ¢ Paciipe/ielle HKi KOHIEHT DAy 4TT pAKTaHTa

B jaHHOR MOCTAHOBKE 3anauk OSXOIMICY LFONPOC O CTAHOBIICHMM TIPOCT-
DAaHCTBCHHOK (QOPMbi (JIM3EBHK4. JTHM BONPUCOM Mbi DyHEM 3aHHMATHCA F
§ Iii.6.

BoiBopab h HepaspeliehRHB¢ BCapocb: s npeapgymess
CBOJIKH OJKCIEPHMMEHTAJIbHBIX DPE3YILTATOB M H5 LUTHPOBAHHOK JMTEPATYPht
MOXKHO 3aIUII0YMTH, YTO NMpOGIeMa OPraHKW3aUMKH MHOTOKIETOHHOTD pEa3BHIWz
wna Dictyostelium discoidenrm Mmeet XOpolIyio (akTHYecKyl oOcHOBY. s
HAHHOTC OOBEKTd MO)XKHO Ha3zBaTh KOHKPCTHBIE MOJISKYIAPHDBE aTcHTbl, KOTO-
pBle O0ECiieUMBAICT MEKKIIETOUHbIE KOMMYRWIAIKY, YHNPABIAIOY [IBHXECHHEM
KNETOK U U TP (e peHIUPOB KO .

By He NOMHOE HOHKMMaHiE, TO [0 K Palked Mepe O0C12TOUHG NoiHoe deHo-
MEHOIIOTHYECKOE OMHcakie PasIAuHRX (Uiv HMHIMBAGY@ibHON ZKTHBHOCTY
KNeTOk Ha TOCHCIOBSTIBHBIX Ccrajmax pz3BnTHA Dd umeercs. s unelhiew
HaCTOAMIECTO HCCICDUBARAH 3TOTT LOCTATOYHO. '

CBCIo 3agauy Mbi BRIFIR - TOM:, $s00b OTACATL U ODGCHOBATH, HCXOIR Ho
Gomee aJie MCHT2DHDIN CBOUCTE, HaGTIIONREMBIC DXFMBL TPYIHINBOYG OB ISHU S,
kierox. Taxumu “6osiee ane MCHTapHBIMH CBOMCTBAMM™ ARNAIOTCE PAVIMYHBE
(O pMbl HHIMBH Y AJIbHOK AaKTWBHOCTH KIIETOK.

bostee kOHKpeTHO, HAC Cyfet HHI CPecoBais.

1. ldosonnoeasn, mearxomacwrabnas KaacTepusayus xaerok. byper npo-
BeJeH AaHATH3 MOMEIM CIIGHIAHHOTO HApPYLICHW s ORHOUPOAHOCTH E [OJYIALMK
KIIETOK, OOIaJAINIMX MOHOTOHHOH CEKPETOPHGH M XeMOTAKTHUeCKOH aKTHR-
HOCTAMHU.

2. Kpynwomacwrabnas aepeeayuss Ha daeze cTpyeospaznsaiun.  3mec
HEOOXOOMMO 0OGCHOBATE 1COPETHUYECKH HadllLacMble pEXAiMb: CHIHAIK3AUMY:
U CTPYKTY DY s/Ipa ar peraiio HHOW TEPPUTOPHH.

3. [usepeenywi KaeTouRblY TUNOE & acpezare. BoIpoc COCTOKY B Hedieqo
BAHMKM MEXaHH3MOL MIOOWILHOIO KOHTpolis [jonek nuddepe HUKPOE 2HHBL
KJIETOK M HX IPOCTPAHCTBEHHOTO PaccIOeHHA.

4. Qopmoobpazoganue azpezara. Bonpoc COCTOKT B BbIACHEHKE B HXY LK.
CHJ1 NIpe0 6pazoBaHH A GOPMBL PAHHETO arperara.
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§ IM.3. MenxomacinTabHas KIACTEPHSAIMA KIICTOK

IlepsniM DOCNe HAYANR IOJIONAHHA OOCTHXeHHeM ame6 Dd amnserca cno-
coOHOCTD K pelienmuy BHemnero DAM® 1 HcnoNs30BaHKE €10 B KAYCTBG XeMO-
TAKTUYECKOrO CHIHMana,. JoNd XeMOTAKTHYECKH AKTHBHBIX KJIETOK, YYBCTBHTSIb-
HbiX K BAM®, HapacTaer 0O eNMHHIILI B HHTEPBWIC OT BTOPOIO SO WTBEPTOIO
uaca nHrepdasn. K setBepromy uacy cymecTseRHO NOBBHILISETCA TAKAE YPOBEHD
¢NGHISHHOM, MOHOTOHHOHM cexpeunn LAM®. AxmHBHOCTS (oopomsacrepasnt
BIUIGTP A0 Hauala KPyNHOMAGUTaGHOH BOJIHOBOH arperaljil NpEMEpHO 0OC-
TOHHHEQ.

38 daxtaEcKkHe cBepeHka, Gosee nonpobuo obcyxmeumeca B § IIL.1,
NOJIGHEHB b JSHUSY POPMYIIHPOBKR KRHETHUECKOR MOENIH

#ofdt = fob—qe+ D Ve, (6)
3bjot=—V(ubVec)+DpV? b — w(b— bo). : @

Brect ¢ B P — KOHIEHTPAIMA TTPAISTAHTA B KIETOK (HA ¢IMHMIY NOBEPXHOC-
TH}, MOCOSHHX K BOCUPASTHI0 B XeMOTAKTHWSCKOMY OTKIHEKY Ha BAM®.
Hapamerp fo 32mpeT TeMu NpoR3BOAcTBE NAM® Ma eMHHIXY DOBEPXHOCTHOR
KOHUCHrPAIME KAETOK; ¢ — KOHCTAHTa CKOPOCTH pacnaga AM® B pesynmbrate
THIPONH3YOUR R aKkTBHOCTA GochompIcTepashL

KonuwecrbeHHNE ONSHKH OIS JTHX NapaMETPOB Ha OCHOBAHHH JMTEpaTyp-

HEYY TRHHBIX cocTapiasamr ¢ ~ 107 ¢, fo ~ 1072 M/(xn-c) mo nom»em

JBIEHATSTIDNCIA3HOR AKTHBHOCTH M lO 17 _ nocre mero. D, -
nompxnocmoﬁ nn?cpym DAM®, paBHbl DO NOPAAKY BeMMHKE 10 cu’lc,
pn Dy~ 107 cM?/c — ko3 EIMEHTI COOTBETCTBEHHO HANPARIEHHOH XeMO-
TAKTHSCKOR M HeHanpeiennofi muddymonHOK moppHxHOCTel KNeToK Dd;
bo —Cpe[HAA KOHICHI PAITAA aKTHBHLIX Kietok ([183], § IL.1).

Maxpocxomueckoe cofpmAc, KOTOpoe MK XOTHM OIMCaTh, ONHPANCH
Ha ypaPHEHHA (6), (7), cocToMT B CMOHTaHHOM HAPYUICHHH OJJHOPOJHOCTH.

Hpenronaracmo# mpamMHOi 3T0r0 co6MTHA ABNAETCA NOTEPs CTaGIBHOCTH

'O MOTeHHOTO pachperesierus 1gieTok. KauecTBeHRas MpeAnOCLUIKA Wi He-
ycroiwBocTk TtaKoBa. Mlomyctum, B Rexoropo#i oGIacTH npoH3ouUUIo ¢uryk-
TyannoHHOE CKOMIeHHe knerok. Torna 3jech Xe OKA3bIBacTCA NOBBIICHHBIM
¥POECHL CHHTe33 aTTpaKtanTa. M3-33 ero maddysmn B oxpectHOCTH CKOIDTeRHE
BO3HMKae] TPAIMEHT KOHUSHIDSIMH ¢, HANpaBNeHHBLl K TOYKe HaMBmCIICH
IUIC THOCTH KNeTOK. ITOT rpafiMeHT BHI3LBACT XSMOTAKTHYECKEH NOTOK KIETOK
k 05pRIORABLIEMYCA CKOINICRHI0 H3 €10 OKpecTHOCTEH. B pesynbrarte dnyxrya-
HUCHHO BOJHMKIIEE DACCIIOGHME RONXHO HapacTate. Owesupno, mibdyms
KJIeTOK MPengTCTBYET KX aKKYMYNMMM; NO3TOMY IR YCHICHHA PAacClOCHHS
HEOGXOMMM NOCTATOYHMI TeMN NPOH3BOACIBA ATTpaxTaHTa. JleficTBETEONBHO,
ETIOHTAHHAA [IerOMOTeHM3AI(HA B NoJie aMe6 Ha W TBEPTOM YaCY PA3BHTHS CONPS-
WeHa BO BPeMEHM CO 3HAUHTENILHLIM NOBHINEHHEM AKTHBHOCTH afeHIIATHHIOIS-
apl (cm. § IML.1).

PaccmoTpaM Teneps 3ToT BOmpoc ¢ Gonee crpornx nozmprl [184] . Kune-
myeckan cucrema (6), (7) mpH NOGHX 3HAEHHAX NAPAMETPOB AOMYCKEST
OIHOPOJIHOE CTAIHOHAPHOE COCTORHME :

b=bo, ©=(fola)bo. | ®
Hecnemyem ero ycTofluMBOCTS K BO3MYIICHHAM MANOH aMIUTHTYABL
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JIMHEeapH30BAHKDIE ypPAaBHEHUs [BIDKCHUA IUIA MATOAMIUIMTYIHBIX OTKIIO-
HeHud 80 = b(x, t) — by, 6¢ = ¢ —¢C UMCIOT BUA

86b/0t = —wbb +DV?8b — ubo V:ée, ©)
86¢/dt=fo6b—qgbe+D. V¢,

Crleny# CTaHpaprHOM cxeme aHain3a (mi. 1), BLIACHMM HalpapiieHMe 3BOJIIOLMK
HOPMAIBHBIX — T4pMOHMYECKHUX MOJL:

b, 6¢c~expNKk)t+ikr]. (10)
Tlocne nopctanoBku orkinovenui 85, d¢ & dopme (10) B JiMHedPU30BAHHBIC

ypaBuciMa (9) nNoslyudem XapaKTepHCTHUSCKOC ypaBHEHHE, KOTOPOE CBA3DLI
BaeT BpeMEHHON NMOKA3aTelh A ¢ BOJTHOBBIM YWMCIOM Kk

—q — D k* )
Det ( 7 fo \:o. (11)
wubok? —w-Dyk? N/

Bepxuas n3 mapni setBeit A(k) — pelienuit ypasHerusa (11) — oxa3bBaercs

HEMOHOTOHHOH, MMER MAKCHMYM 1IpH FHAYCHUM BOJTHOBOTO wMcra Ky

Kip = [ forbo - (@D +qDyp)| /(2D 1) (12)

Hmerno 310 0GCTOATENBCTRO, KAK OTMEUaIOCh B 111, I, aBitsetca o pMaThHO
IPEHIIOCHUIKOW  HEYCTOHUMBOCTH, HapyILAWLICH MaKpPOCKOTUUYCCKYI0 OJHO-
POTHOCTD.

B kauccrBe BubypKAIMOHHOTO [1apaMeTpa B paccMATpUBAEMOH 3ajavue
MOOKHO  CudTaTh Ko3bOUIMEHT fo, XapaKTepU3yIIMHA CcTeleHp aKTHBHOCTH
aleHMIIaTUMKITa3bl. Kak yXe OTMeuanoch, ero 3HAYHTElpHOE yBellMueHHue, 3a-
PCTUCTPHUPOBAHHOE K UYeTBCPTOMY uacy MHTepdasbi, KOppelupyeT ¢ Kilacrepu-
3aUHeR KeTox. XapaKTepucTHueckoe ypaBHeHMe (11) no3BossieT yBeMThCH,
YTO JIdHHBIN NapaMeTp JACHCTBUTENIBHO YNPABIACT CTAOWIBHOCTHI0 TOMOTEHHOTC
‘coctonnuA. o mepe pocra fo MAKCHMYM Ha [Mclie pcHOHHOW KpHBOH A(k)
pacTeT, nepexoAa B 0WIacTh HOTOXKMTIbHBIX 3HAYCHUI A ITpH

fo> (VWDew +NDya) l{ubo) = 1o . (13

Touxa [P asnsercs KPHUTHUECKOH TOUKOH IOTEpH YCTOHWMBOCTH O THO POIHO:
ro pacnpepielicHus by, C.

B oOnactn 3HauCHHH Kwp CIJIGNIBIBUETCA CHUTYAlMA, AaNATOTHYHAA ThIOPUH
TOBOH HEYCTOHUMBOCTH, d MMEHHO! BbUIC/ICHHAS TapMOHHUCCKAA MOa BO3MY
HIEHH A IVIOTHOCTH ¢ BOSTHOBDLIM UHCIIOM Ky, YCHIMBAETCA €O BPeMCHEM. TOTT:
KaK BCE OCTaJIbHBIC PCIIaKCHPYIOT.

HanvHeHnmi BONPOC COCTONT B TOM, KdKO€ COCTOMHHE HPHUXOMT 112 CMEH:
HCYCTOHUMBOMY OHOPOIHOMY. DIHarogapa BO3MOKHOCTH BBIZCIUTH Be Ty U«
CTENEHU CBODOIbI, ITOT BOUPOC MOYKHO 1IPOAHATU3MPOBATE, BOCIIOh30BaABILINC!
MEeTOAOM Tew pnH Bo3MylieRuii [184].

lIpuHuMIIHaIbHAST CXeMa UCCITEOBAHUA CTAMOHAPHBIX COCTOSHUH 3a IOpe
rOM HeyCTOHUMBOCTH HCXOMHOTO TUMOTCHHOFO ~ TaKasd XC, KaK sl CHCTeMb
“peakis — nuddyaus” (oo 1), Onnako, B OT/IMYHe OT NMOCTENHEH, B JAHHOR
criyuae crabulIM3aMPYIOUMX HOJIMHEHHBIX WICHOB PedKIIMUHKHOTO THNA HetT. Helln
HEHHOCTE B jiMHaMMueckol mogent (6). (7) BeA 3aksoueHa B uwieHe, OHUCH
BAIOLIEM XE€MOTAKCHC. JTd HEITMHCHHOCTH KBIIPATHUHA H COEP’KUT HpocTpan
CTBEHHBIC TPOU3BOJIHbBIE.
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HccitemoBanne HeitMiueHHOH crauMoHapHoO# 3402491
fog" QC—‘* DcCAxx = 0:

— — . (14}
~w(b = bo) +Dpbyy —pu(bcy) =0

yIobHO MPOBOOHTSH, CBEISA €€ K OJHOMY ypaBHeHHw §oriee BbICOKGIO — 4eTBEp-
toro —nopsaka. Tlocnenree, Kak Jierko yYGeOUTbes. MOXHC 3aliMcarh CIedyio-
flIMM 00pa3zoM:

"N 1 N A
Le—pj—(cq— D cxx)x x =L~ Nc=0, (15)
fo
TJie JTMHEHHBIA OfepaTop L unmeer BH[L
A / G _ D, _ q _
Le= w(bo - -~“cxx>+Db = (@ — €). (16)
fo fo fo

Teopust BO3MyuleHHH TPHTOHa st “MATKO 33pOXKIAUWIHNXCA HEOOHO-
POOHBIX COCTOSIHUE ¢ (X) BOJIM3H nopora 3apox/enusi. MansiM napaMerpom sis-
JAeTCs OTKIIOHEHHE OT KPUTHUECKOTO 2HAYeHUA

N=fo~ F&P = fo — (VaDp + /Do) ? [(nby) = 2. (17)
Hanee peutenue ypapuenust (15) vuleTcA B BUAE PANA MO CTENEHAM €:
Ax)=f5Pbo/ q +ec,(x)+ €5 calx) + ...

Mocne nomcranosku (18) B ypasenue (15) Haxonum pellierue B IHepBOM
TOPSIZIKE MO € B BHIe KPHTHIECKOH MOJIbl ¢ HeollpeeNleHHOH aMILTUTY JoH

¢y = wsin(kgpX). (18)
Iasnee BO BTOPOM MOPAJIKE 10 € HaXOZUM
) _ M fw D, w D,
cy =ayw?cos(Qkyepx), @y = ———— — —+ = — . (19)
DC)\(Zka) q Dy q Dy,

A
3nech A(2kyp) — coberBennoe yucno onzparopa L, KOTOpoe B KPUTHYECKOH
Touke f§'P oTpuuarensHo. Boipakkenue 1151 ¢, MOJYUEHO KAK TIPsIMOe CIlefICTBHe
YCTIOBUs pa3pelitMMOCTH *) nuneinoro HEOJIHOPOIHOTO YPaBHEHHS
A

Loy = N(FEP)e,

TOJIyHaKILErOCs BO BTOPOM HOPSIKE TEOPHH BO3MYILCHHH. AMIJMIypa W

Befyiued MOJIbI CTAI{MOHAPHOTO PEUICHHs OCTARTCS HeollpedelIeHHOH B 3TOM I0-

PAKE TEOPMM BO3MYILICHHH. YpaBHetHe [UIst Hee TIOJyUaercA B TpeTbeM IOpPA-
" Ke, CHOB2 KaK ycJoBHe paspemumocti. Oxo umeer sug | 184]

D
Bw +az<3\/é by >“’3 -0 (20)
q +/p

Pewmenue ypasuenus (20) 3ajaer aMiUIMTYOy T7aBHOH TapMOHMKH B CTa-
ugonaprom npodune pacnpegenedust ¢(x). C pocroM JMCTaHUMM OT TOPOTd

*) Kak M3BCCTHO, 3TO YC/IOBHE COCTONT B OPTOTOHANIBHOCTH  PELICHHS  OIHOPGIHOTO
YpaBHcHust Lc, = 0 K ceobGollHOMY UjleHY.
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&P aMIIMTYHA W pacTeT 10 "KOPHEBOMY” 3aKCHY:

w = £\/B/ [a2(2v/wDeJaDy — 1)] . 21

BMmecte ¢ rem npoduis ¢(x) nedopmMUpyeTCs 3a CUeT yBenmeHm{ OTHOCUTENBHO-
ro BKJIa[a BTOPO# FapMOHUKH. B otnmume ot w Bemmuuma w? pacrer mo JuHei-
HOMY 3aKOHY.

Msrkoe BerBIeHHE HEOJHOPOMHBIX pacnpeueneﬂuu £(x), h(x), mns
KOTOPOTO  CIPaBeMIMBO TIPOBELEHHOE pPACCMOTpeHHe, HMeeT MeCTO HpH

2v/ wD,[(gDp) ~ 1 > 0. OrgeasHpIil aHATH3 YCTORUUBOCTY HOBBHIX — YXE HEO [
HOPOIOHBIX — COCTOAHHMH B 3TOM Ciiyuae He Tpebyerca. Ilo u3BectHOH Teopeme
Jlepes — lllaynepa [185] cocrosinusa, poJaloiidecs B pe3ynbraTe 3aKpUTHUEC-
KOro MATKOI'C BETBJIEHHA TpPY [f0oTepe YCIOHUMBOCTH HEKOTOPOTG #ACXOHOTO,
BCeraa yCTOHUHMBEI.

Urak, B paccMOTpeHHOM MaTeMaTHYecKOH MOl IS PaHHEH CTAIMH KO
JIeKTUBHOTO pa3BuTHA D. discoideurn KOHTPONMpPYeMOH (apaKTEPUCTHKO
MaKpPOCKONHUYECKOr0 COCTOSHUA [OJIA KJIEeTCK wAJIeTCH paclpejienedue Hx
mIoTHOCTH. Ha JaHHOM 3Tane pasBUTHA 9BOILOUMS MAKPOCKOIHUECKOTC COCTOS-
‘HHA obeclleunBaeTcs ClEOYROIHMH ¢GOpMaMH aKTUBHOCTH HHOWBHMAIYAJIBHBIX
KJIETOK: MOHOTOHHAsi CeKpelHsa aTTpaKTaHTa H ero audy3ns BO BHEKJIETOY
HOM TIPOCTPAaHCTBE, XeMOTaK THYECKOE U qu)(byanom-loe nepeMellieHde KI1ETOK.
I1H GaKTOPHI yUTeHB! B MOMIEIH. -

IToka3saHo, YTO ¢ MOBBIIIEHHEM YPOBHsI CEKPEiMM aTTPaKTAHTA FOMOT2HHAs
HONYJIANKAA HOJDKHA HCNBITBIBATH CIMICHTAHHOE [acCNOeHHe, B pe3ylbrase KOTC
POro KIJIETKH KOHUEHTPUPYIOTCSl B CTYCTKH NPOCTAHCTBEHHO pEryJspHbil
00pa30M c onpeeNieHHbIM I1epHOIOM.

ConocTtaBleHHE ¢ IKCHNEPHMESHTANbBHHMMYI ZAHHH
M 1. MMeeTcAa BO3MOXKHOCTD CONIOCTABUTH HEKOTOPBlE KaueCTBEHHbIC BLIBOIbI H.
aHasiu3a Mogely ¢ paKTHIECKUMH TaHHBIMH.

CornacHo BeipakeHuro (19) MpocTpaHCTBEHHBIH IEPHOT CKOTUIEHUS KIIETO
OOJKeH 3aaBaThCA BOJIHOBBIM UHCIIOM FapMOHHUECKOH MOMBI 30G3MYEHHT,

81072828
of A
7 . 1 Puc. 20. R9BReMOCTE HOBepXHOSTHE
l —--‘T_—-L-— - IVIOTHOCTH arperaToB g, OT CpefHed
e ! Lol KOHIIEHTpaUMH KI1eTOK D, discoideum
8t e {1i9]. ilopor 7:1G* surjem? coor-
,}' BETCTBYEY BKIIOUEHHIO MEXAHIi3Mi.
/,l’ by 0 5’_./_7.}_ FCHHOROU arperaiuy
Fa ) ‘ M
4 5 8 7 8

HapyHIAKUIMX YCTOHYMBOCTD FOMOT¢HHOTO DaclpefieSieHUs. (JTCIoLa MOXKHO Ol
HUTb IUIOTHOCTb CKOIUIEHHMH Ha 2OMHHMHY NoBepxHocrd. UHa JOTDKHA OBITS pis
NOpPUHOHAJIbHA KBApaTy BOJIHOBOrO MHMCIIA kf(p. bepsi BpIpaXeHHe IS Ky vio
(12), nonmy4aem

Oq ~f0”-b0 - (ch + (lDb)-

OﬁpamaeM BHUMaHHE Ha HHHeﬁHYIO 3aBYCHMOCTDb TWIOTHOCTH KJIETOYHBIX KJ1acTe:
POB OT HCXOIHOH INTOTHOCTH KIIETOK B O)IHOpOH,HOﬁ TNONYITAIHH.
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OkcnepumenTansHble pesynbratel [119] Ha 3TOT cuer npHBemeHnl Ha
puc. 20. Kax BHgHO, 3KCIepHMEHTaNbHaA KPUBasg UMeeT [IBa YYacTKa, pa3JielieH-
HBIX PE3KHM cKaukoM. B o6nactv 3sHaueHHH MUIOTHOCTH KII€TOK BbILIE MOPOTa
7 - 10%km.Jem? nNoTHOCTL arperaToR MOCTOAHH2, T.e. IVIOWAAE arPeralMOHHOM
TEPPUTOPKH OFHOrC LEHTP2 AKKYMYJSIUMH KIIETOK HEe 3aBHCHT OT IUIOTHOCTH
Kk7aerok. B 970# 061aCTH, Kak M3BECTHO, arperalus ynpaBisgeTcs XeMOTaK THUEC-
KHMH BONHamK. VX MBI He KacalHChb B IpeAplgyuleM aHanu3e. UHrepecHsIi
IUIsT HAC MHTEPRAJN IUIOTHOCTH IPHXOAMICA HA 6ollee HM3KME 3HaueHHsA by <
<7 10* xn./cmM?, npH KOTOpLY BONMHOROMK arperaliMy He Habiiozmaercs,

31eck MIOTHOCTH arperaTok JIMHEHHO pacTeT ¢ IIIOTHOCTBIO KJIETOK. JTOT
pe3ybTAT G3HAadaer, YTO ¢ YBeJH4YEHHSM INIOTHOCTH KIIETOK IUIOLAfh arpera-
UHCHHOH TepPHTOpHM# IJiA OOHOrC Kiacrepa napmaer. Jins Hac 3TOT pe3yJybTar
He ObUI OUEBUICH 3apaHee;, aHANHM3 MOJENH, KAaK Y€ CKa3aHo, [J03BOJIfET ero
0OBbACHHTE.

3ameuzHue Kak yxe orMeyanocs, eciy INOTHOCTh NOMYJISLNM TOJO-
narounx ameb mopsanka 10° kin./cM? U Bbille, arperalys He OCTaHABIHBAETCA HA
pautedt knacrepusauut (§ HI.1}. Hanpotus, chopMHpoBaBILKeCcs Ha YETBEPTOM
yacy MHTep¢a3pl CryCTKH KJETOK CO BpeMeHeM Hucneprupyor. Hackonbko Ham
M3BECTHO, IPUYMHA JTHCCOLMALIHH KIIaCTEPOB HE YCTAHOBJIEHA.

Ham xaxkercss ecTeCTBEHHOHM M BepOATHOH NPHUYMHOM MOBBIILIEHHE AKTHB-
HOCTH BHeKIIeTOYHOH (ocdomuacTepassl, KOTOpOe 3apErHCTPHPOBAHO Mepel Ha-
sarioM BonHOBOH arperauu# (cM. § I11.1). HdaHHoe noBwileHMe, ¢ OMHOH cTO-
pOHBI, HEOOXOIUMO /I BO3MO)XHOCTH INOBTOpAWOIIEHCA 3CTadeTHON NepenauH
uMIyT1ecOB HAM® npM BONHOBOMH arperaluy, a ¢ Apyrol — craGUNHsHpyer of-
HOpONIHOE pacrpene/icHHe KJIETOK IO OTHOIIEHHI0 K MeNKOMacITabHoil arpe-
rauud. llociennee oGCTOATENHCTBO OGBACHAETCA B PaMKax MOJIETH MOBBIIIE
HMeM IOpora HeycTOMYMBOCTH f§'¥ ¢ pocTOM mapamertpa q, XapaK TepH3yIouIero
brelleHb aK THBHOCTH $ochOOU3ICTEPA3DI.

§ IIL4. Arperanus Ha $a3ze cTpyeobpa3oBanus

3amevanue 3 §ill.l Mbl oTmeyanH, yro panHed pOpMOH KpyHHO-
macmTabHOW OpraHU3alMH arperallMOHHOro MNons Dictyostelium ABAAIOTCA
XEMOTAKTHY¢CKUE BOJIHBL. JTa ¢hasa MHTEpecHa Ul T€OPHM BO3GYLiMMBIX Cpef,
MOCKOIIbKY arperallHOHHOE II0Jle Ha HeH IpelcraBisier COGOH eCTeCTBEHHYIO
moment 1akok cpempt (M. § I11.2) . OnHako 3¢¢ ek THBHOCTL COOCTBEHHO arpe-
FBUMH KJIETOK Ha 3TOH CTaJMM HH3KA B CHY ABYX ODCTOATEIIBCTB.

1. 3¢gdexkTHBHBIM [Jil COOHpaHHA KIIETOK B IEHTpE arperalyMoHHOH Tep-
PMTOpDMH ABJIAETCA JIHIID TEpefHHH (POHT paclpOCTpaHsIoLIelcK BOJIHBI aT-

Kk1aHTa. Ha 3afiHuit GPOHT KIIETKH, -NO-BUAMMOMY, BOOGILE He pearHpyiot
186], uHaue cHMMeTPHYHBIE HMNYNbchl TAM® He BhI3BIBAIIH Gbl HaIIPaB/IEHHBIX
nepeM eLLICHHH.

Ho ponst IpoMexyTka BPEMEHH MEXAY HOCICAOBaTE/AbHBIMH HMITY JIbCAMH,
MPUXOAmAsAcH Ha MPOXOXJICHHE NepefHero (GppoHTa, HeBEIMKa R COCTaBAAET
He Gonee 1/6, 1.e. 1~1,5 mun [128]. Ilpu ckopoctu HanpaBIIeHHOTO XeMo-
TAXTHYeCKOTC OpwKeHus 20 mxm/MEH [128] nomamobmsiocs Gor okonmo 150
HMITybcOB HAM®, ur06hi cOBpars KIIETKHM E HEHTp C TEPPUTOPEH i cv' . LipH
NE¢PHONle MOBTOPHOK CHMrHarH3auMH 8 MMH Ha 370 yuwio 6s okojo 20 yacos,
YTD H2 NOPZAOK MPEBLILACT Pealibioe BpeMA arperaiui.
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Puc. 21. Bug arperauuonHoro nons D. discoideum Ha craguy CTpyWHBIX NOTOKOB Lo dop
MUWpOBAHHUS IDIOTHBIX KIIETOYHBIX TsXcH. B spe arperanMoHHON TeppHTOpHH eluc He chop
MHpoB@Iach o6nactb; cBofomHasg or wierok. Poro O. Moranosoit w C.HU. beivimmoi

(UBP AH CCCP)



2. B npoMexyToK BPEMEHH MEXIy NMOCIeOBaTENIsHBIMH XeMOTAKTHYECK H-
MU maramu (Mexay IBYMs UMIylbcaMu UAM®) ameBbl COXpaHsAOT COHTaH-
HYI0 IBHrarellbHyi0 akTHBHOCTh. OHa peanmsyercs B nucddysHoHHOM, HeHa-

' IPaBJICHHOM GIy>K[IaHHH KIIETOK.

XapakTepHasa ckopocts AH(pGY3HOHHOro OBHKEHHMA KIIETOK COMOCTaBHMa
CO CKOPOCTBI0 HAaNpaBJIEHHOrO XEeMOTaKTHMUeCKOrO [BIXKEHHMA M COCTaBJIsAET
okoo 10 Mxm/mun [183]. C yuyerom Toro, 4TO Ha MPOMEKYTOUHBIH MEXIY
XEMOTAKTHUECKHMH [faraMH HHTEPBaJl HPHUXOOHUTCA OCHOBHAasA JOJNA TepHOJa
CHrHaTIM3allUH, TIOHATHO, 4T0 (akTOop Aucy3UH CYIHECTBEHHO ~BpeMT’ aKKY-
MYJISIHHH KJIETOK.

O6a Ha3BaHHBIX OGCTOSATENLCTBA YCTPAHAIOTCA HA CTAJHH CTPYHHOM arpera-
MU 651arogapsA HOBOH KOMIIETEHLIHH arperupyioliX KJIETOK — UX CHOCOGHOCTH
¢opMHpOBaTh CTaGHIIBHBIE MEXKIIETOUHbIe KOHTaKThl. CBOHCTBA KIIETOYHOH
TIOBEPXHOCTH, HEOOXOOUMBIE ISl 3TOTO, ABIAIOTCA NMPOAYKTOM IpelIlecTBYo-
UIEr0 Pa3sBHTHA, & MMEHHO. MMITYJIbCHOM, PUTMHUYECKON curHaymusauun [149].
Konrak Tl kieTok paior gBa >¢dexra: najeHde MepHoga pUTMHMYECK MX ITyJIbCa-
it UAM® no nByx muuyT [147] u ycrpaHenue ncby3HOHHONR MOIBHXKHOCTH
NpH COXPaHEHHH XeMOTaKTHYECKOH.

B nacrosimiem naparpage paccMaTpHBaeTcs BONPOC O 3apOXKHAECHHH H reoMeT-
PHH LIeHTPOCTPEMHTEIbHBIX CTPYHHBIX HOTOKOB arperupymonnx KJIeToK.

Ha puc. 19 u 21 npuBeneHnsr ¢dororpacdus arperallHoHHOro HOJA, MOMYyYeH-
uoie O. IMotanmosoit u C. Beitnunoit 8 Unctutyte Guopmsuku AH CCCP. Mei
¢ukcHpyeM BHUMaHHeE a) Ha JBYX TUNAX TEOMETPHH CTPYH — JIyueBOi, paaHalip-
HOH M ciHpanbHOH (puc. 22), 6) Ha 3BONOIMH CTPYKTYphl Azmpa (B cllyyae
CITMpAJIBHOH [EOMETPHH) — OT CHJIONIHOTO KPYroBOro narHa k GapaHke (cp.
puc. 211 19).

JdIunamMuueckasa Mofaelib Agpa arperallHOHHOMW Tep-
puTtopuu [187, 188]. SigpoM MbI HasbiBaeM OBJIACT ABTOHOMHO, PUTMH-
‘9eCKH ceKpeTHpylouMx UAM® kieTok B HeHTpe arperallMOHHOH TeppHTOPHH

(§ IIll.1). OcranpHas (TopaBmisiiowas) YacTh KIETOK HAXOOMTCA B JKAYILEM
PEeXHME — 3TH KIIETKH CaMOTNIpOH3BOIIbHO UAM® He cekpeTHpYIOT, HO CTOCOGHEI
K UHOyuupoBaHHOH cexpeuuu (§ I11.1).

Hac 6ymyT MHTepecoBaTh JHHaMHYECKHe PeXHMBI aBTOHOMHOH CHIHaH3a-
uMu agpa. s onpemeleHHOCTH CYMTaeM ero KpyrJIbIM NSATHOM 3aJJaHHOrO pa-
mayca R. ABTOHOMHYI0 CHIHaJIbHYI0 aK THBHOCTb KJIETOK siJpa MOAENHPYEM pe-

Puc. 22. IIsa THna reoMeTpHU KapTHHbI CTpYRHOM arperaunu D. discoideum. 3aiutpuxosa-
HBI CKOTUIEHHS KJIETOK

75



XHMOM KBasHrapMOHHYECKMX aBTOokO/ebaHHi. B KayecTBe HCTOUHHKA ITOTO pe-
XHMMa Noapa3yMeBaeTcs CHCTEMa JMHAMHUeCKMX B3aWMOOTHOLUEHHH IBYX KOM-
noneHdT,C ¥ H, oGecrieyHBaoiMX OBe MeT/IM OOPATHOH CBA3HM 110 cxeMe

\O_/O ®

3[mecs aBTOKATATUTHYECKOH Kommouentoi ¢ asnserc BAM®, 2 H — wuruburor
AKTUBHOCTY afeHWIaTUHKMaspl (oM. § IL1).

Mpbl NpO2HAJIM3UPYEM CITEeNYIOMHH, Hanbonee MNOCTON BADHAHT PeATIHIALHY
310 cxembr [187]:

dcfdt=ac — ph— v® +D . Ve
oh/at =vSc — ph.

3nech BeTHYMHBI ¢ M h MMEIT cCMBICT OTKNOHeHHt C'u H ot UX 3HaueHHH B cra-
umoHapHoit touke (Co, Hy). Hocnenuss coornercinyer pexuMy HPOU3BOJCTBA
HAM® 0o 3apoXKaeHdss aBTOHOMHON PHrMHYeCKOH ceKpeuyud (COCTCsSHMe fo-
KOfi, KOMIETEHTHOe K HHOYUHMPOBAHHOMY INPOU3BOACTBY CTAHEAPTHOU [OPIMA
TAM®, — § 111.2).

KBa3Pll‘apMOHquCKHe aBTOKCJeGaHUsA B pPeXUMe dBTOHCMHCH CHIHAJIBHCH
aKTMBHOCTH 33apOXAITCA B pe3ynbrate Gudypxkauun Xonda, B OKpecTHOCTH
KOTOpOH Mbl H NPOBOJMM JajibHeHiIee paccMorpeHHe. A onpeneneHHOCTH,
6udypKalHOHHBIM 1apamMeTpoM B momeid (22) Gygem cYdTaTh napamerp S
B Mexanuzme perynsaumu cuHtesa UAM®, cBsI3aHHOM ¢ Ka1aBOJIM3MOM BHYTPeH-
Hux pesepBoB (cm. § lil.1), mapamerp S uMeer cMbIci KOHUEHTpAalMH BBICOKO-
MOTIEKY IAPHOTO NpeIHeCTBEHHHKA HHTUOHTOPaE.

HHTtepecysice nmanee aBTOHOMHBIMH PeXHMaMH CHTHAIH3ALMH, iiPHMEM B
KayeCTBe TPaHHWYHBIX YCIIOBHH OTCYICTBHE noToka UAM® uepes rpaHuly Kpyro-
BO# 06nacTH:

J.= —D,V,C=0. ' (23)

B TtoueyHOH cHcTeMe, HMHTHDYIOIIEH OJMHOUHYI KIJIETKY, HpH 3HaYeHHU
napamerpa S HWKe IOPOroBoro S, ot crauMoHapHoro cocrostus (0, 0) B pe-
synbrate Oudypxanud Xomnda MACKO OTBETBIAETCA YCTOWUUBHIA TpenensHbi
UMKJI, ONHMCBIBAIOUIMA KBa3urapMoHHYeckHe konebaHusA. B xpyropoi oGnacru
mManoro pasmepa R nuddysns obecneunBaer NONHOE NepeMeEIMBaHUE, TAK YTO
KoneGaHMA JOIKHBI GbITh NPOCTPAHCTBEHHO CHHXPOHM3MpOBaHpl. C pocToM
pasMepa YCIOBHe MOJIHOTO HepeMEIIMBAHMA HADYILAETCA; HpH 3ITOM ClEHyei
OXHOaTy ONpeneNeHHOH NpOCTPaHCTBEHHOW oOpraHuzauuu ¢(assl KoneGaHuil.
Crnemyrounii HIDKe aHaIU3 NPOACHAET — KAKOil UMEHHO OpTaHH3allUH.

Ilpexpne yeM MMeTb Ieno ¢ MONHOH Momenbio (22), UCCenyeM NOBeaeHHE
MaJIpIX OTKJIOHEHHH OT CTanHOHapHOro coctosiHus (0, 0) B TMHEHHOM NpUBIH-
XeHHH. ITO McclleoBaHUe JaeT MHGOPMAIMIO O BelyUIHX KOJUIEKTHBHBIX CT€
NEeHAX cBOBOIBI.

IIpocTpaHcTBeHHasA 3aBUCHMOCTH KONIEKTHBHBIX MOJ ONpedenserca cob-
CTBEHHbIMH (YHKUHAMH oneparopa Jlamnaca. B o6Mactd ¢ KpyroBo# tpanuied
(r <R) — 310 dbynkunu Beccens I, (knmr)e’™?. 2nech A,y — pA3PEILEHHBIE
3HaYeHHA BONHOBOrO YHMCNIA MPH 33d[@HHBIX IPaHuuHeIX veresuax (23), m -

20
{22
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HOMep JIOKANBHOTO 3KCTpeMyMa GyHKUMH [,. 3aBHCHMOCTD OT BPEMEHH —
aKcrioHeHuManpas: e (Fnm)?,

{lpousBopHOEe Manoe MO AMIUIMTYIE OTKJIOHEHHe OT CT4LMOHApHOIo Co-
CTCAHMA, YHOBIIETBOPSAIOLIee KHHeTHUeCKOH cucTeMe (22) B IMHEHHOM IPHOIH-
XKEHHH, 3aaeTCH B BUJIE CyIePIO3MLMM HOPMAIBHBIX MOJL:

- LAk it . ;
Yy = et ham) T, (knm rjem,o“ (24)

To, xakue U3 HaGopa mon W, ollpenensioT NOBeAeHHE CHCTEMEI BOJIM3U HOPO-
ra xoJieGaTeNnbHOH HEyCTOMUHBOCTH, JUKTYeTCA BHMIOOM IHCIEPCHOHHOHM 3aBH-
cnmoctH A(k). Ee HaxomuM, kak oBBIUHO, M3 XapaKTEPUCTHYECKOTO YPaBHEHUA
nocje MNOACTaHOBKH (24) B JuHeapu3oBaHHyw cucreMy (22). [onyuurca
MOHOTCHHAA1 24BHCHMOCTh C MakcumMyMmoM Iipu k£ = 0. [lpn BapHauuy napa-
MeTpa S xpHBag (k) cABHraercs Kak IeJIoe BAOJIb OCH OPAMHAT, 3aXOHA B MO-
JIOXKHTETIBHY 10 0DJIaCTh IIpH
n~ A [ a ——B
Q=SpF>0; F=! . (25)
LS P
o ,
JdaHHOe HepaBeHCTBO, PH LONCIIHUIEILHOM YCIIOBHH ¢ = Det /> 0, qoctarouHo
OnA BoOs3GYXIEHMA CHMHXpOHHBIX Konebaduii ¢ » A BonpocoM o craGHnM3auuu
aMILTMTY (bl 3THX K0OJIeDaHUN Mbl 3aUMEMCA HECKOJIBKO TO3XKeE.

IIpy moGoM GUKCHPOBAHHOM 33KPHUTHYECKOM 3HaUeHHH FH(YpKAUHOHHOTO
napaMerpa () > 0 MOXHO YyKasaThb MHTepBas 3HZUEHMH BOJHOBOIO 4MCHA K,
B KOTOPOM HHKPEMEHT NOJOKHKTeNeH, A > O. EcAM 8 910T UHTePBa MONaganT
KaKHe-JIM0O M3 HCTPHBHA/IBHBIX CODCTBEHHbBIX 3HEUEHMH BUIHOBOIO YHCHa,
TO MOXHO OXHaaTh BO3DYKIOEHHS COOTBETCTBYRHUMX HewAHCPCIHBIX KolieGa-
TeJIBHBIX MO/I.

Hpu ManbIx 3HaYeHUAX pasmepa R TAKHX LOMOMHUTEIRHBIX MOQ HeT. OmHa-
KO C yBendyeHHeM R ReJIMUHHBI X, YObIBaloT Kak !/R, 3axols B8 MHTepBan
HeycrofuuBocTH k < Ko B cliefiywonem nopaaxe: Kog, & 1, Koz, ;2. COOTBET-
ctBeHnO Moibl Woo, Wiy, Vo, , ¥y, i10C/1eq0BATENBHO TPUCOPETAIOT HONOXH-
TEJIbHbiH HHKPEMEHT.

Hpyroit cnocob Bo3DYXMeHHsT TOH e HOCNENUBATENBHOCTH COCTOMT B
yMeHblLIEHHH GHdypKauMoHHOTo napamerpa S. IIpH 31om nopor kg coBuraerca
B 061aCTh GOJBLIMX .

HenvuuedWHs# avanyva CrabuTH3andst aMIOJMUTY bI
K o jle 6aHui o Mepe pocra 4icIa HepelaK CUPYIOILNX MOJ], 4HaJIU3 ypaBHe-
Hui aBiokeHMst (22) cHiIbHO ycroxkHsercs. [Jo3T0My ™Mbl OTpaHMUMMCA pac-
CMOTpEHHEM Malloil OKpPecTHOCTH Nopora (25), 1ak 4To BO30Y>KIESHHBIMH OKa-
3bIBANTCA JIHILb N1Be, BO3OyMBIiIHecs MepBuiMU Moabl oo 1 W, ;. Yke B aTom
ApUGIIKEHUN MOTYYarTcAd MHOXECTBEeHHbIe CTaGHIIbHBIE DEXHMbI CHrHajiu3a-
uuu [187, 188}.

AManiu3 HeNMHEeHHOH 3aJa4H yIIPOLUAeTCA, €CIIN 1epEHTH OT CHCTEMBI ypaBHe-
Hui (22) K HYKBHBANIEHTHOMY YpaBHEHHIO BTOPOTO 1IopAaKa 1o . Ero serxo 1o-
TyuuTs, g depeHIUpYsi lleproe yparHeHue B (27) U NOACTaBAAR A, U3 BTOPOTO
YPaBHEHHs::

) 2

o . R L
Cee — Qe+ 3vee® - D,V o roetype” — DopVie =1 126)

b=
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MMonuas, peicTBUTENbHasA KOMOMHAaUMA KOMIUTEKCHBIX Mop Wgo, Wi,
COJIEpP>KMT UIECTh HE3aBHCUMBIX CJTAraeMBbIX:

c(r, 0, )= U()sin Qt + V() cos Lt + XD () I, cosQt cosy +
+X(2)(f)11 cos 21 sin @ +X(3)(t)ll sin Qf sing +
+ X(4)(t)1, sin 21 cos . _ 27

[lecTb HE3aBUCUMBIX aMIUTUTYA B 3TOM BbipaxeHHu U, V, xW x(2) xG3) x4
JOJDKHBI ObITh HaM[JEHbI MOCJE NOJACTAHOBKH ero B ypaBHende (26). Ilomytho
creflyeT yuecTs clieAylollHe coobpaxKeHus.

1. Iipepnonaraemas GNU30CTh K NOpOTY KoJeGaTelbHOH HeyCTOMYUBOCTH
0GecleyuBaeT MEUIEHHOCTh BpeMeHHOH 3Bomwonuu aMmmakryn U, V, XD o
CPABHEHMIO C OCHUILTHpYIoule# yacTbio sin £2¢. ITo 3T0# npuuMHe MOXHO 0TOpO-
CHTb YJIEHbl, COZIEpIKaillHe BTOPbIe IPOM3BOHbIE MO BpeMeHH Uy, . . .

2. Hocne nopcTaHOBKH . Boipaxkenuss (27) B HelMHeiHOe ypaBHenue (26)
U pa3JOXeHUs pe3yihTaTa Ha IPOCTble TAPMOHHKH BO3HHMKAKIT ClIaraeMple ¢
BbICUIMMH rapMOHMKaMM THIA sinag, coshay. VIX Mbl AOIKHBI OTGPOCHTH, NO-
CKOJIBKY Hallia MCXOfHast kKomOGuHauua (27) ux He comepxana. Heobxonumblie
pa3bACHEHHUs K nMogo6HoH npolledype 6bu1M AaHbl B § I1.3.

3. Jlna monyyeHus: CUCTEMBl ypaBHEHMH OTHocHTenbHo ammnurtyn U, V,
XD nocne nopcranoBku (27) B (26) M pasnoXeHHs HA IPOCTbIE TAPMOHHKH
cleflyer BOCNONb30BATHCS CBOHCTBAMH OPTOTOHAJILHOCTH

2w
S doxixk=0; ,k=0,1,2, xo=1, x;=1I;sing, xz=1,cosy.
4]

910 JaeT BO3MOXHOCTb MPHPABHATH HE3aBUCHMO YIIEHBI, COAEPXKaLIHe Xo, X1 , X2 -
Kpome T0ro, nocne npoueaypsl ycpenHeHus no Bpement [20], MoxHo npupas-
HATb OTAENBLHO YWIEHBI, coAepiKailHe sinf2 s u cos2t.

B pesynprate monyuaercst cHCTeMa M3 IIeCTH OOBIKHOBeHHbIX auddepen-
LIMaJIbHBIX YPABHEHHH NEpPBOTO MOPAAKa M0 BPEMEHH OTHOCHMTENBHO aMIUIMTY[
U, o), X (')(t). Kaxpoe M3 HUX comepXHT MO HECKONbKY AECATKOB Clia-
raeMbplX, MO3TOMY IIPHBOJMTD 3Ty CHCTEMY 3[1eCh LEJIUKOM He MMeeT CMBbICIa.
ITonyuurs ee nonHocTho yaanock Ha IBM npu nmomowu nporpamms! “’Tlonuuan™,
pa3paboranHoii A.b. KoHcrantHHOBbIM B HHcTHTYTEe Teopernyeckoil GbUIMKH
v, JLJI. Jlanpay. “Tlonuuan” npeoGpa3syer B aHAMUTHUECKOM BHIE BLIPKEHHUSA,
CoepKaillie CTeNeHN TPUrOHOMETpHYeCKHMX (hYHKIMH, pa3narasi X Ha MPOCThbIe
I3apPMOHHKH.

CoobuwHMM pe3ynbrat MccllefoBaHUA 31oH cucrembl [187]. Bnaromaps
BBICOKOH CHMMETPHYHOCTH CHCTEMBI JOBOJIBHO JIETKO YJaeTcs OTbICKATbh CTa-
LUMOHApHbIE 3HaYeHHsa aMIUIUTYA. IIpuBenem #1x:

U=V=0QQBnY?, xW=0. i=1,...,a (28)

ITO HETPUMBHAJIBHOE pEIlieHHEe NMEepPBbIM OTBETBISAETCA OT HCXOAHOTO TPHBHAJIBHO-
ro U VvV, X9 =0no Mepe yMmeHslieHHs napamerpa S. Ilpu monokurenbHpix
3HAYEHHAX 7Y OH}YpKaLUaA 3aKpUTHUECKasi, MOITOMY HaHHOE pellieHHe YCTOHUM-
Bo. M3 Bripaxcenus (28) scHO, 4TO JaHHOE pelleHHe COOTBETCTBYET IOMOTEH-
HbIM KONeGaHUAM B o6nacTu r < R:

c=(20/39) 2 cos [t +10)]; 2 =0+0p.
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u=0-0f; ' 29

JTta Mapa CTAMOHAPHBIX pellleHHH OTBETBISIETCA OJHOBPEMEHHO TaKXKe€ OT TPU-
BHAJIBHOTO pellIeHHA, HO B obBractd GH¢YpKalIMOHHOTO MapaMerpa, ¢ HCXOM-
HO€ COCTOAHME yXe HEyCTOWYUBO mpu Q > QE = D k¥ ,. CooTBeICTBYIOLIHNE He-

HyJNleBble cTalildOHapHbie aMrHTypt X 1 ) u X sapaior Oeryuryio

e(r, ¢, 1= XOI (ky 1) cos(8 + ) (30)
M CTOAUY10

c(r, ¢, 1) = XPI,(ky17) cos Qr cosyp 31
BOJIHBL.

3pnech coobpaykeHHs, NO3BOJIUBIIME YCTAHOBUTb YCTOWYUBOCTH CHHXPOHHBIX
aBTOKONeGaHUH, yxe HEeMPHUMEHHUMBI. JTOT BONPOC [AOKEH PaccMaTpUBaTbCA
CIIEL[HAIIBHO.

Ananus yctoduusoctu [187].Insa crosayed BOJHBI OCIE
NOACTAHOBKH BMecTo aMmmuutyn U, V, X(i), i=1,...,4, UX OTKJIOHEHHH OT
pemenus (31) u, v, x(D y JIHHEApU3aLHH 1O 3TUM OTKJIOHEHHAM IMOJIyYHM TPH
He3aBHCHMBIX TopcucteMbr oTHocHTenbHO ¢ 1 05 X1 1 x(2):xB) 4 x*) B
IeM MOCTIeIHIoN0:

u(Qx(2) —wx(3® _ x£3)) _ 2Qx§2) +a(wx(3) _x1§3) _ 3Qx(2))= 0,

32
—p(wx® + Qx® + x4+ 20x3) +2(3x(? + Qx3) +30,x?))= 0,( )

rae

a= _%_[X(2)] 275_1_
16 5,
Ee, xax Mb1 cefiuac yGemuMcs, OKa3bIBaeTc AOCTATOUHO JIJIA TOTO, YTOGBI Cle-
JIaTh BBIBOJI O XapaKTepe yCTOMUUBOCTH CTOAYEH BOJIHBI.
PaspickuBas pewerue (32) B BHue x3) = x(()2'3)e}", IPHXOJMM K cleflyio-
ieMY ypaBHEHHI0 OTHOCHTEJIBHO HHKpEeMEHTa!

A\ —/3)=0.

Orcioga nmonyuaeM Ay = 0, A, = p/3 npu 4 >0 (p > pf). I10 0O3HAYAET, YTO
CTOsIYasi BOJIHA BCIOJIy HEyCTOMYMBA.

Ecnu mpopgenars TO e caMoe Ui MalibiX OTKJIOHeHH# ot perenus (30),
TO NOJIYYMM [B€ HE3aBMCHMBIE NOICUCTEMbI: OJIHY M3 IBYX YPaBHEHMH — OTHO-
CHTENBHO ¥ M U, & OPYIYlo — M3 YeThbIpeX — OTHOCHTENbHO X'/, YpaBHeHHs no-
cleHed OKa3bIBaTCA JIMHEHHO 3aBHCHMbBIMH. JTO O3Hayaer, 4to A = O ABJseTcA
OIHUM M3 KOPHEH NOJIHOro XapaKTepHCTHUECKOro YpPaBHEHHA, T.e. CYIIECTBYKHT
HEeJBONIOUUOHUPYIOIME OTKJIOHEHUSI OT UHTEpecyMILero Hac peilieHus. Jror
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¢akT GBUI OUEBHIEH 3apaHee; OH O3HAYaeT MHBaPHAHTHOCTb UCXOOMbIX YpaBHe-
HUH IBIDKEHHsA OTHOCHTENIBHO CIABHra OTCUETA YITIOBOH IIEPEMEHHOH 4.

Jns octaBuIeHCcsa NMHHEAHO-HE3aBHCHMOM MOJICUCTEMBI XapaK IEPHCTHIECKOE
ypaBHeHue Byner:

4(u* +402 )) + u(10uw + 3u? +32SZZ))2
+ 33 (W + Y uw + TN+ %, PP w* = 0.

MUz uero HetpymHo y6ejutbes, yto Re X < 0 npH 1> 0. CiregopatenbHo, ferymas
BOJIHA YCTOHUKBA K BO3MYILEHHAM ammiaTy g x 4

OcTraeTcs BBIACHHTL €€ YCTOHUWBOCTE 110 OTHOILHEHHK: K IIPOCTPaHCTBEHHO-
TOMOTEHHBIM BO3MYIEHHAM THHa usinf2¢ + wcosSlr, CHeremMa ypaBHeHHH
U1 aMIUTUTY 4 M ¥ UMEET BUJL

0=pwv+pQu+2Qu, — pv, + b{wv — Qu +v, —%u,),
0=pwu+pQu—2Qu, — pu, + b(wu — Qv +tu, —%u,),
rae
b=3/, [X(1)295,.
Orciof1a [1s MHKPEMEHTA A TIONTYyYHM
0=(N?+4Q*)\* + 2M(wN + Q)N + W2 N? +4Q2 N7,

&\ 7/ pf . 262
N=2{ — -— —-pi) pS=pi ———— >pi.
<52> ( ps P1> P2mh 285 — 84 !

Jlerxo Bupets, uto mpu N > 0 (p > p%) neilcTBHTENbHAA YacTh OBOMX XapaKTe
PUCTHYECKHX YMCENl CTAHOBHTCA OTpHUaTenbHoi. CriepoBatesbHe, IpU p > pi pe
WM Geryuiet KpyToBOH BOJIHBL B pe3yiibTaTe BTOPHYHON G4y DK AlMH CTRHOBKT-
CH 4CHUMIITOTHUECKH YCTOHUMBBIM. TTomacTs B 3101 peXxum CHCTeMa MOJKET JHit:
M3 COCTOAHHA CHHXPOHHBIX KOJeDaHWil B pe3ynbprate KeCTKOTO BO3DYAGIeHHS:.

Wrak, B appe arperaliMOHHON TePPHICPHM MOCYT YCTaHABIHBATECA IBA ank
TEPHATHBHBIX aBTOKOJIEOATEIBHBIX PEXKMMA: PEKHM CHHXPOHHOH H CHHQA3HOF
CeKpelH UAM® u pexMM BHXPEBOM dBTOBUJNHBI, B KOTOPOM ¢asa pHIMi
YSCKOH CeKpEelHH OAMHAKOBa BIONb PAIHaTibHOTO JIyYa, BPalllAloLIerocs ¢ 3ajan:
HO# 4acTOTOK BOKPYT LEHTpa.

Jantee, HeTpYOHO MPENCTaBHTL ceDe XapaKTep CHrHANIBHOH RKTHBHOCTH ¥
MacuITabax BCerc arperallHOHHOrD Mojst. HanoMHuM, 4To OCHOBHas Macca Kite:
TOK TOJIA obnafaer CBOUCTBaMH BO3OyAuMbIX cpen. Ecnu B Takyio cpemy mome
IieH IEpHOMHMYECKHMA HCTOYHMK HMMITyIbcoB UAM®, oH BBI3BIBae1r mnepHomu-
YeCKOe paclpoCTpaHeHHe BOJIH MMIyNbCHOH cekpelind UAM®. Ilpn arom, ecnk
HCTOUHHKOM SIBJIAETCH llenasg 06nacTh INMPOCTPAHCIBa — $iApO ATperalMOHHO:
TePPUTOPHH, NPOCTPAHCTBEHHLIH PeXXHM CHIHATH3ALME B HEH MOXET YIIpaBiATL
FeoMerpyed BOJHOBBIX (PPOHTOB BHE Hee.

CuHXpOHHOe HCMyCKaHHE HMITYJIbCOB 3APOM, OUEBHAHO, IIOPOXKIAET PacXc
OALIIHECA KOHUCHTPHUECKHE KDPYroOBble BOJHB!. AJIbTePHATHBHBIH BHXPEBOM pe
XHUM HMCNYCKAaHMs BHCWUHAA BO30yiMMasi cpelia BOCNPUMHMMAeT KaK KPYroBYE
nenwe “marcMIxepa”. XOpolo U3BECTHO, UTO TaKaA {IeTi1sA FEHEPUPYET pacnpy:
CIPaHCHUE CNHPajBLHBIX BOJMHOBBLIX $HPOHTIB, NpeACTaBIAI0MKY ¢OD0H 3BONYy
BEHTY reHepupyolen newin {177} .
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Crpyeo6Gpa3oBaHue PaclpocrpaHeHHe BOIIH XHMHUECKOH CUTHATM-
3allMM M XEMOTAKTHYECKHE NepeMelleHHA HABCTPeUY 3TUM BOJIHAM ONpedesIAIoT
[71aBHOE, YTO MPOMCXOIHUT HAa CTa[JMM BOJIHOBOM arperaluu — cOGHpaHHe KIIeTOK
B LEHTpPBI, reHepUpywilue BonHsl TAM® ¢ OTHOCHTEBHO GOIIBINHMX TEPPUTOPHIL
OmHaxo HabdgaemMasi KapTHHa AIPErallHOHHOTO MOJIst Ha NPOJBHHYTOM CTafMH
arperaluy umeeyr 0coBeHHOCTb, KOTOPas He MOXeT ObiTh ODbsiCHEHa JIHLIB NEpe-
MCILIEHUAMHE KJIGTOK K ICHTPaM 3MHccHH atrpakraHia. Kak BugHe wu3 ¢oro-
rpadui Ha pHC. 19, KISTKH ® XOne LEeHTPOCTPEMHUTENLHOIO ABKWXKEHHA 00benu-
HAKIOTCA B CKOIMJIEHMs B BH{C CHCTEMBI BeTBALUMXCA TSDKEH M MO HUM, KAK IO
pycilaM, CTeKawTIcs B UeHTpr!l. Takasg KapTHHa, OUEBHIHO, CBHMMIETEIILCTBYET O
TOM, YTO B XOO¢ arperaiMv 4MewT MeCTO KOJIJIEKTHBHBIE ABWDKCEHUS KIIETOK
KaK Mo HOPMAjH K BOJIHOBbIM (bpOHTaM CHrHAaJIM3alMH, TaK M MO KacaTeJIbHOH
Kk HEM. Ho 3TH mociemHue [AsHKeHUA He MOTYT ObiTh CBs3aHbBI ¢ 3cTageTHOMH
neperaveil XeMOTAaKTHYECKOTY CHIHala, MOCKONbKY KIIETKW BIOJL KacaTellb-
HOH K PpoHTY BONHBI UAM® Haxojs1Cs B OfMHAKOBOK Gase HUKIa BO3GYXe-
uusi. IloaToMy B KaYecTBE MeXaHH3Ma TaHTEHIMATILHOM accouuaiuu ameh ocraer-
cA MexXaHu3M ug$y3HOHHO-XEMOTAKTHUECKON HEYCTOHUYMBOCTH — TOT CAMBIH,
KOTOpBIi BbI3Ball MATKOMACIITAOHYI0 ¥JIACTEPH3ALMI KIIETOK Ha JOBOIHOBOI
¢aze arperaumnu (cm. § 111.3). .

XapakrepHbiit TIPOCTPAHCTBEHHbIH Maciirab NpH PAacCOeHMHM KIIETOYHOTO
floflA Mo OJaHHOMY MEXaHU3MY MPUOITH3UTENBHO OleHHBaercs 1UGPEY3HOHHOH
IuHOH atTpaktaHta f, ~ 100 MM, TakoB xe, kak BUIHO U3 puc. 19, xapakTep-
HBIH MaciiTab HEOOHOPONHOCTH B KapTWHe BeTBAwuXcA crpyd. IlocnepHum
06CTOATENBCTBOM NOIK PEMIIAETCA HPENONaraeMoe KauecTBEHHOe 0GbsCHeHHe
HabmoaeMON KapTHHBI CTPYHHOM arperaimu.

Bonee npamele apryMeHTBl HOIDKHO [aTh MCCiIEIOBaHHe COOTBETCTBYIOLIEH
MaTeMaTHYeCK Ol MOJENH. ' '

B puHaMHyeckoM MpelcTaBleHHH Ope GOPMbI aKTHBHOCTH KIIETOK arpe
TAMOHHOIO TOJIA — P3JIeHHas U XEMOTaKTHYECKAs — OBBbeIUHAIGTCA CHCIEMON
YpaBHEHME: ' '

d,c =bfi{c. hy—qc+D,V?. (32a)
8,5 =b(Sc - mh), : (326)
3,b=-V(ukVe)+ D,V (328)

3neck, KaK M BbiLIE B [JAHHOM ITaBe, ¢ ~ KOHUEGHTPALUs aTTPAKTaHTa, K — MH-
THOHTOpa ero CHHTe3a, b — KJEeTOK (Bce BEJMUMHBI OTHOCSTCA K €IHHHLE IM0-
BEPXHOCTH) ; S — YNpaBNsowMi napamerp (cm. § I11.2).

HenuHelHo#t GbYHKIMH aBTOKAaTanHTHUECKOTro BocHpousBonctBa f(c, h)
fnpnrmcuBaeTcg S-o0paznas dopma (puc. 17), Gnarogaps KOTOpOW HYIIb-H30-
KJIMHBI Ha (asoBoil wiockoctH {c, A} UMeloT BRI, THIHYHLIN A BO3OY AUMBIX
‘cpen {§ 111.2, puc. 18)  KoukperHbii BuA GYHKLUMM M 3HAUEHHA NapameTpos,
‘MCNIOJNIK3YEMEIE NpHY YMCIEHHOM HCCIIENOBAaHMH MOJENH, NPUBEHECHB! B NOINH-
CH Kk puc. 23. Ykaxem INuip, YTO NMapamerphl MOOOHPaNuch TAKUME, YTOOB!
CHTyaIiia Ha $a30BOHM IIOCKOCTH COOTBETCTBOBANlAa MUMEHHC DPJIeHHOH aKTHE-
MocTH KieTok (puc. 186).

YpasHenua (32) B ceTOYHOM ailMPOKCKHMALMHU pelanuch Ha IBM nc sBHOM
cxeme. 3agava CIaBMAACh B Npejesax MPAMOYroipHok oGnacth. Ha onHo# us
ie¢ TMHEHHLIX FpaHK: 3aHaBaioch MEPHOMYECKOE BOSMYILCHME £{f} ¢ aMINIUTY-
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Puc. 23. OBosouns pactpeneneHus KIeTOUHOH IWIOTHOCTH b (r, 1) B nolle paNeifHO U XeMo-
TaKTHYeCKH aKTHBHBIX KieTok D. discoideum. UncncHHQe pelenne gncreMsl (32) ¢ wc-
nornbs3oBanMeM B kauectBe f(c, #) dyuxuun 0,15 + e'h 3 c)’/(e_h + (3¢)?). 3nauenus
napaMerpoB B Gespa3mepHbIX emMHMUax: ¢ = 0,2; D, = 107%; § = 107%; m = 2-10°%;
k= 1; I-1V — xapTuna B rocnemoBaTenbHEle MOMEHTEI BpeMeny. Ha rpamnmue 4B 3aman
aBTOHOMHBIH PHUTMHUECKHUI HCTOUHHK

JI0H, MpeBblILAOLIER HOPOr BO3GYk/eHHs oTkiMka B cucreme (32a), (326).
JT0 BO3MYLIEHHE, KAK U MOJNOXEHO, CTAHOBUIIOCH HCTOYHHKOM IUIOCKHX aBTO-
BOJIH XMMHUECKOW CUTHAIM3a1IMH.

Hanee, B ompenenenHbli# MOMEHT BpPEMCHHM 3a[aBallCh TAHTEHI{ATBHbIE
(10 OTHOILEHHI0 K BOJSHOBBIM (HPOHTAM XHMHUECKOH CHMTHAJIIM3ailHK) BO3MY-
IIEHUST KIIETOYHOH INIOTHOCTH B BHIE OQHOTO HJIM JBYX JIOKANpHBIX NTOBBILLIEHHH
BelIMUMHbl b. Bo3MyuleHHs, OCTaBasACh NOKaAbHBIMH B TaHreHIMambHOM Ha-
NpaBJICHUH, POCIH 1O AMIUIMTYI€ U PACTATHBANIUCH B HALIPABIIEH M, HOPMAIBHOM
K HalpaBJieHHI0 BOJIHOBBIX GpoHTOB (cM. puc. 23). TaxuM 06pazoM GpopMHpo-
BAJIUCh CTPY HHbIE NOTOKHU KJIETOK, OPHEH THPOBAHHBIE B HAMIPABICHUH K HCTOYHH-
KY BOJIH arTpakTaHTa. EciM HHTepBanm Mexay [ABYMs JTOKajbHBIMHM BO3MYLIe-
HUAMH KJIETOYHOH TUIOTHOCTH OBUT MaJl (3aMeTHO ycTynall BejIMUHHE F,, COOT-
BETCTBYOUIEH MHGbGY3HOHHOMY pafHyCy arTpakTaHTa), TO TaKde BO3MYIUCHHA,
CITHBAsICh, GOPMUPOBaH OiHY CTPYI0. ECiH xe 3TOT MHTEpBaN B-HAYANIBHBIH MO-
MEHT MpPEBOCXOAMII BEIIHYMHY 7., TO KaXI0€ U3 JNIOKaJbHhIX BO3MYHIEHHH NoO-
POXIAJI0 OTAEIIBHYIO CTPYIO.

Hrak, Bce 0CHOBHBIE OCOBEHHOCTH MaKPOCKONHYECKOH CTPYKTYPBI arpera-
UHOHHOTO Tona D. discoideum yknappIBalGTCs B HCCle[OBaHHYI0 MOfeNb KO-
JIEK TUBHBIX PSXHMOB XMMHUECKOR CUIHaIM3aLUK H XEMOTAKCHCa.

NlBa THNA reOMeIPHH LEHTPOCTPEMHTENBHBIX IOTOKOB arperHpYIOILHX Kile-
TOK — JIy4yeBasi pajiHalibHass M CHHPaJIbHaA — COOTBETCTBYIOT [IBYM OMHCaHHBIM
PEXHMaM aBTOHOMHOH PUTMMYECKOH cekpelMH LAM® B LeHTpax arperanol-
HbIX TEPPHTOPHH — CHHXPOHHOMY M BHXpeBoMy. HeoxMpannoe, Ha nepBbiit
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B3rJIAN, cOOBITHE B AOpE CMHMPAIBHOrO IMOJA — ONYCTOLUEHHE €TI0 LEHTPaJIbHOM
YACTH BCJIEACTBUE YEeHTPOOENHbIX TIepeMEleHHH BHYTPEHHHX KIIETOK — HMEET
€CTECTBEHHOE OOBACHEHHE, NPSIMO BbITEKaloLllee M3 MOJIYYEHHbIX pe3YJIbTATOB.
AMMINTY[Ia BUXPEBOH BOJIHBI B Afpe, cormacHo (30), MOHOTOHHO BO3pactaer
oT UeHTpa K nepudepHu. IlosToMy BekTOp rpaiieHTa KOHUEHTPALMH aTTPAK TaH-
Ta MMeeT IIOMHMO HOPMANbHOH (POHTY elle M pPagHalibHYH COCTAaBIAIONLYIO,
HallpaBIIeHHY10 OT LeHTpa. IlocienHss ¥ 3amaeT LHeHTPOOEXKHYIO COCTABIIAIOLIYI0
MHIpalyu KIeToK.

§ I11.5. JluBepreHuys KIETOYHLIX THIIOB B CITH3EBHKE

O6was 3amava maHHOro maparpacga — MOMBITATHCS BBIBECTH ONMHCAaHHbIE B
0630pHOH vacTH 4epTbl MOPQOreHeTHYeCKOro Mojsi B TNCEBAOIUIA3MOOHH M3
JaHHBIX 0 ($aKTOpaX, KOHTPOJIMPYILHUX KIIETOYHYIO uud)d)epeﬂuuponxy, u ¢op-
Max aKTHBHOCTH A depeHUHPY IOLUMUXCA KIIETOK.

Onucanue mopmenu [189].JIna dopManbHOro mpeacraBieHHs
crnocoBHocti x BbIGopy mporpamMmel paszButusa IICT/HCII knerkamu arperara
Mbl OepeM 3a OCHOBY [MHaMmuueckyio mopens komnerenuud (I1.2). Hosas
uepTa, Koropoit He 6pu10 B Mopend (I1.2) M koropas mOMmKHa GbITh YuTeHa
3gech, — 3¢ deKT KIeTouHsIX NMepeMelueHHi. Yuects 310T 3¢ddekT, HECKONBKO
orpy06isisi ero, MOXHO clefy oMM 06pa3oM.

Iycts Aa — mepenap 3HaueHHH KOHTPOJIBHOTO TapaMeTpa @ B ABYX albTep-
HATUBHBIX THMMaxX JeTepMHHalMH. JlaHHbIH NMapamerp B AalbHeHIIeM paccMOTpe-
HMH SIBIAETCA OCHOBHOM OMHaMM4YeckoH NMepeMeHHOH. Tak ol npupocT B nNokans-
HOM 3Ha4YeHWHM 3TOrO NapaMerpa BO3HHKaeT NMpHU 3aMeHe B 3/IeMeHTe oObeMa
arperara OJHOH NpeCNOpOBOH KJIETKH Ha ofHy npecreGieByro. C yyeToM 310ro
BKJIaJia B AMHaMHKY NTapaMeTpa @ ypaBHeHHUe JIIs Hero NpUMeT BHJT

7, 0af0t=fla)— Q — 7,Aa dJp/dx. (33)

3pmecy J, — nokanphbiit norok IICT-knerok, dynkuus f(@) HMeeT mpexHHi
H-o6pasupiit BUa, a napamerp () — NpEeXHHH CMbBICTT yNpaBileHWs BbIGOpOM
TCT/IICHL. Oco6as Touxa Ha mpaBoM HHchapaloiled BeTBU dyHxuum f(a) — Q
accouuupyercs ¢ [ICT-, na nesoit — ¢ IICII-nerepmHuHanuei.

HAM® se npuHHMaeT yyacTUs B KOHTpOJle JeTepMHHALHH, HO obecleynBaer
KoMriereHuuo K quddepenunponke (cm. § II1.1).

Yyacrue JIA® u NH;. Konrpons Bribopa HanpaBieHus JIeTepMHHa-
UMM, OCyHIeCTBIseMBbIA AByMs Mopdorenamu — JJU® u NH;, yuursiBaercs B
NOJIOKUTENIBHOM H OTPHLATENIBHOM BKJIafjaX KOHUEHTPAUMH 3THX areHToB
d ¥ n B 3HaUeHHe YNpaBIALILEro Napamerpa Q:

Q=an - fd. (34)

JU® npoussomurca M BbifiensAercsa Bo BHekilerouHywo cpeny IICT-kier-
kamu (§II1.1). Cyms mo toMy, uT0 3¢pPEeKTHBHOCTS HHIYKUHH npecTebieBor
HOETEPMHUHALMK B KJIETOYHOH KYJbType pe3KO Mafaer ¢ yMeHbIEHHEM KOHILEH-
Tpaunu kinerok [156], paguyc muddysuonHoro pacnpoctpaHedus JU® ma.
Mansiit paguyc Moxer GbITh CBf3aH JTHOO ¢ MaJyioH JH(QY3HOHHOH MOIBHXK-
HOCTh10, THOO ¢ ObICTPOH HHaK THBAaLHEH.

Npoussonacteo, nuddysus U muaktuBauusa JHU® moryr Gpirk omnHcanbl
ypaBHeHHeM

Tad; = Kga — d + Ry dyy. (35)
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3mech d — xoHuenTpauuns WD Ha enuunuy obbema arperata. Unén MPOHU3BOM-
CTBa NPHMHAT NPAMO MPOMOPUMOHANIBHBIM 3HAYEHHI0 KOHTPOJIBHOTO Mapamerpa
HEeTEPMHHALMH &, TIOCKOJIbKY GOJIbIIHE 3HAMEHHs MOCIeNHEro, Kak HPHHATO
Boiltie, accouunpylorcsi ¢ IICT-merepmunauuei. I[IpoctpaHcTBenHbi MacmiTa6,
cBs3aHHbIi ¢ pacnpocrpanenveM WO, manee 6ymer cuMrathcs camMbiM MallbiM
XapaKTepHbIM pa3mMepoM B 3amave. XapakTepHoe Bpemsa nhHamukH IHD 7,
NpHUHUMAeTcs MaJbIM [0 CPaBHEHHI0O C BPEMEHEM 3BOIIIOIMM NapaMerpa 4.
IMocnemuuit Mapamerp, KakK YK€ OTMEYasoch, ABIAETCA CAMbIM MEIJIEHHBIM B
npoliecce THBEPreHIIMA KIIETOYHbIX THHOB.

B cwiy ckasanHoro B maclutaGe BpeMeHH T, ([OpAAKA Yaca) [jiA ypaBHe-
HHsA (35) MOXHO HCIONB30BaTh KBa3MCTAMOHapHoe mpHGmmkenue d, = 0.
It0 ;maet BbipaXKeHHe A pachipenenedus d (X, !) clemywmerc Buua:

- Ka ! N
d@x, )= —— fe " * > VRay(, 1)ax'. (36)
2Ry
B unTerpane Boipaxenus (36) MOXHO BOCIONb30BaThCA PA3NIOXKeHHeM DYHKIHH
a(x',t) B pan Teinopa BGIN3H TOUKH X, OCTABUB B HeM JIMLIb HU3LIHE CTEIICHH
(x - x): :

a(x)=a(x)tac(x —x)+ —ai;— (x —x"?.

Bonee BbiCOKHE MOPANKH (X — Xx') CYNIECTBEHHBI ¢ YBEMYEHHEM PACCTQAHHMSA
(x—x"), HO OHHM IOO2BNIAITCA GHICTPOCTIATAIONIEH JKCIIOHEHTOR Y= ¢ tx—x1/Rg
IIp¥ MHTErpMpPOBaHMHM C CHMMETPHUHOW QyHKuMeid ¢(]X — x'|) MuHelHBIA MO
(x — x') unen paet uynp. TakuM o6pa3oM, onyuaeM Bmecto (36)

d(x, 1) =Kga(x, )+ 2kgRY ay . 37)

Hcxopnoe xuHernueckoe ypaBHenMe naina NH; B npeanmaraemoit Mojenu
BBIMJIAOUT COBEPILIEHHO MonoBHo (35): .

Taly = Knd — N + Rifge. (38)

3mech TaKke MOXHO MCHOJIb30BAaTh KBa3HCTalMOHapHoe npubmixenne n, = 0.
Opnaxo, mockonbky NHi; — Mamaa M, cremoBsarenbHO, IOABHXKHAA MOJEKY-
na, mu¢¢y3HOHHBIH pasMyc MJIA Hee NOJKEH ObITh CPaBHUTEIBHO BEJIHK. Mbl
6ymeM CYMTaTh, YTO 3TOT pajMyC MPEBBINIACT JIHHEHHBIE pa3Mepbl arperara.
Jro mpennonoxeHHe, Kak GymeT NOKa3aHO, HEOGXOTHUMO MJisi HOOHEPIKAHUSA
uHBapHaHTHeIM ortHomenus [IICT]/[IICII] npu HU3MeHEeHHMHM MONHOIO KOJM-
YeCTBA KJIETOK B arperare.

lpu R, > L KBasucTaUMOHAPHOE paclpenesieHHe N OOHOPOOHO, 4 3Haye-
HME 11 ONIPETIETIACTCA CPEJIHNM I10 arperaTy 3HayeHUeM IapameTpa a:

o= Knlad. (39)

Hanee, noncrasnsia NonyyeHHsie Bhipaxenus mis d u i B (34) u3arem B (33),
NPUXOOYMM K YpaBHEHHIO JBM)XEHHS apamerpa a:
da ~ 2 6211 BJb

Ta—— = fla) — Bryfa) + Ra——F —Ta

, 40
at ax Ta Ix (40)



r7ie MPUHATO .
f@ = f(@) + akga, RE = 2ak4R%, Aa = 1.

3amaua 1OKa HE3aMKHYTa, HOCKOJIBKY He OIpeHesieHO IOCIeHoe CilaraeMoe.
TMonuasg cucrémMa YpPaBHEHHH [OJDKHAa BKIIIOYATh -3BOJIOUMIO paclperericHHs
muddepednnpywmmuxca Knerok. [locnepuas onpenensercs aByMA ¢akrTopa-
MU: 1A(pEPEHHHPOBKOH KIIETOK M HX MPOCTPAaHCTBEHHBIM I€pepacipeme-
JICHHEM.

flycts b (x, t) — nokanpHas woHueHTpaumsa {ICT-kiertox. JlokanbHelit npu-
poct 3Toil BenmuuuHpi 0BycioeneH IICT-peTepMuHanyes ameBGOHOHBIX KIIETOK
# ICIH-tpaHcae repMHHaLHed NPH [IPEBBIILEHHM JIOKAJIbHBIM 3HaYeHMEM [apa-
MeTpa ¢ <ro TOpPerOBOIO YPOBHA dg, IMGQY3HOHHBIM H X€MOTAK THYECKHM
norokamu. (6parzce nepexmioueHne [ICT B [ICIT nporcxomgut npH 3HaYeHHH
@ HIDKe TOTC Ke IIGPOFa d¢ M JaeT OTPULATEeNIbHbIA BKIiaj B AMHaMEKY b (x, ).

B cMiiciie cexpenud UAM® (arrpakraHTa) W Ttakchea [ICT-kierxn Gonee
akTHBHBI, YeMm {ICII (§ IIL.1). OrpyGnsas, Mel GyageM paccMaTpHBaTh moclnep-
HHe KaK [aCCHMBHYH CIUIOIIHYI Cpely, B KOTOPOH IPOMCXOIUT BCE, YTC Ha3-
BaHO B mpenbyiyileM aGaane. B sToit xe cpeme npousBomutcsa, nHbOGYHIHPY-
eT H MHAKTHBUpYyeTcA BAM®.

Kunetnuecxkue ypaBHeHne misi KoHueHTpauuu [CT-kJieTOK ¢ y4eToM cKa-
3aHHOTO BBILIIE ¥iMe=T BHA,

Tpby = —v(bey), + R?,b” + 8@—-ag)(bo - b) — 9(ay —a)b. 413

3nech v -~ NpUBeHeHHBIA K03 GdUIMEHT XeMOTAKTHYECKON MONBHXHOCTH ¥ =
F=UT p, R?, :TbDb'

JiMHaMHKa paclpeleneHusi aTTPAKTAaHTA ¢(X, !) ONMCHIBAETCA YpABHEHH-
em npexHero Bupa — (111.7), yuurtbiBanouum nponssoacteo IICT-knerkamu,
JIHHEHHY0 Oerpajaluio U qudd y3uio:

T4Cr = f1b — ¢ + Ricyy. (42)

KoiuuecTBeHHbIE GUEHKH COIOCPKALIMXCA 3[€Ch apamMeTPOB OCTAWTCA IO TI0-
PAAKY BEIMYMHBI TEMH e, YTO HCIONb3OBANUCh paHee IPH PacCMOTPEHMH
AOBOIHOBOM KiacTepusauud ame6 (§ II1.3).

B ypaBHennum (41) B KkauecIBe NOPOrOBOrO YpPOBHA IJii KOHTPOJIBHOTO
flapaMeTpa [OETEPMHHAIMH do MOXHO TNPHHATh OCOGYI0 TOYKY HAa pacTyuiem
yuactke ¢yHkuuH f(2) — fkpa; bp B ITOM ypaBHEHHH 3aiaeT IIPE[ENIbHYIO
KOHIEHTPAIMI0 KIIETOK, TaK YTO oﬁnacrb OOMYCTAMBIX 3HaUeHWH mna b mno-
KpbIBaeT MHTEPBaJ OT HyNA [0 by.

Ypapuenssa (40)—(42) o6pa3syioT 3aMKHYTYI0 CHCTeMy, (OPMAJIHO OIH-
CBIBAIOIY0 OCHOBHBIE YePThl HHIMBHUIYaJIBHOIO IIOBEICHUA KJIETOK arperara —
QHBEDPreHIMI0 Ha 1Ba CIEUHaJIM3MPOBAHHBIX THIIA, [B€ KOMIIOHEHTHI [IBHKE-
HHA — p[HdGyY3HMOHHYI0 H XEMOTAKTHYECKYI0, MPOM3BOACTBO ATTPAaKTAHTA.
IonHplit aHanu3 perueHMA ITOA CUCTeMsbl NpoBomrTbes He Gyner. Hawei uensio,
KaK yxe OTMeYalioch, SABJAETCA MOHHMAHHE M OIMHCAHME TeX YepT IPYINIOBO-
Fo MOBENEHUA KIIETOK, KOTOpble COOBImANT Macce KIETOK arperara THIIHY-
Hble CBOHCTBA MopdoOreHeTHyecKoro nois. Hapany ¢ TakuMu THIIMUHBIMH CBOM-
cTBamMu, OHpdepeHUHaNMA KIETOK B arperaTe H UX yNnopsfoyeHHe B NIPOCTPaH-
CTBe HMEIOT OCOGEHHOCTH, He CBOWCTBEHHbIC [APYFMM MOP(OreHeTHYeCKHM IIo-
AssM. B yactHOCTH, mo-BHAMMOMY, ciietuduued wis D. discoideurn, Bo  BCAKOM
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cllyyae TOKa He ONMCaH I HPYrMX CUCTeM TOT NYTb Pa3sBHTHA, KOTOPBIM
dopmupyeTcsi MAaKpOCKONHYEcKas CIPYKTypa Mojis NcespoluiasMonausa. Kio-
yeBble IJTalbl HAa 3TOM IMyTH: OfHOpoJHas nuddepeHuHanus KIeToK, COPTH-
pPOBKa B HpOCTpaHcTBe, Mopdoliornueckasi noyApu3auus (noppobHee cM.
B § IIL.1). OcoGeHHOCTBIO 3M1ECh ABNAETCA OTCYTCTBHE B MEXAHH3Me NPOCTPaH-
CTBEHHOTO YMOPSHOUYECHUsS] KJIETOUYHBIX mld)d)epeﬂunponox pPONU [UIA TO3ULH-
OHHOM MHdOpMaLHH.

Omupasicb Ha cGHOPMYITUPOBAaHHYK MOJIEJIb, MbI TONBITAEMCS NPOSICHHTD,
KakpM 00pa3oM MO3HUMOHHAA pAuddepeHIMaldss KIETOK OCYIECTBIIACTCHA
MOMHMO 1103HIMOHHOH HHGOPMAIMHK.

AHanHM3 NOBEeOEHHUS HAa OCHOBAHHUHU MO ENH.

a) Macumraber BpemeH. M3 ompiTOB 10 pereHepauyy MCeBOOIIA3MOIHA H3
€ro M30JIMpOBaHHbIX ¢parMeHToB [165] ™Mbl mMosyyaeM OLEHKY MaciuTaGa
BpeMEeHM AeTepMUHAIMM — 1-2 yaca. JTa OlEHKa OIpelelseT MOPANOK Be-
JIMYMHBI XapaKTEpHOTO BPEMEHH T, IBOJIIOIUH TapAMETPa 4.

KuHeTnka pacnpefiesieHHsi aTTpaKTaHTa CyuiecTBeHHO Gonee Ouictpas (7. <
< 1 mun, § IL.1). Murpauuu KneTtok, yyuTbiBaeMble ypaBHeHHeM (41}, Tak-
e CIeflyeT OTHeCTH K Goiee OBICTpOii BpeMeHHOH 11iKalne, YeM IIKajia KIeTou-
HoO#l perepmHHAIMHU. CKOPOCTh XEMOTaKTHYECKOIrO TepeMeuieHHsi OLEHHBaeT-
csi B 2030 Mxm/muH. [IpH Takoil CKOpPOCTH THUIHMUYHBIA pa3mep arperara —
300 MxM — nokpeiBaetcs 3a 10—15 MuH.

6) IpoctpaHcTBeHHble MaciiTaGbl. MOXHO BBIJENHTb [BA XapaKTePHBIX
Maciuraba KOTrepeHTHOCTH B cucteMe (40)—(42). Ito Macirab KOTrepeHTHO-
CTH, CBSI3aHHBIM C IE€pPEMENIEHHEM KIIETOK M ONpelelsieMbld pafuycoM Nud-
¢by3un arrpakraHta (~100 MKM), B Macmral KOrepeHTHOCTH KJIETOYHOM
gerepmuHanMd R, B ypaBHeHHH (40). Mbl He MMeeM KOJIMUECTBEHHON OLIEH-
KH MOCJIE[JHETO0 K3 3KCIEPHMEHTa, HO MOXEM MpeNloJararb, YTo 3T2 BEJIHYM-
Ha TOpAJIKa KJIETOUHBIX Pa3MepoB, T.e. 10 Mkm *) .

Ilpu panbHedineM aHanmu3e moBedeHust B monenu (40)—(42) mbl Oymem
TI0J1b30BAThCSA HA3BAHHBIMHU BbILIE OTHOLLICHUSIMHM HEPAapPXHU BpeMeH

Te €7,
H TIPOCTPAaHCTBEHHBIX MACIITA30B
R, > R,.

B) Makpockonmyecku opnopojHas guddepenunauns. K mMaxpockonnuec-
KHM MacurrabamM Mbi OTHOCHM Macwitab, ompefensieMsiii paguycom auddy-
3uM aTTpakTanta R, > 100 MKM, K MHKPOCKOIHMYECKUM — Macmraﬁ KOT€PEeHT-
HOCTH IeTepMHHALUHN KJ‘IelOKR < 10 MxMm.

YcnoBHe MaKpOCK OTNIMYECKOH OTHOPOHOCTH (GOPMYIHPYETCSI B BHIE
7pdp = vbex — Rib, = 0. (43)

YpaBHeHHe A7iA TapaMeTpa JeTepPMUHAIMH g MIPU yCITOBUH (43) CTaHOBUTCH He-

*) ¥xke UMTUPOBANUCh paboThl, B KOTOPHIX NpoleMoHCTpUpoBaHo NHGdy3HOe pacnpe-
IejleHHe OMHOYHBIX NMpecTebIIeBBIX KIETOK B paHHeM arperare Dd, a Takxe Ha HadyasbHbIX
3Tanax pereHepalMy TCeBAONNA3MOmUA H3 ¢parmeHTa {159, 165]. OOHapyxuBaeMasd B
9THX ONBITAX HH3Kasd KOOMEPAaTHUBHOCTH JACTEPMHHALMM M [laeT OCHOBAaHHe I NPernolio-
WeHUST OTHOCUTENTBHO COOTBETCTRYOLIETO MaciuTaba Korep eHTHOCTH.
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{3aBHCHMBIM OT paclpeienieHus KieToK b (x, ) U UMeeT BULI
T4, = fla) — Brpla) + Rz'axx- (44)

3aMeTHM, UYTO YCIOBME MAaKpOCKOMMYECKOH OHOHOPOOHOCTH (43) ocTaBiser
BO3MOXHOCTh MHKDOTETEPOTEHHBIX paclipefienienuid a(x, t), T.e. TAKHX, yis
KOTOPBIX CYIIEeCTBEHHbie M3MEHEHHA NapaMeTpa 4 MMEKT MeCTO B HHTEpBa-
nax Ax € R,. [o 310t npuymne B ypaBHeHHH (44) cOXpaHeH uneH RZdy.

C nmpyroi#t CTOpOHbI, HHTEPECYACh MAKPOCKOIHYECKH CIJIa)XKEHHBIMHU paclipe-
neneHUsMd b(x, !), MBI JOMKHBI 3aMEHMTh WIEHBbI JIOKAJIBHOIO “TIPOM3BOMI-
ctBa” U “rubenu” B (41) Ha ycpe[HeHHbIe BEITMUMHBI ¢ MacIITaGoM ycpedHe-
HUA Ax ~ R, > R, . [lpn 3T0M ypaBHeHMe [Uis KOHIEHTpaUMH KIeTOK b (x, t)
MepenuILeTCs B BULIE

Tpby = —v(bcy)y + Riby + (b — D), (a1

rae

b =— [ 0(a—ay)dx.
AXx Ax

i MynbTHOOMEHHBIX pacHpenerneHHd a(x) ¢ ABYMs (PUKCHPOBAHHBIMH
YPOBHAMH nato: 4, =0 u g, = 1 (cM. Huxe), BenmuuuHa b Gynert:

~

~ ~ !
b =boa, tTHE a =— [fa(x, t)dx. (45)
X Ax

Tlpy ycmoBUH MaKPOCKOMHYECKOH# OTHOPOJHOCTH

~ 14
a = const = —f a(x, t)dx = (a).
Lo

Otciofa JIerko BHU/ETh, YTO KOHIEHTpAUMs IpecTeGeBhIX KIETOK acCHMIITO-
THYECKH BBIXOOUT Ha YPOBEHb, ONpENEAeMBbId CPEe[HHM IO BCEMY arpera-
Ty 3HaUeHHUEM K OHTPOJIBHOIO TapaMeTpa IeTEPMUHALHH 4:

b = (a) (46)
(3mecy ¥ HMxe 3HaueHMe by YMIPUHMMAETCA PaBHBIM eIUHMIE.) 3aMeTHM, YTO
JaHHBIA aCHMNTOTHUECKMH YypoOBeHb cpemHedl koHUeHTpauuu IICT-knmeroxk on-
peleNAeTCA He3aBUCHMO OT YCIIOBHA MAKPOCKOMHYECKOW OQHOPOMHOCTH (43).
Jna 3Toro AOCTaTOYHO NOTpeGOoBaTh JHIIb OTCYTCIBHA Motoka IICT-knerox
yepes rpaHHIy arperara £2:

Jpla = 0,

U IPOMHTErPUPOBATh C HUM ypaBHeHHe (41).

HNanee HeoGXOOMMO MCCNIEIOBaTH ABa BONPOCA: a) YCIIOBHE TOMIEP>KaHUA
MaKpOCKOMHYECKONH OIHOPOJHOCTH W ©) 3BONIOLMIO paclpedesieHHA NapamMert-
Paa B ee paMKaXx.

YCTOWYUBOCTH MAKPDOCKONHKHYECKH OLHOPOOHOHK 0K -
bepeHuuanyun FMesa B BUOY HEPAPXHUIO XaPAKTEPHBIX BPEMEH [LJIA YpaB-
nenusi (40) cucremnr (41'), (42), Bonpoc 06 yCTOHYHBOCTH MOXHO PaccMaTpH-
BaTh OT[ENIBPHO: B PaMKAaX YPaBHEHHMH OBH)XCHHA (41"), (42) — nO OTHOLIEHHIO
K MaKpOCKOIHMYECKH HEOHHOPOIHBIM BO3MYILEHHAM &b, ¢ NpH HEH3MEHHBIX
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XapaKTepUCTHK2X pachipereneHdst @(x); ¥ B ypaBHeHud (40) (opm ycToH-
YHBOCTH B IIpeApIgyLIeM Clyyae) — N0 OTHOILUEHHY K OTKIIOHEHHIO 84.

a) JlMHeHHbIi aHANM: YCTOMUMBOCTH R cucTeme (417), (42} Jluneapmso-
BaHHbBie YPABHCHHA /UIS MaJpty OTKIIOHEHME 3F, S¢ NONy42I0TCH MYTeM ARHes
pusauny cucrems (41'). {42). B maciurabe BpewieH# ¢ ~ 7, 1.6 IPH HOCTORH-
EOM, MaKPOCKOIMYECKH OJHOPOLHOM paclipe/ie/ieHiH 4 ITC [1aeT:

Thdby = —Vb8Cyy + R38byy —0b,

47
1e8¢, = f18b - 8¢ + R28cxx.

3mecs 85 B 6¢ upencTasnAwT COOOM yXe YCPeHHEHHbIE OTKIIOHeHWs. Ouesuu-
HO TNOJHOe Nopobue ypaBHEeHWi (47) NPUBOJMBLIMMCS paHee [IPY dHAIIM3E BO-
npoca O MeJIKoMaciuTab:oi KiacTepusauuu ame® uuTepdaser (§ IL3, cuc-
tema (I11.9)). Her s1e05xauMOCTH IOBTOPATH MCCIIEI0BAHAE [OBECHAS peiue-
HUM TMX ypaBHeHHHA (cm. ¥ 111.3). Jlocraiouno Oyaer JMIUb COPMYIHPOBATE
pe3ysbrar B Holiee NOAXOAANIEH A5t AHHOH MOCTAHOBKH 3a/1aud popMe.

KpHTHYSCKHM TapaMeTpom 3mect Dojiee YMECTHO CYMTaTh He AKTHBHOCTH
CeKpellMH aTTPaKTdHT4, & CPeJHIoI [0 ObbeMy arperdla KOHUCHTDSLMW &
IICT-xnetok. [aHHB# Tapamerp, KaK BHOHO U3 (40), ONpedendeTcd TeKy-
[IMM COCTOSIHHEM B 6oliee MEIIEHHO 3BONIOLIMOHUPYIOIIEH TOACACTEME HETep-
MUHAIMH KIeToK ((a)), onuceiBaemoi ypaBHennem (40). Tloka BemmumHz
b Mana, MaKpPOCKONHMYECKH OIHOpPOIHOE paclpenenenve h = b oKa3piBaer-
CA aCHMIITOTHYECKH YCTOHUMBBIM. ITO O3HayaeT, 4TO NPH MaJioM 0OLIeM KOJHU-
uyectBe [ICT-KIETOK OHH JOMXHBI OBITH OOHOPOMHO MHCHSPrHPOBaHBI A0 0OBE-
My arperara. _

C pocroM b roMoreHHoe pacnpeneneHue b = b TepsieT aCHMITOTHYECKYIO
YCTOWUMBOCTE. lIpH 270M B3aKMHOS XEMOTAaKTHYECKOE TNPHTSXEHHe KIETOK
HauHH2aeT JOMHHHMPOBATh Hall paccpenoravHBawuiMm d¢pdexkToM ux nrdoysun
H OpPUBOIHMT K CHOHTZHHOMY HapyIIEHHI0 MaKPOCKOMAYECKOH OJHOPOTHOCTH.
AHAaNH3 HEJIMHEHHOH (2a3hl DAIBHTUA HEYCTOMUHBOCTH TaKXe NPOBOMIWICH B
§ IIL3. lloka3anc. 4To B pe3ynkTaTe HA3BAHHOW HEYCTONUMBOCTH MOTYT (HOp-
MHPOBETECA MHOTOUEHTPOBBIE CKOIJIEHHA XeMOTAKTHYECKH dKTHBHBIX KIle-
TOK (upecreBiieBsx B NZHHOM cnyuyae) WX NpOCipaHCTBEHHBIW TEepPHOL OIIH-
30K K JUQPYIHOHHOMY pagMycy artrpakranta (~100 MxM). lipu THIHYHBIX
pasmepax arperaTs a crajdh paHheH JUGQEepeRLHdIHM KICTOK B HoCKOIbKG
COTEH MHUKPOH 3TO O3Ha4ael BO3MOXHOCTE (POPMNPOBAHHH HECKOTBLKHX CKON-
NeHuH npecTebieBbiX Kie1ok. B cinenywuenm naparpade mbi CraBAM W aHAIK-
3UpyeM BOIPOC O fasnbHelne cyable 3THX CKOTTEHUN,

Wrak. moxa mano cpemHee 3HaueHHME @/, OOJDKHO IOIAEPXKHMBATBCA OITHO-
ponHoe pacupenesieHne AUGGEPSHIUPYILKXCH KIETOK, BBIXCHAM, KaK TNpH
9TOM MeHsAeTca caMo (a). OTserT MoOxeT ObITh NOJMYYeH U3 ypaBHeHun (44).

§) JBoNOUMA paclpeflefieHHA MapaMeTpa HeTepMUHalMn a(x, 1) [189]
YpasHeHue (44} ¥MeeT NB4 I'OMOI'EHHBIX CTA4QHOHAPHBIX PEIleHUs 4 = d ua =
= 1, 3uaueHMA TapaMeTpa @ B KOTOPBIX COCTBETCIBYIT YCTOMYMBBIM CTalnG-
HAapHbIM COCTIOSIHUSIM ~'TOYEYHOH OUHAMMKK, FaHbllie 31¥ 3HddeHdAn Obuik
COOTHECEHbI HAMH C OBYMSA TullaMU €% SPMHHATMHE KIIETOK drperard. ULHAKG
MEXKIIETOUHBIE B3aMMOLSHCTBUA (uUepex IUAOPYHIMDYIOIME MOPYG. oHi
yuiTbIBaeMble B (OpPME O3YX HCCNEOKKX CiialaeMblX YPaBHEHUsi (44}, clo-
COOHBI HAPYLIHTE VCTOKYHHBOCTD 0;:HDONHBIX COCTGHHUY




LleiicrButenbHo, ypasHenne (44) no ¢opme cosnafaer ¢ ypasHenuem {I1.6)
M, CIE[OBATENbHO, COMEPXUT OOIIHEe MATEMATHYeCKHE MpPenNoChUIKH HEYCTOH-
YUBOCTH ThIOpHHroBa THMA (c. § I1.3). Onvaxko 31eCh MEI He MOXEM BOCHOITb-
30BaThC  (POPMANIbHBIMH  DE3VIIBTATAMH, [ONYYeHHBIMH IIPM HCCNEJOBaHHH
HEOTHOPOIHBIX pacnpeneienud = § 113, sBumy cBoeoGpasusi XxapakTepa muc-
TIEPCHOHHOM 33BMCHMOCTH B ypaBHeHMH (44). Ilpuumnoii 3Toro coeobpasus
ABAeTCH (POPMasIbHO GecKoHeUHRH pamuyc 3ddeKTa camMonogaBIeH s, Ipe-
royaraemeid WieHom — Bk,(a). MeHee $hopmaNbHC CYIIECTBEHHOHM OKa3bIBa-
eTcst IMCTIponopuys RenudH L, R, U R4

Ry € L <R,

rne Ry v R, — xapakTtepHpre nuddy3HonHble panuychr mis [JAO u NH;, a L —
‘XApaKTepHBbIHA JIMHEHH O pa3mep arperara.

OcoBeHHocTs 3aBHCUMOCTH A(K) COCTOMT B TOM, YTO 3HayeHMst A, GH3-
KHE K MAaKCHMaJIBHOMY, MMeeT HeNblid psAo HOPMAJbHBIX MOJ, C KPaTHBIMH
3HAYEHHAMM BOJIHOBOTO 4Mcna K. TeM caMbiM HEYCTONYMBOCTH OHOPOJIHOTO
pacrpefieficHHst @ BCETa OKa3bIBAETCSA CYIUECTBEHHO BhIpOX/IeHHOM. lleicTBu-
TENBHO, 1IPM YCIOBHA OTCYTCTBUA [OTOKOB HA I'PAHHNaAX J,, J4 IUIA Bcex He-
O[THOPOJIHBIX HODMAJIBHBIX MOR 8a, (x, 1) ~ e™n’cos (k,x) neMndgupyo-
wHi dakrop (8a,) oTcyrcTByer. OH BKIOYAETCA JIMING JJI COMOTEHHBIX BO3-
MyieHHil 8a,. WMes 310 B BHIy, M3 ypaBHeHHA (44) mocie ero JHHeapusa-
UMK TOJIYYae€M BBIPAXKEHAA IUIA I0Ka3aTeNied KCIOHEHIMAIIbHOHW 3BOJIOLMH
HOPMAJIBHbIX MOJI:

TaXg = =Bk, + w, T,N = —RIKD + w, > 1,

e w = df(a)/da. YCTORYHMBOCTS CTAUHOHAPHEBIX cOCTOAHMHA O M 1 B “rouey-
HOM” [MHaMHKe IIpedIojiaraeT OTpULATENbHbIE 3HAYEHHA Ao. Ho ecnu npH
3TOM BEJHUYMHBI ) TIOJIOXKHMTEIbHBI, TO MpH 6Gonmbinux L (Tak Yt0 w >
> RZ(im/L)*) momsl ¢ { OT | 10 M3BECTHOTO KPHTHUSCKOTO 3HAYCHHS HMEIOT
TIOJIOXHUTETIbHBIH BpeMeHHOW Tokasaress A;, Takum oBGpaszoMm, ofa omHOpOQ-
HBIX COCTOSIHMSI OKAa3bIBAIOTCA ACHMIITOTHYECKH HeycToHYMBBRIMU. WcxonHo
OIHOpOOHAA Macca KJETOK arperara JIOJDKHAa HCIBITHIBATE CAMOIIPOH3BOMb-
HOE PACC/IOEHHE 110 3HAUSHHUIC TaPAMETPA \;, 1., F0 TUNY jIeTePMIHATIUH.
CYINECTBEHHAA BBIPOXIEHHOCTS ACHMITOTHUECKCH HEYCTORUMBOCTH OMIHO-
POIHBIX pACIpeleNeHUid 7 Tenaet HeKOHCTPYXTHRHBIM KEBA3UTApMOHHYECKHH
MeTOJ 2HAJIM3a HEeNMHeHHoM Gaapl PaIBUTHA HEYCTOHUMBOCTH (cMm. § 11.3).
OnzHAKO: HeoDXOMUMEbIE CBEJIEHMA O CBOWCTBAX HEOTHOPOIHBIX PaClpelleNeHHr
YHSCTCA TONyUHTh, KOMBMHKPY T YHUCTIEHHEIH ¥ KAUeCTREHHBIM METOo/n iHANH3a.
Dapa 3 XauenTBe HAWANRHCT YCIOBHA TIPOH3BONLHYIO TIOCTENOBATENIBHOCTD
JNCKAIHIOB2HARIX RCAMYIUEHAR Ha HOHE NOHODOSHATO COCTOAHKSA M jlanee
YHCNEHHC DeIuas ynanHeWHe (44}, MonyuieM 3BOJIOLMIO DACTILENENeHUA 2 (X, ).
Ee xapakTepHOH YepTOH sBIAETCA ABYX(AZHOCTh. iiepBas, Honee OnicTpas
CTa/lMsi, TPUBOMUT K hOPMYPOBAHHIO ~“HOMEHHBIA ~TeHOK™ -~ KPYThiX (BPOH-
TOB pasfena MexJly vuactkamy ilnaro. Ha crneqymolues, fTHOCHTENBHO MEJIeH-
HOHl ~TAaDWH CMeualoTCs YPORHM IUIATO M CABMI2KTC: {De3 MaMeneHus dop-
Mbl) pasfiefigioupe 1X (GPOHTEL ACHMITOTHYECKHM COCTOSHMEM HBIACTCH
pAN IOMEHOB ¢ (PUKCHPOBAHHBLIMM YPOBHAMH BePXHEro H HIXKHErc miarTo H
CTAlIMOHAPHBEIME TIOJIOKEHHSIMH (POHTOB palzfeNa. M3 4MCIEHHOTO aHanu3a
ClIeyeT TAKIKE, UTO OOHOIHAYHOTO paclpenerieHHs JIJIMH [IOMEHOB B aCHMINTGC-
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Puc. 24. JponwouMs paclpcOelicHUS MapamMeTpa KIeTOYHOM [IeTCPMHHAUMH, MOJTydeHHas
YHUCJIEHHBIM pellcHHeM ypaBHeuus (40) 6e3 KoHBeKTHBHoro wieHa. Mcrnonesyemsie 3Ha-
YeHus mapamerpoB: 74 = 51077, R; = 2-107%. AcMMITOTHYeCKHe COCTOSHHUS (CIVIOLUIHbIe
JIMHUM) TIOJIHOCTBIO OMpEHeNAIOTCA HaYaibHBIM COCTOSSHHEM (IUTpHXOBBIe MUHUM). B 0Goux
cilyyasx 3Ha4ycHHUe @) B aCHMNTOTHYECKOM COCTOSIHMM OOHO M To xe; f = —0,5a + 15a% —
—-102%; Br, =2

THYECKOM COCTOAIHMM He cyuecTtByeT. JlaHHOe paclpeflelsleHde BapbUpyeTcs
HU3MeHeHMeM HadaipHOro npoduis a(x, 0) (puc. 24). Bmecre ¢ 1eM ypOBHH
TaTo H ¢$opMa Npoduis 4(x) B NepeXoaHOH oBNacTH OJHO3HAYHO [ETepMH-
HHpoBaHbl. KOHTpONUpyst B UHCIIEHHOM aHalu3e OTAENBHO CpelHee 3HaueHHE
{a), oGHapyHBaeM, UTO U3MEHeHHe 3TOro napamerpa mMoHorowHo. Ilpu crap-
T€ M3 COCTOAHHA C OTHOCHTEJIBHO HM3KUM 3HaueHHewm {a), BejHuMHA {d) MoO-
HOTOHHO pacTer.

Boigenns "IOMEHHYI0 CTEHKY B KayeCTBE OCHOBHOTO JJIIEMEHTa CIPYKTY-
pbl ACHMITOTHYECKOTO paclpesielieHus 4 (X), Mbl MOXEM YTOYHHMTh HEKOTO-
pbl€ XaPAKTEPHUCTHKHM 3TOH CTpYKTYDPBI NMYTEM KadeCTBEHHOTO M aHAJIMTHUECKO-
ro HccsiefoBaHuA. COOTBETCTBYHOIIEE PACCMOTpPEHHE C HEOGXONHMMBIMH OeTa-
naMH OyZeT npoBeAeHO B crienyiowled riaBe. Otcpuias K Hell 33 MOAPOOHBIMH
Pa3bACHEHUAMH, NIPHBE/IEM 37€ECh JIMIIIb KaYeCTBEHHbIE BHIBOMIBI.

1. Ha nwoGom orpanuyeHHOM otpeske x € [0, L] crauMonapHoe peteHue
ypaBHeHUS (44) ¢ 00HOU OOMEHHOU CTeHKOU ACUMITOTHYECKH YCTOHUMBO.
PacnionoxeHue CTEHKH MO OTHOHIEHM K TPaHHUAM OTPEe3Ka OHO3HA4HO [ie-
TE PMHHHUPOBZHO.
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2. TTporopuun CTPYKTYPbI DHHAPHOTO PACCIIOCHHs (OTHOILEHHE JULH jIoMe-
HOB) MUHBAPUAHTHbI 110 OTHOIIICHHIO K H3MEHEHMIO pazMepa oTpeska L

BbiBoIL 06 aCHMIITOTHYECKOH YCTOHUMBOCTH, OYeBUIHO, HE PAClpOCTpaHseT-
CA HA COCTOSHMA THUINA TeX, KOTOpble Mbl IIPEICTABMIM BplIE KAK PEsYJILTAT
YHCIIEHHOTO peuleHHA ypaBHeHus (44) {(cm. pHc. 24) . JIeHCTBHTENBHO, TOCKOIIb-
Ky, KaK ObU10 OTMEYEHO, GUHAPHOE PACCIIOCHME MOXCET PCd;IMI0BATHCH HA JTIO-
HOM OTpe3Ke (KOHEYHO, HPEBBIEAIIIEM [IPOTAKEHHOCTS NEPEXOHHOM 00IaCTH
Ax ~ R;), HOCTONbKY MOxkeT cGOpMHpOBalbCs u Jiofioe paciipefesienie
IUTHH [IOMEHOB B CTpYKType, fie MXx 6onee AByx. 310 o3Kauaey, urto nwboe
aCUMIITOTHYECKOC COCTOsIHUE ypaBheHUs: (44), B Koropom {o:1ee ABYX Helpe-
PBIBHBIX YYaCTKOB {J1aTO, ABJIACTCA COCTOAHHEM (€3Pa3iMUHOTO pABHOBECHSA.
EQHHCTBEHHBIM dCHMITOTHYECKH Yy CTOHUMBBIM COCTOSIHUEM HBITACTCR DUHApHOR
pacciloeHuE.

C JIpyroit CTopoHpl, OTMEUAIOCh, YTO HMHAPHOE PACcCliocHKe HA OTPe3Ke JIH-
60 MpOTHKESHHOCTH HMeeT (DHUKCHPOBaHHbIE ITponopuuk. OTCiofla CleayeT, YTo
M COBOKYITHOCTh TdKMX DPAacCaOeHH#H, (hOPMHUPYIONIAA MHOrOLOMEHHYH CTPYK-
Typy pacipefenenust Ax ~ R,, HCCMOTpPst HAa MOBHXKHOCTH TPaHMIL JTOMEHOB,
HUMeeT Ty K€ MHBAPHAHTHYIO XAPAKTEPUCTHKY. [eM caMbiM OKa3bIBaeTcs UH-
BAPHAHTHBIM — HE 3aBUCHIUMM OT IOJTHOTO paszMepa M JIeTaIbHOTO Xapakrepa
ACHMIITOTHYECKOT'O pactiperiesieHns d (X} — OTHOLICHHE COBOKYHBIX MPOTSKEH-
HOCTeH 00:1acTell ¢ BBICOKMM M HU3KHMM TUIATO. JTO O3HAYACT U HHBAPHAHTHOCTD
cpenHero 3HaveHusa (@) M, B COOTBEICTBHH ¢ (46), cpegHed KOHUEHIpALHH
INCT-knerok.

Hamomuum, Bce, 4To roBOpUNOCH Bbillle O AMHAMMKC pacHpeflesieus Uapa-
MeTpa JeTepMHHALHMH, OTHOCUTCH K MAKPOCKOIHUYECCKH OFHOPOIHKIM paciipe-
HesieHnsiM - ndddepeHimpyommxes  kieTok. llocnenHee yceioBde 1O3BOMUIIO
HAM WTHOPHMPOBATL BKIT4J] KOHBEKTHBHOIO 4ieHW B 3TY AMHAMHUKY. YpaBHe-
HHeM (44), Kak Mbl BUJICIIH, KOHTPOJIMPYIOTCH JIKIIIb TPU MAKPGCKONHYeCKHUE
XApaKTePUCTHKH. JTO YPOBHM BEPXHErO M HHXKHErO IUTaTO aCHMIITOTHUYECKOTO
pactpenencHus 4{x) M cpeliHee 110 BCeMy HMHTepBany (0, L) 3HauCHMe mnapa-
MeTpa ¢. Ko BceM OCTaIbHBIM MaKpOCKONMMUECKHUM XaPaKTEPUCTHKAM, B TOM
UMCIC M XAapaKTepy pacipefeileHds 4 (x), CrilaXeHHOro B MAaKpPOCKOIKUECKOM
Maciurabe, acCMMITOTHUCCKHME COCTOSHHA JIMHAMMHYECKOTG YypaBHenus (44)
6e3pazuutpl.

Hanee, KaK HAKIAJbIBAaETCH HAa IBOJIOUMAIO paclipefesieHus a(x, t) yuyeT
MAaKPOCKOIIMYECKHUX TIOTOKOB KijeToK? ECIM I'daHUUBL arperata HeNMpoHWIae-

oJ
- b
Mbt UTa Knerox: Jylg . = 0, To unterpai | - dx 1o 06LeMy paBeH HyJIo.

OTcro1a OYeBHIHO. YTO HA 3HAUEHHMM CPEHCIO KOHBEKTHBHBIH WIeH B YypdBHe-
HuH (40) He ckaspiBaeTICsi. [JaMHBIA 1ApaMETp, SBISIONMHACH KPUIHYECKUM
Npi GIpefeliendl XapaKTepa paclipesielielna b GepCHupPYOILHXCA KIETOK,
MO;IHOCTBI) OIIpe/IesieH PeAyLHPOBaHHbBIM YpaBHeHHeM (44) ¥ MeHsETCs BO Bpe-
MEHH, KaK HbIN0 OTMeUeHO, MOHOTOHHO.

B) Ofwas kaptuHa JudepeHIMpOBKH KJIETOK B PaHHEM arperare U3 aHa-
NM3a IMHAMHYeCKOR Molenn (40) - (42). V3 apoBeeHHOro aHajm3a JUHaMHU-
yeckol momenn (40) - (42) BhIPUCOBBIBACTCH ClEyroulasi KapTHHA [ddepei-
UMalyy Kierok B arperate. COGCTBCHHO JAUBEPTCHIMS KJICTOYIIBIX THITOB — JIO-
KaJibHbli Mponece ¢ MacuTaboM KOTepeHTHOCTH nopsika R, . [lanHbii ponece
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Puc. 25. I'OMOTSHM3alH# pACTPETENCHHE XeMOTAKTHUECKK aKTHBHED: (mpecTeGieBhDx}
KIETOK b MpH cpenHell KOHIEHTPaLKH b = ¢ ¢) HYKe FOPOTOBOTG 3HAYEHHS / xp (@) cmow
TaHHOe pacCliOeHMe KIETOSHOH MacChi B pe3ynblaTe XeMOTAKTHYCCKOH cOlepOﬁKh Ipu
cpenmHedt KoHHeHTpanyy [ICT -wwieToK b ppmze TOPOTOBOTC SHAYCHUS &y :
bmub(x, 1) B uocmnosam.n-ﬂme MOMEHTBL BpCideHE, TioH ¥ eHibIe Nps Sx2Ic
Huy ypaBrcHn# (41'}, (42). Dirpyxnynxrup — noperToBeil ypoBeHk [y ummonaﬂ ny
HUS — YPODCHL CPERRETO SHausHuy b

ynpaBjifgeIcs AByMs OHQGYEAUPYIOHME MOPPOTeHaMy — 2HTERATOITAMA Upe-
C1e0JIeBO i MPECNOPOEOH JIeTePMHUHAIKA KIETCK, HMEOUIHMH COCTBETCTHEHHC
Manpili ¥ GONLIIOH it OTHOMIEHHIO ¥ PA3MEPAM Arperars Padiyos: A(GDY3Hy.
Eouncreennpim MAKpPOCKGIHYECKHM 13paMETpOM (POCTPAHCTBCHHOTO paclipe-
nenenua TUGGEPEHIAPYIDIUXCA KIeTOK, KOHTPONUPYEMbIM 3TUM [IpONECCOM,
ABJIAETCA CyMMApHasa oObEeMIIAs DO KX Oro B2 THIIOB KIH 7ok

XapakTep MaKpOCKONMYECKOT) pAaclpeHelieHhs KIETUK KOHTPOIHPYETCs:
OBYM#A 4HYAIrGHUCTHYECKHMY MONAMH MX HOLBHXHOCIH ~— JUQpPEPEHLIKATbHBIMN.
XeMOTaKcHcoM (TIpecTebileBric KIIETKK B 310M GTHCUIEHAR $OMet aKTHEHB:;
H guddysuei. Kprarnseckrm napaMerpoM, COpeOCiAOIIMM 3TOT XAPaKTeL
ABRAEICH CYMMAapHasi JIGAA (MM CpelHss KOHIEHIpauus) idpecrebreBprx
knerox. [lpu Manom 3HaueHMM [AHHOTO NapaMeipa — Ha HaYaIBHOM 3Talk
DiGGepeHIMPORKH — paclipefiesiente QupQepeHIHPYRIRRXCA KIeTOK MaKpo:
CKOINHYECKH OJHOPOLHG.

MepienHo — Bo BpeMeHHON lKane ¢ Macirabom 7, (Yacel) - ipH TOAZEp
KMBAWUIEHCA MAKPOCKONHYeCKOH ONHOPONHOCTH MNapaMeTp (a4; pactef. Iic
JOCTHXXEHHHM MM KPHTHYECKOTO TIOpOTCBOrG 3Ha4YCHE: OIHOPOOHOE paciipele-
JIeHHE KJIETOK JIMIAETCs aCHMITOTHYECKOH YCTOMAMBOCTH. 3a OPOTOM Hey«
TOMUMBOCTH XEMOTAKCHC JOMHHHpYeT Hap Hupdyskckh knerox. Ilpu atom
B HCXOOHO OHHOPOAHOH MAcCe KJETOK NPOKCXOJHT CAMGIIPOM3BOJIRHES COj
THPOBK2 — XeMOTaKTHYEeCKH AKTHBHBIC HpecTeBiieBble KIJIETKH aCCOMMMPYIOT-
CA B KOMIAKTHpIE CKOTUTeHHA (pUC. 25).

IpepcraBnennan kapruHa OHGdepeHIHallMM KJIETOK Ha paHHEH CTajiMk
TOCTarperaliiOHHOrO Pa3BHTHA HaXOOUTCA B KaYECTBEHHOM COOTBETCTBHU
HabsopaeMoil B JKcnepuMezHTe M ommcanuod B § II.1. B mpuHuMNEe TeopeTH:
uecKas MOJEIb, ¥3 KOTOpOH Geila MOJIyyeHa 3Ta KapTHHA, MO3BOJIAET HPOBO-
JATh M KOJIMYeCTBEHHOE COIOCTaBlieHHE C ONpITOM. [lpu 3TOM B KadecTBe Tei-
THPYEMBbIX XAapaKTEPHCTHK IIpoLecca MOTYT BbICTYLlaTh TaKHME, KaK MOpor
CIOHTAHHOK COPTHPOBKH IHdGepeHIMPYOIUNXCA KIIETOK, YHCIO (GOpMH-
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PYIILHXCA pecTe6IIeBbIX ACCOUMATOB K HEKOTOPbIe ApyTHe. OHAKO ClENHAsb-
HBIif KOHTPOJIb 3THX XapPaKTEepPUCTHK B IKCHEPHMEHTe TMOKAa HE IPOBOMHMIICH.
KpoMe TOro, uMeroumiics (HaKTHUECKKH MATepHall He MNO3BONsET IIOJYYHTh
HAJEXHY0 OLEHKY PAa (peHOMEHOIOTHYeCKMX TTapamMeTpos TeopyH (f1, R,, 1).
3TH TiapaMeTph! BLONHE OOCTYINHBI MPSMOMY OIpPENe/IeHHID M3 IKCIEPUMEHT4,
HO H 3TO HOKa He CiC/IaHO.’

QOpPMYITHPOBKY GOIMX BBHIBOJOE, KACAWIIHUXCA MAKPOCKGIUHYECKOTO KOR-
1pons aHddepeHiHpOBKE KIIeToK B arperare Dictyostelium, Mp1 OTIONUM D0
[POSICHEH A DalibheiliicI 5 X04a cOOBITHHE 8 pAHHEM arperarte.

§ HL.6. Honxoe nypocrpaiCcTBEHHOE PacCJIOCHHE
mudbepeHINp CBaHHBIX KIIETOK
B Moponorwieckas Hospu3aliHs arperaTa

Acconmayds IpecTetneBuX KIIETOK, OOYCJIOBIIEHHaA XeMOTaKTHYeCKOH He-
yCTOMYMBGCTRIG V3 GHOCOTMMPOBEHHOTC COCTOSHMA, €1I€ HE [13€T OKOHYATENDb-
HOTY TBTTERHE WD peRBHpPOBIt, THINYHOTO Ang NceBaomnasMommus. Jnd-
GY3ROHHBIN PaMyC JUls ayTPAKTaHTa, KaK OTMEYAJIock, 8 HECKOJIbKO pa3 ycry-
7der XapARYepHeIM NHHSAHDIM pasMepaM panuerc arperata (100 mporus
500 raxen; . Ten Canipiv 25 GUBEME aI'PEraTa MOXCT 3apOXKIATECH CPA3Y HECKOTIb-
KO KHactepop idApeciebnespmx Khetok. Ho B HOpMaabHOM pasBHTHH BCE OHM
OKE3BIBATCY ACCONUMPOBAHHBIMYE B OAHO KOMIAKTHOE CKOIIIEHHE, 3aHHMAI0-
mee GPOHTANBHYIO HacTh TeJla IICEBAOIUIA3MOIMs. JTO HOANIBHEHIIEE DPaccioe-
HHE KJICTOMHOH Macinhi COIPOBOXIAETCA ee MOP(OJIOrHyeCKOl MOTSpU3aLHen.
QOceBas CIpyKTypa arperara BO3HHKael W NOOMEPXHUBacTCsi Gilaromaps o0beM-
HOM Cerperauyy KJISTOK. ITO H3BECTHO M3 Pe3yJbTaTOB [POCTBLY ORBITOS, IIPO-
HJUTIOCTPHPGBaHHBIX pHC. 16.

B Hacrosmem Naparpade AHAIH3HPYIOTICH [HBWXKylide CHIIbi OGbEeMHON
cSrperalyk ¥ MopdoIOTHUECK O NONsIpH3alMK arperata {190, 191}

Ilpu uccnepoBanuu Mopenn (40)—(42) HraOpHpOBANCH cymechel—mbIﬁ
InsA paibHednero ¢akTop TIpaHHYHBIX YCIIOBHil LM aTTpaKtaHia. BHemHas
TpaHMLa arperara HeOJHOPOOHA MO OTHOIIEHHIO K mponyckanurs nAMO. Ilo-
CKONbKY TOCIEIHHI HEIeTyY, ero MOTOK Yepes IpaHHuy “arperal — BO3RyX”
LOJDKEH OTCYTCTBOBATb, T.€. LﬂdeeLU‘lHBO yCIIOBHE

dc |

- = Q.

e,
HanpoTuB, noBepxHOCTh KOHTAKTA C aTapoOM MO)eT Ipydo paccmalpHBaTbis
KaK IOTJIOUA0A;

¢ig, =0,

4T0 coOoTBeTCIBYET mUddy3un MoneKyn uAM® H3 arperara B arap M GbICTpO-
My pa30aBieHHI0 B HEM.

Cuurasl TMoKa TCpaHULY arperara HENOXBH)XHOW, BbIACHUM HanpaBiicHHe
HepeMelLieHHs OJUHOYHOIO CKOITICHHA NMPECTEOIEBBIX KIIETOK.

HeogHopomnocts ycrmosuii Ha rpaHune wisa nudgdyHOMPYHOLIETO aTTpak-
TaHTa CO3[aeT CKBO3HOH TpajMeHT er0 KOHUEHTpamuM B ofbeme arperara.
910 B CBOIO Ouepedb NO/DKHO BbI3bIBATH HANPABJEHHDbIE NEPEMEINEHMS XEMO-
TaKTHYeCKH aKTHBHBIX KJIETOK.
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HanpaBnenue BekTOpa rpafueHTa OOBEMHOH KOHUEHTpauMH HAMO® B cra-
HMOHAPHOM paclpefiesienun ¢ (r) OnpenenseTcs aCHMITOTHYECKHM pELHEHHEM
ypaBHeHus (42)

fib — ¢ + R2V%c = 0. (48)

Pagu npocrortsl GyneM IipeHeGperarb padmepom ckomnenus [ICT-kneTok no
CPaBHEHHI0 C pPaCCTOAHHEM [0 IpaHHibl arperata. CuMTas, KpOME TOro, 4To
KOJIHYECTBO KIIETOK B CKOIUIEHMH HeH3MEeHHO, momyyum Bmecro (48) ypap-
HeHue NHd¢y3HH U paclana ¢ JIOKaJIM30BaHHBIM HCTOYHHKOM:

—c + REVic+Q8(r—ry) = 0. (49)

Heo6xomuMo onpedeliuTh BeKTOp V¢ B TOuke r,. PaccMOTpMM cremymouime
YIpOUIEHHBIE MOTENbHEIE CHTYaluH [190].

[lycts o6nactb, HOCTYNHAst ATTPAKTAHTY B TPEXMEPHOM IPOCTPAHCTBE,
orpaHuueHa wiockocTbo §). [lpoaHanusupyem pBa BapuaHTa TCpPaHHYHBIX
YCIOBHH Ha MJIOCKOCTH:

a) OTCYTCTBHMe [IOTOKA: dc/on|q = 0;

6) morjouleHde aTrpakTanra: clg = 0.

Pemienve ypaBHeHHs (49) npH oGOMX THIIAX I'DaHHYHBIX YCJIOBHHA Ge3 Tpy-
Oa HaxomuTcA MeTooM “H3obGpaxenuii”. Ilpu atom 3apgaya (49) pacmpocrtpa-
HAETCA Ha BCe. NPOCTPAaHCTBO, a 3¢d¢EeKT I'PAaHHUHBIX YCIOBMHA HUMHMTHpYETCs
HCTOYHHKOM-H300paxeHnueM. Ilocmeqnuit momxkeH GbITh OMeNIeH B TOYKeE ry —
3epKaJIbHO-CHMMETPHYHOH K ro. MHTeHcMBHOCTD Q% NMpOM3BONCTBA AaTTPAKTAH-
Ta "H300pakeHHEeM™ NONXHA GbITh BpIOpaHa TaK, yTOGBI ObUIH BBITIONHEHBI Y-
JIOBHs a) wik 6).

Jlerxo BupeTb, yTO BeMuMHA Q% okaxercsa B cimyvae a) Q% = Q U B cnyuae
6) Q' = —Q. Jlanee HeMeJIEHHO HAXOIHM CTAIHOHAPHBIE PaCIIpe/leNIeHHsI, YIOB-
JIeTBOPAIOLIKE YpaBHeHHIO (49)

r

I -z 1 -
a) ¢ QRC<—e Re v+ —e R0>,
r

r"

r 1 r¥
| -— Al
OR. (—e Re _ —e Rc),
r r

tne r =|r—rof, r* =\|r—rgi.

WMeHHO BKIIaj, HCTOYHHKA-H30GpaxeHHA (BTOpoe craraemMoe B OOOHMX Bbi-
pPaXEHWsIX). YYHATHIBACT 3¢ ¢eKT IpaHHUbl H 0DecreynBaeT XeMOTaK THYECKHH
CHTHAl — TrpPaJiMeHT KOHIEHTPALMHU ¢ B Touke ry. Kak Jierko BUOETb, BEKTOD
Ve(ro). HanpaBeH HOPMAJIBHO K IUIOCKOCTH {2 B cityuae a) H OT Hee — B ClIy-
yae 6). Orcroga saxsiouaeM, YTO rpaHHIa, HENPOHHIAEGMAs [UIA ATTPAKTAHTA,
TNPUTATHBAET €0 HCTOYHUK, A MOTJIOWAIOIIA s — OTTAIKHBAET.

[lepenocst 3TOT KayeCTBEHHBIA PE3yIIBTAT HA arperar Co CMeIHAHHbIMU TPAHHY-
HbIMH YCIIOBHMAMH, NPHUXOOMM K BbiBoAy, uro ckomenue [ICT-knmetox — mc-
TOYHHMK AaTTpaKTaHTA — [OJIKHO BBITECHATHCA H3 0GbeMa Ha TOBEPXHOCTD arpera-
1a. Heckonbko HMXe Mbl JIONOIHHTENILHO YOe/IHMCH B 3TOM B YHCJIIEHHOW MMH-
TalMK.

1]

6) ¢
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B cHiy ykasaHHBIX IIpMYMH BO BCEX TOYKAX PAHHErO arperara Cynlecrsyer
COCTaBNsiulass BexTopa Vo (rop) B HanmpaBNCHUM HU3 ~ Bepx. ITa COCTABJIAK-
WA [aeT OJHOHAIpABIEHHBIH XEMOTAKTHYECKMH CHOC JUia BCeX Mpecrtedie-
BBIX KJIETOK M HUX CKOIUIEeHMH. B pesynspTate: a) 3asepuiaercst paccioeHue
KJIETOK, TaK YTO INpecTebileBble aKKyMyJIMPYIOTCS HA BepuiMHe nonycdepsi,
u 6) dopmupyercs OCh pa3BMTHsI “BepX — HU3”, ONPENIEIIAIONIAs HAlIPABIIeHHE
nocieaymoiiei MopdoJIOTHIeCKOR 110IsApU3audn arperata. HazBanHeie coObl-
THA COCTABIIAKT MEPBBIM Il peasibHOro MopdgoreHesa MNCEBIONIA3MO/IHS.

dusvueckue GaxTOph, ONpegeNsAWIAEe PABHOBECHY W0
dopmMy mceBaolaa3mMoau . lpu snodrauun arperata B BHKeHHE,
OPHEHTHPOBAaHHOE BJIOJIb BHYISIHEUICHCT OCH, BOBJIEKAKOTICSH YXe BCe — HE
TOJILKO 1IpecTebrieBpie — KNeTKH. [IpH 3TOM KIIETKH OCHOBAaHHsS OKa3bIBAKTCA
yOaJ€HHbIMH OT MCTOYHMKA aTTpakTaHTa, HaXO[sllerocs Ha BepIlHHe, Ha pac-
CTOfHHE, NpeBblUaWllee ero OUddy3uoHHbN paguyc (100 Mxm). [Moatomy
XEMOTAKCUC He [JOJIKCH MIparh POJIH MBMXYLEH CHUIbI [1@HHOTO Npeo6pa3ora-
Hus. 37ech HEo6XOOMMO HpHBIIEYs K aHaIH3y obume ¢u3HuecKue CBOMCTBA
KJIETOYHOH Maccel. PaccmarpHBas ee Kak Kalumo KHAKOCTH, O00aBiIsneM K
HMEWIMMCSH [1Ba MaKPOCKOIIHUYECKHUX IlapamMeTpa — THAPOCTaTHUECKOE [IaBJIe-
HHE p M LOBEPXHOCTHOE HATSXKEHHe 0 Ha TpaHMie arperat — Bosgyx [181].

B obnactM cocka ua BEpIMHE PACTYLIETO arperara ero IOBepXHOCTb 06-
7aaeT 3HAYMTEIbHOU KpHBU3HOH r ~ 100 MxM, Onupasch Ha Hee, Mbl MOXKEM
ONIPEAE;INTb PagHOGECHY K (POPMY arperarta M3 cuenymoix coobpaxennin [190].

JloxanbHoe MeXaHMYeCKO€ DaBHOBECHE ITOBEPXHOCTH 3aHaeTcsi YCIOBHeM
Jlamnaca

Ap = o/R, (50)
rie R - 3HaueHHe CpeJHEHl KPUBMU3HBL, 0 — KOIQPUIMEHT MOBEPXHOCTHOTO
HaTsDKeHus, a Ap — Tepenal TMApOCTATUYECKOTO [ABJIEHHS HA MOBEPXHOCTH.

P&BHOBBCHC B o0ObeMe 4arperara 3ajdeTcs  YCJIOBHEM B3aUMHOH KOMIIEHCA-
MM XeMOTAKTHYECKOM CHITBI U rpagydendTa JaBJICHASA. Ouo uMeeT BHJ,

fen = nVe = Vp. (51)

3nech (PEHOMEHOOTHYECKHH TNapaMerp 7 TpOHOplUMOKaieH KOIhGUIKREHTY
XeMOTaKTHUECKOH TTOJIBUKHOCTH U. '

Ilpa ycioust papHosecusa (50) m (51) BMecTe C NojileM KOHIEHTPALMH aT-
TpakTaHTa ¢ (r) - peimieHHeM 3ajaud (49) — OIpEMeNigT PABHOBECHYIO (Op-
My arperata. Ofwee pelleH#e ITOH NpoOIEeMbl KpaHHe OCIIOKHEHO TeM 00-
CTOSITE/IBCTBOM, UYTO HOJE€ KOHUEHTPAUMM AaTTPaKTaHTa ONpedesisieTcA He He-
3aBUCMMO 0T dopmbl. HM3meHeHne ¢OpMbI KIIETOYHOH Maccel OOYCIIOBIH-
Baer (uepe3 rpaHMYHple YCIIOBUs) M B 10 e Bpems obycnoniene (B cuiy (50),
(51)) wn3meHehueM paclpejieileHus c¢. B Takoli camMOCOTNacoBaHHOH 1OCTa-
HOBKe 3a[a4a peiaercsA TOIbKO IIYTEM UACTIEHHOH MMMTALMK C NIOMOLIbi0 IBM.
B crenywinem pasmenie GymayT IpHBe/ieHbl OITYYEHHDIE 3THM My TeM Pe3YJIbTAThI.

JIa KayeCTBEHHOTO MpPEICKAa3aHUs PABHOBECHOW GOpMbI IPUMEM KAK JIAH-
Hoe HauajbHOE Yyca0BUe GOPMOOGPAsZOBAHUA, COOTBETCTBYHILEE CGOPMHpPO-
BaBulemycs Gyropky Ha BepiuHHe 1oiry ce pauecKoro arperara (puc. 26). CuMras
PagHyc / KPUBH3HBI TIOBEPXHOCTH B JTOH OBJNAaCTH 3a[#HHBIM. fI3 YCIIOBHA
(50) 1iosyuMM ruppocCTaTU¥ecKOe [laBlieHHe B Helt p, =po + 20/r. Ilanee, cuu-
Tag M3BeCTHpIM Ilepella]l KOHUEHTPAaUMH AaTTpakTaHTa Ac Mexny O6IdcThio
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Puc. 26. Ilpeo6pazoBaHHe ¢opmMBl paHHero arperarta
D. discoideum (1, 2), ¢opma MHUTPHpPYIOLUETO [CEBHO-
wiasmonus (3)

z . -3

npecTebIeBhIX KJIETOK, CKOHICHTPHPOBAaHHBIX B OYTOpKe, M. 4YaCTbI0 arperaTa,
CBODOJHOM OT HMX, IOJIyYAM 3HauyeHHe JIaBJIEHHs B 3TOH TOCIEOHEH: pp = po +
+ 20/r — nlc. llepenan naBnenust Ap = pp — po ONPEAENsET CPEIHIOK KPHBH3-
HY MOBEPXHOCTH arperara B YacTH, copepiallled NpeCNopoBbie KICTKH: Ap =
= oK. IlpeHebperas (KaK Mbl YK€ I€NaJM paHbllie) MPOU3BOICTBOM aTTPaKTaH-
1a [ICI-xnneTkaMH, NPUXOAMM K MOCTOSHCTBY BEJMYHHBI K.

®opMa rpaHMIpl ONpefesiseIcd TOMUMO HA3BaHHOIO YCJIOBHS TNOCTOAHCTBA
KPHBHM3HDBI 33/IaHHBIM MONHBIM O6beMoM arperata V. Ecnu Benuumna K 3 mana
MO CPaBHEHHUID C ITHM OOBEMOM, TO eOMHCTBEHHBIA CIOCOG YHOBIETBOPHTDH
ABYM Ha3BaHHBIM YCIIOBHAM (33aHHbIH 00beM M 3aJaHHAsA KPHBH3HA NOBEPX-
HOCTH) — BBITAIHYTb KJIETOYHYIO Maccy B IumHHAp. Taxum o6pa3om, Ml NpH-
XOOHM K peaJibHOH DaBHOBECHOH (OpMe MHUTPHpYIOIero ICeBIONIIa3MONA,
TAKOH, KaK Ha puc. 26.

YUucrneHHas UMUTAaNUMA Npopecca popMoobpazoBakHus
[191]. Jnsa omnpeneneHns KBa3HCTAMOHAPHOTO NONs KOHUEHTPALMH ATTPAK-
TAHTA C(r) YMC/IEHHO pelmaiiach 3ajaya o add¢y3uH M JHHEAHOM paclage:

—¢ + R2V%*c = 0. (52)

BMecTo ToueyHOTO MCTOYHHKA B ypaBHeHHH (49) Ha cdepe papuyca ry, Mano-
ro MO CPaBHEHWIO C XapaKTCPHbLIMH pasMepaMM arperara (ero MOBEpXHOCTE
2), 3agaBaIOCh PUKCHPOBAHHOE 3HaUYCHHME KOHUEHTpauuH ¢ (rp) =T'). Ycnosus
Ha BHelHe# rpaHylie arperara NpMHAMAIIKCDH B BUJIEe dc/on|s = 0.

XeMOTaKTHYECKAA CHIIA, ACHCTBYIOIUAs Ha HMCTOYHHK, PAacCYMTHIBAJIACh MO
dopmyne '

Foo =1 $VcdQ. , _ (53)

(9%

['maBHO# 0CODEHHOCTBIO 33a7a4H, KaK OTMeEYasnoCh, SIBJISIETCA HNOOBHXCHOCTDH
rpainupl 5. Ee pedopmamua credyer 3a KONJEKTHBHBIMH IepeMeLle HHAMK
KIeToK B 06GbeMe, O0YCNOBIIEHHBIMH XEMOTAKTHYECKOH CHIOH f.p. IlpH 3a-
JaHHOM (KBa3MCTALMOHADHOM) pacrpeneneHUd c(rj MoxeT GbITh BBEHEH:
COOTBETCTBYIOLIAsl MIIOTHOCTh NOTEHLMAJBHOM 3HepTHM ¥ = —nc(r), uro He-
NOCPEACTBEHHO CIIEI[YET M3 BHIPAXKEHH IS CHIIbI B BUAE fopn =1 Ve,

INonnas noreHuManbHast 3Heprus Bcero o0bema arperara BbIPAXKAETCHA HH-
TErpaioM:

R z=f(R)
E=2nf R [ u(R,z)dzdR + oS. (54
) )
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Puc. 27. MammnHas uMuTauus dopmoobGpazoBanus arperata D. discoideum Ha ocHOBe
XemoTaKcHuca: [ —7 — [ociefoBaTenbHble II0TOXEHUSE KOHTYpa NOBEpXHOCTH Ha BEPTHKAb-
HOM cpe3e (11OKa3aHa NMOJIOBHHA CHUMMCTpWUHOTO npodwis); [-/II — nocrnenoBaTelbHbIE
ToTIOXeHHsT cdepbl §),, UMHUTHpYIoLiled HCTOUHHK UAMO®. Tlepexon /—JII mpoucxonur 3a
BpeMsi, McHbIIIee, YeM 3aTpaulBacTCs Ha mepexog  —2

B >10 BeIpaxkeHWe [06GaBlleHa NOBEPXHOCTHASA WOTCHUMATbHAA JHeprus oS.
Borpaxcenne (54) HpeACTaBieHO B IMIMHAPUYECKHX KOOPUHHATAX M TOMIpa-
3YMEBAET COXpaHeHHE OCEBOM CHMMETPHMH B XOfe dBONOUMH GopmMbl (pHC. 26).

KBasupaBHOBecHass ¢opma arperara IpH 3a/1aHHOM Nojie ¢ (r) oOIpeJess-
€TCsI M3 YCIIOBMSI MUHMMAanbHOCTH E (R, ) 1pu NoctosinHoM o6beme V. Bapou-
pya BeipaxeHue (54) M NpUPaBHUBAF BAPUALMKI K HYJIIO, [10J1yyaeM LIS KBa-
3UpPAaBHOBECHOTO COCTOAHUS

c(R, f(R)) — 20K(R, f(R)) + A = O, (55)

rne A — MHOxuTenb Jlarpaska, OlpelefAOIIMACA M3 YCIOBHA IIOCTOSAHCIBA
- o6bema

R
2nf Rf(R)dR = V,
0

2 K — nokanbHad cpeHAA KpUBH3HA [I0BepXHOCTH z = f(R).
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Ha kaxmom wnmare MrepanMoHHOM NPOLENYPBI ONPENENSsIOCh pactperiesieHue
c(r) B 3amaHHbIX IpaHMnax. Jlanee BRIYMCIATMCD 3HAYEHUS BHIPAXKEHWUA B Jie-
BOH uacTM paBeHCTBa (55) BHONb rpaHuupl. TaKMM 06PasoM BBIYMCIAIACH CH-
Jia, NpPUIIOKEHHas K BHeIUHEeH NOBEPXHOCTH arperata. JlokanbHpld COBHI TO-
YeK MOBEPXHOCTH MpHHUMANICA MpONOPLUMOHATIBHBIM 3HAYEHHUIO ITOH CHIIBI.
IlepemelieHHe MCTOYHMKA MONIarajioch NpoNoplLHoHanbHbIM Fo. TeM cambiM
OflpelleJIeHO HOBO€ MOJIOXKEHHE IPaHMIlbI U MCTOUHHMKA M 3aJ1aHbl HCXOIHbIE [aH-
HbI€ IS4 BBITIOJIHEHHA Clleyllieii UTEpaliH.

Peaneubiit arperat D. discoideum OKpYxeH CIM3HCTOH OGOJIOUKOH, ceKpe-
THPYEeMOH ero KieTKkamu. J1a 060s10UKa NpensaTCTBYET BbIXONY 3a Npeferibl ar-
peraTa “BCIUIBIBAIOLIETO” CKOIIEHUs lpecTebeBpIX KNeToK. B pacuere 310 yuu-
TBHIBAJIOCh JO6aBIIEHHEM YIPYrod Cuibl, JeACTBYOLIEH HAa UCTOUHHMK, TpHIUeH:-
LUMA B KOHTAKT C TpaHHLe.

Pesynbrar pacuera, monyueHHpI# MO ONMMCAHHOH BBILLE MTEpallMOHHOM CXe-
Me, — 3BOIIOLMA GOPMBI KIIETOUHOM Macchl — I10Ka3aH Ha puc. 27. Kax BugHo,
HpefcKa3biBaeMasi 3IBOJIOLMS COOTBETCTBYeT HabionaemoH, NpencTaBIeHHOH
Ha pHuc. 26.

§ 1I1.7. ConocTaBreHue ¢ aKCepHMeHTaITbHBIMH JAHHBIMH

a) 9K CTEepPUMEHTH MO pereHepal Uy NCeBOAOMNIAa3MO-
au A. Ecnin B 3kchepuMenTe M301MMpOBATh MOME peYHBIM pacceyeHHeM ABa dpar-
MEHTa TeJlda MUTDHPYIOLIEro NCeBOOIUIa3MOMMUA, KaXOblH M3 HUX CO BpEMEHEM
BOCCTaHaBJIMBaeT Ha COOTBETCTBEHHO YMEHBLUEHHOM KOJIMYeCTBe KJIETOYHOTO
MaTepHajla BCe IIPONMOPUUHM CIPYKTYpPbl HEONEPHPOBAHHOTO CIIM3E€BHKA (CM.
puc. 16). 310 HABHO M3BeCTHBIE Pe3YJIbTATHI, BbISBIIAIOLIME HATHUME THITHUHDbIX
CBOMCTB MOPGONAKTHYeCKHX MoJlell y KileTouHoro arperara D.  discoideum
(3 HL1).

[locne aHanmu3a, NpoBeOeHHOro B OBYX NOCNeNHMX Naparpacdax, oGbsicHe-
HHMe JTHX CBOWCTB He TNpencrtaBnseT Tpyda. PeaynpratoM Ha3BaHHOH ofiepallMy
ABIAEICA HapylleHHe pPaBHOBECHS:@ KaK JIOKaJbHOTO — B JIWHAMHYECKOH CHUCTE-
Me KOHTpoJs petepmuHanuu (40), TaK M rJ106aIbHOTO MeXaHMYECKOoro, OIpe-
mensemoro cucremoit ypaBuenuit (48) —(51). IepBoe 06ycnoBIeHO Hapylle-
HMEM NpONOpUMH [BYX THINOB nHdGepeHIMPOBaHHBIX KieToK. OueBHIHO,
NepemHUH ¢parmMeHT cnM3eBUKa oGnagaeT M3OBITOUHOM MO OTHOLLEHHIO K paB-
HOBeCcHOH [omeil MpecTeBreBpIx KIETOK M TEM CAMbIM BeJMYMHA {4) B HeM
OKaspiBaeTcs 3aBbiieHHOM. HamportuB, B 3amHeM ¢parMeHTe 3Ta BeJIMUMHA
HW)Ke TOH, KOTOpas MmOJKHA ObITh B ACHMITOTHYECKOM COCTOSHHH YpaBHe-
HUA (40).

Penaxcanua x paBHoBecuw d; = 0 B KaxaoM U3 $HparMeHTOB NPHBOIHUI
K BOCCTaHOBJICHHI0 MCXOJIHOTO 3HaueHMs (g ) (HalmOMHHM, He 3aBUCALLEro OT
o6bema ¢parmenta). [Ipy stom B HepemHeM dparmeHTe, rae BelHuMHa (a)
B HavyaJIkHbil MOMEHT BeJlMKA, B COOTBETCTBHH ¢ ypaBHeHHem (40) mpousBoj-
Hasg a; B cpeiHeM MO oGbeMy MOJIyYaeT OTPHUUATENIbHBIH HPHPOCT, 4 B 32IHEM —
NOJIOKUTENbHBIA. COOTBETCTBEHHO B INepemHeM dparmMeHrte moJHa MPOHCXO-
muth penudepenurposka IICT-IICI, a B 3apHeM — oBpaTHasA. bosbuie TOTO,
ONHMpAasACh Ha MOJEJIb, Mbl MOXEM YTOUYHMTh IIPOCTPAHCTBEHHBbIH XapaKTep MHpo-
1ecca peaudbepeHIMPOBKH.

B nepenHem ¢ parmeHTe CpeHAA OONA MpecTeOrneBbIX KIIETOK TTOHHXKAETCA
OT OTHOCHTEJIbHO GOJIBIIOTO MCXOQHOTO YPOBHA (a) g, TAK YTO Bech Npolecc
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BOCCTAaHOBJIEHHS BEJIMUMHBI (@) TNpPOTEKaeT IIpH YCIOBHH HECTAGUIIBHOCTH
MaKpOCKOIIHYECKH OJHOPOMHOIO paclipefesieHHsl muddbepeHINpOBaHHBIX KIle-
Tok b > byp. CooTBeTCTBEHHO B XOfie pemuddepeHIMPOBKH IOJIXKHO IIOA:
nep>xuBaThca paccnoenue kietok (§ IIL.S, cMm. puc. 25).

Hanpotus, B 3agHeM ¢parMeHTe Ha2 HAYaJbHOH CTAIWM BOCCTaHOBJIEHHA
PaBHOBECHsl CpefiHAsA MOJA MpecTeBlIeBpIX KIETOK Manma (al)o < {a)p. llpu
9TOM dCHMINTOTHYECKH CTAOMIIBHBIM ABJIAETCA TOMOTreHHoe IHddy3Hoe pac-
npepenenye IICT-knmerok. B oTcyrcrBHe oGbeMHON cerperalldd KIIETOK HeT
u dakropa, onpegendomero MopdoorHieckyl ocb B KIJIETOYHOH Macce.
B atoM cilyyae arperar cwiloi MOBEpXHOCTHOTO HAaTsXKeHHMs HOJKEH BOCCTaHAB-
JTMBaTh chepuyeckyio popmy. B OnbITe IEHCTBUTENBHO perMCTpHpyeTCA Hayalb-
HOE OKpYTIJIeHHe IpecliopOBOH YacTH TceBuominasmonmus (cM. puc. 16). anee,
M0 Mepe HaKOIUICHHs IipecTebleBrix KIIETOK, HX mu¢dy3Hoe paclipefceHHe
CTAHOBUTCA HECTAGHIIBHBIM H Bce COOBITHA NOJIKHBI pa3BUBATbCA TAK, KaK GbUTO
ONHKCaHO 11 HOpMAJIBHOTO pa3BUTHA. MMeHHO Tako# IyTh Hpollecca pereHe-
pallMH CIHM3eBHKa B IPECOpPOBOM (parmMeHTe OTMeyaeTcd B 3KCIEpUMEHTE
[165].

6) DkconepMMeHTH O TPaHCHOAaHTaU UK. Bonee Hacer-
IIEHHAs JEeTAlIAMH 9SKCIepUMEHTATIbHAA KapTHHA MOJIyYeéHa Ha XMMEPHBIX 00-
pasuax B paBotax [172, 192]. »

B orux pabGorax mnpu H307MsLMM (pparMEeHTOB pa3pe3 MNOMNepeK UIMHHOM
OCH CJIM3¢BHKA NPOBOIWIM MO OJHOMY M3 IATH NPUMEpHO PaBHOOTCTOALIMX
OpyT OT OpyTa noyoxeHui. 3ateM ¢poHTanbHbI dparment (OP) omHoro cnu-
3eBMKA NpHXHBJANcA K TeutoBoMy (T®) — npyroro (cM. cxeMy Ha puc. 28).
Ilocne omepauuH H30JALIMH B ThUIOBOM (pparMeHTe BKIIHYAETCH pereHepalyoH-
HbIA MpolLecC — HAKOIUIEHHE NpecTeBeBpIX KIIETOK — KOTOPbIHA JIONKEH 3aBep-
IIaThCs TEHEpalUNed HOBOH OCH pa3BUTUA (CM. IIPHBENICHHbIE BBILIE Pe3yNbTIaTh
Mo pereHepalMy IiceBOOMUIaZMomus) . OOHAKO NpU GOPMHPOBAHUM XUMED ITO
MPOHCXOIUT JIMIIL B ONpEJeNeHHpIX KOMOHHAUMAX (GPOHTAIBHBIX H TbIIOBBIX
CErMEHTOB.

B opHo#t cepuH sxcnepumeHToB T® GbU1 Heu3MeHeH, Torga K2k mnHa OO
BapbHpOBAJlach. B ombIiTe KOHTpONHpOBanack yacToTa reHepaiuu B TO coGeTBeH-
Hol Mopdoornyeckoi ocu B 3aBUCMMOCTH OT iuHbl OO. [Ipu ycnemHo# re-
HepalMu XMMEpHBIH 06pasell uMeln Bcero ase ocd (B OO, roe ckoluleHHe Tipe-
CTeBJIEBBIX KIIETOK CYIIECTBYET M3HAyaJbHO BCErna, CyLIeCTBYyeT H COOCTBEHHAA
Oock — cM. Bbiue) . Tako# o6pasel NOPOKHAT JABYX HE3aBHCHMBIX CIIH3EBHKOB.
B npotuBHOM cryude M3 xMMepsl GOPMHUPYETCA SIUHCTBEHHDBIH CIIH3EBUK C OCBIO

“MOpdONOrvYeCcKOH NONAPH3ALMH, ONpenesaeMol cerperanueit muddepeHuMpo-
BaHHbBIX KJIeTOK B OO,

Pe3ynpTaT, B BHIE 3aBMCHMOCTH YaCTOThI IIOfIaBJIEHMs pereHepal MOp-

“¢onoruveckoit ocu B TO or mmHbI Tectupyemoro O, NpuBefieH Ha pHc. 28.
Kax BupgHo, mopasnswomuit 3¢dext OO y6piBaer M0 Mepe yBeJMUEHUS pac-
'CTOAHMA N0 pereHepHupylomero T,
. KOHTpONBHBIN ONBIT — CPaBHEHME YACTOTHI TEHEPAUMH BTOPOH OCH B KOM-
‘OuHanmsax 1234/23 (addexTHBHOCTS reHepammu — 85%) u 12/2345 (Ta ke
BeJMuMHa — 25 %) - T0Ka3all, YTo pe3yJbTaT OIepauuH olpenenAeTca He KOJH-
4eCTBOM KJIETOYHOrO MAaTepHasia, a HayaJIbHhIMH YCIIOBHAMH IIpoliecca pereHe-
Pauuy (UCIOIB3YEeMbIMH NPH NMONYYEHHH XUMEDPBI CEFMEHTOB) .
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Puc. 28. YacroTel: 2 — MHTUGUPOBAHHA AYINTMKALMM MOp(OIOTMYECKO! OCH p B 3aBHCH-
MOCTH OT JIIMHBI (PPOHT@ILHOTO CeIMEHTAa B XMMepHOM 06paslie IPH HeM3MeHHOM 3afiHeM
cermenTe (2345) ¥ 6 — OyIUTMKAUMH OCH p B 3aBUCHMOCTH OT [JIMHBI 3aJIHETO CerMeHTa
npH HeusmeHHom nepemnem (1234) [172, 192]. Iincpel B HIKHeM pAQY COOTBETCTBYIO!
ANMHEe XHMepHOTo ofpasua. HITpUXOBOK JIMHMeH [IOKA3aHA 3ABHCUMOCTb BelMUMHBHL | — r
OT MOJIHOTG pa3Mepa XMMepHI, [IOCTPOeHHasl NyTeM NepecyeTa JaHHLIX puc. 6. Beepxy -
cxema 3KcrepumenTa [172, 192}

B mpyro#t cepuu akcnepumMeHTOB HeM3MeHHbIM Gbu1 OO — 1234, a Bapbupo-
Basca T® — 2345, 345, 45,5. Ta e 3aBHCUMOCTb YaCTOThI TeHepallMH [BYX
OCeH pa3sBHTHA, HO Telleph OT JutuHbl T, mpuBemeHa Ha puc. 28.

OnucanHble IKCMepUMEHTBI MOEHHO GIIM3KH 3KCIEPUMEHTAM IO TPAHCIUIaH-
TalluM, IIPOBOJMBIUMMCH Ha MpecHoBomHoM ruape [193]. Ho cymectBy Gmusku
M MOJIyYeHHBIE pe3YNbTaThl. B 0GOMX c¢lyyasx MOKA3aHA, ¢ OXHOH CTOPOHLI
CIOCOBHOCTh K pereHepallMy IOJIHOH CTPYKTYpbl MOPQOTEHeTHYECKOTo IO
€r0 YacThlo, a ¢ ApYrod — 3ddekT nmogaBneHuss GOPMHPOBAHUA MHOKECTBEH-
HBIX ONHOTHIIHBIX IEMEHTOB CTPYKTYpPBI NOJNA, YObl8AIOWUL C PACCTOAHUEM,
Ha KOTOpOM TAKUE INEMEHTbL MO2YT 3APOKOATLHCS.

B maHHoM ciyuae peub uzpeT o Iofe, CTPYKTypa KOTOpOTO OIlpenereHa
naTrepHoM muddepeHIMpoBKH KileTtok B arperare IICT/IICIH u mopdomoru-
YeCKOH MOJAPHOCTBI0 KJIeTOYHOH Macchl. B nuTepartype MpUHATA TOUKA 3IpeHHUA
O HE3aBHCUMOH peryislMu Ha3BaHHbIX MAaKpPOCKOIMUYeCKHX IpoueccoB [172,
160, 194]. IlonaramoTr, 4T0 OTHA CHCTEMA XHMHUECKHX MODP(HOTEHOB KOHTPOIH-
pYeT NpOCTpaHCTBEHHbIA NMOPANOK [udpdepeHIIMPOBKH KIIETOK, Apyras — ¢op-
MMpOBaHHe “OpraHu3aTopa” MopbOTOTHUECKOH OCH. JKCHepHUMEHTATBHBIX
OCHOBAHMH IS TAKOTO pa3fieleHus HeT.
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B mByx nocnemuux maparpacdax Ham ypmaiocs OGOCHOBATh BCe CYLIECTBEH-
Hpi€ MEKpPOCKOIHYeCKHe IpecOpa3oBaHua OT OTHOPOIHON KIIETOYHOH Maccht
paHHEro arperarta [0 cOpMHpPOBAHHOTO CITM3eBUKA, IOTIArasCh Ui Ha HOPMbL
AKTHBHOCTHM KJIETOK, YCTAHOBJICHHBIE I3KCHepHMeHTansHO. !lp# 3ToM nByM
XAMHYECKUM MopgoreHaMm (M@ u NH;) npunnceiBaercst GyHKUHA KOHTPOIA
TOJIbKO CYMMApHBIX f0JIeH aud¢epeHInpoBaHHBIX KIIETOK, & MAaKpOCKOIH-
YECKHMH TOPANOK CaMOOPIAHH3YETCA KaK CIeICTBHE XeMOTAKTHUECKOH aKTHB-
HOCTH KJIETOK,

Mo:xHO Jsin, ocTapagch HAa TeX ke [HO3MUUAX, OBOCHOBATh U INIpUBEHCHHBIE
BBILIE PE3YIIbTATH] TPAHCITIAHTAUMOHHBIX 3KCIEPUMEHTOR?

Mb1 Bupenu, yro o6pa3’oBaHHe KOMIKKTHBIX OBN4CTEH OHOPOIHO [ub-
¢$hepeHUMPOBAHHDIX IJIETOK [AOCTHIaeTcA NyTeM COPTHPOBKHM 32 CYeT HEOomH-
HAKOBOH XeMOTaKTHUeCKOM 4KTHBHOCTH KJieTox. Jlamee, ecnu cKOIIeHME
NCT-knetok chOpMUPOBAIOCH, B Pe3yJIbTaTeé XEMOTAKTHYECKOrO B3aUMOICH-
CTBHMA C IpaHHLeH KIIETOYHOro arperara (Mpenbimylunit maparpad) OHO reHe-
pUpyeT OcChb pAalbHeHIMX MOpGOIOrHuecKHX MpeobpasoBaHuit. PercHepauus
OCH B U30/AUPOBAHHOM 3aHEM CeIMeHTe IICEBIOIUIa3MOIUSA OYEBYUIHO BBITE-
KaeT H3 HaszBaHHbIX CBOHCTB. Kak MoxxeT MOBJIMsATH Ha Hee Mopcaaka Nepep-
Hero cermeHta? KauecTBeHHO pe3ysbTaT TaKOH MaHMNYIALUMH HETPYIHO IIpen-
CKa3aTh.

Accommar [ICT-kimeToK, U3HAYaJbHO CYLIECTBYIOLIMIA Ha NepemHem KOHIE
BHOBb CHOPMHMPOBAHHON XHMEpPDLI, ABJIAETCA HCTOYHHKOM rpamdeHTa LAMO,
MOHOTOHHO ¢TIAJIAI0LIErO B HAllpaBIIeHHMH OT IepeHero KoHua. Ecnu moporosoe
3HayeHHe TpafgHeHTa JUls XeMOTAKTHYECKOTO OTKIIMKA AOCTUTAeTCA HAa PaccTos-
HHUM [; OT MCTOYHUKA, TO OT MpOTsxKeHHOCTH D@ 3aBUCHT r71y6HHA MTOTPYXKEHHA
Hagnoporoeoro rpaauenta B TO xumepaoro obpasua 6 =1I; — Iy . B Ipepenax
cootBercTBYIomEeN obnactu IICT-KiIeTKM MCIBITHIBAIT CHOC 110 I'pajHeHTy B
HAIIpaBJIeHHH K TNepenHeMy Kpaw. CegoBaTeibHO, OHM HE MOTYT YUaCTBOBATh
B reHepauuu co6¢crBeHHOH ocu T®. 310 cmocoGHocThio 06nagatoT vk IICT-
KJIETKH 3ajHero cermeHta B oGnactu {) NpoTsxkeHHOCTbI0 L — [, IIpUMBI-
KamwlleH K ero Thuly.

Ha ocHOBaHMM CKa3aHHOIO MOHO IMpelcKa3aTh, YTO 3dBHCHMMOCTb 4aCTOTbI
3apOXACHUS BTOPOH OCH OT TeCTHpPyeMOH KOMOMHAIMH (HparMeHTOB SBJIAETCH
$yHKLUMeH nMIb OTHOH cTelleHH CBOGONBI — IUTHHBRI L (BMECTO IBYX, IpUBe-
[eHHbIX Ha rpadukax puc. 28). Ctposi rpadpuyeckyu 3aBHCHMOCTb YacCTOTHI MO-
[aBITeHUs reHepalyy BTOPOH OCH pa3BHTMA B XMMEpPHOM 06paslle OT YKa3aHHOK
LUIMHBL, YGesxaaeMcs B ClIpaBeMIHBOCTH JAHHOTO NpeICKa3aHHs.

Hanee, He0GXOMUMO OGDBACHUTL, NOYeMY IpHBECHHAS 3aBUCHMOCTb YObI-
Baouias. IIpuBogumoe B jHTepaType 0GbsCHeHME Ha OCHOBe MOCTYJaTa 06 ¥c-
TOYHMKAxX MHIMOMTOpa “OpraHM3aTopa” Ha [BYX MONcax ciuseBuka [172]
NpeICTABNAETCH HCKYCCTBEHHBIM ¥ HEOGOCHOBAHHBIM.

Xotsa TICT-knerku o6nactd {2 HENOCpPENCTBEHHO He OLIyIAIOT CYIICCT-
BOBaHHC IpagMeHTa ATTPAKTAHTa B OCTANBHOM, ¢GpOHTAIbHOH uacTH arperara,
Ha HX CaMOIPOM3BOJIBHYI aCCOLMAlMI0 YKa3aHHbIH [pafMeHT BiHseT. HekcT-
BHTENBHO, IUIA CBOGOOHO muYyHIUPYOIMX KIeTOK (pPOHTANBHAA I'paHHUA
obnactu 2 siBnsercss OTKppiToi. OKa3aBUICh 3/1€Ch, ITU KJIETKH XEMOTAaKTH-
YeCKH CHOCSTCH B HalpaBiIeHWH (HPOHTANBHOTO Nostoca. TakuM 06pa3om, umeeT
MecTO UMHe#Hasn 1o KoHueHTpamus IICT-kneToxk y6puib X KonuyecTsa B 06-
nacti . CKopocTb 3T0H YOBIIH ONpenenaeTca CKOPOCThI0 XeMOTAK THYECKOTO
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CHOCa [u:
dN/dt = —uSb.

3nech N — NOJIHOE KOJNMYECTBO NpecTe®ieBbIX KAeTOK B obnactu 42, S — mwio-
W@agb KOHTAKTa 3TOM OOIacTH ¢ MepefHHM CEerMEHTOM XHMepbl. YUYMThIBAs,
C Ipyro# cropoHsl, romorenHoe Hakolulenue IICT-knetok Bcnencreue penucd-
dbepeHIHPOBKH NpeclOPOBLIX, MOJIYYHM YPaBHEHHE HAKOIUIEHHs B BUJIE

db b 0
- = ““ — + b
dt L-1
raoe () onpegensercs TeMnoM peandepeHIHPOBKH.
B cooTBeTCTBMM ¢ NOCIIEHUM YpaBHEHHEM IIpefebHbIH YPOBEHb KOHIIEHT-

pawnn TICT-xnetox B T® pmomxen 6bite b = Q(L — 1)/, T.e. OH JIHHEHHO

nagaer ¢ NpoTsDKEHHOCTBI0 o0acTu §2. C yMeHbllleHHeM L 3HaueHHe b MOJDKHO
0Ka3aThCA HUXE KPUTUYECKOTO by, HEOGXOQUMOTO i aKKYMYIIAIHU MCT-
KJIETOK TOCPEICTBOM XEMOTAaKTHUYeCKOro cOpTHHra. B 3Tom ciyuae He ocy-
LWIECTBJIAETCA yXe NEpBbIH IIAT K reHepaiHu cCODCTBEHHOH OCH pa3BUTHA B 06-

nactu §2. Ecnu ke ycnoBue accoumauu b > by, He HapymeHo, TO wid ¢op-
MHPOBAHHA OCU HeoBxomumMo, yTo6pl [ICT-cKomIeHue BO3HUKIIO HE HA TpaHUIle
obnactu £2. HHaue OHO MOXeT MUTPUPOBATh KAK LieJloe K HCTOUHUKY aTTpaKTaH-
Ta Ha nepejHeM Mojroce 06paslia, He MOpOXkAass HOBOH ocH pa3BuTuA. [ocnen-
Hee Tem §OJiee BEpOATHO, ueM KOopoue obnacrp §2.

Ipusenennpie coOOpakeHHA KaueCTBEHHO IpOSCHAWT HabNoaeMyro
3aBHCHMOCTb YaCTOTbI AYIUIMKAUMH OCH Pa3BHTHs OT KOMOMHALMM CerMeHTOB
B TPAHCIUIAHTALMOHHBIX JKcllepuMeHTax [172,192].

B)PasBHTUEe arperara B HECTAaHAAPTHBIX YCIOBHAX.
Arperarsl ame6 D. discoideum MOxHO NONyYaTh He HAa NMOBEPXHOCTH arapa, KaK
06BIYHO, HO W3 CYCIIeH3MH KJIeTOK. B 310M cryvae ¢opmMupyoTcs IUIOTHBIE Kite-
TOYHBbIC ArTfTIOTHHATBI, B KOTOPBIX 3aTeM MPOUCXOOMT HOpManbHaA augdepen-
UMalyA KIIETOK M WX IIPOCTpaHCTBeHHas cerperauus [159, 195]. OpHako Hu
¢OpMHpOBaHHA OCH, HH mocleaymled Mopgornoruieckol TpaHcdopMauuy.
conpoBoxaaux aud¢epeHIMPOBKY KIETOK B arperare Ha MO/UIOXKe, TpH
arperauy U3 cycClieH3MH He Habmogaerce.

B pgpyrom skcnepumente [196] KIeTOUHBIA arperat YCTpaHsicA ¢ IO
BEpXHOCTH arapa M IOMemasncsa Ha KOHUMK MIJpl. B 5TOM ciiyyae B omHOM
arperare BO3HHMKAJIO HECKOJIBKO COCKOB, KOTOpPBIC TIOPOXIATIH HECKOJIBKO Oceil
Pa3BHUTHA M, B KOHEYHOM MTOTe, HECKOJIBKO IUIOIOBBIX Tell.

IIpu uHTEpnpeTauMy JTHX pe3y/bTaTOB AKUEHT CJIeAyeT CefiaTh Ha pasiu-
YMH B IPAaHHYHBIX YCIIOBHAX B JBYX OMUCAHHBIX JKCIe PUMEHTAIbHBIX CHTYaLMsIX
[190].

B nepsom cilyuyae rpaHula armiIOTHHAaTa CBOGOHO NPOIYCKAaeT MOJEKYIb!
HAM®. Orpy6usas, 3Ty rpaHHIly MOXHO CUMTaTh NOITIOLIAIUEN JJI aTTPaKTaH-
Ta. HampoTHB, B CHTYalMH ¢ arperaToM Ha KOHYMKe MIJIbI BCSI [PAHULA arperarta
HenpoHulaema i tAMO.

Eciu npu TepBMYHOM XEMOTaKTHYECKOH COPTHpPOBKe CGhOPMHpPOBAIOCH
HECKOJIBKO MpecTeOneBbix KiactepoB (cM.. § 111.5), To B HOpManbHBIX yCito-
BHAX {K/IETOYHAsE Macca Ha MOBEPXHOCTH arapa) BCE OHM WCIBITBIBAIT OJHO-
HalpaBJIEeHHBIH CHOC — OT MOMJIOXKH. B pe3ynsTate dopmHupyercs eMHCTBEH-
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Hoe komnakTHoe ckomwieHde [ICT-knerok Ha BepuMHEe NONYchEpHIECKOH
maccel. JlanbHeH1as MocieqoBaTelIbHOCTh COOBITHH 1A JAHHOTO, HOPMAJIBHOT O
cIy¥asi yxe He OQUH pa3 HaspiBanachk (maHHbii maparpad Bbuue u § 111.6).

B skcrnepHMeHTE ¢ arperaTom, OKpy>XeHHBIM PacTBOPOM, Bee fipecTebiieBbie
KJIaCTeppl BCIIEICTBHE OTTAJIKUBAHHA OT IOMNIOINANLICH aTTPaKTAHT IpaHHLLI
TaKXe KOHLUEHTPUPYKWICA B €IMHOe CKOIUICHHe, HO Tellepb B IICHTpE arperara.
B paHHOM ciyuae chepuyeckas CUMMeTpHs He AOJDKHA HAapyLIAThCsA, OCH Npo-
CTPaHCTBEHHOM cerperalumH KieToK He ¢opmupyioTca. COOTBETCTBEHHO B HTO-
rOBOM COCTOSTHHM WEHTpaJibHast OOJIacTh KileTOYHoro mapa 3anonHeHa [ICT-
KJIETKaMH C IIPeClOpOBBIM IOACOM BOKpYr. UMeHHO Takoe paclipenesieHHe
b epeHIIMPOBAaHHbIX KIIETOK DPETrMCTPUpYeTcsa B JKcmepumente [159, 195].

Hakonen, B arperare, ycrpaHeHHom ¢ momtoxky [196], IICT-kractepn
NPUTATMBAOTCA TpaHULEH arperata, HellpOHMIaeMOHM JuIsi aTTpakTanTa. llpu
3TOM HeT HaIpaBJIEHUA WX TpeNIOYTHTIENBHOrO IBHXKEHHUs, KaK B NIEPBOM CIIy-
yae, MGO rpaHuLa Tenepb ONHOPOJHA. TakuM 06pa3’oM, B J@HHOM cllyuyae OTCYT-
cTByeT ¢aKTOp BTOPWYHOH arperaiyu IpecTeGleBbIX KJIETOK, NPHUBOAALIMH
B HOpMe K MX KOHIEHTpauUMH B eIMHOe ckoluieHue. Kaxqpii M3 KnacTepos,
0Ka3aBIMCh Ha NMOBEPXHOCTH KJIETOYHOH MZcChl, MOXeET IMOPOAMTh PajuanbHO
HaIIpaBJIEHHYI0 OCb, YTO U HallIloIaeTcst B 3KcnepumenTe [196].

BbIBO/1bl

TunuuHbie 3MeMeHTapHbIE aKThl IPYNIOBOro NOBeAEHUA KIIETOK B PA3BUTHH
MHOTOKJIETOUYHBIX OPraHW3MOB — [HMBEPreHUMs KIIETOYHBIX THIIOB W MX NPOCT-
PaHCTBEHHas CErperalMs, 3aKJIaJika OCEBbIX CTPYKTYP, HallpaBJieHHble KOJeK-
THBHBIE [I€PEMELIEHHA KJIETOK ~— JOCTAaTOYHO NOIHO M HAaINAOHO Ipe/CTaBieHbl
Ha MHOTOKJIETOUHOH ase LMKNA pa3sBUTUA ncesaowiasmomust Dd. Teoperu-
yeCKOe HcClellOBaHHe, TMpOBeNeHHOE B [HaHHOW [JiaBe, HMENO UeIblo
onMcaTh ¥ ODOCHOBATh, HCXOMS M3 IKCIEPHMEHTANILHO yCTaHOBJIEHHBIX GOpM
MHIHBHM/YaJIbHOM aKTUBHOCTH KileTok D. discoideum, Habmongaempie PeKHMMBI
HX TpYNHOBOro nobeneHus. OaKTHYECKHE CBelieHUA 0D 3THX Gopmax u More-
KyJspHbIX aKTOpax UX KOHTPOINA, JOCTYIHbIE M3 JIMTEPATY Pbl, JOCTATOUHBI 151
dbopmynpoBKH PEHOMEHONOTHYECKOH MOJENM PA3BUTHA HCeBAOIDIA3MO/IHA.

MaTemaTHYeCKMA aHAJIU3 MOJENH MO3BOJAET JaTh OTBET Ha BOIPOC O CY-
IIECTBEHHbIX KOHTPOJIHDYEMBIX B 3KClepHMMEHTe IapaMeTpax, YNpaBIIsLIMX
CMEHOM TullOB YMOPAOOUCHHOCTH IPYINOBOTO l0BedeHHA Kiertok. KoHkpeTHo,
110 OCHOBHBIM 3TallaM pa3BHTHA Dd nonyueHbl cleNyIoLUHe pe3yIbTarl.

I. PanHsas menxomacurrabHas kjacrepusaiusa Kierok. s paHHoro orama
PasBUTHA MOJENb UMEET JeJI0 ¢ NOJIEM HUCIePrupOBaHHbIX KJIETOK W IPUHH-
MaeT B pACCMOTPEHHE HENPEPBIBHYI0 CEKpPELHI0 aTTpaKTaHTa, ero aucdy3uio
BO BHEKJIETOYHOM NPOCT PaHCTBe, XEMOTAKTHYECKOE U [ dY3HOHHOE lepeMelie-
HHe kiieToK. Iloka3ano, 4ro HazBaHHble GOPMBI AKTHBHOCTH COOBIIAIT KJIETOY-
HOMY OO0 CIIOCOBHOCTh K CIIOHTAHHOHM CMeHE MAaK POCKOIIHYECKOI'O COCTOSHUSA.
OHa ocyuecTBIAeTCA B pe3y/bTaTe HEYCTOMYUBOCTH COCTOSHHA C OJHOPOIHBIM
pacripefierieHHeM [IMCIICPTUPOBAHHBIX KJIETOK MO OTHOLUIEHUI0 K KOJIJIEKTHB-
HbIM MOgaM GNyKTYyaluii INIOTHOCTH.

CTalMOHAPHBIM NPOYKTOM pAa3BUTHA HEYCTOHYHBOCTH SABJIAETCH MpO-
CTPaHCTBEHHO PETYJIApHOE PACCIIOeHMe NOJIA, HpH KOTOPOM CKOIUIEHHSA KJIETOK
PasperieHbl MHTEpRaiaMy Niopanaka nud¢by3¥OHHOR IJINHDB! ATTPAKTAHTA,
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KpHuTHueCKMM IIapaMeTpOM [IAHHOTO IEpexona ABJIAETCA YPOBEHb CEKpe-
HMM ATTPAaKTaHTa: CIOHTAHHAA JIETOMOTEHM3alMA NPOUCXOOUT IO Mepe ero
pocta. TakoBOi [EHCTBUTENIBHO MMeeT MeCTO B IpeNarperallMOHHbIM MEpPHON
pa3BuTUA KieTok D. discoideum W TpUMepHO CcOBNAajfaeT MO BPEMEHH ¢ HX
KJlacrepu3anyed. TeM caMpIM YCTaHABIIMBAE€TCA KAauyeCTBEHHOE COOTBETCTBHE
BBIBOJIOB M3 TEOPETUYECKOH MOJIeNH ¢ JaHHBIMH HAGIIIONCHHMA.

II. Arperauus Ha ¢a3e crpyeoGpazoBaHMA. B oTiiMuMe OT npenpraylied cTa-
M, ToJle KJeToK B (hase CTPYHHOH arperallii UMeeT 4epThl KPyNMHOMAcHITa6-
HOH opraHu3auuu. TeppHTOpHA, KOHTPOJIMpPYEMasg OIHHM IIEHTPOM arperauuu
(~1 cM?), MOKpBITa CETHIO BETBALUMXCA LEHTPOCTPEMHTENBHBIX IOTOKOB arpe-
THPYIOIIMX KJIETOK. JTH NOTOKH OGbeOMHAIOTCA B LEHTpE JHGO N0 pagHaibHO
CXOMAIMMCH pYCllaM, THGO HAKPYUMBAsACh MO CIHPAIAM Ha IEHTPAIBHOE AAPO
KOHeuyHoro pagmyca. lleHTpanpHaA oGnacrb Azpa BO BTOPOM cliydae OINycCTOLa-
€TCA B pe3yJibTaTe BO3SHUKHOBEHNS LeHTPOGEXKHBIX TOTOKOB KIIETOK.

HasBaHHbie u€epTbi pEaBHOM KapTHHBI MHTEPIPETUPYIOTCA TEOPETUYECKOH
MOJIETIBIO, B OCHOBE KOTODOM JIEXHMT BbIfieNIeHHe Apa arpeTalHOHHOM TeppHTo-
PHH Kak OOQJIaCTH aBTOHOMHO, PHTMHMYECKH ceKpeTHpylwMx UAM® kieTok.
Krnerkn BHe sfipa camMOnpou3BOIbHO LAM® He NpOM3BOIAT, HO CNOCOGHBI K
MHIyUMPOBAHHOM MMITYJIbCHOM ceKpellMM (KIYIIMH pexuM). ITH BBOIMMBIE
B KayecTBE IOCTYJIATOB MOJENIH IMOJIOKEHHA He BBIXOMAT 32 PAMKH DPEajIbHBIX
daxToB.

TeoperHueckHil aHanu3 aBTOHOMHBIX PEXHMOB CeKpeUMH snpa, NpOBe-
JCHHBIH B NpPUGIMKEHMH [IBYX CYLIECTBEHHBIX TapMOHMYECKHX MOJ, OCUWUIA-
IMH, [JaeT [1Ba BO3MOXHBIX ACHMIITOTHYECKHMX DEXHMa aBTOKoJeGaHMH. ITO
CHHXPOHHbIE OcUWIIALMM (YpoBHA UAM®) M nepHonHyecKHe BHXpeBble aBTO-
BOJIHEL. Bo BHeliHeR 06acTH arperamMoHHOTO TOJIA HMH MHIyUMpYIOTCA PEXH-
MBI PaclipOCTpaHeHHA: B NEPBOM cliyyae — KOHIEHTPHYECKHX BOJIHOBBIX (POH-
TOB MMITYJILCHOTO NIPOH3BOACTBAa UAM®, BO BTOPOM — CHHPAJIbHAIX.

IonmyueHHbIe peXWMbI BOJTHOBOrO paclpOCTPaHEHMs AaTTpaKTaHTa OIlpe-
IeNAIT [Ba TUNA OPraHM3auMH IOTOKOB KIIETOK, OBHXXYIIMXCA X€MOTaKTH-
UeCKHM, MMEHHO T¢ [Ba THIA, KOTOphi¢ 3aPETHCTPHPOBAHBI B 3IKCIEPUMEHTE.

ITIl. Makpockonuueck¥ii KOHTpOJIb [OMBEPreHUIHMH KIIETOYHBIX THIOB B
nceBpomwIasMoguu. OOlueH 1eNblo paccMOTpeHHA GbII0 OBOCHOBaHHE M OIH-
CaHHE HAa A3bIKE MAaTEMAaTHYECKOH MOJeNH Tex UepT IpyINOBOro IOBeAEHHA
kietok D. discoideum B arperate, KOTOpble cOOGIIAIOT KJIETOYHOM Macce
THITHYHBIE YEPTHI MOPOTEHETHYECKOTO TOJIA.

CrnocoGHOCT K BRIGOPY MNOCTarperallMOHHOM INpPOTrpaMMbl pPa3BHTHA —
NIpecTeOIeBON WIIM NpeclopOBOH — BBOAWIAch B (OPMAIbHOE ONMCAHHE CTaH-
[DApTHRIM OOpa3oM Ha OCHOBe OOlued OWHAMHYECKOH MOMENU KOMIIETEHIINH
(I1.2) . 3aMKHYTOE ONMCcaHHe AETEPMUHAIMM KJIETOK B arperare, yYMThIBawllee
HapAdy ¢ KOMIIETEHIMEH K BHIOOpY 3KCIEPHMEHTAIBHO YCTAHOBJIEHHbIE (aK-
TOpBl €r0 KOHTPOJIA, 4 TaKXKE€ XEMOTAKTHYECKYI0 NOABHXHOCTh KJIETOK, Ha-
erca kuHerHuecko# cucremoit (I11.40) —(111.42). Ee mccrnepoBanne meTopamMu
KaueCTBEHHON TeopyH upepeHIMaNIEHbIX YPaBHEHHA B KOMOHHALMM C YHC-
JIEHHBIM aHANIW30M [PHBOOMT K cllenylollleH KapTHHE Pa3BUTHA MAKpPOCKOIHM-
YECKOro COCTOAHHA arperara.

Ha nepBom stane puddepeHIMpOBKH KIIETOK B paHHEM arperare Hx Ipo-
CTPaHCTBEHHOE paclipele/ieHHe MaKpOCKOMMYeCKH OmHOPOaHO. [To Mepe HakoIl-
JTIeHHsA TipecTeGNIeBBIX KIIETOK MaKpOCKONHYeckas ONHOPOMHOCTb KJIETOYHOH
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MacChl CIIOHTaHHO HapyuiaeTcst — B3auMHoe nputskeHue IICT-knetok, 06Gycnos-
NIEHHOE XEeMOTAKTHYECKOH aKTHBHOCTBIO, NPHBOJHT K HMX 2CCOUHALMH B KOM-
NaKTHhIe CKOIUIeHHsA. [IoIHOe TpOCTpaHCTBeHHOe pacciioeHne muddepeHny-
pOBAHHBIX KJIETOK B arperate OCYINECTBIIfETCSA B pe3yJIbTaTe OXHOHAIIPaBJIeH-
Horo xemMorakTudeckoro choca IICT-knerok x BepumHe arperara. Ilpu stom
cymiectBeH (paKTOp acCMMMETPHM TIDAaHHYHBIX YCIIOBHH AJIS aTTpakTaHTa — Ha
NOBEPXHOCTH arperara ¥ BAOJIb TPaHHLBI KOHTAKT2 €ro C MOIOXKOH. [Ipo-
CTPAaHCTBEHHAs CerperalMA KIIETOK YCTAaHaBJIMBA€T OCh MOCIENYIOIUMX MOp-
¢donornyeckHx npeoGpazoBaHMil arperara.

Konrpone nuBepreHUMH NyTeH pasBHTHA KJIETOK arperara, ocyulecTBJsAe-
MbIA OByMs nMbGYHOMpYOUMMU MopdoreHamMH, ofecrieunBaeT HaGIoaeMylo
perynauuio oGbeMHbIX [oNeH (He aGCONIOTHBIX KOJMYEeCTB) THIIOB mnbdepeH-
IIMPOBaHHBIX KIIETOK. HeoOXomMMBIM ycii0BHeM TaKoil MMEHHO peryisalMH
ABJIAETCA CyulecTBeHHasA mHcliponopims audy3HOHHBIX pagHycoB Mopdore-
HOB B OTHOLLIEHHH K pa3MmepaM arperata: Roye < L < Rnu, . llpu nanxom
yCIIOBMM JBYXMOpGOreHHass CHCTEMa KOHTpONA JCTEPMHHAUHH OKa3bIBaeTCA
HEOCTaTOYHOH A1l GOPMHPOBAHHA ONHO3HAYHOTO MAaKpOCKOINHYECKH YHops-
MIOYEHHOTO paclpenesienus HHGGEpeHIHPOBAHHBIX KJIETOK. YcroiumBoe dop-
MHMpOBaHHMe NarTepHa MHGdEpeHIMPOBKHM B Pa3BUTHH IiceBAOIUIazmMomusa oGec-
NEYHBAETCA BKITIOUCHMEM JOTIOTHUTENIBHBIX ABMOKYIIMX CHJI — XEMOTaKTHYECKOH
COPTHPOBKH ¥ aCHMMETPHH I'DAHMYHBIX YCIIOBHH.

B uenoM npepcTaBiieHHas Mofiellb MO3BOJIsIET HHTEPHPETHPOBATh He TOJIBKO
OKOHYaTelIbHBIH MaTTepH MHddepeHIUpOBKH TNICEBAOILIa3MOIHUA, HO M TOCIIeNo-
BartenbHple ¢asel ero GopMupoBaHusa. CyuleCTBEHHBIM B 3TOH MOCIIEIOBATENb-
HOCTH fIBIIAETCA TO, YTO NMPOCTPAHCTBEHHAsA YNOPAMOYEHHOCTb AMdepeHHHpOB-
KM JIOCTHraeTcs He IyTeM TPAHCIALMH MpefBApUTENIbHO yCTAHOBUBLIEHCA TO-
3HIHOHHOH MHGOPMALMH™, HO MyTeM XeMOTAaKTHYECKOH COpPTHPOBKH Heynops-
noyeHHo auddepeHuHpyommxca Kierok. IloguepkHeM, yTO CBOHCTBO peryid-
UMH [pONOpUMH MaKpOCKOIMYECKOro mnarrepHa IHddepeHIMpOBKH, HCXOOA
H3 KOTOporo ¢opMyJIHpOBanach oGILas Hied “TO3HUMOHHOW HHbOpMauHH”
[31], mpucyme u nceBmomnasmopuo. OMHAKO MpPH ITOM INpEJIOKEHHAsT HHTED-
‘TIpeTauHsl [AHHOTO CBOMCTBA HCKJIIOYaeT KaKyw-THGO pollb “HO3WIHOHHOH
uHdopmanmuu”.

IV. Camoopranusaus NpOCTpaHCTBEHHOH ¢OpMbI ICEBIOIIIA3MOIHA.
Ha6mopaempie npeoGpaszoBanus ¢opmbl arperara B Ipoliecce OGpa3oBaHMsA
MHTPHPYIOIIErO CJIH36€BHKA HHTEPNPETHPYIOTCA HA OCHOBAHHHM OGIMX (pu3H-
YECKHUX CBOWCTB KIJIETOYHOH MAacChl — IMOBEPXHOCTHOTO HATAXEHHA HA IpaHHLie
arperat — BO3HMYX W THAPOCTATHUECKOro JABIICHHA — H XeMOTaKTHYeCKOH
TIOIBMXKHOCTH B COYETaHHH C CEKpeliMell aTTpaKTaHIa.

O6wuMil aHANTM3 ¥ MAIUWHHAA HMMTAIHWsA, YYHUTBIBAIOINe HA3BaHHbIe (HAKTO-
Pbl, HAOT XOpOLlUee KaueCTBeHHOe COOTBETCTBHE ¢ HabIlofjaeMoN KapTHHOM

- dopmoo6pasoBanus. ledopMauusa KIIETOYHOH Macchl ABIAETCA MPOM3BOIHOH

B3aHMOIEHCTBUA ~XHMMUYECKOH™ M MeXaHHuecKOi’ cTeleHed cBOBOmBI. ITO
* B3AUMOJIEACTBHE TIPOABIIAETCA B 33BHCHMOCTH DpAaclpenelieHHs. aTTpaKTaHTa
~OT OpMBI TpaHMLBI ArperaTa, ¢ OfHOM CTOPOHDI, H BO BIIHSHHM 3TOTO pacipe-
NeNeHns uepe3 XeMOTAKCHC Ha IBHXeHHe KIIeTOK — C IpYTOH.

V. WHTepnpeTauusa sKclepHMeHTOB. IJaHO 06bsicHeHHE pe3yNhTaTOB OIH-
CAHHBIX B JIMTEpaType 3KCINEPHMEHTOB M0 pereHepauMH NCEBAOMIA3MONMA M3
H30JIMpPOBAHHbIX YAaCTe# M CEPHAHBIM TPAHCIUIAHTAUMAM. JTHMH ONBITAMH YCTa-
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HABJIUBAETCH HA/MuMe B IICEBJOIUIA3MOANM IOJTHOTO U YHUBEPCAILHOTrO (s
MHOTOKJIETOUHbIX) HaGopa CBOMCTB MOp¢OreHeTHYecKOro monsa. TemM campiM
HOHATHIO MOP(hOreHeTHYECKOTO T0JIs TIpHAaeTcA GU3HYECKHH CMBICI.

HNpemioxentpii MexaHH3M (GOPMHPOBAaHHA MOPGOIOTHYECKOH OcH B
PasBUTHM IICEBAOIUIA3MOMA YCIIEIIHO OGDBACHAET pe3yibTaThl, IMOJIyYeHHbIE
IpH MOMEILEHHH arperarta B HecTaHIAapTHbie yclIOBMA. B 3THX sKcllepHMeHTax
H MX HHTEpPIpETAlMH BBLUABIACTCA POJIb ACHMMETPHHM BHEIIHUX YCJIOBHH B IIpo-
uecce GopMoOOpa3OBaAHHSA.

§ 111.8. GopmymHpoBKa CBOHOH MOEITH
KOJUIeKTHBHOTO pa3BuTus D. discoideum

HocTynHpii ¢akTHYECKHH MaTepHai [0 MHOTOKJIETOYHOMY Ppa3BHTHIO
D, discoideum pomyckaer Gonee rnobanpHy0 MOCTaHOBKY BOIpOca, 4eM Ta,
B paMKax KOTOpOH npoBomwics aHawm3 B § II1.3—111.6. llo cux mop Msi Kax-
OBIH pa3 OTpaHHYMBAJIH PACCMOTPEHHE BhUIEIEHHOH (a30H pa3sBUTHUA, OTIIMYAIO-
LeHcAs OT MNpeAbiyIiiX H MNOCIENYILUMX XapaKTepHBIM MAaKpOCKOIHYECKHM
pexxumoM. IIpH 3TOM cTaBMIach 3amaya 0GOCHOBAHUA HAGNIOAAEeMON Ha TaHHOM
¢daze peopraHM3aUMM MAKPOCOCTOSHHA KIIETOYHOTO KOJUIEKTHBA, MCXOHA M3
JKCIEpUMEHTAIBHOA HHPOpMALMM O XapakTepHBIX I Hee GopMax aKTUB-
HOCTH MHIUB WY UIbHBIX KIi€TOK.

Hamra uens B Hactosmem naparpage — CBA3aTh PACCMOTDPEHHbIE JU3OMbI
KOJJIEKTHBHOro pa3Butusa Dd B ero emuHpid cucHapui. Taxum o6paszom, Ha
KOHKpeTHOM Iipumepe D. discoideum Mbl paccYMTbIBaeM IPOSCHHUTL OHY
NpUHIMIIHAJIBHYI0 4YepTy pasBHTUA MHOIOKJIETOYHBIX — €ro HCTOPHYHOCTb.

B oGmemM Buze Bonpoc craBuTcs ciepyioumm o6pazom. HabGmwopasa B ouTo-
reHese IOCNenoBaTeNnbHple MepeKIloUeHHs. B LiellH XapaKTepHbIX MAKpOCOCTOs-
HHUH, TOIDKHBI JIH Mbi OTHOCHTb MX HA CYeT ONpeJielleHHbIX MEepeKIIoYyeHUH B Te-
HeTHYeCKOM alnapaTe WIH MaKpOCKONMYecKHMe cOObITUA pa3BUTUA He HOIuU-
HeHbl CTONb OYKBaIbHO reHeTHYeCKOMy KoHTponw? I[lepecTpoiiku Ha Makpo-
CKOIIMYECKOM YpOBHe MOTTH Gbl NOATOTABIIMBATLCA He JIKCIpeccHeH HOBbIX
TEHOB M CHHTE30M HOBbIX O0ENKOB, a 3IBOJIOLMEH NapaMeTpOB MeTabou3ma
[Ip¥ HEH3MEHHOM COCTOSIHHM FeHOMa.

KoHeuHo, OKOHYaTenbHbI OTBET Ha IOCTABIIEHHBIA BOIPOC [IOJKEH ATh
IKcHepUMeHT. OJHAKo ceHyac 3TO MeTOJMYECKM HeBbIIONHHMAs 3ajava, Io-
CKOJIBKY 33peTHCTPHpOBATh B KIIETKE IOsBJIEHHE HOBBIX OENIKOB, €CllM OHY
IpeficTaBlieHbl B HeGONBIOM uYHc/ie KONMH, He TMO3BONAET YyBCTBHUTEIBHOCTD
COBpPEMEHHBIX METOMIOB, 3 AKTUBALMIO TPAHCK PHIII[HH HOBBIX F€HOB MOKHO 0O0-
HApY>KHMTb, TONBKO €CIIH CaMM TeHbl WIM cooTBeTcTBYlomad MPHK BrigeneHn:
H KJIOHUpOBaHbl. MHBIMH CIOBaMM, BO3MOXHOCTh PEIEHHA 3a[aud I[peMoia-
raeT U3BECTHBIH 3apaHee OTBeT.

Yem MoOXeT TOMOYD B JAHHOH CUTyalmu Teopus?

HenocpencrBeHHbIH KOHTpONIb MAaKpPOCKOMHYECKHX I[Ipe0Opa3OBaHHH B
Pa3BHTHM B JII060OM Clly4yae OCYIIECTBIRIOT HE TEHbI, 8 Te WIIH HHBIE HOPMbI MEX-
KJIETOUHBIX B3aHMOAeHCTBHH (KOTOpbIe MOLLYJIMpYIOTCA reHaMH) . D. discoideum
B 3TOM OTHOLUCHHH — YHMKaJlbHas U1l TGOPHH MOJETb, [TOCKONBKY MexKJle-
TOYHpIE B3aMMOJCHCTBHSA 3/1€Ch OIMCAHBI B JIKCIEPHMEHTE IOIHO KaK HH 11
KaKoH Jpyrod MHorokieToyHod cucremsl (§ III.1). 3tu B3aumMopeHcTBHA
06eCIeYnBaIOTCA XHMHUECKOH CHTHUIM3aUMEH W ONMMCHIBAIOTCH, IO KpadHeH
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Mepe Ha TOM YpPOBHe, KOTOpbIH TpebGyercs misi 0GOCHOBAHMA KOJUIEKTHBHOTO
MOBE[ICHUSA KIIETOK, (PeHOMEHOJIOTHIECKOH MOJENbI0 peaKHOHHO-IH (DY 3HOH-
Horo tHra (§ II1.2). Ecnn 6wl yganoce nokasaTh, YTO €OUHAA MOEb CIOCOGHa
HHTepIIpETHPOBATh LeNpIH pAN MNEepecTpoeK MAKPOCKOINHUECKOro COCTOSHHA,
He NpHBJIeKas BCAKHI pa3 HOBBIE IapamMeTpbl H IEepeMeHHbIe, TO 3TO Nalo bl
IOTIONIHHTENbHBIE OCHOBAHMA CYMTaTh MeTaGOTMUeCKHH ypOBeHb KOHTPOIsA
BeJIyLLHM.

MakpockonuueckHe npeobpa3oBanus B pa3Butuk D. discoideum, ¢ KOTOpEI-
MH I10 OT/EJIBHOCTH MBI HMENH [0 B [JAHHOH T7aBe, BKIIIOYal0T B ce6s MEIKO-
MaclTabHylo KJIETOYHYI0 KIIACTepH3auMioo, KPYHHOMACIITaGHYI0 BOJIHOBYIO
arperaumio, GpopMHpoBaHHe CTPYHHBIX NMOTOKOB arperupyrolx KieTok, cop-
THpoBKY nuddepeHnupyomumxcsa Kietok arperata. M3 skcnepMmeHta Ham
H3BECTHO, UTO NIPH BCEM 3TOM KOOpIMHAlMsA NOBEHEHHs KIIETOK OCYIRECTBIIA-
eTcs eJMHOH CHCTeMOR XMMHUYECKOH CHrHajlM3alMH, BKIIloyawiled B cebs mpo-
MU3BOICTBO U cekpeuuio HAM®, ero muddy3uno BO BHEKIJIETOYHOM IpPOCTpaH-
CTBe, pelenuio TAM® U HHOYIMpPOBaHHBIH OTK/IMK B BHAE CEKPEIMH H HAllpaR-
fIeHHOTO IBWkeHus Kietok (§ II1.1).

HenocpencTBeHHOH NPHUMHON MPOXOX/IEHHA YKA3aHHOH cepMHM MaKpOcCKO-
IMHYECKHMX I1epeCcTpoeK B pa3BUTHH D. discoideum sBNAETCA 3aKOHOMEPHAsA CMe-
Ha JMHAMMYECKHMX PEXMMOB curHanu3auuu. Kak yxe ormeuaniocs (§ IIL1),
KJIeTKH arperaifdOHHOro MNoJisA MocneOBaTeNbHO NMPOXOAAT PEeXHMBI HENIPEPBIB-
HOH, MOHOTOHHOH cekpemMd HAM® (mpu 3TOM YpOBeHb CeKpeUMH M Bpems
XXM3HH HAM® >BOIOIMOHHPYIOT Ha IOBOJHOBOH ¢a3e arperalliM — IEpBbIH
pacTer, 3aTeM BTOpOe MAJIA€T) , PEXKHM pITIeHHON aKTUBHOCTH U BHOBb — PEXHM
HelpepbIBHOH CEKPEMH, HO Ha GOJlee BRICOKOM YPOBHE, 4€M BHAyajle.

Takum 00Opa3oM, 3apjaya COCTOMT B TOM, YTOGBI OGOCHOBaTh 3TY CMEHY B
paMKax eIMHOH IHHAMHYECKOH MOJEIH.

Jlibass muHamMMyeckas MOJeNb, IpeTeHAYWoIas Ha ONHCAaHME HA3BAHHBIX
PeXHMMOB, IOJKHA CTpOMTbCA Ha 0ase pgByX INETeNb OOpaTHOH CBA3HM — MOJIO-
JKUTETBHOH M OTpHuarenpHOR. B nermu cuHre3a nAM® o6e metnum MMeWT OOHO
o0mee 3BeHO — amewwnarimknasy (All). JanHeii ¢epMeHT aKTHBHpYETCA
KOMIUieKcOM HAM®-penentop (nmonoxuresnpHas oGpaTHas cBA3b) M yrHeTaercs
MHrHGUTOpaMH (B TOM YHCITe [ITI0KO32, AMHHOKHCIOTH M Np. [176]). Yuactue
HAM® B OTpHLATENRHOH OGPAaTHOM CBA3M OGYC/IOBIMBAETCA €r0 CNIOCOGHOCTBIO
aKTMBHPOBaTh KaTaGoJIM3M BHICOKOMOJIEKYNAPHBIX INpeNUIeCTBEeHHHKOB HHIH-
Guropa (Hanpumep, rmukoreHa [16] Wi GenkoB, aKKYMYTHPOBaHHBIX aMe-
6amu B ¢ase nutanua [176]) . B skcneprMeHTe KOHTPOIMPOBAICA CYMMApPHbIH
nyn GelkoB, 3anaceHHpIX KiaeTkaMu D. discoideum, B BereTatuBHOM ¢ase H No-
Ka3aH er0 MOHOTOHHBIH PacXofl C XapaKTepHBIM BpeMeHEM 7 MOopAJKa YacoB B
Tipolecce KOJUIEKTUBHOTO pasBurisi [168]. Tem caMbIM Me[UIeHHO pacxomye-
MbId pe3epB NMHTaHHWA MOXeET CIIYXXHMTh MOKa3arefleM BO3pacTa WIH BpeMEHH
KOJUTEKTHBHOIO Pa3BHUTHA B NOMYJIALMH oo aloIinX Kierok [167].

s GOpMYJIHpOBKH 3aMKHYTOH MOZEJIM CHCTEMBI peryJisflIdH CHHTe3a
DAM® mbi Benen 3a aBTopamu paGoTei [176] BBOMKM JIOMOTHHTENBHBIA M-
Hamuyeckuil mapameTp R ¢ XapaKTepHOM NIKaJIOH M3MEHEHHA MOPAIKA YacOB
H 3BOJTIIOLMEHN, OITHCBIBAeMOH YpaBHEHHEM

O0R/9t =—k(c)R. (56)
3pmech, B COOTBETCTBHH cO CKa3aHHBIM BbIIIE, NOApa3yMeBaercs, U0 K(c) —

Boapacraomas ¢yHKIUA KOHIEHTpauuk tAM®.
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TockonbKy NpPOAYKTOM pacllafia NpeniiecTBEHHHKA (R) ABNAETCH HMHIH-
ourop (h), 10

h=N@Ro - R),

roe N — YHMCIO MOJeKyN MHTMOGHTODA, MOPOXKEAAEMBIX OTHOH MOJIEKYJION Npepn-
nrectBeHHuKa . (N > 1). C yyeTOM JIMHEAHO#H YGbUIH MHrHGHTOpa (OTTOK WM
HHAKTHBALMA) UMEEM [Jif MUHAMUKH A:

dh/3t =Nk (c)R — Kkph. (57

OtHocuTenbHble MaciuTaGpl BpeMEeHH 3BOMIONMK /2 M R ONpenensaoTcs BelIHUH-
HamMu N U Ky (BenuuuHa k7' ompenenseT MPONOMXHTEIBHOCTD pedpaK TepHOTO
IepHozIa PaTeiHOM AKTHBHOCTH aMe6 M COCTaBIfgeT OT [ABYX [0 HECATH MUHYT).
Tem campim 75 <€ 75.

3aMKHYTO€ [MHAMHYECKOE OIMCAHWE CHCTEMbl CHTHATH3AIMM TNOIyvaeTcs
noGapleHHeM K YypaBHeHHAM (56), (57) ypaBHEHHA aBTOKATaIMTHYECKOTO
BOCTIpOM3BOZICTBA UAM® M ero pacmaga nop [O€WCTBHEM THOPOJIH3YIOLIETO
depmenta — ¢ocdopuactepasbl, C YUeTOM CYIIECTBOBaHHA OIIpeMIeNieHHOrO
nopora aktuBaiuu All (xomiuiekcomM HAM®-penenTop) M HEKOTOPOro Ipe-
[ETIBHOTO "YPOBHA aKTHBHOCTH 3TOrO (epmeHta [118] ypaBHeHue mjis KOH-
HEHTpalUH ¢ BHEKJIETOUHOTO HAM® MO)XHO 3amucaTh B BUMIE

3c/at=b[foR) +f(c, )] —qR)c+DV?c. (58)

3pech fo — Ga3anpHpi, He 3aBHCALME OT BHewHero nAM®, ypoBeHb aKTHB-
HocTH All (cNOHTaHHas AKTHBHOCTB) , ¢ — OGpaTHOe BpeMA XH3HH BHEKJIETOY-
Horo nAM®. HenuneiiHasa (QyHKIHMA NPOM3BOACTBA U ceKpeuuu uAM® f(c, k)
HMEeT BUJ, NpelCcTaBiIeHHbiH Ha puc. 17. XapakTepHpi MacmiTrab BpeMeHH M-
HaMMKH h onpefieNifeTca BeTMUHHOM g U cocTamiser 7, ~ 10 ¢, 1e. 7, <€ 7.

YpaBuenua (57), (58) omUChIBAKT JMHAMHYECKHE PEXHMBI CUTHAIIM3ALHH
B IIKaJle BPEMEHH ¢ MaclraGom 7 mopsgka muHyT. [lapamerp R B 3THX ypas-
HEHHAX M B JAaHHOM MAaclTabe BpeMEHH MCHONHAET pONlb YIPABJIAOLIEIO —
pPa3sHpIM 3HAYEHHAM R COOTBEICTBYIOT pa3IMyHble OTHOCHMTEJIbHBbIE PacNoONIo-
KeHHA HYJI-M30KIIHH Ha a3oBoit mnockoctu {c, 7 }. llpu aToM o Mepe yGpiBa-
HAs R M3MCHEHHME CHTYalMM HAa (a3oBOH IUIOCKOCTH NPUBOOUT K NOCHeNoBa-
TeJIBHOH CMeHe IMHAMMYECKHMX PeXHUMOB CHTHAIBHOW CHCTEMbI: a) TOMeOCTaTH-
yecKas peryjifiMsa ¢ OTHOCHTENBHO HM3KHMM ypoBHeM HAM®, 6) cocrosmue
BO36YIMMOCTH - (pa/ieiiHas aKTHBHOCTB), B) CAMOTOJIEPKHUBAIOUINECH OCLHII-
nanuy BAM®, ) TOMEeOCTaTHYeCKHH peXUM ¢ MOBBILIEHHBIM YPOBHEM CEK pETH-
pyemoro HAM® (cm. puc. 18). Kak BHIHO, MMeET MECTO TaKas e NOCNenoBa-
TEJIBHOCTh PEXUMOB reHepaumd DAM®, xakas HaOmopmaeTcs B 3Kcnepnme}ne
(cp.c § IILD).

B monHOH cHcTeMe, BKIi0Yalllied YpaBHeHHE IBOJIIOLMM YNpAaBIIAOLIETO
napamerpa, (56)—(58), HasBaHHAA NOCIENOBATENBHOCTD ocymecmnxe'rcx 6e3
KaKOTO-IMGO0 BHEIIHEro YIpaBlIeHHA — ¢ pOCTOM BPeMEHH.

KayecTBeHHOE OMNMMcaHHE 3BOJIIOIMU PEXHMOB TOUEYHOH IIMHAMMKM CHCTe-
MBI CHTHanu3anuy HAM®, npoBeneHHOe Bbille, He ABJIACTCA OPUIHHAJIBHBIM pe-
3yJIBTATOM JQHHOH paGoTsl (cM. [176, 179]). OmHako B IHMTHPOBAHHBIX pa-
60Tax OCTAIOCh HENMPOACHEHHBIM cClleaywlliee BaKHOe O6CTOATENBCTBO. Temn
YepeNOBAHUA PEXHUMOB reHepaunu HAM®, T.e. TeMNl pa3sBHTHSA, HEOTHOpOIEH
B TIONYJISUAK KIIeTOK. ECIM B Hayasie BOJHOBOH CTajjMM arperaiyy Npak THYECKH
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BCC KJIETKH HaXOMATCA B PeXkMME PIICHHOH aKTHBHOCTH, H3 CTAfMM CTpYHHOMH
arperalMy 3aMeTHas oNA KieToK (~107?) cTaHOBHTCA aBTOHOMHBIM, PHTMH-
YeCKHM HCTOYHHKOM UAM® [118]. B nceBmommasMopguu 3Ta mofis He OLEHMBA-
71ach, OJJHaKO MOKAa3aHoO, 4TO NMPeCnopoBasg 0OacTh B efIOM ceKpeTupyeT TAMO
purMmyeckl [173]. B 1O ke Bpems, mo kpaifHeil Mepe, yacTh pecTe6eBBIX
KJIETOK ceKpeTHpyeT UAM® B HempeppIBHOM, MOHOTOHHOM pexume [173].
310 06CTOATENBCTBO CYINECTBEHHO M YUMTHIBATIOCH HAMH NpH PacCMOTpEHHH
Mopienei crpyiHo# arperanym (§ II1.4) u coprHpoBku nuddepeHUMpYIOILMXCA
KIIeTOK B NceBpomtasmomuu ( § IIL5, II1.6) .

B pamkax pacumpenHo#t momenu (56) —(58) yka3zaHHOe HapyllleHHe OQHO-
POMHOCTH BO3HHKaeT caMO coGoH Mo ciepmyiouiel NpuunHe. B xope kpynHo-
MacuITaGHol BOJTHOBOH arperalMi HapyIuaeTCsl OJHOPOIHOCTh KJIETOMHOTO
HONA — B UEHTPE arperalliOHHOH TEPPUTOPMH MOBBIIMAETCA KIIETOUHasA IUIOT-
HOCTb. 3T0 B cuily (58) NpPUBOMMT K MOBBIIIEHUIO CPEIHETO YPOBHA KOHUEHT-
pauuu TAM® H cornacHo (56) K YCKOpDEHMIO Temna 3BOJIIOLHH Napamerpa R.
COOTBETCTBEHHO KIIETKH B 3TOH OONACTH C ONEpeXKEHHEM IO OTHOILUEHHIO K
KJIETKaM Ha NepH(epH arperallHOHHOR TepPUTOPHH OKAa3bIBAKTCA 33 MOPOroM
OCUWUIATOPHON HEYCTOMUMBOCTH M NMEPEXOAAT B PeXUM ABTOHOMHOH, pHTMM-
yeckoll cekpenvH. COpMHpOBaBIIMicA TaKMM 06pa3oMm’ Nepenap, 3HaueHHi
yTpaB/IsAONIEro NapaMeTpa R He ycTpaHseTCsA B NOCHEAyIOLeM Pa3sBHTHH arpe-
raTa M [posiBJIseTcA B ABYX pejd#Max cexpelimd DAM® — MOHOTOHHOM, Helpe-
pbIBHOM pexaiMe, xapakrepiom miisa [ICT-kinerok, H pUTMHUeCKOM, TIDHCYIHEM
MCII-knetkam (puc. 29).

HesaBHCHMBIM JOBOJOM B NMONB3Y NpegmoyiaraeMoi momenu (56)—(58)
0GpaTHOH CBA3H GhICTPOH JMHAMHKM KOHUEHTpaumid ¢ U h M MemjIeHHOH nuHa-
MHKH MapaMeTpa R, T.e. 3aBHCHMMOCTH Temila 3BOMoIMH R 0T ¢, MOryT ciy-
XHTh M3BECTHBIC [IAHHBIE OO YCKOPEHHH Pa3BMTUA aMeG C POCTOM HCXOTHOH
 KOHUeHTpauuM Kiletok [118]; 6Gonee mioTHasm' OMyNAUMA paHbIle HEPeXOTHT

B PeXXHM KpYNHOMAcCINTaGHOM arperamyu. ‘

lonHasn mMHAMHYecKas MOIENb MAJIA arperauMoHHOM ¢aspi pasButHa Dd
COEEPXHMT HApANy ¢ YpaBHEHMSIMHM CHrHAmbHOM cucremsl (57), (58) ypaBHe-
HHE [T MOBEPXHOCTHOM IWIOTHOCTH KIeToK (cM. § 111.3):

ab/at-_- "djV.’b; "b =pbVe —Dbe. (59)

Mocne H06aBIeHMA K NpeXHMM YpaBHEHHAM arperaumoHHoro nons (57)—
(59) NONONMHMTENIPHOTO, ONMHCHIBAIOILETO 3BOJIIOLMIO YIIPABIIAIOILEIO NapaMeT-
pa R, mopens npuoGpena HOBOE KayecTBO — HMCTOPHYHOCTh. Elo ONHCHIBaETCA
6onbIe, YeM COBOKYIHOCTb OTHENbHBIX XAPaKTePHBIX PEXHMMOB KOIJIEKTHB-
HOTO MOBeOEHHs KJETOK. 3TH PEXMMBI 3aKOHOMEDHO CMEHAIOT ApYT ApYra p
MeTyleHHO nKane BpeMeHH (Tp ~ k™'(c)). Bpems pasBHMTHA NpH 3TOM Ma-
TepHATH3yeTCA B M3MeHeHHH NapameTpa R.

~ Opnaxo passutve Dd BpojoibKkaeTcs H NOCie 3aBepLICHHs arperanuu ame6
(3 II1.1). Murepnperaumy XapaKTepHBIX MAKPOCKOIMYECKHX COGBITHA HOCT-
arperayMOHHOTO passuTus Gbuth nocBsmeHs! § I11.5, IL.6.

M3 3KCTEepHMEHTA MBI 3HaeM, UTO ABMIAETCA TPHITEPOM, BKIIOUAIOLMM
QCTarperaiuoHHyio porpammy passutda (IIAIIP) knerox Dd. Ito dpopmu-
pOBaHMe CIEHMATH3MPOBAHHBIX KOHTAKTHRIX CIPYKTYD MexIy KIeTKaMH
H ypOBeHb KOHUEHTpauuM UAM® — Bpmue Hexoroporo mopora [152, 153].
OBa Ha3BaHHBIX $AKTOpa B HOPMATBHOM PA3BHTHH ABJIAITCA IPOH3BOTHEIMH
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R Puc. 29. JBoniouusa ynpawigioILero napa-
Merpa R B AByX ofNacTsX arperalMOHHO-
ro nons: I — sapo arperauHOHHOH TeppH-
TOpHH, II — ofnacTh BHe ffpa C TMOHH-
skenHo#t KnertoyHolt WioTHOCTHIO, UnTep-
BaJIbl 3HaueHHH R [—4 COOTBeTCTBYIOT
OHHAMHYECKHM peXXHMaM &—2 CHCTeMbl
CHTHAIM3aLHH Ha pHc. 18

Puc. 30. Bun ¢yHKUHM KOHTPONA MOCT-
arperallHOHHO# JIeTepMHHALHH KIIETOK
D. discoideum f(a) + ad — Bn. Komne-
TeHUHA K JHBEPreHUWH KISTOYHbIX THIOB
COOTBEeTCTBYeT GUCTaGWILHOCTH B [IMHa-
MHKe 2 (f) u npegnonaraeT HafIKpHTHIEC-
KHit ypOBeHb YMPaBIAIOIIETO TMapamer-
pad

\ d<dyy

arperaunoHHo# ¢aspl. IT0 MO3BONAET CIMTH B €IHHOH MOHENH arperauuoHHbIE
M MOCTArperalHOHHbIE PEXHUMBI NIOBEIeHHA KIIETOK.

3ameuanue. Camo skmoyenre [AIIP 3aBeqomMo He MOXeET TpaKTOBaTh-
¢ Kak coGbITHe, KOHTpOJHpYeMOe JHIIb Ha MeTaGonmueckom ypoBHe. Kak
yxe ormeuanock (§ III.1), 5TOT mepexop BBI3BIBaeTCH CYieCTBEHHBLIMH Ile-
pecTpOHKaMH B CHEKTpe 3KCIpeCCHPyeMBbIX TeHOB. MbI He MOXeM IpeTeHJIO-
BaTh Ha CKOJIbKO-HHGYNp IMOITHOE M afeKBATHOE OIMMCaHMe NAHHOTO YPOBHA pe-
rynaouu. OpfHako, NpHAEpXHBAACh OYeHb OGILUEH HOEONOTHH, BBIPaXKaeMOH
Ha s3pIke ¢heHOMeHONorHyeckoro napamerpa nmopspxa (§ I1.5), mbr Moxem
BKIIOWITh B PACCMOTpEHHE INIABHYH OTJIMUHTENbHyI ocobeHHocTh ITAIIP —
OMBEpreHLMI0 KJIETOYHBIX THIIOB B IICEBAOIUIa3MOOMM. B cOOTBETCTBYIOMIMX
TePMHHAX E[MHCTBEHHbIM IpHOGpeTeHHeM KJIETOK arperara sBIIS€TCA CIO-
COGHOCTb BLIOOPa ONHOTO M3 ABYX aNbT€PHATHBHBIX COCTOSIHHH TrOMEOCTaTH-
yeckoro paBHOBecus, T.e. [ICT wmu IICII — Tun perepmuHaumu. JIauHoi oco-
OEHHOCTBIO He 06J1aaloT aMe GOHIHbIE KIIETKH.

B pamkax mopenn perynsuuu IIAIIP, mpemtoxenHodn Hamu B § IILS,
OHCTaOWIbHBIA peXMM OMHAMHMKH KOHTPOJIBHOTO IapameTpa JeTepMHHAUMH
@ YCTaHaBIMBAaeTCA TOIBKO IpH HALNOPOTOBOM 3HaYeHHH KOHIEHT pauuu JTUD.
Tem camMpIM IpeBhiLICHHE 3TOTO NOPOra MOXET PacCMATpUBATHCA KaK CHUrHAN
K TepeK/IOYeHHI0 B IOCTArPEralHOHHBIA PEXHMM PpasBHIMA M, Ha0GOpoT, MpH
d < dyp KneTkH nmenupdepeHIMpyOTCA B aMeGonHoe cocTosrue (puc. 30) .

QopManBHO 3TO MOXHO TpPaKTOBAThb CliefylouM o06pazoM. Beoparcs
oGbeMHBIE KOHLEHTpalMKH amMeGOMIHBIX KIETOK b, NpecTeGlieBbIX KIETOK D1,
H IPEeCOpPOBBIX KIIETOK P, . YpaBHeHHe IBHKEHHMA IA b C Y4eTOM CKa3aHHOIO
¥MMeeT BHJ :

8b/0t = —10(d — dicp)b +K20(dxp ~ d) (P1 +P2) +divJ), (60)
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rae wieHoM divJy, YUMTLIBaWICA KIETOYHbie NMOTOKH J, = ubVe — D,Vb.
[épexoueHne Mexay aByma Tviame netepmuHaum ICT u IICH omuceiBaeTcs
ypaBHEHUAMH

0
Tpl‘ = 0(d — dyp) [K3P20(@ — ao) —Kap1 (a0 — a)] —
t

—0(dyp —d)p; — divJ,,l R

(61)
9p2 B
= 0(d — dyp) [Kap10(a0 — @) — K3p20(@ — ao)]
—8(dyp — ) p2 —divdp,.
3mech a9 — HNOPOroBbI YpOBeHb NapameTpa [ETEPMHUHALHH a, cooTBeTCT-

ByIOLIW# Nepexitoveruto Mexay HICT- u [ICII-runamu (cMm. § 11L.5).

Hanee, mna ¢opMaTbHOro BbIpakeHHA TOro (axra, YTO NEpEKTIYECHHE
B [IAIIP 06ycrnoBnuBaeTcs BBICOKMM ypOBHEM KOHIeHTpaiuu HAM® (uem,
KaK OTMevaroch Bhille, obGeciieuMBaeTcA CBA3b arperaldoHHOro M nocrarpera-
IHOHHOTO IIePHONOB pa3BHIHA Dd), B ypaBHeHHe OHMHAMHKH (35) po6aBnser-
cA wieH §(c — ¢o) . Takum oBpazom, s d (t) umeeM

od 1
— = — [kq8(c —co)a +do(R) —d] +DyV%d. (62)

at T.d
3pmeck ¢ — ypoBeHs UAM®, KOTOPBIA, KaK CUMTAETCs, JOCTHTAETCs B arperare
(Wi oGaBieHHEM 3K30TeHHOTo UAM® B IKCIIepHMEHTAX C AMCATPETHPOBAH-
HBIMH KIeTKamH [155, 157]).

Jisa mapaMeTpa KOHTPOJA JETEPMHHALMH @ ¥ [JIA KOHIEHTPAIKK BTOPOTO
u3 mapst MopdoreHoB NH; ypaBHeHHA NBMXEHHA COXPaHAEM B IpEXHEM
Buge (cM. § II1.5):

oa 1
— = — [p(@) +ad - fn] —a; divJ;, " (63)
ar Tq
on 1
— = — [Kkna — k] +D,V?n. (64)
ot Tn

3meck cymMMa B IIpaBOM YACTH IIPeACTaBiseT cOOOM BKIIaf OT TPeX KJIETOYHBIX
HOTOKOB Jp, JPx’ Jpz'
Hanee, ' ¢ yueToM pealbHOH Mepapxud BpemeHHbIX Macurabos (§ IILS)

Tn>Td < Tas ’ (65)
COXPaHEeHHA MOJTHOTO YHCIIA KITETOK
b +p, +ps = const = b, . (66)

H MEPapXUH MPOCTPAHCTBEHHbIX MacLITaboB (§ IL5)
4Dy € L* < 1,D, (67)
cHcTeMa ypaBHeHuﬁ (60) —(64) moxer ObiTp pendyumpoBaHa. Bo BpemeHHO#H
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HiKane ¢ Macrabom T ~ T, HHTerpupoBanne (62), (64) maet:

728y = [p(@) +ad —v{a)]—a;divJ;, (68)
p

~ 1 R
d=fdoR()) —e ¢ dp+0(c—co)lkga +R2V?a].
P

YpaBHenua (61), (66) nerko CBOJATCA K OAHOMY — IJIf KOMIEHTpaUMH
TICT-xnetok py :

op;

— = 0(d - dyp) [ka(bo — 1) (@ —a0) —

—Kkap10(@o —a)] — 0(dyp —d) p1 —divJy, . (69)

Bce M3M0XeHHOe BbIille pe3l0MUPYeM CBOJHOH CHCTEMON YPaBHEHHH :

Ry = ~k(O)R, (70)
hy = Nk(c)R — kph, (71)
¢t = b[foR)+f(c, W] +f1p1 — qR)c + D Ve, (72)
by = —Kk10(d — dyp)b +Kk20(dycp — d) (bo — b) — divJp, (73)
a, = —— [p(@)+ad - y{a)]-badivly,, (74)

a
Piz = 0(d — dyp) [K1(bo — 1) 0(a — ao) = k2p,0(ae — )] —
—8(dyp —d)py —divJ, , (75)
roe

p

~ 1 — %=

d = [doR(r)) — e Rddp+0(c—co)lkza+REV?a];
P

do < de < do +Kda'

Mo cymectBy matemaruueckas mogens (70)—(75) mpepcrasnser coGoit
obvemuHenHre psafa Gojee YaCTHBIX Mofene, KOTopble, KaK NoKa3al aHalu3
B §II1.3— II.7, B cOBOKYNHOCTH MO3BONAKT OGOCHOBaTh BCE XapaKTepHbIC
PeXHUMBI KOJUIEKTHBHOTO NOBefeHHA KJeToK Dd oT Hauama MHOTOKJIETOYHO-
¥0 pa3BMTHsA mo ¢opmMHpOBaHUA NceBOoIUIa3MoauA. O6bemMHeHHe B6bUI0 IOCTHUT-
HYTO HyTeM Oo6aBJieHUA 3BOIIOIMOHHOTO YPaBHEHHA IS YIPABNAIOILEro Napa-
MeTpa R M CONpsMKeHWA arperauMOHHOH M IOCTArperauMoHHO#M ¢a3 pasBUTHA
[IOCPE[ICTBOM BBeIeHMA 3aBUCHMOCTH [IMHaMHKH MopdoreHa d OT YpOBHA
KOHIEHTpauuu tAM® *)

*) 3necs ypasHenus Wit b ¥ ¢ 0GO6LUEHDb] IO CPABHEHHIO C COOTBETCTBYIOIUMMH ypaB-
HEHMAMH Ha arperauuonHoft dase (58), (59) c yuerom nuddepeHuHanHu KIIETOK B arpera-
Te. [fompasymeBaeTcss Takxe, UTO B 3ITHX YPaBHEHHSAX OoikeH ObITh cHenaH mepexop OT
NOBEPXHOCTHEIX KOHIEHTpauui b M ¢ K COOTBETCTBYIOLMM OGBeMHBIM, Korma b (1/cm?)
CTaHOBHTCS Gomnbllle COOTBETCTBYIOLIEH BEIMUHMHEI B MOHOCIIOE,
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Mpsamoc MHTErpHpOBaHHE CHCTEMbI MUHAMHYECKHX ypasHeHu# (70) —(75)
TpeOyeT NPUBJICUEHHs TAKHUX CPEJICTB BBIYMCIMTEBHOM TEXHHKH, KOTOpPbBIE
aBTOPY HeZOCTYNHbl, OJIHAKO KauecTBEHHOEe MCCIeIOBAHME TOBEICHUS B paM-
KaX [OCTPOEHHOH MOZEIH MpoBeCTH MoxHO. M3 mpempiiymmx mnaparpados
OaHHOHW TJIaBbl MBI yXX€ HMEEM pe3yJIbTaThl AHAIM3a NOBEIEHHA UTA OTIETb-
HbIX TIOACKCTEM COBOKYNHOH mopaenu (70)—(75). OcraeTcsa NpOACHAUTH JIMILID,
KakK ’cpabaThIBalOT’’ BBEIEHHBIE 3[I€Ch CBA3KH 3THX NOACHCTEM. Cienyrowmas
HIXKe CJIOBECHAs CXeMa J1aeT KaueCTBEHHBIH OTBET HAa 3TOT BONPOC,

HauanpHble YCITIOBHS COOTBETCTBYWT ONHOPOMHOH KIIETOYHOH MNOMYJIALHM
b = by, B KOTOPOH 3HaUeHHEe R OTHOCMTENIBHO BEIIHKO, a f, — 0a3aibHBIA ypo-
BeHb cuHTe3a UAM® — mano (cM. puc. 29). B COOTBETCTBHH C ypaBHEHHAMH
(71), (72) crauroHapHBIi ypoBeHb /1 BENHK, a fo Majl. Bemuumusl ¢ M d HHXe
TIOPOrOBBIX 3HAUYCHHH Co U dyp, COOTBETCTBEHHO, TaK UTO ypaBHenus (73) —(75)
HMEIOT CTAlIHOHAPHBIM PEILEHHEM

a=a,, p1=0, bzb(). (76)

C napemmem R cormacho (70) pacrer Benuunna fy (§ [IL1.3), uro upuBomiT K
CTNOHTAHHOMY MeJIKOMACUITaGHOMY pacciioeHHIo Kietounoro mois (eMm. (72),
(73); § M1.3). Jamee, pocT BelWuMHBI f, BO3BpalaeT KJIETOYHOE IOJe
B I0IOpOroBoe romorenHoe cocrosnue (§ 11.3).

HanbHedinee yObiBaHue R TPHUBOJMT K CHHXXEHHIO YPOBHA h, B pe3ysibTaTe
uero curhaipHas nojacucrema (71), (72) oka3sbiBaeTcss B OKAYIIEM DPEXHME
paneitHoM aKTHBHOCTH (puc. 186). Bo30yXHalwTIcs aBTOBOJHOBBIE PEXHMBbI
CHTHAIM3aLMH M OTCJIEKHMBAIOIIME MX PEXKHMBI XEMOTAKTHUECKOH aKTMBHOCTH.
QOpMHUPYHTCA CKOMIEHUs KJIETOK B LEHTPax paclpOCTPaHEHHA BOJIH 4TTpaK-
TAHTA M BBITEKAMLICE OTCHAA PACCTIOCHHE KJIETOK arperalidoHHOro HOJiA 1Mo
3HaueHHI0 YyIpaBismiowiero mapametpa (puc. 29). B pamkax ypaBHeHHH
(72) —(74) dopmupyeTcs xapaKTepHas KapTHHAa CTpYHHOM arperaiHu
(§ N14). C 3aBepmieHHEM aKKYMYISILUHH KJIETOK B LEHTPax arperaidoHHbIX
TEPPUTOPHHA YyPOBEHb ¢ CTAHOBHTCA BBIlIE NMOPOTOBOIO Cg, @ d B COOTBETCTBHU
¢ (75a) nogHHMaeTCs Hapi MOpoToM dp. B cuny (74), (75) BenuunHbI @ U py
BBIBOJATCA M3 CoCTOosHMs (76) — BKIIIOYAETCs NMOCTArPETallMOHHAN THBEPTEH-
IS KJIETOYHBIX THNOB M MX NpocTpaHcrBeHHas cerperaums (§ IS II16).
TeM caMbIM IIPOMEXKYTOUHAS LeTdb KOMJIEKTHBHOTO pasButHa D. discoideum  —
¢$hOpMHUPOBaHHE NCEBJIONIIA3MOJIHA — JIOCTUTHYTA.

Kako#t uenu [OCTHINIM MBI B pe3yJsibTaTe NPOBEJEHHOTO B HACTOALIEM
maparpade paccmorpenusa? [Moctpoennoit momensto (70) —(75) Bce Habmro-
JaeMble  MAaKpOCKOIIMYeCKHe  COOBITMA ~ OHTOrEéHe3a  ICeBHOIUIA3MOMIMS
D. discoideum cBA3piBawTCA B efuHY Lenb. TakuM 0OpazoM, yxe He TOJIb-
KO OTIeNbHbIE MAKPOCKOIHUECKHeE NePeCTPOAKH B KOJUIEKTHBAX KIIETOK JIdHHO-
FO MOJIENIBHOTO MHOTOKJIETOYHOTO OPraHA3Ma, HO M HX 3aKOHOMEPHOE uepe-
HOBaHMe NOJIYYaloT NMOCIIeOBATEIbHOe 0GOCHO BaH e,
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FIABA IV

CAMOOPTAHH3AIIHA PABMETKH
IMPH NMHTEJIMANIBHBIX MOP®OTEHE3AX

§ IV.1. Yuupepcanbuas paamMeTKa
MophOoreHeTHIECKOH AKTHBHOCTH MHTEIIHEB.
AKTHBHBIe fedopMalHH KIIETOK

H yIpyrHe HanpshkeHHs B 9MOPHOHaNIEHOM MaTepHare

Opuum 13 Beaymmx ¢opMooGpasyouMx MexaHM3MOB B 3MOGpHoreHese
AsnAICA AedOpMAMM IMMTEIMAIBHBIX IUIACTOB: CKAAAKH, BHINAYMBAHMUA,
u3rubpl ¥ 1.0, [1]. JauHbiii THO MOpGOreHeTHUYECKOH AKTHBHOCTH XapaxTe-
pH3yeT CTAaHOAPTHAsA [MOCIEeNOBaTeNbHOCTh Gosnee 3neMEeHTapHbIX MpeoGpa3o-
BaHuil. [Ipexae BCETro OCYWIECTBIAETCA pa3sMETKa — B SNMMTCTIHATbHOM TKaHH
BbIAENACTCA O6JIacTh, KOTOPOM IOKa TOJBKO NPECTOMT NPOABUTL MOpdoreHe-
THYECKYI aKTHBHOCTb. B 3TOil 0OIacTH KIIEeTOYHBIH IUIACT 3aMETHO TOJILLE,
YeM B OKPYXAIOLMX, 32 CYeT YIJIHHEHHs IKJIETOK B HOpMAJIBHOM K IUI&CTy Ha-
npaBreHun Mopdonoryeckoi nonsapusauun (pHc. 31). 3aTeM crlemyeT aKTHB-
HO¢ [BHXEHHe HMEHHO 3THX KJIETOK, KOTOpOe M TIPMBOJHMT K [AehOpMalHH
mwiacra B uenoM [197].

O6pa3oBaHMe MOJIAPH3OBAHHBIX KIIETOYHBIX TOMEHOB, MOCTENEHHO 060c06-
MSIOUWMXCA OT OKPYXKAIIWHX, TAHTEHIIHATIBPHO PAacTATHBAEMBIX KIIETOK, MOXHO
CYHTaTh YHHBEPCAJIbHBIM HayaJioM eIBa JTH He BceX MopdoreHe3oB MHOTOKJIE-
TOYHBIX XMBOTHbIX. HanGonee THrMuHbie M oOumMe npuMepbl — oGpa3oBaHue
3apOMBIIIEBBIX MATEH, WHMTKOB HWIIH MOJIOCOK MPH MepoOiacTHYECKHX THIAX pas-
BUTHA (HalpHMep Yy HACEKOMBIX); O0GOCOGIeHHe MOJISPU30OBAHHBIX KIIETOK
NpPe3yMITHBHOH 3HTONEpMBbI Tiepell HayaIlOM M B MpOlLlecce €e HHBarMHAUMH OT
pacTaruBaeMoit sxktomepmsel [17]; monApH3auMs KJIeTOK HEPBHOM IIACTHHKH
mepex HaualoM Hedpynsauud [17]; o6pa3’oBaHMe 3KTOLEPMAIIBHBIX IUIAKOJ
opraHoB 4yBCTB [199], anukanbsHeiX rpeGelikoB MapHBIX KOHEYHOCTEH M T.IN.;
NONAPH3AUMA KIIETOK OCEBOH Me30epMsbl Mepel HauawloM COMHTOreHe3a [23]
(cM. pHc. 32 ¢ HEKOTOPBHIMH H3 HA3BaHHBIX [PHMEPOB) .

HavanbHeie yClTIOBHs BBIIENICHHS MOMAPH30BAHHBIX JOMEHOB Ppa3/IHYHBL:
B PaHHEM Ppa3BHTHH OHH MOTYT OBbITb CBA3AHBI C aKTaMH OOIUIa3MATHYeCKOH
cerperaliii (6rmacTynia — racIpyjia MOPCKOFO €Xa), MO03Xe, KaK ye TOBOPH-
JI0Ch, — ¢ HHOYKTOpPaMH. BaxHo, ogHaxo, OTMETUTDb, YTO NMPaKTHYECKH HHU B Of-
HOM CJlyya¢ HAaYaJIBHBIC YCIIOBHA He IpeJONpeNeNsioT rpaHuy GyaymMXx goMe-
HOB, B pspme crnyuaeB (moukoBanMe y acuUMSMA M JPYruX BUIOB) JIOKANbHBIX
HaYalbHBIX YCIOBHH BOOOIIE HE ynaercss OOHapyXMTIb M MOXHO TOBOPHMThH O
YHCTOH’ caMOOpraHH3aumy noMernos [201].

Hanm Bonpocs! oTHOCATCA HMEHHO K (a3e BoiwieHeHHs o6acTedl MONAPH-
30BaHHbIX KkJeToK. IIpH 310M MBI Oymem HHTepecoBaThcsl HE CTONBKO IPHUH-
HOH ¥ MeXaHM3MOM JieopMatMH KIIETOK, CKOJIBKO KOOpAHHANHEH 3TOH HopMbI
X akTHBHOCTH. [loueMy, BO3HMKasA JIOK@ILHO B OIpelelleHHOM MecTe IUIacTa,
OHa pacNpOCTPaHAETCA Hajee, HO JIMIIb [I0 BIOJIHE OIpEjeNeHHOro mnperena?
MoryT mu pedopmManuM KIIETOK CaMH OPraHH30BAaThCA B KJIETOYHOH MACCE HIIH
9Ta OpPraHM3auHsA MOJYHHEHA CIICLHATIBHOMY BHeUIHeMYy Kosrponwo? B coor-
BETICTBHH ¢ oOmwMM ayxoM paBGoThl Mbl JIOMXKHBI O0GOCHOBaTh HaGnmwomaemoe
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Puc. 31. CranpapTHas nocnenoBatellb-
HOCTH CODOBLITHA B mpoliecce (GOPMOOG-
pa3oBaHHsi Ha OCHOBe nedOpMalliH
3apOdBIILICBOrO 3MUTeNMsA: | — Hauyalb-
Hoe COCTOsIHHUe, /I — BbIWICHHE JOMeHa
KOJIOHOOGpa3HbIX KIeTOK — pa3MeTka
mopdoreHeTHuec KoM akTHBHOCTH, 1] —
JIOK &TbHOE BHITSIYMBaHHeE I1acTa

Puc. 32. HexoTtopsle npumepr! Gopmo-
0o6pa3oBaHHsI Ha OCHOBE JIOKAIBHBIX
BBIISTYHBAHUN SIHTeN HATBHBIX CTCHOK:
I — Ornactyla H racTpyjla MOpPCKOIO
exa, Il — paHHee pa3BMTHe Hae3[HUKa
Prestwichia qquatica [200}, III — yvac-
TOK OpiOWHOA 3KTOHEpMbI NTHUHHKH
meuexBocTa Limulus ¢ 3avaTrkamu rna3
¥ (pOoHTaNbHOTo opraHa [199]
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dbopmMUpoBaHME HAIKIIETOYHOH YNOPANOYEHHOCTH B 3MOPMOHAIBHOM MATEpHa-

JIe, UCXOA A U3 er0 Borlee 37IeMEHTapHbIX CBOUCTB.

Huxe paeTcsi HEOONBILOH 0030p IKCIEPUMEHTAIBHBIX CBEIEHHH Ha 3TOT

CYUET.

1. Nonsapusauus >MOPUOHATBHBIX KJIETOK — AKTHBHBIHA Ipouecc, Tpebyo-
IMEA 3aTpaT MeTaBoJIHYeCKOH 3HEPrHH. DKCNePHMMEHTAIBHO HOJIAPU3aUUA Kile-
TOK B TKAHH UHAYUUpPYETCA NpPH HaPYIIEHUM MEXAHHYECKOro PaBHOBECHA B
MHTAKTHOM 3apOfbILIE MyTeM pacceUeHMsi TKAHH MIIM 3KCIUIaHTallMH ee ¢par-
mentoB [202, 203]. [omo6Hbie OMepaluyu BbI3bIBAWT aKTUGHble NAedOpMaLUH



3MOPHOHANBHOTO MaTepHaia, B XOJ€ KOTOPhIX H3MeHAeTca GOPMa OTHENBHbIX
KJIETOK, TaK YTO YBEJIMYHBAETCsA IUIOIIA[b MEXKJIETOUHBIX, KOHTAKTOB Ha
Y4aCTKaxX MoBepXHOCTH dparmentor [204]. .

Hedopmanui 3TOH KaTeTOpHH XapaKTEePUIYWTICA JIATEHTHbIM MEPHOAOM
NMOpAAKAa MHHYT M TIOJIHOCTBIO MOJABIAITICA NMPU YTHETEHHH METabOAH3MAa —
IIOHMXKEHHH TeMIleparypbl, H06GaBieHuH HHrHOUTOPOB AT® wnu nmannma [202].
Ha 3ToM OCHOBaHHM HX OTHOCAT K KaTe€rOPHM aKTHUBHBIX, T.e. CBS3aHHBIX C
BBINTOJIHEHHEM PaboThl (pacTAXeHHA KIIETOYHOH MOBEPXHOCTH B BhIIENEHHOM
Hanpasnenvy) [202]. M3 aHa/mM3a TMCTONOTHHECKHMX MPENApaToB ClelyeT, YTo
ONHCaHHbIe NEPOPMAUMH KJIETOK COMPOBOXIAITCA HE TOJbKO AedopMaiHeit
KJIeTOYHOK MeMOpaHpi, HO H Oojlee TIyGOKMMH TepecTPOHKAaMH BCETO IMTO-
ckenera [205, 206] (puc. 33).

2. [lonspu3auus KJIeTKH — Mepexop THIa “’Bce WM HMyero”. JlocTaTouHo
noiHoe (HEeHOMEHOIOTHYeCKOe ONHCaHHe AKTHBHOH medopMalMH KJIETOK Mo-
JIyYeHO B OJKCIEPHMMEHTaX C KYJIbTyPaMH KJIETOK, BBICEBAEMBIMH Ha [1aCCHB-
Hylo TBepayio (IUIACTMK, CTeKJIO) MOBEpXHOCTh (cM. B kauecTBe 0630pa [95]).
bonbiMHCTBO BHIOB 3MOPHOHANbHBIX KJIETOK HpH 3T0M ¢GOPMHpYET Npou-
HBIiH, aATe3HOHHBIA KOHTAKT C MOBEPXHOCTHIO.

Apresus KJETKH K MOMUIOXKKE HE €CTh INpOCTOe NPHIMNAHWE, HO aKTHB-
HBIii “Ipolece ICeBAOTOMNATBHOTO TPUKpPEIUIeHUs’, CONPOBOXAAOIMHKCA [Ie-
dopmanueii KIeTKH, NOJOGHOH ee MedOpPMALKMH B MMTENMATIBHOM TUTacTe. 3a-
METHM, 4YTO M UIsi KJIETOK INHUTeIMs BHITATMBAaHME W CIUTIOIUMBAHHE CONPO-
BOXIAeTCA MOsBIIeHMEM Gollee INIOTHBIX M HPOTSDKEHHBIX O6JacTed HX B3auM-
Horo koHTakTa [205].

B nuTepaType mnpefcTaBiieHa OGLIMPHAA OJKCIEPUMEHTAIbHAA HHPOpMa-
UMA O PEOpPTaHM3ALMH LHTOCKENeTa, COMPOBOXEAKWIEH pACIIAcTbIBAHHE H
afresnio KJIeTOK (cM. B KauectBe o63opos [95, 16]). Omnako 312 HHPOpMa-
[[Mf MOKa He BHecna AOCTATOYHYI0 SICHOCTb B NMOHMMAaHHE aKTMBHOTO NOBende-
HUA KleTku. Bompoc o cWiax, 3acTaBiIAINMX KIIETKY paciyiacThIBAaThCA MO
OUIOXKKE, OCTaeTcs HescHpiM, HO HexoTopbie cBefends, Kacapliuecs obiue- -
ro xapakTepa Mpolecca, HeOOXOIMMble H JOCTATOYHbIE [UIA HAaC Ha J@HHOM
JTane, IONYyYHTh YaaeTco.

BaxHo, 4TO mpouecc paciulacCThIBAaHHA HMMeET XapaKTEpHBIE YePThI Tepe-
X0pa THNa Bce WM HUuero”. EcIH roBopHTh JHIIL 006 yCTOHUYHMBBIX COCTOS-
HHsX, @ He O IPOMEXYTOUHBIX HecTaOWIbHBIX opMax, TO HX V1A KIeTKH OBa:
mapoobpasHoe ©Ge3 aare3sMd M paciulacTaHHOE ¢  HAChILAIOLIEH - adre3neH
[95]. MNpu pasnuuHbIX BapHaUMsAX YCIOBWH B3aMMOJEHCTBHA KJIETKH C IIOA-
JIOXKOH B 3KCHepHMeHTe (HAalpUMep, MpPH M3MEHEHHH IUTOTHOCTH MECT CBA3bI-
BaHuA Ha momioxke [207]), He HApYILAOLIMX BHYTPEHHEH OPTAHU3AINH KJIET-
KH, B KgUeCTBE acCMMITOTHYECKOrO Bcerna oOHApYKHMBaeTCcs OAHO M3 [BYX
Ha3BaHHBIX aNIbTEPHATHBHBIX COCTOAHUA. JlaHHBIE HCCIEIOBAHUA KHHETHKH
PacIulacTbIBaHUA YKa3bIBAWT HAa CYyILECTBOBAHHE OIPEHENIEHHOIO IMEPHOIA
3aflepXKH (~ 5 MHH) B cocTosnuu 6e3 aaresuu [207]. Mo ucreuenuu sroro
Jar-nepuosa Mpoliecc NPHK pelUleHNs MPOTeKaeT KOONepaTHBHO.

HazBannbie ¢akThl HETPMBMATBHBI, NMOCKOJIBKY MONEKYJ, OTBETCTBEH-
HBIX 33 aAresdi0 Ha KIJIETOYHOH NOBEPXHOCTH (pa3fiMuHBIE KJIACCHI TTIHKOIPO-
TEMHOB), BIIOIHE MaKpPOCKONMYeCKOe KonuuecTBo (mopsamka 107) [209].
fpu 3toM mo oGpa3oBanus CBA3M C MOMIOKKOH MONEKYJIBI afre3uH OTHOCH-
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Puc. 33. YabrpacTpyKrypHble Ile-
peCTpOMKH NpH aKTHMBHOW MOD-
doénormiecKoll noasipU3auMM 3a-
poneilieBo#  wWietkh: MOP —
mHkpodwiamentsl, MT — MHUKpO-
TpyGouxH, MK — crneuHaiH3upo-
BaHHBEIE CTPYKTYPHI MeXIIeToY-
HBIX KOHTakTOB, A — AnOpoO,
Mur — MUTOXOHOPHH

Puc: 34. PacmpepeneHHe KIETOK
00 CTeneHH MOp@onoruieckoi
NONAPH3alMH B 3KCIUIAHTATE HH-
pyuupoBaHHO# (CIUlomHast JiH-
HUA) d  HEHHIYUHpOBaHHOM
(WITpHXOBast JIMHHA) S5KTOHEp-
Mhi [208]

Yucag xnemox 8 mcnaawmame

Omwowenue. xaemoynsx  ocell,

TEJIBHO CBOOOMIHO M HE3aBHCHMO ApPYr OTr Apyra AA(G¢YHIHPYIOT B MNIOCKOCTH
MeMGpanbl (koapdumient madpyaun nopamxa 1072 cm?/c [210]). Ucxoma
U3 3TOr0 MOXHO ObUl0o OBl OXHMOaTh NPAaKTHYECKH HENpepbIBHOro HaGopa
COCTOSIHMI NIPHKPeIUIeHHA KIIeTKH. B neficTBHTENbHOCTH #X HeT. ,
Takum oGpasom, o6cyxmaemoe MoBeAcHHE KIIETKH NMpENCTaBiAeT coBoil
da3oBblit nepexon (THNa IepBOro pofa) — KOONEPATHBHYI0 CMEHY MaKpPOCKO-
nuyeckoro cocrosuus. IIpHponoit 3Toro nepexopa ToNbKO HaYMHAKT MHTEpPECO-
BaThCsl (CM. Hanpumep paGotsr [211, 212]). ®aKT TaKoro nepexoya, He3aBHCH-
MO OT [IOHHMAHHA €r0 MEXaHH3Ma, O3BOJIAET NPHIACATH KIIETKE Ha MOIOXKKE
06a aAbTEPHATUBHDIX, CYWECTEYIOUUX 6 OOHUX U TEX We YCI068UAX U YCTOYU-
8blX, nO KpaiHeii Mepe 8 MaaoM, cocroanus, 110CKONBKY Mepexoapl Mexmy
3THMM COCTOSIHHAIMM CBf3aHbl ¢ JedopManMell KIIETKH, MOXHO TrOBOPHTbH O
NpPUCYIUEH el MEXaHHUeCKOH aK THBHOCTH.
+  HerpuBHanbHOCTh MOpdoNOrAueckoil NONAPH3AUMM IPOABIAETCH elue
U B TOM, YTO COOTBETCTBYWOILasi CNOCOOHOCTD B 3MODHOHAIBHOM MaTepHaile
BO3HMKAaeT H COXPaHACTCA TOJIBKO B ONpeAesieHHbie, OFPaHHYCHHbIE HHTEPBAJIbI
paseutHsa (puc. 34). IIpu stom manuywo crnocoGHOcTh nMpHoGperaeT Gonbiuoe
KOJIMYECTBO KIJIETOK, B TOM YHCIle H Te, KOTOpbIE B HOpME HHKOIJA He MOJA-
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pusyioTcs. Tak, y MOPCKOro €xa MOTYT NOJIAPU30BAThCA BCE KIIETKH 3apOfbI-
a B 3KCIIepMMeHTe Ha CTaguM Gnactyinsl — ractpynsl [213], a nonapmayercs
B HOpME JIMUIb BEreTaTHBHAsA yacTb GnacTyisl. B 3apoppnnax amguGui Ha cra-
OMAX HefpyJibl M paHHeH XBOCTOBOW MOUYKH CNOCOOHEBI K TOJIAPHU3ANMH [IPAKTH-
YecKM Bce KJIETKHM, HO 3Ta CHOCOGHOCTh IpOSABIAETICA JIMIUL B ONBITax IO
sk ciwtanTamun [202, 214].

3. Yupyrue HanpspkeHHss B 3MOpHOHalIbHOM MaTepHasie. B ombitax mo
3KCIUVIAHTALMM, TPOBOOUBIIMXCA B YCIOBHSX, KOrJa HCKIIIOUEHBI aKTHBHbIE
MeXaHO-XHMHUYECKHE IPONECcChl, TUNA OMHCAHHBIX BBille, BBIABJIEHA [OMOJIHH-
TeNnbHaA KaTeropua pedopmaumin [202, 203]. It pedopManuH MOXHO CUH-
TaTb NACCUGHbIMU, JINs HUX XapaKTepPHO OTCYTCTBHE JIATEHTHOIO IepHona —
OHH OOHAPYXHBAIOTCA HEMEIEHHO MNOCIe HAPYIUEHHS HHTAKTHOCTH 3IMOpHO-
HaJBHOTO MaTeppasa.

HaccuBHble nmedopmMamiy OTpakawT HATHUME MNPEACYMIECTBYIOUIMX B HH-
TAKTHOM TKAaHH YNPYrHX MexaHuueckux Hanpsokenuit [202]. [lommmo mexa-
HMYECKOH YINPYTOCTH KIIETOYHO# MeMOpaHbl BMECTE€ C INpHJIEramoluM KOPTH-
KAIBHBIM UMTOCKENETOM €€ BHEIIHHM HOCHTENleM fABIAETCS clelMalibHasA dop-
Ma BHEKJIETOUHOTO MaTpuKca, oflias [uis paja 3mMTelMeB — Ga3ajibHas JaMu-
Ha [16]. Eif, a Take CNeUMaIH3HPOBAHHBIM CTPYKTYPaM MEXKIIETOYHBIX
KOHTAKTOB (THINIa 3/IT€3HOHHBIX WIM IUIOTHBIX [16]) 06A3aHBI KOTEPEHTHbIE
CBOWMCTBA JNUTENMalbHON TkaHH, [laccHBHbIE, MTHOBEHHbIE NedOPMALMHM 3M-
GpPHOHAILHOTO MaTepHaia ABIAKTCH HMEHHO TAKHM CBOHCTBOM.

4. Ynpyrue HanpsokeHUs NOPOXIAKTCA aKTHBHBIMH flehOopMalMAMM 3M-
6proHanbHbIX kieToK [216]. Ecnu u3omupoBaTh dparMeHT 3MGpPHOHAIBHOH
TKaHH, NPpe[CYIIeCTBYOIMe MEXaHHYeCKHE HAlPAKEHHA B HEM HEMEJICHHO
penakcupyior. OmHako co BpemeHeM (Nopamka MNONyyaca) TaKoH K€ Mpo-
Leqypoi pacceyeHHs, KaK B IpeIblIylieM cJIy4ae, MX BHOBb PETHCTPHPYIOT
[216]. 3Ta moBTOpHAasA reHepanmMsa HANPSDKEHMHA CONPSKEHA C TOSBICHHEM B
Macce KIIeTOK OrPaHHYeHHOro uMciia MOPQOJIOTHYECKH TMONAPH30BaHHbBIX.
Pasymeercs, B ommwie or maccuBHOro cGpoca HampspKeHHi, X NOBTOPHAst
reHepalys — IpoLecc aKTUBHbIA, T.e. AT®-3aBucumeiit [202],

Hackonpko pealibHO CUMTaThb HCTOYHHKOM MOABIICHMA HANPSDKEHHHA B
3MOpHOHAIBHOM MaTepHarie 00CYXIaBUIYIOCA aKTHBHYI0 JlehopMalnio KieTok !
CHoBa appecyeM 3TOT Bonpoc K 3KCIEpHMEHTaM C OJMHOUYHBIMH KIIETKaMH
Ha NOAJIOKKE.

HaBHO ycTaHOBIIEHO, YTO BCJIEX 32 NMPHKpEIUIEHHEM K TBEPOH MOBEPXHO-
CTH MHOTHE BHbI 3IMODHOHAIBHBIX KIE€TOK HAUWHAIOT aKTHBHO IEPEMEILaThCs.
¥Yoke oTcioa ACHO, YTO KIIETKH IIpH B3aMMOJEHCTBHM C TOMIONKKON MOMIKHBI
BBHI3BIBATh B HEHl HEOOHOPOMHBIE HampspkeHHs. OHAKO, K YAUBIIEHHIO MHOTHX,
BBIACHAIOCh, YTO MOIHHOCTh Pa3sBHBa€MOTO IPH 3TOM YCWIHS Ha HECKOJBKO
NOPANKOB TPEBOCXOJUT TNOTpebnseMyto coGCTBEHHO s mBHkenHsa [91].

IlpenocTaBuB KileTke B KauyecTBE TOJUIOKKHM TOHKYI0 PE3HHOBYK IUIEHKY,
B HeH OOHAPYXHIIH CHCTEMY DaJMaIbHBIX MOPIUMH, YKa3biBAaIOWMX HA 3HAYH-
TEIbHbIE HAT/KEHHsA, Pa3BHUBAEMbIC paciUlacThIBaOHIefcA KieTKod. OueHka
CHIIBI HaTsDKeHMs cOCTaBWiIa okono 1072 JuH Ha KIeTKY, IIPHYEM 3Ta BeHIH-
Ha He KODDENHPYET CO CTEIEeHbI0 ABHraTelbHOM akTHBHOCTH [91]. BepostHo,
cTONb GOmnbllMe HanmpspKeHWA HEOGXOMMMBI [Uls CaMOTO NPOLECCa paciulacThi-
BaHMA, T.€. AJ1A [PEOJIOJICHHA IIOBEPXHOCTHOTO HATSXEHHS H YNPYTOro COIpo-
THBIIEHHA KJIETKH.
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5

Puc. 35. Cxema mpoliecca pereHepalil NPH MepHAMOHAIIBHOM paccedeHdH 6NacTyipl MOp-
ckoro exa {213]: I, 2 — BapuaGenbHasg a3a pereHepaluu: NPU3HAKH JaTbHEro NOpPSIKa
OTCYTCTBYIOT, J, 5 — mNocie ~ociepUBaHUs” 3apoOjibillia NPOLECC KIeTOYHOH MONApU3alMK
npuoOpeTaeT YepThl NAIBHEro NOpSIKA M JaeT YCTOWUMBLIM, 3KkBUDUHATBHEBIN pe3yNBTaT

B 3mGpHoHanbHOM MaTepHane MOWIONKKOW A HMONAPH3YIOIIEHCT KIIETKH
cllyaT okpyxatomue, IIpa 3TomM ¢akToOp reHepHUpyembIXx YIPYrHX HaTsDKe-
HHH B IPHHIMIIE CHOCOOEH MIPaTh POJIb AAIbHOAECHCTBYIOIIEH CHTHATH3ALHUH;
MEXAaHMYECKYI0 AKTUBHOCTh JI3HHOH KJIETKH JIOJKHBI “TIOYYBCTBOBATH JIPY-
THe — Ha 3HAUMTEIIBHOM pacCcTosiHMu oT Hee. [lomoGHoe “manbHopelcTBHe”,
KaK He pa3 OTMeYalloch B JaHHOH paboTe, ABNAETCA OOHOW U3 Haubosee obMx
NPeANnoOChUIOK CAMOOPraHMU3allMl MaKpOCKOMHYEeCKOro mopsaka. bonee KoH-
KPETHO, MOXXHO YTBEPX(ATb TO, O Y¢M TOBOPHUTCSA B CIIEAYIOLIEM ITyHKTE.

5. Ynpyrue HaTsOKeHHs KOHTPOJIMPYIOT “HalbHMA™ MOPAOOK aKTMBHOM
TIOJIAPU3aLMHU KIIeTOK B Macce. Hanmuume “manpHero” nmopsigka — IjlaBHas OT/IH-
YUTEIIbHAS YepTa MHTAKTHOM 3MOPHUOHAIBHOM TKAHU IO CPABHEHMI0 ¢ TKaHbIO,
LEeTTOCTHOCTh KOTOPOH HapyiieHa, B cTeHke GrmacTynbl MOPCKOTO €Xa MOJIAPH30-
BaHbl KJIETKH B IIpefenax 30Hbi (BereTaTUBHAas IUIaCTUHKA) ¢ A€TEPMUHHMPOBAH-
HbBIM MECTOMONOXeHHeM M (UKCHPOBAaHHbIMM TpaHulaMH. Hamuume rmobains-
HOTO KOHTPOIIsi BHYTPHKJIETOYHBIX MPOUECCOB NPOABNAETCA 3[eCh B MOMABIIE-
HHMU MOJISIPU3ALMHM CTIOCOOHBIX K 3TOMY KIIETOK DOKOBBIX CTEHOK.

IIpu HapylieHMH HEJIOCTHOCTH 32pOJIbIlia IIPOCTHIM MECTHBIM PACCEYEHHEM
YOpyrue HampspKeHHst B HEM PeJIakCHPYIOT, M TP 3TOM OH JIKHIAeTCA BCAKHX
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TNPU3HAKOB NPOCTPAHCTBEHHOrO NOPAAKA. BMeCTO CTaHHAapTHOTO pacWwleHEHHs
Ha KOMIIAPTMEHTHI OGHApYXHMBAIOT Xa0C KJICTOYHBIX Aedopmaumit (pHc. 3s).
C BOCCTaHOBJIeHHeM LIeJIOCTHOCTH B XOIe HpONecca pereHepaludyd BOCCTaHABIIH-
BaeTCs M MCXONHBIH THI opranu3aumy [213]. 5

Ha cuer rno6anpHOi peryJsisauMH KI€TOYHBIX IPOUECCOB OTHOCUTCSA H CBOHCT-
BO “pa3MepHOii MHBApMAaHTHOCTH~ Pa3BHIHA 3apOMbIa — €ro CHOCOGHOCTD
COXpaHATH NPONOPLMH YaCTed MPH BapHauMH pamepoB wLenoro. [fompobuee 06
3TOM Oy[eT crieuHanbHbId pa3roBop B CBOEM MeCTe. :

6. Biiwxuue B3aumomeiicTBUs KieToK, KoHTakTHas NHonApH3auus. XaoTHy-
HOCTb KJICTOYHOW TONIAPU3ALMHA B TKaHM Ge3 HaTskeHMHt (N. 5) mposBnseTcs
JHULIbL B OTHOCHTEJIbHOH HE3aBHCUMOCTH INOBeJleHHA YOAJieHHBIX ApPYr OT ApYyra
knetok, Ho 6iMXHHe KOppEIsAUMH MeXaHHYEeCKOH aKTHBHOCTH IPH 3TOM HE
HapyIUAlTCA: COCENHME KJIETKH IPEHMYNIECTBEHHO COXPAHAIT OJHOTHUTIHOE
cocTosHMe — neOpMHPOBaHHOE WIH HEAEHOPMHPOBAHHOE.

Boo6uie, B Macce 3MOPHOHATBHOTO MaTepHala HHKOTAA He BCTPEYalTCs
O[IMHOYHBpIE TIONIAPH3OBaHHbIE KJIETKHM, HO Bcerna — ieflble TpYIbl CO-
CeHUX.

3a [aHHYI0 KOOMEPATHBHOCTb MeXaHHYeCKOH aKTHBHOCTH KIJIETOK B KOJI-
JIEKTHBE OTBETCTBEHHbI KOHTAKTHBIE MEXKJIETOYHbIE B3aHMOJIEH(TBUA, TaKHe,
YTO yKe TOJAPH30BABIIMECH KJIETKHM HHAYLIHMPYIOT K IONAPH3AIHNHA CBOMX GIH-
XaAWMX coceiefi. JTO TaK Ha3biBaeMasl KOHTAKTHAA IOJIApU3alivs KIIETOK
{205, 217].

TIpoueccsl, aHAIOTHYHbIE WIM TOJIHOCTBIO COOTBETCTBYIOIUME KOHTAKTHOW
MONAPH3ALMH KJIETOK, ONMCAHBl TaKXe Ha KynbTypax kierok {218, 95].
N 3pmecy OnukHHe B3aMMOIEHCTBUsA oOecleuMBaloT ONMIKHIOW KOPpeNALHMIo
HalpaBjieHHA ocell Mopdooruyeckod MONAPU3AIMH PacIUTaCTaHHBIX KIIETOK.
TIpy 3TOM YCTaHOBIIEHO, YTO CyLIECTBeHHOH, HEOGXOMMMOl YePTOH TaKHX BIIHX-
HMX B3aMMOJIEH CTBHI ABJIAETCA MEXKJIETOUHas anre3us [219].

HarnapgHas neMoHCTpauMs ABJIEHWSA KOHTAKTHOM TONAPU3ALMA MpenCcTaB-
JleHa B KCHIEPHMEHTaX Mo TpaHciwlanrtanuy [214]. TIpu noacanke k dparmenty
3apOJBIIIEBOTO MaTepHalia B HOpMe Hemosspuayiomerocs (6poiiHas yacTh
3apOofiblilia) 3KCIVIAHTATA IIOJIAPH3OBAHHON TKAHM (M3 CIIMHHON YacTH) Habilio-
AaeTcsa pacrnpocTpaHeHHe PPOHTa KOHTAKTHOH MNOJISPHU3AUMH 110 HCXOMHO HEIo-
JNIAPH30BaHHOH KJleTouHol Macce [214]. XapaxTepnas ckopocts Takoro pac-
NpOCTPAHEHHNs, 3aPETUCTPHPOBAHHAA HE TOJNBKO B MAaHHOM 3JKCIEPHMEHTE
(cMm. [208]), cocraBnsier 5—10 Mxm/MuH (pHc. 36).

P e 310 me. Pesomipyem npencraBneHnbie GpakTHUSCKHE CBECHHS CBOL-
KOH BaXXHBIX 18 JATbHEHIIIETO BBIBOJOB.

1. MnpyBHOyaibHble KIETKH 3apO/BILIEBbIX JUTEIHEB B IEPHOM HX MOpdo-
FeHeTHYECKOH aKTUBHOCTH O6JIaJjaloT MeXaHMUeCKoH aKTHBHOCTBIO. 3a CYeT
MeTaBONINYECKOH IHEPTHH OHM CIOCOGHBI CaMONPOU3BONBHO AehOPMHUPOBATH-
cA, 06najias ByMs HUCKPETHBIMH, YCTOMWMBBIMH B MaJIoM OPMaMH: H30TPOII-
HOH M MODQONOTHYECKH IONAPU3OBAHHON B HANpAaBIEHHH, HOPMANIBHOM K
nnacry.

2. KneTouHplif MaTepHan 3MHTENHAIbHOM TKAHM, PacCMaTPHBAaeMblil Kak
CIVIOIIHAs cpefia, OONaiaeT 4HCTO MEXAaHWYECKOH MACCHMBHOM YIPYTOCTBIO.

3. MexanHyeckasi aKTHBHOCTh [IaHHOM KJIETKH B TKaHH IOMBEPXEHA KOH-
TAKTHOMY BIIMAHUIO CO CTOPOHBI cocemHMX. KOHTaKTHbIE B3aWMOJECHCTBUA
obecrewBaoT KOOMePaTHBHOCTD NONAPH3AUMH KIETOK.
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Puc. 36. Pacupoctpatctine PpoHTa KOHTAKTHON HONMPH3IAUKMM KICTOK (CTpelKa) OT paHee
MOJIAPH30BaHHOM TkaHH (HCHPOIKTOACpMa NATYIUKY Rang temporaria ~ Gonec TemMHas —
ClpaBa) B TKaHM, HUKOTIA HC IONAPU3YIOMCHCH B CCTCCTBCHHOM Da3BHTHH (BeHTpalbHas

3KTOAEPMa 3apOodblila Xenopus — Gonce ceetnas). Cranus panucit Heipy sl ®oto JI.B. Be-
noycoBa (MI'Y)

BrineneHHble cBOBCTBA KIIETOYHOrO MaTepHana caMH 1O cefe He TeMEeHTap-
Hpor. OGycrnosnuBaLme HX CyOKIIETOYHbIE MEXAHH3MbI, 110 BCEH BHM/IMMOCTH,
JOCTaTOvHO cnoXxHbl. M Bce xke, korpma cTaBUTCA BONpoc 06 OpraHH3auuy rpyim-
NMOBOH aKTMBHOCTH KJIETOK B 3apOMbILIEBOH TKaHH, OTH CBOHCTBAa MOTYT pac-
CMaTpHBAThCA KAaK JMeMeHTapHble. MMEHHO Ha MX OCHOBE C MOMOUIBIO Teope-
THYECKOH MOMeNM Mbl TolbiTaeMcA 060CHOBaTh Habnwuaemoe ¢GopmHpoBa-
HUE MaKpPOCKOIMUYECKOH YIIOPAAOYEHHOCTH MNOJIAPU3AIMH KIIETOK B JNHTEIHH.

§ IV.2. CamoopraHu3aums pa3MeTKH MopdoreHeTHYeCKO#
akmuBHocTH. Teopetyeckas Mozens [216, 220]

a) KavectBeHnHoe onucaHne Mopenu [221}. IIpencraBum
DNMUTENUANIBHBIA IUIACT B BHIE OHHOMEPHOH IENOYKH CLEMUIEHHBIX KMETOK.
MycTb, AN, Havala, TPAHKLBI LENOUKH 3aKpPelIEHbl U OCTAITCA HEIOIBHXKHbI-
MU NIPH jiehOpMalMAX BHYTPEHHHX KJIETOK. JTO yCIIOBME BBOJMTCA B CBA3M
C YNOMMHABIUMMCH 3JKCUEPUMEHTANBHBIM (AKTOM: IIpH TOABJIEHUH CBOGO.-
HbIX KPaeB y JINTENMA JATbHUIA NOPANOK B HEM MCYe3acT.
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Kaxmasg KJIeTKa paccMaTpUBaeTCs KakK YIPYIHH 3JIEMEHT, peNnaKCHpo-
BAHHOE COCTOfIHME KOTOPOIO COOTBETCTBYET H30TponHoN ¢opme. Knetku
IUTacTa, KpPOME TOro, o0najawT MEXaHHYEeCKOH aKTMBHOCTDLIO: HapAdy C H30-
TPONHBIM COCTOSIHHEM aJIbTEPHATUBHBIM YCTOHUMBBIM COCTOSIHMEM SABIIAETCH
MOphOIOTHYeCKH MNOMAPU30BAHHOE, B KOTOPOM KIIETKH BBITAHYTHI IIEpIIEH-
MUKYIAPHO IIACTY M CKAThI B KacaTeJIbHOM HAIlPaBJIEHHUH.

ITycts B MCXOMHOM COCTOSTHMM BCE KJIETKHM M30TDOIHBI; TEM CaMbIM YIIpYy-
rie HanpshKeHUs B IUlacTe OTCYTCTBYIT. Y6eqHMcs B clIO€OOHOCTH K KOJUIEK-
TUBHOMY OTKJIMKY [aHHOH CHCTeMBI, COIPOBOXIAWIUEMYCA IOHMXEHHEM
CUMMETPUH MAaKPOCKOIMYECKOTO COCTOSIHHA, B OTBET Ha JOCTATOYHO IPOM3-
BOJIBHBIH BHELIHHHA CTHMYIL.

flycrp KakuM-THGO BHEIIHMM BO3JEHCTBHEM BBIZBAHO 33aPOXICHHE JIO-
KATBHOTO OoYara KJI€TOYHOM MoNApu3alMu. HanpHeH1las JBOJIKIMA COCTOAHHSA
ompejienseTcs NByMA ¢daKTopaMH. Bo-nepBiX, OSAPH30BAHHBIC KIIETKH OKa-
3BIBAIOT GIH3KOAEHCTBYOIIEE CTHMYITHpYIOLIEE BIMAHHE — KOHTAKTHAA MOJIApH-
3aHUA — Ha cOCEHHE HelloJIApH30BaHHbIe. BO-BTOpBIX, B pe3y/IbTaTe pACTAXKEHHA
YIpyroro Iw1acra BHe OGNIACTH NOJIAPU3AUAM BO3ZHMKAET JATbHOAEHCTBY IOL{ui
3pdHeKT NPOTHBOINOIIOXKHOTO 3HAKA. YIpYrHe HATAXEHHA JOJKHbI MpEMAT CTBO-
BaTh PACTPOCTPAHEHHI0 KIIETOYHOH TOJIADU3ALMH, NOCKOIbKY KIIETKaM, CXH-
masich (Tpd TOJIApM3AllMK), TPUXOMHICA COBEpLIATh JOTIONHHUTEIBHYID MeXa-
HU4eCKY10 paBGoTy.

Ioxa nonspusauMsa OXBaThIBaeT HeOOJIBLIYI0 UYAaCTh KJIETOK, HATAXKEHHS,
a BMECTE C HUMH ¥ BTOpPOH M3 [BYX Ha3BaHHBIX 3(dekTOB, HeBenmukH. [lpn
3TOM OYAr TIOJIAPH3alMU paciupsercd. [lapannenbHo HapacTawT HATSXKEHU S
nepej pacnpocTpaHAUIMMCS (GpPOHTOM. JIOCTHIHYB ONpeleleHHOTO 3Haue-
HHfA, 3TH HATAXKEHUA MOJKHbI OCTAaHOBUTh (GpoHT nonsapuszauuu. Takum ob6-
pasom dhopmupyeTcs OMHapHOe paccioenue nacra (puc. 37).

HeobxoguMo penmrs Bolpoc 06 YCTOMUMBOCTH JaHHOM CIPYKTYpbI MO
OTHOWCHHIO K MalIblM BHEUIHUM BO3MyHIeHHsAM (aCHMNTOTHYECKAA, YCTOM-
UMBOCTB), 4 TAKXKe €e UYBCTBHTENIBHOCTH K BApWALWM HAUASIBHBIX YCOBW
sapoxX/ienns. Heo6X0aMMO yCTAHOBHTb TaKXKe BHeELHMe MapaMerTpbl, YIpaB-
JAsOWMeE TPOMOPUMAMH CTPYKTYPbI [OMEHHOIO WIEHEHHA, M, B YAaCTHOCTH
B cBA3M c oOuweil npo6iieMoil IMOPHOHAIIBHBIX PETYIIAUMH, 3JABUCHMOCTD JTHUX
HpOMNOPIMN OT IMHEHHBIX Pa3MepoB IUTACTA.

JTH BOMPOCHI MBI HCClledyeM faiee ¢ NOMOouIbio GOPMaIbHON heHOMEHO-
JotHueckol MoJenu [216].

6) MatTeMaTHuecKkoe onucaHue MomenHu. B mpemiarae
MOH [MHAaMHUECKOR MofenH GOpPMATbHO YUMTHIBAKTCA BBIIEIIEHHbIC BBILIC
cBoiicrBa 3MOpHoHasIbHOTrO 3ImuTeNnus. [IpH 3TOM MOJEsb, KaK yXXe OTMeya-
JIOCh, MMeeT (DEeHOMEHOJIOTHYECKHH Xapakrtep, T.e. HE OIMPAETCA Ha KaxKoi-
60 KOHKPETHbIA BHYTPHKIIETOUYHBIH MEXaHH3M MOPGONOTHYECKON MOMAPH3d-
HMH. MexaHHuecKasa aKTUBHOCTb KJIETOK HHIEPIIpErdpyeTcd B J[IOCTATOYHO
OO 1IEM BH/IE CITE/TY IOLIHM O Hpa3oM.

BeoauTcs mMHaMHYecKUil MapameTp p, UMEWUIME CMbICH MEpPBI HOJApH3a:
UMH. B H30TPOITHOM COCTOSIHMH KileTKH p = 0, B MOPGhONIOIHYUECKH TI0JIAPH30-
BaHHOM B HAIIPABJIEHHH, MepHEH/IMK YIIAPHOM 1U1acty, p > 0.

PeansHO Mpowecc MONAPU3ALNMHE ONPEjIeNACTCH, BEPOATHO, MHOTUMH GU3M-
YECKHMH M OHOXMMHUECKMMM NapamMeTpaMd kjleTku. O HUX HaM IIOKa H3BEC!-
HO OUY€HhL Majlo. B uMcTo heHOMEHOIIOrHYe CKOM OIMCaHUH MBI HOCTYIaeM [TOJ00
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Puc. 37. HnnocTpauus K MexaHM3IMY £(p)
CaMOOTpaHMYEHUSA paCLIMPSIOLENHCS 30HBI
KJIETOYHOH TNONApH3aLlMM 3a CYyeT Ha-
pacTalIMX YIPYyTHX HATAXEHHIH ’]<p>

Puc. 38. I'padmueckoe onpenenenue mapa- V \ 4
METPOB p,, D,, (p) DOMEHHOW CTPYKTY- P P

pBl KJIETOYHOH monApH3auMk p (x) nns
CTallHOHAPHOTO pellieHHs ypaBHehus (8)

HO TOMY, KaK 3TO [ella¢TCA B (PEHOMEHOTOTHUECKOH TEOPHH KPHUTHUECKUX
ABNEHUH, & MMEHHO — BbIIelseM OAUH 3¢ eKTHBHBIA NMapaMeTp (mapameTp
nopsaKa) p. ITOT NapaMeTp ONHCHIBAET TeMII-TUMUTHPYIOLIYI0 CTETIeHh CBOBO-
IbI, BoOOIIE roBOps, CAOXHONH BHYTPUKIIETOUHOM JMHAMHKH, 06YCIOBIHBAK-
LeH MEXaHHYECKYI0 aKTUBHOCTDL KIETKH.

YpaBHeHHe [OBMOKEHMA mapamerpa p A - KJAeTKH B OMHOMEPHOH UeHoy-
Ke, B 0o6leM BHjle yUMTBIBaKOLiee OTHOCUTENIbHYIO CTAOMIIBHOCTE IBYX THCKPET-
HbIX (OPM KJIETKH M €e KOHTAKTHbIE B3IAUMOMAEHCTBUA B IUIACTE, BBITTISIHT
CIeLyIoIHUM 06pa3oM:

1
pi = ?f(pf)+s0(p,-~p,;1)+so(p,-fp:+1)- (1)

3nech cam no cebe daxT GUcTabUIIBHOCTH BhipaxaeTcs B xapakTepHod M-o6pas-
HOH GOpMe HETMHEHRHOM 3aBUCUMOCTH f( p), MCIIONB30BABILEHCS HAMH W paHee
B maHHoit pabote (puc. 38). YueT KOHTAKTHBIX B3aUMoOJieHcTBHE B dopme (1)
nofpasymeBaer, Yo GyHKuus ¢ obpailaeTcs B HyJb [IPH HyJIEBOM 3HAY€HUH
aprymenta, ¢(0) = 0. UHBIMM cTOBaMH, eCIIH COCEHHE KIIETKH MOJISPU30BaHbI
B PaBHOiIl Mepe, OHH HE OKAa3bIBAIOT B3AUMHOTO IOJIAPH3YIOLIEro MIIM [Ieoss-
PH3YIOLLIETO BIHSHUA.

Huxe ™Mbl 6yfem HMETh J1€7I0 C OTHOCHTENIBHO [JIafKHMH paclipefesIeHH-
MH p;. ITO [03BOIISIET CUMTAThH BETHUUHBL P; — Pis 1 OTHOCHTEIHHO MAJIBIMH H
OTPaHHUATLCH JIMHEHAHBIM NpHOMIDKeHMEM yia GYHKUMH ¢(p; — Pi+1) (HE
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MMCIOILCH, KaK Hojlaracres, ocobensoctedt B Hyne). Ha ToM Xe oCHOBammu
Mbl MOXCM [IEPEATH OT MMCKDETHOH IePEMEHHON K HENpephIBHOW KOOPIH-

Hate X: [ = [ x ] B peaynsraTe nonyuum smecto (1):
dKn
op 1 ’p dy
—=Zf(p)*+D—5; D=di,—|. 2)
at T 1(p) ox? *dz o : (

31ech MOABMBIIMACH HOBBIA mapamerp D MMeeT cMbIcl Ko3pdHIHEHTa mepe-
HOCa TOJI AU 3a1IMH,

Jarnee, B ypaBHEHMH IBMXeHus mis p(x, t) ciemyer ydects 3ddexr mac-
CHBHBIX YIPYrHX HanpskeHuil. IT0T 3ddeKT COCTOHT B TOM, UTO KacaTelp-
Hble HATsSOXKEHHs HOJKHbI MPeNSTCTBOBATh HOPMAIBHOM IOJIAPH3ALMHA KIIETKH,
MOBBIILIAA MEXAaHHYECKYI0 3HEPrHi0 NOJIAPH3IOBAHHOTO COCTOAHHA, a CXaTHe,
HAanpoTuB, cmocolcrBoBark eil. Taxoit sddext dopManbHO BeIpaKaeTcsa HO-
GaBrieHHeM B ypaBHeHHe (2) C/1araemMoro, IPONOPIMOHAIBHOLO BeNHUYMHE Ka-
CaTeJIbHOTO HanpskeHHA 0= g**T + g¥P;

1 2

2=—f(p)+D——p;-.—Kcr. )

ot T ax
3mech, Kak OGBINHO, CUMTAETCS, YTO TONOKHUTENBHOMY 3HaueHHo o¥™P coot-
BETCTBYET YIPyroe HaTsAXeHHe, 3 OTPUIATE]IBHOMY — CXaTHe.

BenuuMHa ¢ He ABJIAETCA HE3aBMCHMBIM I1apaMeTPOM, NOCKOJLKY YIpY-
rMe HalpsDKeHHMsA CaMH BO3HHMKAKT KaK pe3ylbTaT aKTHBHON pedopmanuu
NONIAPH3YIOLIMXCA KIIETOK (CM. TNpeaplayiui naparpad). B neppomM npu6imxe-
HMH aKTHBHOe AedOpMHpYIOlIee HANPsHKEHHE MOXHO TPHHSATH NTPOTIOPIHOHAIIb-
HbIM CTeNleHM MojApu3auuu 62T = ep. MpH 3TOM HOpMaJbHasA MNOJIAPH3AlMA,
NP KOTOPOH KIIETKAa COKPallaeTcs B KAacaTENbHOM K IUIaCTy HalpaBJIEHHHM,
ABJISIETCA MCTOYHMKOM CxHumaloulero ycwins. [laccMBHas ynpyras peakuus
Ha 3TO ycuiHe — BenuuMHa 0¥ ™P — nomxHa GbiTh HalifieHa M3 yCIIOBMS MEXaHH-
yeckoro paBHoBecus. Kak orMeuanoch Beie (1. 3 mpempiayiero naparpaga),
penlakcallMg K 3TOMYy PaBHOBECHI0 — IPOLIECC MTHOBEHHbBIH B MaciiuTabe Bpeme-
HH MoJApH3auuH. COOTBETCTBEHHO [HHAMMYECKOH IIepeMEeHHON HacToswie
MOJIETIH SABJIAETCA TOJIBKO BbIICJICHHBEA IIapaMeTp BHYTPHKIIETOYHOM IMHa-
MHKH p, a BENMYHHA YNPYroro HampspkeHus oY™ — BemoMplii paBHOBeCHBIH
napamerTp.

JlokanbHast ¢opMa yCIOBHA MeXaHWYECKOTO paBHOBECHS Wi 3adavd
C eIOMHCTBEHHBIM IIPOCTPAHCTBEHHBIM HM3MEPEHHEM IpefcTaBaseT coboi yc-
JIOBHE OTCYTCTBHSA CYMMAPHOH CHJIBI, CKJIAMIbIBAIOLIEHCS M3 NTACCHBHOH YIPYroi
cocrapnswoueir do¥™P/dx n axtHBHON Hedopmupylowelt cwibl, B paccMatpH-
BaeMOM JIHHEHHOM npHONHKeHHH (CM. MpelbIayLiMii aG3an) NOCIeqHsAA BbIpa-
KaercA B BUAE 02T = €p; far = € dp/dx. Takum 06pasoM, HMeeM B KauyecT-
Be€ YCJIOBHSI MEXaHHYECKOTO paBHOBecHs [222]

dp dg¥mP
€e— + — = 0. 4
dax dx

I'pannydble ycnioBus Ojis mapamerpa p Besjie HiKe OYOYT CUMTATHCA €IH-

HBIMH H COOTBETCTBYWINMMHM TpeGOBaHHUI0 OTCYTCTBHS MOTOKOB KJIETOYHOH
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HOJIAPH3AUYH Ha KpasXx IJIacTa;
dp

= 0. 5)
dx o,L ( )

Jna stoporo napaMerpa 3agauwt (3), (4) — o¥™P — MBI pacCMOTPHM HECKOJIb-
KO BAPHAHTOB KPACBBIX YCIIOBHIi, a UMEHHO: 1) XeCTKO 3aKpelUleHHble TPaHU-
Ubl IUI4CTa, 2) OHM e ¢BOGOMHBIE W 3) IIPOMEXYTOUHBIH CIyYal YIpPYroro
3aKPEIUIeHM S TPAHALL,

Ilpy ycroBHMH MecTko20 3aKpefUIeHMs CyLIECTBEHHA JIMIUb HEM3MEeHHOCTb
oflero pasMepa, OCKONBKY B ypaBuenusax (3), (4) Bemmuuua oY™P ompene-
JIAETCH JIHLIb OTHOCHTEIbHBIMM CMELUEeHHsAMH Touek X mracta. O6o3Hayas npo-
AO/TBHOE CMELIEHHe TOYKH ¢ KOODIMHATOH X Kak U (X), BBIPa3UM YCIIOBHe
HeM3MEHHOCTH OBLIeTo pazmepa B BUJIE

Au = u(L) —u(0) = 0. (6)
CBs3b BelmHuHb! U (X) ¢ ynpyram Hanpsokenuem o¥ P 3anaercs 3axoHoMm I'yka
0¥"P = F dujdx. N

Hanee, ypaBuenue (4) uHrerpupyerca ¢ yuetom (6), (7), u pesymerar
A o(x) noucraBisieTcsi B ypasHenue (3). B MTore mpHXomMM K 3aMKHYTO-
MY OTMC2HUIO IBOJTIOUMH pacTipefelieHds p (X, £) B BHIE

ap 1 8 p

— = —f(p) + D —5 — kelp) ®)

ot T ox

3mech {p ) 0Bo3HauaeT cpefiHee MO IMHE IL1ACTA:
1 L
(p)y = — dx.
pr=7 ({ p

BeckMa CyLIECTBEHHOM UYepTOH [IMHAMHUKH p SIBAsAeTCS 3PPEKTHBHOE IATHHO-
peiicteue (wied (p) B ypaBHenn# (8)). K Hemy mpHBena uHMcTo ynpyras —
KOTEpPEeHTHasA — peaKLHs Ha JIOKaIbHbIE IpOLECCh aKTHBHOM pedopmMaluu
kjetok. UMeHHO 3To [JATLHOMEHCTBHE U ABIIACTCS MCTOYHUKOM 2100a1b6H020
KORTPOAA 8HYTPUKAETOURBIX NPOYECCO8 B TIIACTE.

B) AHanui3 noBefmeHus [216]. B HCXOOHOM COCTOSHHY III1aCTa,
00 MpPEedIOTIOXEHHUIO, HONAPU3ALMS M YHPyTHe HAlPSDKEHHS OTCYTICTBYIOT:

p=0 o= 0. (9)

HanHoe COCTOsIHME YOOBIIETBOPsET YCIOBHIO CTALIMOHAPHOCTH p; = 0, MOCKOb-
Ky 3HadyeHWe p = O ABNAETCA OJHOH M3 TPEX HYNEBBIX ToueK GyHKuMH f( p)
(cM. puc. 38).

Bonpoc 06 yciioBUaX caMOIPOX3BOIBHOTO pacWwIeHeHUs IUIacTa Ha MOJApHU-
30BaHHbIC M HEMOJIAPU30BAHHbIE 30Hbl YIMPAaeTCs B HCCIeIOBAHHE CTabUIIBbHO-
CTH FOMOTEHHOTO Heltospu3oBaHHoro cocrosuus (THC). Bonee y3kuit Bonpoc
06 acumitorHyeckoil ycroitunBocTd 'HC pellaeTcst aHaIHTHYE CKH.

s maneix no aMmutyme Bosmywenud 'HC nuueliHoe npubnuxenue
ypaBhenus (8) umeer BUII

. 1
ye= —ayt+tDy, . —kely), (10)
T
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rge

daf _
a=—|, y=8p=pkxt)-p

IparuunbiM ycroBusaM (5) yHOBJIETBOpsET HAaGOp KOCHHYCOMOAIBHBIX MO
yn = eM?cos (nnx/L). (11)

OO6as 3aBUHCHMOCTb JIEKPEMEHTa A OT BOIHOBOTO YM(JIa K, JIETKO HAXOOUTCH
focne NoncraHoBKH Bbipaxenus (11) B ypaBHenwe (10). 3aMeTHM IpH 3TOM,
YTO JU1A BCEX HETPUBHAIBHBIX MOJ ¢ 1 # 0 cnaraemoe (y,) B ypaBHenuu (10)
orcytciByer. [losroMy HMeeM

A = o/t -Dntn?/L?, n > 1;
Ao

Cpend HeomHOPOIHBIX BO3MYIUEHMHA ), HaMBBICIIMM BPEMEHHbBIM IOKa3aTelleM
A oOmapaer mepBasg rapMOHHKa — KOCHHYCOMOanbHas nonyBoiiHa. Mcxopmoe
cocTosHMe p = () CTAaHOBHMTCH HEYCTOHUMBBIM IO OTHOILEHHIO K 3TOH MOJE BO3-
MYLUICHHH IIPA YCJIOBHH

u = aft —Dn?/L%. (13)

COBOKYIIHBI TapaMeTp i MOXHO PacCMaTpHBaTh KaK GHQYpKauMOHHBIA MNa-
pamMeTp. ’

Jasee, BaXHO BBIACHHTb XapaKTep HeyCTOWYHBOCTH, 3 HMEHHO — MArKas”
OHa WIH “xkecTtkass”. OT 3TOro 3aBHMCHT, CIIEAYET JIM OXHMOATh HOBBIX PEXHMMOB
JHUB 32 [OPOTOM MOTepH ACHMMITOTHYECKON YCTOWMHBOCTH (Msrkasa Gudyp
KauuA) WIM uMeeTcs OGIacTb MapamMeTpoB, B KOTOPOH COCYIIECTBYIOT ajbTep-
HATHBHBIE yCTONUMBBIE pesxHMbl: HcxoaHbiH — HC — u HoBpId, NpencTaBstomui
coBGoi HEeTPUBHMATIBHOE pelreHHe ypaBHeHHA (8). MHBIMH ClIOBaMH, HEOGXOIMMO
BBIACHHTb, 3AKPHTHYECKAA HMIIM JIOKPpHTHYECKAsA OUdYpKaLUsA aCHMITOTHYCCKHX
COCTOAIHHMH CONIPOBOXXAAET NOTEPIo JINHeHHOH ycroiunsocri 'HC.

JTOT BONpOC yxke He MOXET ObITh peliieH B paMKax JIMHEHHOrO MpHOIHKe-
Hus (10) n goimkeH pacCMAaTpMBATBCHA C yueTOM HellMHeiHocTH ¢yHKuuu f(p).

CymecrBeHHO# HHbOpMaiweit 0 pyHkimy f(p) ABnserca nuuib ee U-o6pas-
HBIA BHJ, 0OeCHEeYHBAWILHKA OUCTaOMIIbHBIA XapaKTep BHYTPHKJIETOYHOH [IMHa-
MHKH. JU1sa Gosbiuedl OIpeeIeHHOCTH OyZieM ammpOKCHMHUpPOBaTh TpebyeMbie
KayeCTBEHHpIe CBOMCTBA 3TOH (YHKUMH C NMOMOLBI0 KYyOWYecKoN Mapaboibi:

f(p)=ap +pp* — 2. : (14)

3nech KO3 GUIHMEHTL § H 7y CYHTAIOTCA TONOXHTENBHBIMH, 3 3HAKH TIPH p2 H
p® npopukToBanm! TpeGoBanueM H-06pa3HOCTH.

Hanuune kBagpatuusoro cnaraemoro B (14) [O/DKHO Bbi3BaTh IPHMeEILUBA-
HMe K Be[lylueH HeyCTOHYHBOM Moze 1 = | BTOpOii rapmohnku n = 2. [lostomy H,
OTrpaHHYMBAACh IBYXMOJOBBIM IPHO/IHKEHHEM, HllleM peiieHHe B BHJE cylep-
MO3HIIMH:

(12)

aft — ek.

X
p =C(¢) cos ~L— + C, () cos (15)

Hocrne nopcranoBku (15) B ypaBHenue (8) c yuerom (14), nonydaeM cucremy
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"0BOBIKHOBEHHBIX UGG EPEHIHANIBHBIX YPABHEHHH TIepBOTO MOPANKA [0 BpeMeHH
OTHOCHTEJIBHO aMIUTUTY T
. 3
Cy=uC; +6C,C, ——~ 7(C? + 2C1C§),
4 (16)

-/ Dr’ pc: 3 s )
cz—(u— )Gt vedracioy).

Hanee, HeoBXOIMMO HCCIeOBaTh XapaKTep €¢ CTalMOHAapHbIX pelleHuih C, =
= (', =(Q BONN3U KPUTHYECKOM TOUKH U = 0. o

Jj1a HeTpPUBHANBHBIX CTallMOHapHbIX 3HaueHuit €y, C; # 0, Manex BGnU3u
A0POTra Hey CTOHUMBOCTH i = 0, 6e3 TpyAa HAXO UM

_ i D 2p*\"! :

cz~—~u<— - (172)
3y \ L 3y

_ 2 Dn? N\ _

C, Q‘—E < - IE > C,. (176)

Ecny monusiit pa3mep riacta L He ciMumkoM mait, 1ak uro Da? /L% < 28%/3y,
TO BhIpaXXEHHe B KPYITbIX ckobKax (17a) nonoxuresbHo, Bennunta u—D7? /L2
B OKPECTHOCTH KPUTHYECKOH TOUYKH i = 0 orpuuaTensHa. Torpa M3 BpIpaskeHUs
(176) ciepyeT cyllecTBOBaHMe HaH[AeHHOTO CTalMOHapHoro pemieHus (17)
npu pu < 0, T.e. 10 nopora acumnroriieckon Heycroiunsoctd 'HC. Takum o6
Pa30M, HMe€EM IOKPHUTHUECK Y10 OHdypKauHlo B Touke u = (0, a oTciopa aBToMa-
THYECKH C/EMIyeT, YTO cTauuoHapHoe pemeHne (17) Heycroiuuso {185].

Ecnu, Kak B HaleM olyyae, IpH NOTepe YCTOHYMBOCTH OIHOTO CTALMOHApP-
HOIO pellieHUsi: 4) He OTBETBIAETCA HelpepbIBHLIM OOPa3oM APYIoe — acHMIl-
TOTHUECKM YCIOHYMBOE, §) He BO3HHUKAIOT YCTOHUYHBbIE OCUWIIAUUM (B JaHHOM
Cllyuyde OHM HCKITIOUEHBI B CHIIy II€pBOTO MOpsifika cucreMsb: (16) Mo BpemeHH)
M B) HEBO3MOXe€EH yXOJl 3HaYeHHH p K HECKOHEYHOCTH (B CHA1Y OTPHLATEIBHOIO
KyBHUeCKOTO WiIeHa), TO HellpeMEeHHO B cHcTeMe (16) IOIDKHO CyLIECTBOBATh
CTabUIIbPHOE COCTOsIHHE, He ABJIAOLIeeca POAYKTOM OHGYPKALHUH HCXOJHOIO
petuetiusi. JIJisi 9TOr0 BTOPOro cOCTOstHUA nopor crabunsHoctd 'HC He apnser-
C KPHTHYECKOH TOYKOH — OHO HOJDKHO ObITh CTabBuIbHO MO 0B€ CTOPOHBI OT
Hee. TakuM o0Opa3oM, [IOMKHA CyLIECTBOBAaTb 0GacThb NapaMeTpoB, Ile 0ba
COCTOSIHMA MOTYT PEa/IM30BAaTbCA KaK albTePHATHBHBIE CTAGWIBHBIC PENKUMBI.
30ech CMTyallMA TaKas ke, KaK [pH PaBHOBECHOM (ha30BOM IIepeXOJic NepBOTO
pora.

HHTepecyrollee Hac cefiyac yCTOMYMBOE HeOIHOpPOOHOE paclpeferieHHe
D (x), ABnsomeecs CTALMOHAPHBIM PEKMMOM IMHAMMKH (8), T.e. pelicHHEM
YyPaBHEHHUA

FUB)+ Dpxx — ke(p)=0, (18)
He MOXeT ObITh HCCIEIOBAHO MeTofoM 6udypkauuoHHoro aHagmsa. Ho sto
He MeHaeT HaMm MOJIyYUTh HeoBXO/MMBIe CBefleHHs O [JRHHOM PpacilpelesieHHH.

B UCTabUIBHOCTS B JIOKAIBHON JMHAMHKE IUTIOC (PAKTOP KOONEePaTHBHOCTH
(nBa nepBpIX WieHa ypaBHeHUs (8)), KaK H3BECTHO, 3a[al0T ACHMIITOTHYECKHE
CocTosHMsl TUNa JoMeHHbIX cTeHOK (JIC). OmHako 6e3 [IOMOJIHHMTENBHBIX
OAJILHOJEHCTBYIOIUHMX MEXAHU3MOB YCTOHUYMBCIO MECTONOJIOKEHUA TAKOH CTeH
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KH He mojyyyaerca. Be3 rakux MexaHusMoB JIC OBMXKETCA C NOCTOSHHOH CKO-
pOCTBI0O B TOM JWIH MHOM HalpaBJIeHMH B 3aBMCHMOCTH OT 3HAKAa HHTEIrpani
S f(p) dp [223]. B cxyuae, korga 3T0T MHTEIpajl paBeH HYJI0, XOTA CKOPOCTh
CTALHOHApHOIrO mepeMenieHua JIC Takxe paBHa Hynw, J06Goe ee MeCTOMNOJIo-
JeHHUe ABNAeTcH Ge3pasTHYHbIM PABHOBECHEM.

YGenumcs, 410 GHAKTOp [ATBHONEHCTBHA {p ) ABJAETCA OOCTATOYHBIM JJis
¢uxcanun JIC.

COCTOsIHHE ¢ eTMHCTBEHHON [OMEHHOM CTEHKOH, YNalleHHOH OT TIpaHHL
orpeska 0, L Ha pacCTOAHHA, CYLIECTBEHHO NPEBOCXO/IAIINE LIHPHHY CTEHKH 0,

Puc. 39. ®GopmupoBaHHe aCUMIITOTHUECKON CTPYKTYphl OMHApHOTO WICHeHMS MacTa B
0651aCTU HeyCTOHYUBOCTH HCXOOHOTO, HENONSPU3OBAHHOTO COCTOSHHMS NPH HBYX Hayasb-
HBIX ¢yHKuHAX p(x, 0) (wTpuxoBas nvuuA). [lo BepTUKanM — p, MO FOPH3OHTAIM—X;
napaMerpbl: D=5-10"3,7=5-10"%; f=0,5p + 15p* — 10p®; ke =35

XapaKTepU3yeTCs 3HaucHUAMM IapaMeTpa p B OBYX OOMEHAX, P, H p,, H KOOp-

muHatoit JIC (cm. puc. 392). Ina npousBonbHOi HU-06paszHoit dyHkumu f(p)

YyKa3aHHbIE XapAKTEPUCTHKH MOTYT ObIThb HaW[IEeHbl CIeAyIOMUM 06pa3oM.
K rpaHuubiM ycioBuaAM (5) moGaBnsiioTCs JONOTHATENTBHbIE:

ﬁxx‘O,L=0a (19)

MK TyeMble TpeGoBaEHeM TOMOTEHHOCTH pacipeiesieHuss p (x) B Tpepesiax mHo-
MeHOoB. IIpH 7aHHBIX yCTOBHAX BGIM3M IPAHMIL JIOMHXHO BHIMOJHATHCSA PABEHCT-
BO

f(p)= kelp). 20)

Cunras 3nech ke{p) NOKAa HeoNpefereHHbIM NAapaMeTpoM Ke{P) = ¢, Mbi MO-
’KeM Npe[CcTaBUTh 3TO PaBeHCTBO rpadpuyecku (cMm. puc. 38). Touxu nepeceue-
HUA NPAMOH } = ¢ ¢ NAJaIMMHU BeTBAMH KPUBOH f (p) 3a[3a10T 3HAYEHHA P,
M p, NapaMeTpa p B IOMeEHaX.

Janee ompepensieTcst KoHcTaHTa ¢ (T.e.{p)). HepBbiit HHTErpan ypaBHeHHA
(18) BMecTe ¢ IpaHHYHBIMH YCJIOBHAMH (5) [AIOT paBEeHCTBO

AU=c Ap, 21

roe
P,
AU = [ f(p)dp, Ap=p, -p,.
Py

Ha rpaduxe puc. 38 3TOMy paBeHCTBY COOTBEICTBYeT yCIOBHME paBeHCTBAa 3a-
LITPMXOBAHHBIX ILowiafieit. OueBHOHO, 3THM YCIOBMEM KOHCTAHTA ¢ OJHO3HAY-
HO vNpeneneHa.
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C HaliIgHHBIMH BeJIMYMHAMH D1, P2 H{P) U3 paBeHCTBA
(p)~p +Ap-x (&=I[L)
u (21) ompenesnsieTcss pasMep NOMAPU30BAHHOTO JOMeHa /:
I/L = AU/ [xe(Ap)*]. 22)

Cpasy yxaxeM Ha BaXHOe CBOMCTBO CTPYKTYphl JOMEHHOTO WIEHEHHA —
€r0 pasMepHY0 HHBaPHAHTHOCTb. BHyTpeHHHe NpONOpPUMH 3TOH CTPYKTYPbI
(OTHOWIeHHe pa3MepoB JOMeHOB //(L — !)) uHBApMAHTHBI IIPH M3MEHEHHMH
obiuero pasmepa L. IT0 CBOHCIBO 3aCiyXHB2ET CIENHMATIbHOTO BHUMAHHs, MOC
KOJIbKY MMeeT NpAMOE OTHOIEHHE K mpobreMe IMOPHOHANIBHBIX PETYIIAILINM.
CoorBercrByioilee 6Gosice AeTanbHOe OGCyxneHue GyeT IpeCTaBIEHO HIMXe.

r) ACHMNTOTHYeCKasAn yCTOMUYHUBOCTb GHHAPHOTO
HOMEHHOTIO YJIe¢HeEHHuA. YpaBHeHHe, OTMCHIBAKOIIEE IBOIIOLHI0 MAJIbIX
OTKJIOHEHHA OT HaNJEHHOTIO CTalHOHAPHOro Npodwis P (x), UMEET NpexHUi
Bua (10) ¢ TeM JMUIB OTIMYHEM, YTO B NEPBOM CIaraeMoM KoddhdHIHEHT
Tellepp 3aBHCHUT OT x. McclegoBaHMe acHMNTOTHYeCKOH YCTOAYUBOCTH MbI NPO-
BEIIEM 110 TOM JKe JIOTHYeCKOH cXeMe, KOTopas Herosb3oBanace B § I1.2.

BriBon 06 ycroiuuBocTH Gymer OBOCHOBaH, eqylM YOACTCA NOKAa3aTh, YTO
mia nwgoi ¢yHxkuun ¥{x), cOBMECTHOR ¢ IPAHHUHBIMU YCTOBHMAMH (5), MH-
Terpain

J¥ax,

BpeMEHHaA 3IBONIOLUHA KOTOPOTO OLEHMBAETCA Ha OCHOBAaHHH YDaBHEHMA IBU-
xeHus (10), yObiBaer. UMmeem

d A
Tf\I!zdx=2f\I’\II,dx=2[f\IlL\Ildx—Ke(‘Il>2], (23)
t

Irfie TMHEHHDIH OTIEpaTOP B NIPABOM YaCTU BBIPAXKAETCA B BUME
2

A
L¥=a(x)¥ +D PR
Jis MHTerpaia B IPABOM YaCTH papeHcIBA (23) HETPYAHO NOJIYYHTH OLEH-
Ky cBepxy. IIsi 3TOTO 3aMeTHM, Y10, BO-TIepBbIX, pyHKUMA W (x), nponop-
LIHOHa/IpHas TPOM3BOJHOMN D, (BO3MYILEHHE THIIA CABUIa (pPOHTA P x)):
dp
Yo=n ——, (24)
dx
A
ABNAETc cOOCTBEHHOH [Uis1 omepatopa L HM, BO-BTOPBIX, COOTBETCTBYIOLIEE
cOBCTBEHHOE 3HaUeHHe PaBHO HYITI0, IOCKOJIbKY

LW =n[f, Px + DBrxx] =0.

PaBeHCTBO HyIIO NpaBOM YACTH CIEyeT M3 TOTO, YTO KBaJapaTHas ckobxa mpen-
craBisier cqboii IPOM3BOAHYIO 11O X PaBO# YacTH ypaBHeHus (18).

C npyro#t CTOpOHBI, IIPH MOHOTOHHOM pyHKUmH P (¥) (T.e. WA COCTOAHUA
¢ emuuctBenHoi JIC na otpeske (0, 1)) coberBennas ¢yHkuns ¥, oneparopa
IA, ofnafaeT HAaMBLICIIMM COBCTBEHHBIM 3HaYeHHeM. 3TOT PaKT cielyeT U3 TOro,
YTO (YHKIUMSA Py B 3TOM cilyyae He HMeeT y3noB B uuTepBane (0,L1) (ocuwurs-
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UMOHHAs Teopema) . M3 CKa3aHHOTO BbIlIe NIPHXOOMM K BbiBOAy (6oJiee monpo6-
Ho cm. § 11.2): mis moGoi ¢pyHxkuud ¥

[WLWdx <0,

IIpHUEeM paBeHCTBO UMeeT MeCTO TOMbKO mist Wy .
TMonyuenHast oueHka M paBeHcTBAa (23) HAKT [jisA MPOU3BONBHOH QYHKLUHH

d ) ) :
Et-f\lldx<—2ex<\lf). (25)

JlaHHOe HepaBeHCTBO [iaeT M0KA3aTesbCTBO ACHMMITOTHYECKOH yCTOMYMBOCTH.
IeitctButensho, min ¥ # W, HecTporoe HepaBeHcTBO (25) ofpauiaercs B pa-
BEHCTBO, HO MOCKOJIBKY IS MOHOTOHHOTO Npodwist p (x) cpenHee (P, ) OTIHY-
Ho OT Hyns, 3Hauenue ( W) ? oxa3spiBaeTca OTPHUATENbHBIM. Jliisi 1060 e
¢byHkuMu, otuyHoR ot W, HepaBeHCTBO (25) sBisercs c1poruM. Ioatomy
HEe3aBMCMMO OT BellMuuHbl { ) 2 cHOBa MMeeM

(d/dr) f ¥*dx <0.

Taxum 00Gpa3om, npod b pacnpedeneHds p(x) B CTAUMOHAPHOM COCTOS-
HMH THIIa GHHAPHOIO JOMEHHOTO WieHeHHsl aCHMIITOTHYECKH Y CTOHUMB.

) COCTOSAHHSA c MYTbTUIOMEHHBM YJleHe HHe M. AHa
TH3 CTAUMOHADHOH NOMEHHOH CTPYKTYpPbl, NPOBOIMBILMIICA B II. B) JIAHHOTO
naparpacga, HUKaK He yuMTbiBasl OOwwMiA pa3mep riacra. Tem caMbIM HaieHHbIE
XAPAKTEPUCTHKH 3TOH CIPYKTYpPbl — YPOBHH IUIATO B paclpefielieHHH Py H D,
M CpejHee 3HAUEHHE IapaMeTpa p — OKa3bBaKTICS Pa3MepHO-HHBAPHAHTHBIMU.
HHbIMH cJ10BaMH, GHHapHOE paccIOeHHe, XapaKTepu3yeMoe TpeMs (pHKCHPOBaH-
HBIMH NapameTpamMHu — py, p,, (P}, MOXET PeasM30BaThcsA Ha OTpe3Ke JIIGOMH
OAMHBI (KOHEYHO, IPH YCIIOBHH, YTO 3T4 IJIMHA CYLIECTBEHHO IPEBBIILAET IUHPU-
Hy NlepexoaHoil ofiactu § ~ /D7) . OTciofiz cllelyeT BO3MOXKHOCTb ACHMIITOTH-
YECKHMX COCTOAHHMH ypaBHeHHs (8) ¢ IPOM3BOJIBHBIMH (B M3BeCTHBIX Npenesnax,
ONpe/ie/IieMBIX YCIIOBHEM MANOCTH LUMPHHBI MepeXOoaHOH oGacTH Mo OTHOuIe-
HHIO K pa3Mep4aM JIOMEHOB) YHCIOM [IOMEHOB U paclpefelieHHeM ux miuH. Opi
HOBPEMEHHO 3TO O3HAYaeT, YTO €JMHCTBEHHBIM ACHMITOTHUECKH YCTOHUMBBIM
COCTOSIHHEM sBJisieTca GuHapHoe paccioeHde. JIrwGoe e acHMITOTHYECKOC
COCTOSIHHE, B KOTODOM Y4YacIKOB HeNpepbhIBHOIO IUIATO HoJiee OABYX, ABI-
€TCA COCTOAHHEM Be3pa3iTHYHOro paBHOBeCHS *) .

B 10 € BpeMs, HecMOTpA Ha NOABIKHOCTb IPaHUL, JOMEHOB B MYJIbTHOC-
MEHHBIX CTPYKTYpax pacCiioeHMs, OfHa Ij06GaybHas XapaKTepHCTHKA [OJDKHA
ocraBarthbcsi Hew3MeHHo#. HesaBucMMO OT MOJHOTO pa3mepa W [eTajJbHOIO Xa-
pakTepa pacnpeneneHus p (x) cpemHssA BeJIMYMHA (p) , @ BMecTe ¢ HEH U OTHO-
IlIeHHe COBOKYIHBIX NPOTSKEHHOCTEH obacTeil ¢ BBICOKMM M HM3KHM IHIATO
OJTHO3HayHO omnpefereHsi. Ha3BaHHbIe XapaKTepUCTUKH BO BCEX MYJIbTHAOME!H -
HBIX CTPYKTYpaX TaKHe Xe, KaK B BbI[EIeHHOMN, aCHMIITOTHUECKH Y CTOMUMBO
CTPYKTYpe OHHApHOTO pacc/IOeHHs .

e) UnnwcTpaluu, NOJYYeHHbIE NYTEM YHCIEHHOT O
pemeHus ypaBHeHua (IV.8). JIoCTYyNHbIMH CPELCTBAMM aHATUTHUECKO-
FO MCCIIeIOBAHUS MBI He MOXEM Cy[IHTh 06 3BOSIIOLMH paclpefeNieHus p(x, /i

*) ITOT pe3yIbTaT GBI H3BCCTCH M paHee K3 paboT KepHepa u Ocunosa {64 .

130



'
!
i
|
1
1
|
|
1
|
9

Puc. 40. QBomounss npopuns p(x, t), npu cOMDKEHHBIX HaYadbHBIX CTHUMYax p (x, 0).
IltpuxoBast JWHUS — HavdadbHast GydHkuust p (x, 0), >kHpHadg NUHHA — aCUMITOTUYECKH
npoduie Mapamerper ypasrenus (8): D =5:107%; 7=5-107%; [ (p) = -3,5p + 15p* —
— 10p3; «e= 5.

Mo BepTUKANU — p, 110 TOPHIOHTALU — X

Puc. 41. 3Bomouus pacrnpeneneHus p (x, t) npu ABYX HadyalbHBIX ycnoBwsix p(x, 0)
B 067acTu MeTacTabUITBHOCTH OOHOPOIOHOTO COCTOSIHUA nuacra. [IpM NoKaTNM30BaHHOM
HayallbHOM BO3MYIIIEHUM JOCTATOYHOW aMIUTMUTYHBl (IUTPHMX0BAsl JIMHHSA) yCTaHaBIIMBa-
eTcd OuHapHas CTPYKTypa WIeHeHUS (2), MaJIoaMIUJINTYOHbI¢ HAUYaJIBHBIE BO3MYLIEHHS
penakcrpywor (6). Ilo BepTukanu — p, 1o TOPU3OHTaIM — x; D=5-107%; r =5-107?%;
f=-3,5p+15p* — 10p?; ke=1

BHE [OCTaTOYHO MAIBIX OKPECTHOCTeHl acCUMIITOTHYECKUX COCTOSHUH, T.€. 3a Ipe-
HeaMu PUMEHMMOCTH JIMHEeHHOro npubmpkenusa. Bompoc 0 ToM, Kak cucrema
NMpUXOOMT K 3THM COCTOAHMAM HAaYMHAA “M3JaJieKa”, MOXeET IpPOSACHUTbCH
JIMLUB [Ty TEM YK CTIEeHHOTO aHaJu3a.

Ilpy uyMcIeHHOM pellleHHH CeTOYHOW alNpOKcHMaluu ypasHenus: (8) uc
Monb30Banacy siBHasg cxema. HenuHeliHasa ¢yHkuus f(p) 3ajaBanace B BUAe
KyGuueckoro tpexwieHa (14) ¢ BappUpyeMbIMH NapamerpaMu «, § U y. Bapsu-
POBaJIMCh TaK ke NMapaMeTpsl €,k U D ypaBHenus (8).

Ha3zoBeM U MpOUIIIIOCTPUPY €M OCHOBHBIE PE3YIIBTATH.

B mmpokoi obnacTi 3HaUYeHUH IapaMeTpor a, f, v, D, K€ acumnroTHyec-
KO€ COCTOAHHE TUIa GUHAPHOIO PacClOeHHs ABNAeTCH ri06abHO YCTONYUBBIM,
T.c. GopMHpYeTCst IIPH JOCTATOYHO IPOU3BOJNBHBIX HAyalbHBIX yCIOBHAX. B Kka-
YeCTBe WUTIOCTPALMH TOKA3aHa SBOJIIOLMA Npodwiis p (X, {) TpH rnagxoi Ha-

"YaypHOM pyHKUMM (puc. 39a), NpU HavaIbHOM pacipefeieHun p (x, 0) 1una
cryneHpkH (pHc. 396) M OBYX He CJIMUIKOM y[HajdeHHbIX CTOJIOMKOB (puc. 40).
Bo Beex cnyuanx koHeuHoe cocTostHue P (X) O/IMHAK OBO.

TIpy [AOCTATOYHO TIPOWBBOJIBHBIX HayalbHbIX yCoBuix p(x, 0) sBomouus
Pacnipepernenus p (x, ) ¥MMeeT OJIHOTHIHBIA xapaktep. Ofa IPOXOUT Yepe3 OT-
HocuTenbHO ObICTpYH0 a3y HOPMHPOBAHHMA (PpPOHTa U MEMIEHHYIO 3aBepLIal-
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mymo ¢asy ero NOCTYINaTeJIbHOTO NepeMelleHus 6e3 UCKaXKeHHs HOPMbI BILIOTL
IO OCTAHOBKH B NOJIOXEHHUH, IPEJICKA3BIBAEMOM BhlpaxeHueM (22).

Ilpu Bapuauum mapamerpa &, BXO/AIEr0 B BbIAEICHHBIA NIPH JIMHEHHOM
aHajMse ycroiuuBocTd THC OudypKauioHHbIA NapameTp L, YIAETCA pasrpaly-
yuTh 0Ostactu MeracrabwibHocty THC u ero abcosroTHOW HEyCTOMMMBOCTH. B
obnactu MetactabwisHocty I'HC u OoMeHHas NOJApU3aliUA COCYLLECTBYIOT
KaK &JIbTCPHATHBHBIC YCTOHYMBBLIE B MAIIOM PCLICHHA; HepeXO[bl MKy HUMI:
HY®JIAWTCA B HAYAIBHBIX CTHMYJIAX KOHEYHOH aMminiuryier (puc. 41). B obnac-
TH aDCONIITHOH Hey CTOHYMBOCTH TOT ke nepexon oT I'HC x pomenno# nonspi-
3alMH MOJXKET OCYIIECIBIIATLCA M CKOJIb YTOQHO MAJIBIM 110 aMIUIUTYZIE HEOHO
poanbiM Bos3mywenliem T'HC (puc. 39a).

Puc. 42 wuiocTpupyer BO3MOXHOCTh GOPMHPOBAHUA, NIPH COOTBETCTBYIO-
UleM HaYaJLbHOM CTHMYyMe, CTPYKTYpsi WISHCHHA IUIacTa ¢ ABYMA [IOMEHaMu
nonapuzauvu. C yMeHbllieHHeM TONUIMHBI HOMEHHOH CTEHKH, OIpeNeNAaeMOi
napaMmeTpoM D, MakcuMasipHoe 4uciio JIC, KoTopoe MOXeT ObITb paszMelleHc
na otpeske L, pacteT (cM. puc. 24). BMmecte ¢ HUM pacTeT U CTeNeHb MMOTeHIM-
aJIbHOM HEO/JHO3HAaYHOCTH MAaKpPOCKOUHYECKOTO COCTOANHA: U3MeHAAa KOHpH-
TYpalHo HAYalIbHOrO CTHMYJIa, MOXHO MOJYYHTb Heylo pAIOYeHHbIH Habop Ko-
HeUHBIX COCTOSIHHI [IOMeHHON nosigpusanuu (puc. 24). 310 06CTOATENBCTBO
CraBUT IipoGileMy BOCIHPOM3BOAMMOCTH IIPHM OpPraHy3auUM pPa3MeTKH B 3apo-
IBILLIEBBIX AMUTeNIUAX. Huxe et GyneT yaeneHo cnenyanbHOe BHUMaHHE.

%) IMarpaMmMa MAKPOCKOHNHYECKHUX COCTOAHMUIM
Hudbopmauus 06 acHMITOTHYCCKHX COCTOAHHMAX KIIETOYHOIO IUIACTa, MOJydel-
Hasi U3 aHanmu3a GopmaipHON JmMHamMuveckod mopenu (IV.8), npepcraBiieHa s
BUJIe IMarpaMmbl COCTOAHUH Ha puc. 43. Mpl OyleM cCbUIaTBCS Ha 3Ty JIMdr-
paMMy IIpH MHTepIPETalUH HKCIEPUMEHTAIBHBIX pe3ynpTaToB B § V.4,

3) BapuaHre KpaeBb X yCioBHHA YUIOBHE HEU3MEHHOCTY
oG11ero pasMepa Ilacta NMpM MHTEpIIpeTalMd BCTPEYArIUXCA PearbHbIX CHTYd-
HUH OKa3bIBAETCA CIMIMKOM >KeCTKMM. OOBMHO MNONAPH3YIASCA INHTENH-
ajibHas TKaHb SIBJIACTCA JIMUIb YaCThK BCETO 3apoIbILIEBOTO MaTepuana. Ilpu
3TOM OKDY>XaWIlHe TKaHH 3apOJIBILIA, XOTs MOTYT U He 0657aAaTh COCOGHO CTbIn
K 4KTMBHOH HOJIAPH3aIMM, OOBIMHON MeXaHHYECKOH YNPYTrOCTH He JIMIIEeHbl. B
TaKOM OKDPY’KE€HHH Kpafg KOMMeTeHTHOro K MOJIApH3aluK ¢(parMeHTa OOIIHHbI
CMEIIATbCS NPU €r0 MOJIAPU3ALMM, BbI3bIBasd IPH 3TOM YNPYIYI0 DEAKLHK,
BOOOIUE TOBOPA, BO BCeH OCTalbHOM yacTH 3aponsia. Mmest ato B Buny, npu-
XOOMM K CIeJlyIOIIEMY ecTeCTBeHHOMY OBOOUIEHHI) KPaeBbIX YCIOBUHA (6):

ep+o¥ P =—quiy . (26)
3pech B JIEBBIX YACIAX OBOUX PABEHCTB CTOSIT BBIPAXEHHMA JiA TOJIHOM CHIIGI

Puc. 42. Jponwouus pacnpejie-
TeHuda p(x, 1) B COOTBETCTBHH
¢ ypaBHcHMeM (8) npu Hayasib-
HOM YCJIOBUH B BHAEe OBYX
yOaNCHHBIX CTUMynoB. UiTpe-

XoBasd JIMHUST — HauyanbHad
byukuua p(x, 0); xuphax
JIMHUA  —  aCHUMITOTHYECK U

npodune p(x). Mo Beprura-
M4 — p, 10 TOPUIOHTANIK — X.
3HaueHUd mapamMeTpoB — T¢
Xe, YTO U Ha puc. 40




Puc. 43. JlnarpamMma crauuo-
HapHBIX COCTOSSHHH KONNEeKTHB- a
HOM [OMHAMHKM KIETOYHOH mMO-

NSAPU3aLUMM, TONydYeHHas  H3 g
ypaBHeHust  (8). Ciunournsle Z .
BETBH COOTBETCTBYIOT ACUMITO-

THYECKHU YCTOMIMBBIM COCTOA- S~ ~o
HUAM; IUTPHUXOBBIE — HEYCTOMH- >
YUBBIM; KOMOHHHDPOBaHHLIE —
COCTOSIHUAM Ge3pazimuHoro
paBHOBeCUs; d, 6 COOTBETCTBY-
JOT Pa3HBIM 3HaYEHUAM pa3Mepa

NnacTa, B MepBOM CNy¥ae pas- 0

Mep Gonpure. CrpaBa BBEPXY _mmmT

Ha puc. 432 - BHUO Npodund K—_
\

p(X) B COOTBETCTBYIOUIMX CO- ~~ ~
CTOSTHUSIX e £

-~

(axTUBHOH IUIC IACCHBHOH — YIpyroi) Ha rpaHuUax INOJAPH3YIOILETOCH
I1acTa ¢ BHYTIpEHHE# CTOPOHbI, 4 B IpPaBbIX — YIpYyrasg peakiuA BHELIHETo
Matepuana; ulg ; — CMeINeHHA FpaHHIl IUIACTa, § — YNpYras NOCTOAHHAfA.
OTMeTHM, YTO NOCKONbKY B BblpaxkeHHM (26) u ecTb abCONITHOE CMElieHHe,
a He OTHOCHTeNbHasA fehOpMalMsA, BelMUHHA g IpefcTaBnger coBoil Xapakre-
PMCIHKY HE TOJIBKO YIPYTMX CBOHCTB, HO ellle M FeOMeTpPHH, & TAK>Ke pa3MepOB
MaCCUBHO [eOPMHUPYEMOFrO MaTepHaiIa.

Ynpyrue HanpsxeHus o¥"P p nonspusymoomeicd TKaHH HAXOJMM, KaK M
B 0. §6), MHTETPHPYA YCIOBME MEXaHHUeCcKOTO paBHOBecHA (4). C yueTom Ho-
BbIX TpaHMUHBIX YCIToBMH (26) 3TO paeT /i BeJIMUYHHBI aBCOJIIOTHOTO H3Me-
HeHHA pa3mMepa Iacra

eL{piq
Aulg, =——— @7
K+gqlL
M BeJIMYMHBI YIPYroro HanpsokeHus oY "P
ql
oy“p=—e< ————(p)]. (28)
K+qlL :
B npepernie GONBIION KECTKOCTH ¢ 3TO BhIPAXKEHHE, KAK eMY U MOJIOXEHO, TIEPe-
XOOMT B TONYYeHHOe paHee WIA I'paHHYHBIX yatoBui (6) o¥Y™P = —e(p — (p)).

Ho 3pech Ham Gojiee HHTepeceH NMPOTHBOMOJIONHBIA NpeleNsHblil CiTyvait gl <
< K. B 310M Cityvae Beipaxetue wisa ¥ "P ymeer BHA

o¥"P=_¢ p—iL— <p)>.
K

COOTRETCIBEHHO, yPaBHEHHE IBOJTIOLMH pacnipeeneHus p (x, ) Gyner
op 1 Dd?

S P B (29)
ot 7 ox? K ’

@opManbHO IIOJIyUeHHOE ypaBHeHHe JMHAMUKH p (X, 1) OTINYaeTCA OT TAKOBOTO
BpH GUKCHPOBAHHBIX rpaHuiaXx Iumacra (8) TONBKO BhIPaXXeHHEM IOCTOAHHOIO
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Ko3d¢puunenta npu (p) . [losToMy, Kak rpacpuyecKuid MeTOJ, aHaIH3a acCHMIl
TOTHYECKHX paclpefelieHHi, TaK W BBIBOJIbI O CYIECTBOBAHMM H YCTOHYMBOCTH
CTPYK Ty bl IOMEHHOTO YiEHEHHA IUIacTa, NOJIyYeHHble paHee, OCTAIOTCH B CHIIE.
OmHako NPUHIMIHAIBHBIA BRIBOJ O DPa3MEpPHOH WHBAPHAHTHOCTH IPONOPLHi
3TOH CTPYKTYpbl B JAHHOM CJiyyae OKa3piBaeTcs HeCNpaBeIMBhIM. JIeACTBH-
TEJIHO, Telleph YCIOBMEM paBHOBECHS NOMEHHOH cTeHkH ((21) wiM 3KBHBa-
JICHTHBIM YCJIOBHEM paBeHCTBA TUTOWAMei Ha rpaduke pHc. 38) ¢ukcupyercs
He BenMuMHa  p) , KaK NPH XeCTKOM 3aKpelUTeHHH TpaHuL Miacta, a (qf (K)(p).
Eciy npuGnmxeHHO CYMTATh, 4TO BHE JIOMeHa MMoNApU3alny p =~ 0, To

(pYL~Apl, (30)

rae ! - NMMHeHRHBIA pa3Mep MOJNAPHU3OBAHHOTIO JIOMeHa, 3 Ap - MHBapHAHTHBIA
N0 OTHOWIEHHIO K H3MeHeHHI0 L Tepeman creneH mosjspusauuu. Takum obpa-
30M, B Ilpefiele MAJIOH XEeCTKOCTH BHEUHEro Mo OTHOIIEHMIO K IIOJIA pU3YIOLIeH-
C TKaHM MaTepuajla OKa3pIBAETCA JeTepMHHHPOBAHHBIM — He 3aBHUCAILMM OT
pa3mepa 3TOR TKaHM — abCOJIIOTHBIA pa3mep MOJAPH3OBAHHOH OGyacTd B Hel.

3TO OOMOJIHEHHE CYLIECTBEHHO, MOCKOJIBKY MMEHHO TaKOH THI peTysiiuu
HMeeT MecTO TIDH CeIMeHTallMi Me30HepMbl B XOe coMmuToreHesa (cMm. § IV4).

JIpyroi BapHaHT IpaHHYHBIX YCJIOBHi, TAK)KE 3aCIY)XHBAIOIMA BHAMAaHUA,
BO3HUKaET, KOTIA KJIETOYHBIA UIaCT HaXOOMTCA B MeXaHH4eCKH HallpsKeHHOM
COCTOSIHHMM (OKAT WM PACTAHYT) O U HE3aBHCHMO OT MOJIAPU3ALUMH €T0 KIIETOK.
Hanpumep, kilerounas crenka GIacTylisl MOPCKOTO exa YNpYro pacTAHyTa 3a
CueT Typropa B nojioctu Giacrysiel. MaGpirounoe rugpocraTudeckoe OaBreHUE B
TNOJIOCTH CBA33HO ¢ AKTHMBHOM 3aKayKOM BOJbI Yepe3 SMUTENIMH GIIACTYJIbI U BhI-
ABJIsieTCS TIPH €r0 pacceueHMM [0 Hauayia KJeTOYHOW nossipusammu [213] (cm.
nasnee puc. 45).

JTH TOCTOpOHHKE 1O OTHOLICHMI0O K aKTHBHLIM JehOpMALMAM KJIETOK
TKAHHU HaNPAXEHUA MOXHO YYecTb 3aMeHO# rpaHuYHOTO ycnoBua (6) Ha

Aulg  =8L, 31
rae 8L — coortBercTBylomee pacTskeHde (npu 8L > 0) wnu okaTue (TpH

8L < Q) mnacta. IT0 Jaer OYEBMIHBIM O0Gpa3oM aIfMTUBHY:0 106aBKY K MON-
HOM BeJIHYMHE YIPYTHX HalpAxXeHHH:

oL
gy"P:_e‘(p—(p))+E —2—, (32),
H COOTBETCTBEHHO K YpaBHeHMIO IMHAMHKH pacrpefierieHus p (x, 1) :
o 1f( yep & (pr—xE L 33
——— = D —KeE\PpI)—K _.
ar L (33)
6L

JlonosnHuTesIbHOE cllaraemoe — KE —L—B ypaBHeHun (33) paer gBa cymecTBeH-

HpiX ApexTa.

Bo-nepBpix — capur nopora HeycroidunBoctu ['HC. Kputuueckoe oTHO-
lICHHE MapaMeTPOB OIpeNeHsieTCsl PABEHCTBOM IIpexHero Buja (CM. IM.B  Hac
TOstuero naparpada) :

1 2 df
p=—a—D —; a= — . 34)

T L? dp
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OnHAKO Terepb caM MCXOOHBIN YPOBEHD Py OTIIMYAETCH OT TaKOBOTO Iipu 6L = 0:
Po(dL > 0)<py(8L =0). (35)

OTclopa cleflyeT OTJIMYME W B BEJIMUHHEe «. B YacTHOCTH, IS 3aBUCHMOCTH
f(p), anmpokcumupyeMoii Kybuueckoi napa6onoi (14), ¢ yMeHblueHUEM Py
CBA3aHO yBeSIHUeHHe abCOJIITHON BEIMYMHBI IIPOU3BOJHOH fp, YTO W NPUBOAMT
K casury nopora crabunsHocty THC B cootBetcTBHM C (34).
8L
Bo-BTOpBIX, NOMONHUTENLHBIM CATaeMbIM — KE —— B ypaBHeHUH (33)

0Oy CIIOBIIMBAETCA CIBUT CTaIMOHAPHOTO nonoxeuna JIC.
Ycnobrem paBHoBecus JIC ¢uxcupyeTcs Tenmepb He BellWYMHA {p), Kak

E §L
panee, a cymma {(p )+ — —. ITO HaeT HOBBE Pa3Mep MOJIAPHIOBAHHOTO JIO-
e L
~ 3 E 8L
MeHa {, OTIIHYaILMiAcA OT NpexHero [/ Ha BenuunHy — — —— . C oGLIKM pac-

e Ap
TsDKeHHeM Imacta 8L > 0 ¢BA3aHO yMeHblIeHHe BeJTHUMHEI .
JTH BHIBOMbI M3 TEOPETHYECKOH Mopmehu GYAYT UCHOJIB30BaHBI HUXKE TPH
HHTEPIPETaUK (paK THUECKHUX JIAHHBIX.

§ IV 3. Monsapusaumst KIeToK B AByMepHoM wiacte [224]

O606menne ucxoaHpIX ypaBHeHHit (3), (4) IMHaAMMYeCKOH MO TIOTIsA-
PU3a1MY Ha ABYMEPHBIH CIIOH KJIETOK TpebyeT HeKOTOPBIX YTOUYHEHMI.

[Ipexxne Bcero moa MopdoJOrMYecKoil NOJApH3aUUEH KIIETOK Mbl, KakK
H B OJHOMEpPHOM MOJeld [peAbIOyllero naparpacga, nojpasymeBaeM aKTHB-
HpIH TIpOLECC CKATUA KIETOK B INIOCKOCTH IJIacTa M BLITATHBAHUA 1O HOp-
mayu. TIpu 3TOM cremeHp NONApPHM3aUMM, KAaK M paHee, XapakTepu3yercd CKa-
JIAPHBIM MApaMETPOM p, CMbICI KOTOPOTO ocTaeTca NpexHuM (cM. § IV.2
n. 6)). Ilosromy npexuuit Bug umeet U pyHkuus f(p), yuHTbIBaKIIas BHYT-
PeHHI0I0 MEXaHHUeCKYI0 aKTHBHOCTb KJIETOK.

I eKT KOHTAKTHON NONAPU3ALMH GyneT npeiflonaraTbcs H30TPOIHBIM B
IVIOCKOCTH I1acTa. B paMkax JaHHOIo MpeAnosnoxXeHUs 3T0T 3G PeK T MOTHOCTbIO
XapaKTepU3yeTcsd BCEro OAHMM KO3p¢HLUMEeHTOM INepeHoca D) U ONMChIBaeTCA
uieHOM Mg ¢ y3HonHoro tuna DAp (A — pByMepHBbIi JallacCHaH) B ypaBHEHHUH
IMHAMHKM paclipenefienus p (r,t) .

KacaTesibHple HalpspkeHHMst Tellephb ONMMCHIBAITCA TeH30pPOM BTOPOIO paHra.
Mp1, Kak W npexpe, OydeM pa3iuuyaTh JBe COCTABIANILKE 3TOr0 TeH30pa — Mac-
CHBHYI0, ydcTO yrpyryio (0%"P) M aKIMBHYI0, CBA3AHHYIO C MONIAPH3ALHMEH KIle-
Tok (0f; 7). YCI0BHE MEXaHHYECKOIO PaBHOBECHA MO OTHOIICHMIO K IepeMe-

IEHHAM B IUTOCKOCTH [UIACTA BbIpaXkaeTcsa paseHcTBOM [222]

90 3KT dg¥mp
Tk Dk g, (36)
an axk

CBsi3b aK THBHBIX HaHpﬂ)KeHHfl CO CTENECHbI IIOJIAPH3AIlMH P OllpedenseTcA,
KaK U B OJHOMEpDHOM CJIyyde, TMHEMHBIM COOTHOLMIEHHEM H IUTIOC K TOMY IIpH-
HUMAEMBIM NPEANOI0XECHHEM 06 H30TPOIIHOCTH HAIPAXECHUA CXKATHUA, CO3-
[JaBaAE€EMOIO B IUTOCKOCTH IUIaCTa HOPMAJILHO uonﬁpmy}omeﬁc;{ KJIETKOH. q)Op-
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MaJIbHBIM 06pa30M TaKast CBA3b BHIPAXKAETCS B BHIIE
aKT

HaxoHel, OTHOCHTENBHO 3peKTa KacaTelbHpIX YNPYTHX HAalpsKeHHUH B [UHa-
MMKe KIIeTOUHO# Tonspu3anun (KOTOPhIH B 0THOMepHO#H Moaenu (3), (4) yuu-
TBIBAJICA WIEHOM 0) €CTeCTBeHHO CUMTA1b, YTO HAIpsDKeHHE CABHIA B IUTOCKOCTH
KJIETOYHOIO CJIOA HHKAK He CKa3bIBaeTCs HA aKTHBHOM MONEpPEeYHOM BBITATH-
BaHMM (NOJApH3alMK) KieTOK. IIpH TAKOM CHIBHIe He BO3HMKAET HOPMAJIbHOM
COCTABJIANIIEH CHITBI, KAK 3TO MMEET MECTO IpH AedOpMalLMH BCECTOPOHHETO
oxaThs (PacTAXeHHUA) B IUIOCKOCTH IUIACTA.

H3 npuseneHHsIX cOOGpaxkeHHH cCilellyeT, YTO B YpaBHEHHH HUHAMHKH
TOJIAPU3ALMH BYMEPHOIO KJIETOYHOTO IUIACTa Ha MecCIe CJ1araeMoro —Ka Of
HOMepHOH MopenH (3) HOIDKeH CTOATH Cllefl TEH30pa KAcATENbHBIX HANPSKEHHI:

1
apfdr=— f(p)+DAp —k Sp oj; O = OfP + 0T (38)
T

JIns panbHe#1ero aHanusa B ypaBHeHuMH (36) ymoGHO mepeiit OT TeH30pa
HANpsDKeHHA 0

77 K BEKTOpY 4 CMelleH)# B IUIOCKOCTH H JIAIee —OT TeH30p-
HOM K BeKTOpHO#H 3amucu {222] . C yuerom (37) 1o naer:

E FE
T grad divuy — m rotrotu + e gradp =0, (39)

3pech £ — Momynn 10Hra, a 0 — xoadduumeHt HyaccoHa.

IIna NpoCTOTHI MPOAHAIU3UPYeM CHMMETPHUHEIH CITyyail KpyTOBOTO IJ1acTa,
B LEHTPE KOTOPOTo HHHLUMHUDYETCA MOJAPH3ALHA KIEeTOK. BBUIY HPHUHATBIX
HaMH TpeONoXeHHH 06 H30TPOMHOCTH KOHTAKTHOIO MepeHoca MOJIAPH3AIMK
U HanpsHKEHHH B IUIOCKOCTH, FTeHEPUPYEMBIX IIPH MOJIAPU3allMH, PeLieHHA ypaB-
HeHuit (38), (39) HOMXHBI COXPaHATD HHIHHAPHICCKYI0 CHMMETDHIO.

Hanee mp1 OynoeM paccMaTpuBaTh NapajUulellbHO [iBa BAapHAHTa KPaeBbIX
Y CIIOBHIA:

a) KpyroBoi#t kpait mmacra cBo 6o aeH. Takas curyanus
BpAL JIM BCTpeyaercd B HOpMAJIbHO pasBHBamilleMcs 3apoppiue. Ho B sxcie-
PUMEHTAX MO B3KCIIAHTAUMH (hParMEeHTOB 3MOPHOHANbHBIX 3NUTEIIHEB HMEET
MeCTO UMeHHO OHa. ['paHuMuHOe yCIOBHe B JAHHOM Cily4yae BHIPAXKA€TCA B BUIE

03 tepl, - g =0. (40)

6) InacT kxecTKkoO 3aKpenieH Ha rpaHuue. JlaHHBIA cy-
yail MpeanoNaraeTcsa COOTBETCTBYIOIIMM MHTAK THOMY 3apofplilly. Y CloBHe ¢uK-
CALlMK TPaHHLIBI KPYTOBOIO IIJIaCTa BhIPAXKAETCA B BHIE

u(R)="0. 41)
30ech 4 — eIMHCTBEHHAasA OTJIMYHAA OT HYJIA paJMaIbHas COCTaBJIANILAA BEKTO-
pa cMelLieHHH.

B nonApHpIX KOOpAMHAaTax BeJIHYMHA 4 3ABUCHUT TOJIBKO OT pajuyca u =

= u‘(r). UHTerpupoBaHUEM YOIOBHMS MeXaHHUeCKOro paBHOBecha (39) a1a
BEJIMYMHA JIeTKO Haxoutcs. Ee BripakeHue yepe3 ¢ynkuuwo p (7, t) uMeer BUA

ar b
u(r)= — — — [ prdr. : “42)
2 r
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3nech KOMOBYHAUKA YIPYTHX KOHCTAaHT B ypaBHeHHH (39) oGo3HaueHa mjls Kpat-
xoctu b = € (1 — 6%)/E, a nocrosiHHas a NpeAcTapiseT cOGON KOHCTAHTY MHTe-
IPUPOBAaHMA , KOTOPas NOJXHA OblTh HAKIEHA U3 FPAHUYHLBIX Y CJIOBHH.

B ciiyyae cBOBOIHOW IpaHMUbI M1 HAXOXXACHHA IIOCTOSHHOH a HeoOXOmu-
MO MOJIYYHTb BbIpaXXE€HHE [jIi KOMIOHEHTbI O,, TEH30pa HaNpsODKeHUH. IT10
BBIpaXkeHHe CJIelyeT U3 U3BeCTHRIX HOPMYIT TeOPHHM yupyroctu [222]

Or);'np = 1 — 02 (urr + Ougpgp)s
Uy, = 0ufor,  u,,=ufr,

THE Uy, M Uy, — KOMIIOHEHTBI TeH30pa e OpMalliH B HOJIAPHBIX KOOPIMHATAX.
HUmeem

b(1-0)
2

r

fprdr

ynp — E .La
el B I B

IopcraBnsst maHHOe BhIpaXkeHHe B ycloBUe Ha rpanuue (40), monyyum

1-o0
a=—b —— {(p
l+o
R
2 [ prdr
0
3xecs {p) — cpedHee MO IUIOWAY IITacTa: {p } = -——————R2 -

Hasnee, BXOOAIIMA B ypaBHeHHe OMHAMMKH cjleli TeH30Da HAlIPAXKEHUHN O;;
HAXOIMTCS C TIOMOUIbID COOTHOLIEHUs [222]

ynp - E i
g}"P=——— divu (43)
1—0

TEOpHH YIPYTOCTH M PaBEHCTB

1 d(ur)
diva= - ——— = a— pp. (44)
rodr

Iociie MOACTAHOBKY BBIPAXKEHHA AJIA NOCTOSHIION a4 TONYUMM
0;=Q —-a)yep —e(i —0){p) (45)

BakHp## BBIBOJ, KOTOPBIH CllefyeT M3 BhipaxeHusi (45), COCTOMT B IOM, YTO
YNpyrue HanpsOKeHHs BO3HUKAKT HE TOJIBKO B OGNIACTH MOJIAPH3ALHH KIIETOK,
HO M TaM, e KIleTKH HenosigpusosaHel (p = 0) . HanomuuM, peus 30ech HAeT O
IlacTe ¢ Hes3aKpeluleHHbIMH IpaHHIaMu. B nogoGHOM cryyae mjisi OJHOMepHOH
UEMOYKY KJICTOK BHe OOJACTH NOJAPH3aLMH YIPYTHe Halps>KeHHA HOJHOCTHIO
PENAK CHpYIOT 32 CYeT MOJBMXXHOCTH KOHLOB. B IBYyMepHOM IUlacTe Takoi pe-

JIaK cal(u¥ NpenATCIBYeT BO3HUKHOBeH)E TAHI € HIHAJIbHEIX HANPSXKEHHA,
O6pamaeM BHUMaHHe Ha 3H4K BbIpaxceHust (45). Kak u3BecrtHO, /1A Beex
MaTepHasioB 3HavueHHe Ko3ddpuumeHrta IlyaccoHa nexur B mnpemenax 0 — %
[222]. IIpu 3tom cornacko (45) 0;; OTPHLATENBHO (IPU TOJIOXHTENbHELY (P ) .
CrleioBaTeNIBHO, JIOKAJIbHAS 110JIAPU3AUHMA [EHEPHPYET HAIIPSIKECHHA CXATHA BO
BceM furacre. HesnoxkanbHpiit ynpyrui 3Q@eKT B JaHHOM cllyyae MMeeT 3HaK,
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IPOTHBOIOJIOXHBIN TAKOBOMY 1A CIyyasi OfIHOMEPHOIrO (M [ABYMEPHOIO, Kak
Gynert NOKAa3aHO HHXe) PAJA KIIETOK C (PHK CHPOBAaHHBIMH KOHIIAMH.

JIlnas KpyroBoro IUlacra ¢ (pHKCHPOBAHHOW rpaHuied oOllee BhIpaXKeHde
NS BeJIMUMHBI PafHaIbHBIX CMEIUICHHH MMeeT, KaK H B NpEIbIiyllleM ciyvac,
Bua (42). OnHako kpaeBoe ycioBHe (41) NPHBOJMT Teleph K IPYFOMY BBIp4-
XKEHHUIO JIj1s MOCTOAHHOM a:

a=b{p). (46)
PaBeHcrBa (43), (44), (46) pawort gas oy
0i;i=(@2—0)epte(l +a)/(p). 47)

HenoxanpHOCTh ylpYroii peakiHH Ha HOJIAPH3ALMIC KJIETOK CHOBA HMEET MECTO,
HO 3HaK ee B COOTBETCIBHHM ¢ (47) TaKoH, YTO NOJIAPU3YIOILMECH KIIETKH pac-
TATHBAIOT, & He CKUMAIOT HEMOJIAPH30BalHy 0 YacTh IUTacTa.

C MOJIyuYeHHBIMH BBIPaXEHUAMH JUIA 0; ypaBHeHUHe uHamuxu p(r, t) (38)
CTAaHOBHTCA 3aMKHYTBIM M COOTBETCTBEHHO [OBYM ClyYasaM a) H §) HMeeT BHJ
[224]

0. =f(P)+ R3/P) Dy + R} Py + 11 (D), (48)
P =f(p)* (R3INPr+ R Dy — M2 <P )5 - (49)
f(p)=f(p)—«rer(2—0)p, my=ker(l —o0), m, =«ker(1+0).

IIpu anam3e mMHAMUYECKHX ypaBHeHuid (48), (49) GyneM BpiaeATD JIHLIL
KayecTBEeHHbIE YepPThl OVIHYMA B MOBENEHHM IIpPH [ABYX THNAX I'PaHHYHBIX YCIIO-
Buil. [Ipu HU3KOH cpenHel cTemeHH MONAPH3ALMH B IUTacTe (MasloM{p)) ypaB-
HeHus (48) u (49) HarT KauecTBEHHO OfMHAKOBOe NoBeleHue. HoBrM ane-
MEHTOM 3TOTr0 NOBeJIcHUA MO CPABHEHHIO ¢ OHOMEepPHOU MOJelnbio (8) B aHamo-
TUYHOA CHTYALUMM SBJIAEICA CYIIECTBOBAHHE KPHUTHUYECKOIO 3apOJIbIla MOJIAPH-
3auMd. Eciid B 0IHOMepHOM cilyyae NOMEHHas CTCHKA (KOTOpas, KaK Mbl BUJE-
JIM U3 YMCTEHHOro peuieHHA (8), popMHpyeTcs OTHOCHTENIBHO GBICTPO M M3 NOC-
TATOYHO IPOU3BOJNIBHOIO HayayisHOro npodwis p (x, 0)) HepeMeraercs MOCTy-
MATENIBHO C MOCTOAHHOH CKODOCTBIO, TO B JBYMEPHOH MOQENM 3Ta CKOPOCTb
OKa3piBdeTcA 3aBHcAied OT pa3sMepa nossgpu3oBaHHoN obmactd. Ilpn stom
CYILECTBYET TAKOH KPHUTHYECKHH pasmep, NMpH KoTopoMm ckopocts JC meHser
3HaK C MOJIOXHTENBHOrO MpH R > R, Ha oTpuuaTenshpii npu R < Ry, [225].
Takum oOpazom, 3apoppiLy MOJNAPH3ALMM KPUTHYECKOrO pasMepa ABIIAETCH
HEyCTOHYMBBIM CTAUMOHApHBIM COCTOAAHHEM. J[aHHOe COCTOAHHME, XOTA CaMo
nmo cebe MoxeT He OGHAapyKMBAaTbCA, HO €ro CyileCTBOBAHHE CKa3bIBaeTCA M3
BECTHBIM 00pasoM Ha BepOATHOCTH JOCTHXEHHA APYIHX — YK€ YCTOMYMBBIX —
cocTosiHuiA [226]. A MMEHHO — KDHTHMYECKHH pa3Mep 3apoMblua R, ABIAETCA
MOPOTOBBIM Y1 pasBUTHA IMpollecca NONAPHU3ALMH B IUIACTE M3 HAYAILHOTO
JIOKAaNBHOTO OYara.

ITpocTeiMHM 3K CllepUMEHTAJIBHBIMH BO3[eHCTBHAMHM, HanpuMep OBLIMM pac:
TAXEHHEM WIH CKATHEM IU1ACTa, BelMYMHA R, MOXeT Hanpap/IeHHO H3MEHATH:
CA B TY WIM MHYIO CTOPOHY. JI/1A OLIGHKH BEJINYMHBI M HAlpaBlIeHUA COBUra Ho-
POrOBOrO pasMepa 3apoJIplila MOJIAPH3ALMH MOXHO NOJIb30BAThCA BhIPaXKEHHEM
[225,226]

Df (pr)zdr

Rucp = AU

(50)
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3nece AU— uHTerpast GyHKIHN TOYEIHOH JMHAMHKH:
AU= [ f(p)dp.
Ap

Jnsa pa3sBHTHA KOJUIEKTHBHOH TOJIIPM3aLMM M3 JIOKANbHOTO ovara mytem ¢op-
MHMPOBAHHSI M PpaclipoCTpaHeHHUsi KPYroBOro ()pOHTa HOJIAPU3ALUHM BelMUYHHA
AU ponxHa GeITh ONOXHUTENBHON. 3HaueHUe HHTerpana B (50) ompepensercs
KPYTH3HOH ()pOHTa MOJIAPU3ALMH p,. JTa BeJIMUNHA BXOOMT B BBIPXKECHME [lA
KPHTHYECKOTO 3apO/IbIUIA TAK e, KaK K03 PUIUEHT NOBEPXHOCTHOTO HaTsKe-
HUA B dHAJIOTHYHOE BbIpa)KEHME TEOPHM PAaBHOBECHBIX (ha30BBIX MNEPEXOMOB
nepsoro popa [225]. Hopo6Ho k03¢dHIMEHTY NIOBEPXHOCTHOIO HATKEHHs
BeJIMUMHA [ pfdr CYLIECTBEHHO M3MeHsieTcs (Nafaer oo HyJsA) NpH mpubiimke-
HHMM K KPHUTMUECKOM TOYKE CITIaXHBaHHs (yHKIMM TOYeUHOH muHamuku f(p).
Bpanu or 310# TOUKM TakHe BHeuiHHe (aKTOphI, KaKk OOllee pacTAKCHHE MIH
OKaTve IUTacTa, Majlo CKa3pIBalOTCA Ha BelMuMHe AU, HO cyllecTBEeHHO — Ha
BeNuuMHe [ p2dr (cM. L3 TpeibIayuiero naparpaga).

B npemene HM3koR cpepHell monspusauuM (p), NO3BOJNAKLIEM WIHODH-
POBaTh JANbHONEHCTBYIOIUMH 3¢ EKT yIpyroCTH, HHTEPECHBIX JIA HaC COCTOA-
HMil C MOHMXEHHOH CMMMeTpuell B IUTOCKOCTH INlacTa He Bo3HMKaeT. Huuero
He MEHAET B 3TOM OTHOIIEHWH H YUYeT 3TOro pdeKra B TOM BHIE, B KAKOM
OH IpefCTaBiIeH NpH cBOGOHOM IpaHMUe IUTacTa, T.e. B ypaBHeHHY (48). Yc
TOWYHBBIMH CTALIMOHAPHBIMU COCTOAHUAMM B [AHHOM cJlyyae ABJIAIOTCA OfF
HOpPOJIHOE HeNoNApH30BaHHOE H OJHOPOJHOE K€, HO B KOTOPOM BCe KJIETKH
OOMHAKOBO noJisApu3oBaHsl. IIpy 3TOM HenoKajbHOCT B GMHAMHUKE HOJNISpH3a-
IUMH TOBBILAET JIHIb KOONEPaTHBHOCTh IEPEXOAd U3 MEPBOTO COCTOAHHA BO
BTOpOe. JeHACTBUTENBHO, ¢ POCTOM (p) BenuuuHa AU B BHIpOKECHMM YIS
KPHTHYECKOro pa3Mepa 3apOIpbIlld TOJIAPU3IANHMH TONyYaeT IMOJIOXUTETbHBIA
NpHpoCT, NponopunoHansheil (p)Ap. CornacHo (50) KpUTHYeCKUH pa3Mep
R, momkeH mpu 3TOM yMeHbiiaThca. [IoHmxenne noporoporo pasmepa mo-
BBILIAET BepOATHOCTb PAa3BUTHA KOJUIEKTHBHOH ITONAPU3ALMM M3 CIHOHTaHHO
3apOX/IAIOLIHXCA HOBBIX LEHTPOB TOJNApH3amMH. TakuMm oOGpa3om, B IUIACTe
co CBOOOJHBIM KpaeM, I[e JIOKaJbpHasA IIOJIAPH3ALMA BbI3bIBAET JANbHOIEH-
CTBYIOUIMH 3heKT ynpyroro cxaTus, AaXe NMpPH JIOKAIBHOM 3allycKe NpOLEC
ca MOJIAPU3ALMN MOXHO OXHMAATh MHOTOLIEHTPOBOTO Pa3BUTHS 3TOTO MPOIECCA.

Ilpouecc pa3BUTHA KIICTOYHOH TNONAPH3ALUM M €rO Pe3yibraT B IIACTE C
MK CHPOBaHHON TpaHHIEH BHIDIAJAT HHaye. 37ech, B COOTBETCTBMM C YPaB-
HeHHeM (49), BIOJHe aHAJIOTHYHO OJHOMEPHOMY CJIyyalo Npe/pIyLiero napa-
rpada npouecc NOJIAPU3ALHMN UMeeT OTpHIATEIbHYI0 00paTHY10 cBs3b. [lo Mepe
HAaKOIUIEHHU A NOAPH3OBAHHBIX KJIETOK — POCTa (P ) — MONApPU3aLUA HOBBIX TOP-
Mo3uTcsa. [Ipu 3ToM,  BO-nepBhIX, TNOHMKAETCA BEPOATHOCTH 3aPOXJIEHHA HO-
BBIX OYaIrOB KOJUICK THBHOH MOJIAPH3ALIUH H, BO-BTOPbIX, POCT HAZKPHTHYECKOTO
3apOJpIlIA MONAPU3ALMHM NMOCTENEHHO 3aMeIAETCA BIUIOTh A0 MOJIHOW OCTAHOB-
KH. YCTOHUMBBIM ACHMIITOTHYECKMM COCTOSIHHEM B JAHHOM Cllyyae ABJAeTCA
paccyioeHMe 1IacTa Ha MOJIAPU3OBAaHHYIO U HEMONApU30BaHHYI0 obnmacTu ¢ ¢uk-
CHPOBaHHBIM OTHOLIEHWEM COOTBETCTBYIOLINX Mutowasgei. OG0 CHOBBIBaETCA 3TO
YyTBEp)KAECHUE COBEPILEHHO NMOAOGHO TOMY, KAK 3TO [I€ajloch B OJHOMEpPHOH
MOJIeJIM B ITpe ApIAylileM naparpade.

Taxum ob6paszom, ynpyras [anpHOJOCHCTBYIOIIAA peaKLUsA Ha IOJIAPU3a-
UHI0O B 1jlacre ¢ ¢pUKCHPOBAHHOH IpaHuLeH oGecreynBaeT MeXaHH3M IJI0Gaib-
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Puc. 44, [lvHaMHKa NoONApH3alHM B KPYTOBOM IUIacTe B ABYX KpaeBBIX 3aauyaX: g — YHMC-
TeHHoe peuleHHe ypaBHeHHA (48) (cBoGolHble TPaHMIEI), HEONHOPOIHBIE CTAalMOHAPHBIE
pacnpeneneHusi CICYTCTBYIOT; O — 4MCleHHOe pelitcHHe ypasHeHust (49) (¢pukcHpoBaH-
Hasi rpanuna). JXKUpHast JIHHUA — acUMIOTOTHYeCKHA mpodunb p (r). IlapameTphl re xe, 4ro
H Ha puc. 40

HOTO KOHTIpONA Nonspu3auuu. OH MpoABIAETCS B NOJABIIEHMM CHOCOGHOCTH
K CIIOHTAHHOW TNONAPH3alMU KIJIETOK 3a NpefiellaMH yxKe NONsPU30BAHHOU 06-
JIACTH TUIacTa M B 0BecreyeHuK acHMMITOTHYECKOrO COCTOSHHA C TOHWKEeHHOM
CHMMeTpHel pachpefelieHusa NMONAPH3aUMM B IUIOCKOCTH MNACTA — COCTOMHHUA,
B KOTOPOM YCTOHUMBO COCYLIECTBYIOT OONacTH NONAPU3OBAHHBIX M HENOJADH-
30BaHHBIX KJIETOK C (hHKCHPOBAHHBIM OTHOLUEHHEM ILTOIAEH — HHBaPHAHTHBIM
NpH U3MeHeHHH obIMX pa3Mepos. IUtacta (puc. 440).

§ IV.4. O6¢cyxaente GHONOrHUECKHX JAHHBIX

a) Nonsapusaumsa KIEeTOK ONpepgenfAeT HUX aKTHB-
HOoCTh B MOpdoOreHese K fubbepeHIHpOBK e. B anurenuans-
HBIX IJIACTAaX MONAPU3YIOLIHECH KIIETKH IOYTH HMKOTA He COXPAaHAWT IPAMO-
yroJibHble ceueHus. Mopdonoruyeckas MONSApPH3alHA, KaK NPAaBHIIO, CBA3aHA
C CyXeHHEM OJIHOTO M3 KJIETOYHBIX KOHLOB. JTO IPHBOJIMT K (HOPMUPOBAHHIO
KJIETOYHBIX “’BeepoB’’, XOpOLIO BHIABIIAEMBIX Ha OKpAllICHHBIX Cpe3ax IMGpuo-
HanmpHOTO Marepuanma [202]. I'mcronormueckMmM HaGmoOeHUAMH H ONBITAMH
MO peNakcamMH OTCenapHpOBAHHBIX TKaHed GBUIO NMOKAa3aHO, YTO B XOfe AANIb-
Hellllero CKpPyYMBAaHHA MOBEPXHOCTh KJIETOYHOrO IUIAaCTa YCTAHABJIHBaeTcs
HOPMAIBHO KJIETOYHBIM OcAM “BeepoB” [202]. Takum oBpaszoM, noaspusayus
KAETOK 8 3HAUUTENbHOU Mepe onpeodensieT OyOyyyio 2eoMeTpulo nidacra.

C Opyroi cTOpoHBI, TOKa3aHO, YTO pacHpoOCTpaHeHHe (PPOHTOB KOHTAKTHOH
MONAPH3ALMH KJIETOK B 9MOpPHOHANbHOM MaTepuarne NPUBOOMT K OBICTpOMY
nogbeMy obutero Genkosoro cuHresa [227] u uyro ¢opma kietok (creneHb
UX BHITAHYTOCTH) BIIUSET HA CHEKTD CleUUHUECKHX CHHTE3HPYeMbIX GeNkoB,
T.e. Ha 3Kchpeccuio reHoma [228-230]. Orcioma cnemyer, 4T0 noaApuzayus
KAeTKU MOXET Onpeoeaurs nanpasienue ee dupdepenyuposu.

DakTHYeCKHM 06GOCHOBaHUEM LISl 3TOTO BaXKHOTO BBIBOAA MOTYT CITYXKHTb
JIMTEpaTypHble HAaHHble N0 KCNepHMMeHTaM Ha PasHOPOOHOM 3IMOPHOHAIBHOM
martepHajie. [IpuBesem HeKOTOpBIE U3 HHUX.

1. Me3senxuma NO3BOHOYHBIX, KOTOpasg B HOpMe MOXeT mud¢epeHIupo-
BaTbcA JIHOO B XpsAll, NTHGO B COENUHHUTENIBHYI0 TKaHb, AMGbQepeHunpyach,
OCyIllecTBIIAET BpIGOP NOJ KOHTpONIeM MOP(OIOrHyecKOro COCTOAHUA KIETOK
M MX a/ire3HOHHOTO B3aMmopeicTBusA ¢ cyGerpatom [231]. KiteTku Me3eHXUMDI,
KyJIbTUBMDYIOLIMECA HA NOMIOXKE, PACIUIACTAHBI; MX LMTOIUIA3Ma COHEPXHT
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MHKPOTPYGOUKH M 1yuKH aKTHHOBBIX ¢unamentos. Takue KieTkH auddepeH-
uupyorca B ¢ubpobnactsl. Ilpu oBpaborke pacilaCTaHHBIX KIIETOK IHTO-
XATa3MHOM TYYKH MHKpPOGWIAMEHT HErpagHpyioT. B pesyiibTaTe KIIETKH Te-
PHIOT CNOCOBHOCTb K PACIUIACTBIBAHHIO, OChepHBaoTCa H auddepeHUMpyoTCA
B xpam [231]. Henaercsa BbIBOA O TOM, YTO B3aHMOIEACTBHE AKTHHOBOrO
IMTOCKEJIEeTa C KOMIIOHEHTAMH BHEKJIETOYHOIO MATPHKCA, OIpelensiouiee
dopMy KkIieTok, oGecleudBaeT TaKke pPEryJIATOpPHbIH MeXaHHW3M HHTOAMbGe-
PEHUMPOBKH.

2. ¥Yxe [OBOJIBHO AAaBHO CTaji0 SICHO, YTO PEAKIMA IKTOIEPMbI Ha HHAY-
uxpyionee BO3AEHCTBHe — IHp¢EPeHUHPOBKA HEPBHOH TKAaHH — IOMApa3y-
MEBA€T [aJbHEHIUMA TIPOIeCC KOJUIEKTUBHBIX KIETOYHBIX B3aHMOJEHCTBHH
B HHIYUHDPOBAZHHOM MaTepHajie. ITH B3aUMOOEHCIBHA He CBOIATCA K HENOC-
PEeOCTBEHHOMY OTKJIMKY Ha KOHTaKT C HHOyLMpympoleHd tkaupio. Tak, 6su10
MOKA43aHO, 4TO B MAJlOW Macce MHAYLMpOBaHHOro martepuana (meHee 30 kie-
TOK) BoOGIIE He IPOUCXORNT HHUIMALIMK HefipanbHol muddepeHimposkH [236].

B paGore [232] npoBemeHO COMOCTAaBIIEHHE TEKTPOHHO-MHKPOCKONH-
YeCKOH KapTHHBI MEXKJIETOYHBIX KOHTAKTOB B 3KCIUIAHTATAX MH/TyUMPOBAaHHON
¥ HeMHIYUHpOBAaHHOH 3aKJIAMIOK . OObHapyxena cyurectBeHHas pasnuna. Uxpy-
H¥POBaHHble KIJIETKH HMET GONbIyI0 IUoulafs M MIOTHOCTh B3aHMHBIX KOH-
TAKTOB MO OTHOIIEHHI0 K HeWHAYUMpPOBaHHBIM. lIpH 3TOM mepBbie BBIZENANTCA
Pe3KO0 BhIPaXKEHHOH MODPGhONOrHYeCKOH HONSAPHOCTBIO.

Kak u3BecTHO, NepBBIM MPU3HAKOM Hayajla HeWpYJISIIMH ABIIAeTCA HOPMHU-
pOBaHHe OGJIACTH BBITAHYTBHIX KOJIOHOOOPa3HBIX KJIETOK HEPBHOM IJIACTHHKH.
AHANIOTHYHOE SsIBJIEHHE NpH HMHOYKUHHM JIMH3bI — (OPMHpOBaHMe NJIAKOBI.
Becbma BepoATHO, YTO MMEHHO KJIETOYHAs NMOJIAPH3ALUA ABIIAETCH IePBHUHBIM
OTKJIHKOM Ha JefCTBHe HHAYKTOPa, 33 KOTOPBIM CllelyeT H KOTOPbIM B KaKOH-
T0 Mepe oGycinoBnuBaercs wuroguddepenunposka [233]. K stomy BriBOLy
NPHBOJMT aHAJIH3 3KCIUIAHTATOB MHOYIMpOBaHHOH skrtomepmbl [232]. Ilpu
SKCIJIAHTAUMH YacTh MOJIAPH30BAHHBIX B HHTAKTHOH TK&HH KJIETOK IENOJApH-
syercd. C BO3HHKAWIIMM HOBBIM paclipelesieHHeM MOpPdOIIOrHueckoi nojspH-
3aIlMM B Macce KJIETOK KOppeJIHpyeT HOBasd KapTHHa LHToaud depeHIMpPOBOK
B 3KCIUIAHTaTe IIOMHMO HepBHOH TKaHH (GOPMHUPYIOTCE NpPOM3BOIHBIE Me30-
lepMbl — XOpHa H MblllieyHas TKaHp [232].

B cBoe Bpemsa IMonbrdpeTep, TpakTys ¢aKT HU3KOH crelu$HUYHO CTH HCKYC-
CTBEHHBIX MHOYKTOPOB, MNpENNONIONWI, YTO YHHBEpCATBHOH MOJIOH [eHCIBHA
€CTECTBEHHOr0 M MCKYCCTBEHHBIX HMHIYKTOPOB MOXeET ObITh HeNOJspH3alus
MeMmOpaHbl [234, 235). TIpAMBIM CAEACTBHEM 3TOrO JOJKHO OBITh M3MeHEHHE
HOHHOTO cocTaBa M pH B uuTOmIa3sMe, KOCBEHHBIM — peopraHH3alMA UHUTOCKE-
nera u dopmsl kierox [237].

Ms1 He MoxeM Gonee MOAPOOHO OCTAHABIIMBATLCA HA 3aTPOHYTHIX TEMAX,
HOCKOJIbKY OHHM BBIXOIAT 33 PaMKH IIpeIMeTa AaHHOW paboThl. CylecTBEeHHas
A Hac CTOpPOHA MOJIAPH3AUMH SMOPHOHANBHBIX KIIETOK COCTOMT B BO3MOXHOC-
TH CAMOOpPTaHM3alMy¥ HAJKJICTOYHOTO TOpAZKa Ha ee ocHoBe. Kak yxe oTme-
Hanocy B §IV.1, pu NepBUYHOH pazMeTke MHOTHMX IMOPHOHAIIbHBIX 3a4YAaTKOB
3Ta BO3MOJXKHOCTH UCTONB3YeTcA. Jlaee MbI OKaXkeM, 4TO faeT 06Cy KIaBLIMHCA
‘B JAHHOH rNaBe MEXaHU3M 3TOW CaMOOPraHH3aUMMK IS KAYeCTBEHHOTO NMOHH-
MaHHA H3BECTHBIX (hAKTOB 3MOPHOTIOTHH.

6) AHAaJNH3 OIKCONEPHMMEHTOB IO IMOPHOHANBHBIM
PerynsauuamM Ha MmopckoM exe. Haubonee 6nuszka x mMomensHOMY
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Puc. 45. OneITel Tio paccedeHUI0 GacTy bl MopcKoro exa [213], BpIsiBASIOLIME BOSHHKHO-
BeHMe IOTNONHHTENILHBIX HATSXKEHHUA B IMHTENIMANbHOW CTeHKe BCIIEOCTBHE IOJISIPHU3ALHUU
KIETOK B BETeTaTHBHON oONacTu: g—2 — CXeMa HOPMaJIBHOTO Pa3BHUTHS, 8 — TacTpyna,
2 — ImyTeyc

KJIETOYHOMY TUTacTy Onactyna Mopckoro exa. Panusasa Gnactyna crnoxxeHa H3
KJIETOK OJMHAKOBOW BrICOTHI. Ilo3xKe, Mepenm HayaoM MHBarMHaUMOHHOM racr-
PYJALUMH MOABJIAETCA TFpafMeHT KIIeTOYHOH MNONApH3alMH C MAaKCHMYyMOM
Ha BereTaTHBHoM nomioce (puc. 45). Happess! 3apopgpiiiia Ha 3TOH cTaguu npu-
BOMIAT K HEMEUIEHHpIM nedOpMalMAM — PACXOXOEHHAM KpaeB paHbl, YKa3bl-
BaIOIUHUM Ha HAJIMUME MEXaHMUeCKHX, YNpPYrHX HATAKeHUH B KIIETOYHOH CTeHKe
Gnactynm [213].

Ho3xe, M0 X0Omy racTpyisauMH, rpaaueHT MOpdOTOruYecKoM NOJApH3aLHH
KJIETOK CTEHKH 3apOfbillia CTAHOBHTCA Bce Gonee pe3kuM. [lonspusoBaHHbie
KJIETKH BereTaTHBHOH OONacTH B OCHOBHOM HMHBarMHMpYyIoT, 2 B aHHMAaJIbHOH
0BNacTH BO3HHKAET BTOPOH JIOMEH NONAPH30BAHHBIX KIIETOK (aHMMAabHast
TUTaCTHHKA) .

DyHOaMeHTaNnbHOEe CBOMCTBO MopdoreHe3a Mopckoro exa (u Gomnee LiIH-
POKO — MopbanaK THYeCKMX Nojied — cM. 7. I) — crocoGHOCTh K IMOPHOHATIL-
HbIM DeryjiAlldAM, T.e. K OOpa30BaHHI0 YMEHBIUCHHBIX 3apOIbllLed HOpMallb-
HOH CTPYKTYypbl M NPONOPpLHMi NOCTIe yOaneHusa Gollee WIH MeHee 3HAYHTENbHOH
YacTH KJEeTOYHOro marepuana. OObAcHeHHe 3TOrO CBOMCTBA (ero ymorpebnse-
MOe B NUTepaType 0603HAUeHHEe — pa3MepHas MHBAPHAHTHOCTh) — JIABHO CTOS-
miag npo6imema. Kak H3BeCTHO, MMEHHO OHAa MOPOAWIA HACH O INEPBHYHOM,
110 OTHOILIEHHI0 K TNPOABJIEHHI0 clenMduueckux GopM aKTHBHOCTH 3MOpHOHATL-
HBIX KJleTok (uuTOnUdbdepeHIHPOBKe), YCTAHOBIEHHH MNO3UIHOHHOH HHbOp-
MaluM — Hecreuxduyeckoro npenarrepHa quddepeHmmposok [31, 32].

B nurepaType NpHHATO OTHOCHTb CBOHCTBO Pa3MepHOH HHBAPHAHTHOCTH
3a cueT XMMHYECKHX NpenarTepHoB. [lpennaranuce pasiuyHble THNIOTETHYECKHE
BapHanThl ~peaKINOHHO-TUDdY3HOHHBIX™ cXeM, 0OecleurBalolie ero Hauuyue
(cM. paBorbl [238, 239]). CraHmapTHas [OBYXKOMIOHEHTHAas pEaKUMOHHO-
onddy3ronHas cuctema obwero Buaa (§ 1.2) -nmonHo# pa3mepHOH MHBapHaHT-
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LHOCTH XUMHYECKOIro MarrepHa obecreynTs He MoxkeT. JUist cooOlueHUs 3TOU
 Mmopenu TpebGyemoro caokictBa B pabore [239] nocTymupoBaics JONONHH-
!“TeJIbHbIH K JBYM HMEKILMMCHA MOPGOreHaM MOJIEKYJISPHBINA aTeHT, UCIIOTHAI0-
uMi ¢yHKIMI0 NepeHoca MopdoreHoB. TakuM nyTeM ymaercsi HOGHTBCSH HMH-
| TAUMM CBOWCTBA pa3MepHON HHBAPHAHTHOCTM B PAaMKaX MONIENH ~peaKiius—
: mudbdysua”. OgHako NMpH 3TOM MPUUUIOCH “MHOXHTb CYLIHOCTH’ — K IBYM
" TUMOTETHYECKHM areHTaM fJo6aBnaTh TpeTHd. Tem cambim ewe Gonee mnpobie-
' MaTHYHBIM CTaHOBHTCH 3KCIEPHMEHTANBHOE 0GOCHOBAHHE MOJEIH.

CyTb mpepjiaraeMoil HHTepIpeTalHd CBOWCTBA pasMepHO MHBapHAHTHOCTU

MOp(}OIreHETHYECKUX CIPYKTYP COCTOMT B OTHECEHHH €ro 3a CueT OpTraHH3alUH
MEXaHHYeCKOH AaKTHBHOCTHM KIIETOK B 3MUTENHANIbHBIX IvIacrax. JIOMeHHbIe
CTpYKTypbl NOJAPH3ALUMH SIHUTENIUEB, PACCMOTpPeHHble B ABYX IMpEmbIAYLIMX
- maparpadax, Kak 6bUlO NMOKAa3aHO, o0NagalT NOJIHOH pa3mepHOH MHBapHaHI-
HocThlo. HaszoBem eme pa3 ¢akTopelr, cCbifpaBluMe CyHIECTBEHHYIO pOJIb
B 0oOeclieyeHUM 3TOTO CBOMCTBAa: 1) GHCTAGWIBHOCTD KIIETOYHBIX MEXaHH3MOB
perynsiind  ¢GopMbl, 2) KOTepeHTHaA YMpyras peakius BCEro IUIacra Ha
JIOKaJibHbIE IIpOllecChl aKTHBHOH medopMaiud KIeTOK, 3) JIOKaIbHBIA MeXa-
HU3M 3aIycKa TNONApH3allMH W MEXAHH3M ee pAaclpOCTpaHeHHs MyTeM KOH-
TaKTHOTO nepeHoca. IloclenHee fnaeT BOCPOHU3BOAMMOCTH MaTTepHa MONSApH-
3aUKH, HeCMOTps Ha MNOTEHHHAJIBHYI0 MHOXECTBEHHOCTb aCHMIITO THUECK UX
00 CTOSTHHH.

IMockonbky, Kak OTMEYalOCh BbILLE, NONAPU3ALUMSA  KIIETOK IMpeaolpene-
JAeT MX JanbHeiinyw MoOp@dOreHeTHUeCKyKw aKTHBHOCTH (Halpumep, MONsApPH-
3a0UA BEreTaTHBHBIX KIIETOK CTEHKH OJIacTYNbl — HMX NMOCIIENYLIYH0 HHBArd-
HalMI), TO pa3sMepHAA MHBAPMAHTHOCTh MATTEPHA TONAPU3ALMH JIOCTATOYHA
i obeclieyeHHA TakOBOM Gonee MO3JIHUX MOPGONOrHYecKHMX CTPyKTyp (ap-
XEHTEPOHA M ‘€T0 MPOM3BOMHBIX) .

IIpobnema 3MOpDHOHANIBHOM pETYNIAIMHM He HCUEpNBIBAeTCA CKAa3aHHBIM.
IIpouecc perynsumu He ABJIAEICA CTONb OAHO3HAYHO [leTePMHHHPOBAHHBIM
(3xBUDUHANBHBIM), KaK ObUIO TOIBKO YTO IIPe/ICTAaBIEHO. YKakeM Ha psf
€ro 4epT, OTMEUEHHBIX B IKCMEPHMEHTAX C 3apOJbIILIAMH MOPCKOTIO €Xa.

1. Ecnu mnpou3BecTH pacceueHHe 3apOjbllia He MMO3XKe CTaAMH CcpeldHed
6racTymbl, TO peryisiHOHHBIA MpPOIECC OTYETIIMBO pacnajiaercsi Ha JBe ¢a3sl -
[213]. IlepBas U3 HMX COCTOMT B 3aMBIKAHHH PAHBI H XapaKTepHU3yeTCs 3HAUM-
TeNbHOH BapuaGeNbHOCThIO BO3HMKaIUMX (opM. XOTA pacrnpocTpaHeHHe Klle-
TOYHOH MONAPH3ALHH MMEET MEeCTO Ha 3TOM CTafMH, B HeH OTCYTCTBYIOT Y€pThl
rnoGanpHoro koHrponsA (puc. 35). OuarM MNONAPM3AUMH MOTYT CIIOHTaHHO
$hOpMHpPOBaTbCA M Pa3pacTaTbcA B JOCTATOYHO IIPOM3BOJIBHBIX MeCTaX, pasme-
pbl MOTAPH3OBAHHBIX 00NacTed HedeTepMHHHMPOBAHbI, HX TPaHHIbI Pa3MBITHI.

- Takum 0Gpa3oM, Ha NepBOH (ha3e perysIsAUMOHHOrO Npoliecca HUKAK He MPOsAB-
JIAETCA THIIHYHAS JUIA HOPMbI KapTHHA JaJIbHEro INOpPAMKA B OPraHH3alUM Mexa-
' HHYECKOH aKTHBHOCTH KIJIETOK IMOPHOHANILHOM TKAHH.

Bropas ¢asa mocie 3aMbIKAHHA PaHbl XapaKTEPH3yeTCdA BKIIIOYEHHEM
[I06ANIBHOM pEryIALMH, KOTOpas 0GeclieuHBaeT NPaBWIbHYIH KpyNMHOMAcIITas-
Hyl0 OpraHM3aUMI0 paclpefesieHHs I[OJIIPH30BAHHBIX M. HETONAPH30BAHHBIX
kierok (puc. 35).

: Heo6xomumo NposiCHUTE, KaKUM 06pa3oM MOABJIEHHE 3aMKHYTCrO 3apo-
. ObllIda MPUBOAMT K OMMCAHHOMY H3MEHEHHIO XapaKTepa peryJsiHUOHHOrO Ipo-
© mecca.
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2. CrocoBHOCThI0 MEpeHTH K TacTpyNALMH MOCTe 3aXUBJICHUA paHpl Obna-
maeT He Mwboil ¢dparmMeHT 6racTyiibl. KpUTHUHBIM ABJIAETCA HaJM4HE B ITOM
(bparmeHTe BBIJEJIEHHOH TPYNNBI KIETOK — MHKDOMEPOB, KOTOpPas B HOpMe
pacionaraetcs Ha BEereTaTHBHOM NOMIoce 3apoibia. Tak, BOCCTAHOBIICHHA
HOPMAJIBHOrO Pa3BUTHA He Habniopaercs, ecld M30JMPOBaHA rpyMla aHMMallb-
HbBIX OIaCTOMEPOB HAa CTaguM ApOOJIeHHWA WIH aHUMAJIbHAA YacTb ONACTYIbi
[240]. Ho mocmne momcagx¥ B Takyiw, He CNOCOGHY:0 K MHBaruHalMH, pemy-
WMPOBAHHYK OTaCcTYITy MUKPOMEPOB HHBAarHHANMA B HEH IIPOUCKOIMT.

WHTepecHO, UTO KOTHYECTBO MHMKPOMEPOB TpH 3TOM He HIPaeT pPOIIH
HopmasipHast WHBaruHamMsi MMeET MeCcTO KaK IpH yBelHYeHHH MX YHCTa Ha
BEreTaTUBHOM IOJTI0CE MO CPABHEHHIO C HOPMOM, TaK WM NpH yMeHbleHuu [31].

C opyro# cTOpOHBI, IIpH TPAHCIIJIAHTALMM B AHUMAJIbHYI0 00/1acTh HOpMalb-
HOTrO 33apofbIllia AOMOJIHUTENBHOH TpYIsl MHKPOMepOB Habliogaercs AOMOII-
HHUTENbHOE K BEreraTHBHOMY aHMMajIbHOE BISUMBAHME CTEHKH Gractyiel [240] .
Bompoc cocTouT B TOM, KakHM 06pa3oM JIOKalbHOe AeHCTBHe Ha 3MOPHOHAIIb-
HY®0 TKaHp (NO[CaZKa MHKPOMEpPOB) CHOCOGHO BLIBECTH €€ H3 YCTOMUMBOTO
COCTOSIHMA (HeMHBAarMHHpYywuasa 6rnactyna), HHOyUMpYs AalbHUR MOPANOK
paclipefierieHUs OJIAPU30BAHHBIX KIIETOK .

WHTepecHO M BaXHO, YTO TAKOH e MO KOHEYHOMY pe3ynbraty 3ghexrt
JOCTHraeTcsi TNpH BO3[EACTBUM ABHO HHOH IpHpoAdbl U Xapakrtepa. Mmeercs
B BHIY MHOYKUMS IIpOllecca MHBATHHALMU B 3aMKHYTOW aHHMAaJIbHOI Ionybnac-
Tyne gobasneHnem B cpedy LiCl. BosgelicTBHe B maHHOM ciyuae, OYEBHOHO,
HEJIOKaJIibHOe; OHO JOJIXKHO OTPaXkaTbCA HAa MapaMeTpax BCEH CUCTEMBI B LIEJIOM.
Tem He MeHee pe3yNbTaTOM ero ABJISAETCH Bce TO Xe pacu/leHeHHe 3MGPHOHAIB-
HOM TKaHHU Ha NMOJIAPU30BAHHLIA M HENONAPU30BaHHEIM JoMeHbl [241] (puc. 46).

J1a MHTeplpeTallMy CepHH pe3yJbTaTOB, IpEeNCTaBlIeHHBIX B II. 2, 0OpaTUM-
cfl K AIHarpamMMme CTallMOHAPHBIX COCTOSHUIL Ha pHC. 43.

Ha paccmarpuBaemMoil craguu 61acTynbl—TacTpyJibl Bee KJIETKH 3apOABIUIa
obnajawT cnocoBHOCTbIO a aKTUBHBIM AedopMamusam [213]. Bmecre ¢ 1em
HeCMOCOBHOCTh OTHOPOOHOH (JIMILCHHOH MHKPOMEPOB) IOJIOBMHBI GNACTYJIbI
K HMHBATMHAUMH YKa3bpIBaeT Ha TO, YTO TOMOTEHHOE HEMOJISIPU3OBAHHOE COCTOSA-
Hue (I'HC) sBnsercA OTHOCHUTENBHO YCTOHUMBHIM. COOTBETCTBEHHO 3TOMY
3HaueHHe OU(pYPKAUHOHHOTO MNapaMeTpa M AOJDKHO NPHUXOOUThCH Ha oBnacth
JleBee KPUTHUECKOH TOUKH Ha Aguarpamme puc. 43. C Ipyroil CTOpOHBI, AaHHOE
3HaueHHe He MOJDKHIO ObITh CIMUIKOM Masio. B npotuBHOM cnyuae BooOuie
He MOrio bl pean3oBarThCA cOCTOAHHKE, OTHyHOe ot 'HC.

C110coBHOCTh MHKPOMEPOB HHAOYUHPOBATh JOMEHHYI0 MOJISIPHU3ALMIC KJle-
TOYHOWH CTEHKH M ee IOCIEAYLIYI) HHBarMHanui cleayeT TPAaKTOBATh KaK
INpOsiBlIeHHe MeTacTabMIIBHOCTH HMCXOJHOTO HeNoJIIPU3OBAHHOTO COCTOSHHUA.
Ponb MHKpOMeEPOB, KaK MbI CUHTAaeM, OFPaHHUMBaeTCst oGecrieyeHHeM 3aTpaBoyY-
HOHM MONApPU3AUHUH, HEOOXOOHMOH IJA BBIXOAA 33 MOpPOT BKITIGUEHHA KOJIeK-
THBHOH mnonsapuzaiuy (§ 1V.3). BnonHe ecTecTBeHHO, YTO I BBIIOTHEHHA
3TOH pOTIH He MMeeT 3HaueHHe KOITHYeCTBO MHK POMEPOB.

OpHako HMelT 3HauyeHHe KOJIMUECTBO TAKHX LIEHTPOB 3aTPABOYHOU NOJIA-
pH3aUMM M PACCTOAHUA MexJy HHMH. Tak, B ONbITax MO TpPAHCIDIAHTAUMU
MHKPOMEpPOB B 06JIaCTh KJIETOUHOrO HIIACTA, YHOANEHHYI0 OT YK€ HMEIOLIMXCHA
MHKPOMepPOB, HabMmaeMas KapTHHa HHBATHHANMH YKa3piBaeT Ha (hOpMHpO-
BaHHe OBYX (BMeCTO OMHOrO) JOMEHOB KJIETOYHOH moyspu3aiuu. B to xe
BpemsA B IKCIEPUMEHTE YacTO YyAaeTcA HAOMW0AATh 3apOXKOACHHE IMONApPH3ALUH
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Puc. 46. PasBurHe ¢parMedTOB 3apOAbIIA MOPCKOIO €Xa NMPH KBAaTOPHANBHOM pacce-
YeHHH 6nacTynbl. AHHMaipHas 06NacTh faeT noctostHHylo Gnactyny (@); TOT e ¢par-
MEHT pPa3BHBAacTCA HOPMankHO NpPHM MONCAaKe B SNHTENIHaNbHYI0 CTEHKY MHKPOMEPOB
(8) wuny npn noMemeuuu B pactBop LiCl (6). BeretatuBHas mnonyGnacTyna pa3BHBa-
€TCS B NHUHHKY TPaBHIBHRIX Tponopuuif, HO yMeHblIeHHbIX MacwiTabos (2). Iloxcamka
B aHUMaNbHyl0 OONAacTb HeolepHPOBaHHOI'O 3apofplllla HOMOJMHHTENBHBIX MHKPOMEPOB
TNPUBOOHT K YABOEHHIO CTPYKTYp (0)

HE3aBHCHMO B HeCKOJbKHX TOUKaX BereraTMBHOM o6nactd OnacTynsl, T.e.
Ha CpaBHHTETbHO HeGONBIIOM yHaneHUM ApyT OT Apyra. B takom ciyyae koHeu-
HBIM pe3yNbTaTOM SBIIAETCA BBHIWICHEHHE eHHCTBEHHOTO JIOMEHAa MOJISPH30-
BaHHBIX KJIETOK.

OmnucaHHOe HEOJHO3HAYHOE MNOBelIeHHE eCTECTBEHHBIM 0O6pa3oM ciemyer
43 nHHamuyeckoit mMopenu (IV.8) M Xopouio HMHTHpyeTcs MyTeM YHCIIEHHOTO
pemenus ypasHenna (IV.8) (puc. 42, 24).

Onpitet ¢ moGaBneHuem comu LiCl B cpemy [241] cBumeTenpcTBYIOT O
TOM, YTO HaJIHuHe INpeACyILEeCTBYIIUHX LEHTPOB 3aTPABOYHOH TOJIAPH3ALHH
(MHKpOMEpOB) He ABNAETCA HEOOXOOMMBIM YCIOBHEM BKITIOUEHHS ™ KONIEK-
THBHOH ME€XaHHYeCKOH aKTHBHOCTH KJIeTOK Gracryiisl. BO3MOXHOCTD CHIOHTaH-
HOTO' pACCIIOEHHA, PEaTH3YWIUAACA B 3THX OMNBITaX, NO-BUOIUMOMY, CIIEmyeT
MHTEpIpeTHPOBATh KAaK BBIXOJ B oGnacTh 3HaueHWd mapamerpoB, roe T'HC
OKa3bIBAETCA ACHMITOTHUYECKHM HEeyCTOHUMBHIM. JlaHHas OBnacTe Ha AMarpamMme
puc. 43 pacnonaraerca npaBee KpuUTHueckoH Toukd u = 0. IloHATs, MOYeMy
BBIXOJ, B HEyCTOHUMBYI0o OOnacTe peanu3yerca pobGaBienuem LiCl, moxHoO,
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€CJIH MMeThb B BHMOY M3BECTHYI0 CNOCOG6HOCTh MOHOB Li* HHrMGHpOBaTh aKTHR-
HbIH TpaHCropT HaTpus [242], uTo B CBOIO OYepenp MOHMXAET 3D HeK THBHOCTE
IMUTETTHANBHON CTEHKHM OnacTyJyibl KaK BOJSAHOTrO Hacoca. B pesymbrate u3GnI-
TOYHOE THJPOCTATHYECKOE [aBJICHHE B MOIOCTH OJNAcTYNBl NMO CPaBHEHHMIO ¢
OKpYyXxaloniel cpefof HOMKHO NajaTh, a CIIENOBATENFHO, TOJDKHA YMEHBLIAThCS
CTereHb PACTAXKeHHA CTEHKH OJIacTYJIbl.

B npenpimymem naparpade Mbl BRIACHWIIH, YTO ¢ YMEHBIICHHEM HATAXCHUA
B IUIaCTe MOHIDKAeTCA PagHyC KPHUTHUECKOroO 3apOfdbIlia H TeM CAMBIM IOpor
BKJIIOYEHHA KOJUIEKTHBHOrO Iiponecca MONAPU3AIMM M3 JIOKAJIBHOIO Ovara,
Kpome 1010, B 1.3 §IV.2 OTMeYasnioch, YTO KPHTHYECKAA TOYKA aCHMIITOTHYEC-
kol Heycro#uuBocTH THC no oTHOLIEHHI0 K MaZBIM (ITYKTyalHOHHBIM BO3MYy -
ILIEHUAM CHIBHMIAeTCA NPH CHHXEHWH HaTshkeHHA IUiacta Tak, yto FHC npu stom
MOXET CTaHOBHTbCA H3 MeETacTaGHILHOrO HeyCTOWYMBHIM cocrosiHHem. O6Ga
3TH OGCTOATEIILCTBA MOTYT IIPHBOJUTE K HaGnomaemomy addexry LiCl

B pamkax o6CyxmaeMoro MexaHH3Ma CaMOOPTaHH3AIMH MeXaHHYeCKOil
AKTHBHOCTH KJIETOK JIIMTENHA eCTeCTBEHHOe OObsACHeHHe MmeeT H ¢aKT HeMo-
HOTOHHOCTH, IBYX(a3HOCTH IIpOLecca peryJisiuy.

Ileppas ¢a3a 3TOrO INpoiecca NMPUXOAUICA HA COCTOsIHHE, B KOTODOM OT-
CYTCTBYeT TYprop B IOJNOCTH ONacTynbpl — He3aMKHYTBI WIM 3aMKHYTBIH,
HO CMOPILEHHBIA INAcT KIIETOK. B 3TOM COCTOSTHMM OTCYTCTBYIOT BHEIlHHe
orpaHudeHHA Ha cBOGOMy HepemelieHUsA J060H TOUKH KieToyHoro cinos. Oue-
BHMHO, [UIA JAHHOTO CITyyas ajJleKBaTHa KpaeBas 3aJaya a) NpeApIgyllero napa-
rpada (cBOGOIHASA rpaHUIA) .

Ilocne 3aMbIkaHHA paHbl OT OllepanMM (MeXaHH3Ma H IIPOMEXYTOYHBIX
JTAlIOB TPOLECCA MbI MOXEM 3[eCb He KacaTbCA) IIPOHUCXOIUT OKpYTIIeHHe
3apofpinia. ITO OKPYriieHHe CBMIETENIBCTBYET O IMOSBJIEHHH TYpropa B IOJIOC-
TH ONacTysbl M ABJIAETCA CJIENCTBHEM OOHOCTODOHHETO TOKAa BOMBI CHapyXH
BHyTpb. M36BITOYHOE rHApPOCTaTHYECKOE MABIEHHE B MONIOCTH GnacTynbl sABIIA-
ercsi BHeMIHMM (aKTOpOM >XECTKOCTH, OrpaHHYMBAOLIMM CBOBOMY COoKpallie-
HHA IOBEPXHOCTH KJIETOUHOTO IiacTa. [loatomy s chepuueckoro 3apopsiia,
XapaKTepHOro [Is BTOpOH ¢a3pl PETYNALMOHHOrO Ipomecca, XOTb H rpy6o,
afleKBaTHBIM MNpEJCTABIIAETCA BapHAHT §) KpaeBoOil 3ajauM NpefibIoyuiero Ina-
parpada. :

O6HapyxHBaeMOe B IKCIIEpHMEHTE Pa3JIMuMe II0GANBHBIX YEPT KIIETOYHOM
NOJNSAPU3AIMH I [IBYX HA3BAHHBIX COCTOSTHHA INACTa SBJIAETCA CIIEACTBHEM
Pa3HBIX 3HAKOB HEJIOKaNbHOM OGpPaTHOM CBSA3M, BO3BHHMKAIIEH NPH MOJIApH3a-
IMH. JTOT 3HAaK MOJIOXKMTENeH B IUIacTe o cBOGOmHOM rpanuneil (ypaBHeHHe
(48)) H oTpHuATENIeH IPH >XXECTKOM OrpaHHYEHHH CBOGOMBI COKPALEHHA IO-
BEPXHOCTH IUTacTa (ypaBHeHHe (49)).

KpoMe 1OTO, CHATHE HATAXEHHH, OGYCIIOBIIEHHBIX TYpropomM B Onacryne
(nepBas ¢asza perynsumuMoHHOro npouecca), necrabuwnusupyer F'HC no otnowe-
HHIO K CIIOHTAHHOMY 3apO>X[IeHHI0 OYaroB KJIETOUHOH TONIAPH3aLuH (CM. BBILIE) .
Hecrabuwmmzaima I'HC u oTcyTcTBHE OTpHIATENBHOH OOPATHOH CBA3H OOBACHAIOT
XapaKTepHbIE YePThl MaKPOCKONHYECKOH KapTHHBI NOJIAPH3AIMH B 3apofblile
Ha nepBoil (¢ase pPEryJAIMOHHOIO IpOLeCcca: CIIOHTAHHOE 3apOXKHEHHE OYArOB
NOJNIAPH3AIMH B IIPOM3BOJIBHBIX MECTaX KIIETOYHOTO CJIOA, GEeCKOHTpPOJIBHOE
pacnpocTpaHeHHe MONsApH3aMH H3 3THX OYaroB, OTCYTCTBHE AJIHETO MOPANKA.

[losBneHue HaTskeHHi B ocdepHBlUeiica Gnacryne Ha BTOpoH da3se pery-
JIAMOHHOTO TPOIECCa MOBRIIIAET NOPOT CIIOHTAHHOTO Pa3BHTHA KOJIJIEKTHBHOH
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TONAPHU3aLMHE, coobIiaeT €H OTpUIaTeNIbHYI0 OOpaTHYW CBfA3b, BO3BpailaeT
aCUMIITOTHYeCKY10 ycroHunBocts 'HC M B pesynbraTe crupaer ¢IIyKTYalHOH-
HYI0 KapTHHY INpemuecTBoBaBied da3pl. Jlanee, NMpH HANHYHH MHKPOMEpPOB
(3aTPaBOYHOrO LEHTPA NONAPH3AHMH) COXPAHAETCA JIHIMD OIHO NATHO MONSIPH-
30BaHHBIX KIIETOK, CyAsba KOTOpOro — YCTOHYHBOE, OETEPMHHHPOBAHHOE
wWIeHeHHe IJ1acTa — HaAM H3BECTHAa M3 aHayM3a NpedsidyHx Naparpagos. Takum
06pa3oM, MEXaHHUeCKasA LEOCTHOCTb BBICTYNaeT Kak ¢akTop, 0OecHeyHBao-
WHA II06aNbHBIA KOHTPONb KJIETOYHBIX INMPOLECCOB MOPGHOIOrHYeCKOH moms-
- pH33IMH.

B) lonapu3auua KNeTOK B Pa3BHTHH rna3sHoOro 3a
YaTKa HIPpH COMHUTOTeHe 3 e. OueHp YeTKHH NPHMeEP yNOPATOYEHHOH
KOJINIEKTUBHOH NONAPH3AIMH KJIETOK [aeT pa3BHTHE I71a3a II03BOHOYHBIX.
3pecy OgHOPOAHBIA NMO TONUIMHE HeHpanbHbIA CNOH pacwieHAeTCs Ha NMONApPH-
30BaHHbIe KJIETKH CETYATKH M IUIOCKMEe — NMMrMeHTHoro snurtenusa [243]. Cum-
TaeTcA [OKa3aHHBIM, YTO COOTBeTCTBYMiuas uMrogHddepeHHHpoBKa OCYIecT-
BIIAETCA TOJ, KOHTpOJIeM MOPGOJIOrHYECKOTO COCTOSIHMA KIeTOK [244]. Bea
TKAaHb IJIa3HOrO 3ayaTka CNOCOGHA OOpa30BLIBaTh CeTYATKY H IIpeBpainaercs
B Hee B YCIOBMAX, KOITIA2 CHIbI PacTsDKEHHA OTCYTCTBYHT. IIMrMeHTHBIN B1u-
Tenui auddepeHIHpyeTca NI IIPH HATHUMH HaTsDxeHui [243, 344].

UHTepecHo, 4T0 y 32pofplled BBICIUMX IO3BOHOYHBIX IpPOLECC BbIWIe-
HEHHA NOJIAPUIOBAHHOM 06nacTH NpH GOPMHMPOBAHMM CETYATKH pPeEryJHpyeTcA
BHYTPHMITIa3HBIM [IaBIIEHHEM, T.€. COBEpPUIEHHO aHAJIOTHYHO TOMY, KaK 93TO
MPOUCXOIMT B XOM€e PerynAaUMOHHOTO NpOlecca y 3apoApllila MOPCKOTO eXa.
IIpu 3xchepUMeHTaIBHOM HJIH MAaTOJNIOTHYECKOM MOHIDKEHHHM [IaBJICHHA [JIMHA
NOJIAPH30BAHHOrO (CETYATOYHOrO) JIOMEHAa YBEJTHYMBAETCA 33 CYET PACTAHYTOrO
(IMrMeHTHOTO) — sBJIeHHe KONOoGoMel [244]. 310 sABIEHHe NPAMO BBITEKAET
#3 mopend. Ilo cyuiecTBy ero nonHas kayecTBeHHasA HHTEpPIIPETALUA COMIEPXKHT-
cap 3 §IV.2.

[Ipouecc cerMeHTauMH OCEBOH Me30IepMbI NMO3BOHOYHBIX (COMHTOTEHe3)
COMPOBOX/IAETCA HA KJIETOYHOM YPOBHE TAKHMH )Xe NlepecTpOHKaMH H, BEPOAT-
HO, 06ycnoBIeH TOH ke (GOPMON MeXaHHWYeCKOH AKTHBHOCTH KJIETOK, YTO H
aKTHBHaA MOpGONOrHYecKasa TNONAPHIANHA B SMUTETHATLHONH Tkauu [245].
HecermeHTHpOBaHHass Me30[lepMa HpEACTAaBIAET cOBOH PpBIXIYI0 KIIETOYHYH
Maccy, CYIIECTBEHHYI0 JION0 IOJIHOro 06beMa KOTOpPOH COCTaBIAIT MeXKIIET-
HHKH [245, 246]. Ta xe TKaHb, BXOAAMAA B COCTAB COMHTOB, Pe3KO OTIIMYa-
erca Gollee MIOTHBIMM M IPOTAKEHHBIMH 30HAMH MEXKIIETOUHBIX KOHTAKTOB
H Mopdonoruei KieTok, OIH3KOH K MONAPH30BAHHBIM KIIETKAM 3MGpHOHAIDb-
HBIX JIHTEIIHEB.

Ha nepBbii B3MIAA MOXeT INOKA3aThCA, YTO MeETaMEpHAasA OpraHU3auus
3apOJIBILIEBOTO MATEpHana, IOpOXAaeMasd coMHTOreHesom (25—30 mopdo-
JIOTHYECKH HIIEHTHUHbIX, He CUMTash KOHLEBBIX, COMHUTOB) , HMeeT Maio 06uiero
H YNpaBiAETCA HHBIMH MEXaHH3MAMH rio6aribHOro KOHTpONA, YeM OHHAapHas
CTPYKTYpa AOMeHHOrO WICHEHHA SMHUTENIHAIIbHON TKaHH. Takas nepHogHyeckas
B OJHOM HM3MEpeHHHM — BIIONb INIABHOH OCH Tella 3apOfbIlIA — CTPYKTYypa, KakK
Kaxxercd, MOriia 6b1 CO3/1aBaTbCA IOM, JEHCTBHEM MEXAHH3MA THIA ThIOPHHIOBA,
T.€. BCIIEICTBHE HeyCTOMUNBOCTH KOJUIEK THBHOH, TPOCTPaHCTBEHHO MEPHOIHYEC-
KOH Mopsl. OnHaKo HaOMoIeHHA H 3K CIIepHMEHTHI IOKa3bIBAIOT, YTO 3TO He TaK.

¥Yxe xapTuHa, NpeACTaBIAWINAACA NIPH HCCIEOOBHHH HA THCTONIOTHYECKOM
YDOBHE, CBHJIETENLCTBYET O TOM, YTO 33KJIaIKa COMHTOB — IIPOlECC HE KOJ-
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NIEKTHBHLIN, HO peKypcHBHBbIH [246]. M3 5TOM KapTHHBI, @ TAKXKE U3 3KCNEpH-
MEHTOB TO TelwioBoMy yrapy [247] crnemyer, UTO COMHTHI (HOPMHUDYIOTCA
NOC/IEOBATENLHO OT FONOBHI K XBOCTY 3apofpia. IIpy 310M 30Ha aKTHBHOrO
COMHMTOOGPa30BaHHA OXBATHIBAET MO NpPOTAXEHHOCTH 3—4 [UIHHBI COMHTa.
HH npAMBIX, HE KOCBEHHBIX MEXKJIETOUHBIX B3aHMOJIEHCTBHH, CYIMIECTBEHHBIX
0751 hOPMHPOBAHHA OYEPEHOTO COMHTA, MEXIY 06/aCTbI0 COMHTOOG pa30BaHus
¥ MaTepHaoM c(OpPMHPOBAHHBIX COMUTOB OYeBHJTHO Het [247].

Mesogepma 3a NOCHeNHHM CHOPMHPOBAHHBIM COMMTOM BBITJIAAMT pac-
CIIOEHHO# Ha 30HBI KOMNAKTH30BaHHOrO KJETOYHOrO MaTepHana — HAa3BaHHas
BBILLE TPEX-YETBIPEXCOMMTHAS 30Ha — M PBIXJIbIA OcTaTok. Ilo xapakTepy KoH-
TAKTOB H (OpMe KIJIETOK COCTOSIHHE KIIETOYHOrO MaTepuana B NEepBOH 30He
AHAJIOTMYHO TAKOBOMY B OGJIACTAX KIETOYHOMH NMONAPU3ALMH NHTENUA. Takum
06pa3oM, B MOCTCOMUTHOM Me30[iepMe HMeeT MeCTO TaKoe e OHHapHOe wieHe-
HHEe MaTepHana, KaK B NONAPU3YIOMIEMCS IIPH 32K PENIeHHOH rpaHulie SIHTETHH.

Onmnako 3pech Bo3HHKaer mnpoGnema. Kaxum 06pa3om BbllepKMBaeTcs
NpOCTPaHCTBEHHAasA MEepPHOAMYHOCTh — COXpaHseTcs HEM3MEHHBIM Pa3sMep COMM-
10B? Bemib Mo Xofly MponBmkeHHs GpOHTa COMUTOOGPA30BAHHUS MOMHBIH pa3zMep
KOMIIETEHTHOro 06pa3ia, KakOBbIM ABJIAETCS OJIMHA TIOCTCOMHTHOH Me30Iep-
MBI, yYO6bIBaeT. Ecri Gbr MpH pacciioeHMH Me30fepMbl HMENIO MeCTO CBOHCTBO
pa3MepHOH HMHBapHAHTHOCTH MpONOpLHH, ODOCHOBAHHOE TEOPETHYECKOH MO-
OeNbi0 [UTA 3MMTENIHATIBHOTO IIACTa C JKeCTKO (HUKCHPOBAHHOH TpaHMIICH, TO
BMECTO HEeM3MEHHOH JIMHBI COMHTA JIOJHa Ob11a Obl HAONMIOOATHCA JTMHEHHO
y6bIBaIOMIAs C ero MOCIefOBaTeNIbHBIM HOMEPOM.

O1Ber Ha NMOCTaBNIeHHBIH BOMPOC MaeT U3MeHeHHe NpeNOJIOKEeHHA O Xa-
paKTepe I'DAHHYHBIX YCIOBHA. JleHcTBUTEnbHO, mbl yGemuwnucy (§1IV.2, m. 3),
YTO €CJIM YNpyras CBA3b NOJAPHU3YIOLIEHCH TKAHH C NPHUMBIKAWLIAMU K Heit
Ha KOHIAX YaCTAMH 3apOfABIIA XAapaKTepH3yeTcA MOCTaTOYHO MAIbIM KO03¢-
GHIMEHTOM >eCTKOCTH, TO MHBapMaHTHOH (IO OTHQIUEHHI0 K O6LIEMYy pa3-
Mepy) XapaKTepHCTHKOH DPacClOeHHOrO COCTOSHHSA ABIACTCS He OTHOCHTENb-
HbIiH, & aBCOMIOTHBIA pa3Mep MOJIAPU3OBaHHOrO AoMeHa. [IpuHHMMas HasBaHHOE
YCIIOBHE MATKOCTH B CJIyYae CETMEHTHPYIOIIEHCA Me30[EPMBI, CO CCBUIKOIl
Ha 3TOT Pe3yNbTaT, yAaeTca HHTEpNpPeTHPOBATh HaGM0aeMy 10 IPOCTPAHCTBEHHO
MEPHOTHYECKYIO CETMEHTAIMI0 MYyTeM MOCIeIOBATENbHbIX GHHAPHBIX YIEHEHHH.

§ IV.S. Honspu3auus KJIETOK B IUIaCTe
C BHELIHHMH YIPYTHMH CBSA3SIMH

PaccmaTpuBaBlmMiica Beiie B HACTOAIIEH IN1aBe CNyYall M30JIMPOBAHHOTO
SMUTENTHA NpelCTABIAET peaJlbHYl0 CHTYalHi) B HIEaIM3MPOBAaHHOM BHJE.
B HeM He oOTpajxceHbI B3aMMOJIEHCTBUA KIIETOYHOrO CJIOA C KOHTAKTHDYIOLIHM
MAaTepHaoM 3apopemna. Mexay Tem mis MHOrHX ¢opMoo6pa3oBaTeNbHbIX
NpOIIECCOB HA OCHOBE AKTUBHOCTH JMMTENIMEB TaKHe B3aHMOJEHCTBHA MMEIOT
MECTO M BeCbMa CYIIeCTBeHHbI. Tak, B pa3BHTHM MOYKH KOHEYHOCTH y NO3BO-
HOYHBIX HMEHHO B3aHMOMEHCIBHE 3KTOJEepMBI ¢ MOMJIEXKAlleH Me30epMoil
ONpeMeNIACT XapaKTepHBIA NMAaTTepH — NPOKCHMO-OHMCTANIBHYIO NOCHENOBAaTeNb-
HocTb GopMHpYOIHMXCA KocTel [16, 23].

IIponeccsl MopdoreHe3a pa3jHUHBIX NPHOATKOB KOXHOrO NOKpPOBa —
BOJIOC, HIETHHOK, YellyeK, NepbeB M T.I., BO MHOIOM CXOMHbIe Mexay coGoi,
OCYIIECTBIIAIOTCA B pe3yJipTaTe MopgobGHOro B3auMoOfeicTBHA. POopMHpOBaHHE
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Puc. 47. (xeMa Mop@oreHe3oB Ha OCHOBE MEXaHO-XHMUUYECKOH aKTHUBHOCTH KJIETOK 3IH-
IepMuca

BCEX JTUX IIPHJIATKOB HAUMHAETCA OOHOTUNHO — B INHAECPMMCE BO3HHKAIOT
yTONUIEeHUA (I1AKOMbI), HOMN KOTOPHIM KOHAEHCHPYIOTCA KIIETKH ME3eHXH-
Mbl [257]. Ianee npoucxomur nuGO BhIISYMBAHUE, IGO0 BIAYMBAHUE SMHOCD-
MHC3, U OT 3TOro 3aBHCHT — KakaA IpPOrpamMma JajbHEeHALIero pa3BuTHA OyneT
B HeM BKIloueHa [257] (puc. 47).

Bonpoc k TeopuH BO3HMKAaeT B CBA3H ¢ HabnwpaeMbIM pasHoobpasuem
MaKPOCKONHYECKHUX DPUCYHKOB KOXHBIX CIPYKTYp. JTO — TeKCaroHajibHble
pewleTKH (mephs Ha CIIMHE UBIIUIEHKA) , PEIIeTKH ¢ IPAMOYTOIbHBIMH AYeHKaMH
(lLIeTHHKY HAa IOBEPXHOCTH HOXeEK KIJIONA), HAKOHEI — BOBCE HEpEryJIsipHBIE
PHCYHKH PACTIONIOXKEHHs IIETHHOK H BOTOCKOB Y HACEKOMBIX.

Camo 1o ceGe GopmHpOBaHHE MIAKOLBI, KaK MbI BHIEIN B JAHHOM INaBe,
BIIOTIHE MOJXeT TPAKTOBATbCA Ha OCHOBE MEXAHO-XHMHUYECKOH aKTHMBHOCTH
KJIETOK M30JIMPOBaHHOro smurends. OOHAKO COOTBETCTIBYIOWIAS MOJMENb He
B COCTOSAHHH 0GOCHOBaTh HaGNMIOASMbIe THIBI MAKPOCKOMUYECKOTO IOpAIKa
B pacnonoxeHuu Imiakond. CyuiecTBeHHas IIpHYMHA TAaKOH OTpPaHUYEHHOCTH
MOZIEJIU 3aKJII0YaEeTCA B TOM, YTO OHA COJAEPXKUT JIMIIb ¢IMHCTBEHHBIH Xapak-
TEpHBIA pasmep. ITOT pasMep COOTBETCTBYeT PafUyCy KOrepeHTHOCTH IIponecca

KOHT2KTHOM MOJIAPM3ALMH KIIETOK R, =+/D7. [lucTaHTHDBIE Xe B3aUMOLEHCTBUS
B I1acTe, CBSi3aHHbIE C YIIPYTUMH CHJIaMH, B JaHHOW MOJIeNU HMeroT GOpMAanpHO
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OeCKOHEUHBIA pagHyC HEHCTBUA. ITO OBCTOATENBCTBO OTpPaXKeHO B GOpPme
HEJIOKAJIbHOTO wieHa {p) B YpaBHEHHHM AMHAMUKH KIIETOUHOH INOIAPH3ALMK
(8). UMeHHO 3Ty BBIPOXKIEHHOCTh H HOJDKEH CHSThb y4YeT B3aHMOIEHCTBHUs
KJIETOK MOZEJIbHOTO 3TMTENIUA ¢ BHEIIHHM IO OTHOIIEHHI0 K TNITAacTy Marte-
PHAJIOM.

KOXHBIH NOKPOB, K KOTOPOMY Mbl OTHOCHM CIIe/ly I0ILee HHUXKe paccMOTpe-
HUe, UMeeT CTpOeHHe, CXeMaTHYeCKHU NpUBeeHHOe Ha pHc. 47. 31ech BHEHIHHUI
SMUTENIUATIBHBIA CJIOH KJIETOK — JMHAEPMHUC — MEXaHMYECKH CHEIUIeH ¢ 110Mie-
JKale [IepMOH uepe3 CJIOH BHEKIIETOYHOTO Marpukca (0Oa3anbHast JTaMHHa)
W JUIMHHBIE KOJIJIAT€HOBEIE BOJIOKHa (SIKOpHble (pHIaMeHThI). MHOXecTRo
TPAHCIUIAHTALMOHHBIX 3KCIepUMeHTOB [16, 23] oGHapy>uBaeT CymiecTBeHHY1
pOJIb B3aUMOZENCTBUSA SMUAEPMHCA U OepPMBl B Pa3BUTHH CTPYKTYPbI KOXHbBIX
MpPUIATKOB. JTH B3aUMOJEHCTBHUA MOTYT HMETb CIIOXKHBIH XapaKTep, HO Mbi
B JAaHHOM mnaparpade BbiensAemM H HcclenyeM 3¢dexkT Hanbonee MpsaMoOro,
YMCTO MEXAHUYECKOTO B3aHMOJIEUCTBHUS.

IlycTh MOMIENbHEBIA KJIETOYHBIM IUIACT, ONIMCAHHBIN BhILE, CLEIUTEH B KAXIO M
CBOeH TOUKe ¢ YNpYTrou NOmI0oXKOH. Hamuune JONOMHUTENBHOM yNpyTOH CRA3M
OTpaXKaeTCA HA YCIIOBUM MEXAHHYECKOrO paBHOBecHA Iacra. B omiuume or
M30JMPOBAaHHOTO IIACTa, B JIAHHOM Clyyde YNpyras BO3BpAILAILAS CHITa
BO3HHKAeT [a)ke MPH OJHHAKOBOM CMEIIEHHH U BCEX €ro TOUYeK. ITa CHiIA IIpe-
MO PIMOHAJIbHA a0COMIOTHOM BEJIMYMHE CMEIEHHA —qu, H MMEHHO OHa AOJDKHA
ObITh /106aBiieHa B JIEBYI0 4acTh YCIIOBMA MEXaHMYECKOTO paBHOBecHs (4).

Bmecto ypapueHus (4) tenepb UMeeM

dg2xT dg¥YnP 0 1)
—qu t + =U.
d ox ox

3mecy g — x03pPHIHEHT, ABIAOIMACA XAPAKTEPUCTUKOH YNPYTHX CBOUCTE
MOJJIOXKKH, IIPONOPLHOHAJIBHBIA €€ CIIBUTOBOH XKECTKOCTH.

Bup ypaBHeHHMsA NMHAMMKH KJeTOUHOH momsipu3auuu B dopme (3) coxpa-
HsEeTCA, HO XapakTep paclpeflelieHHs AedopManmif B rulacTe, a CJegoBaTeNIbHO.
1 BeJIMUMHA YHpYrux HampsokeHudt oY "P momkubl uamenutses. HoBoe kauecTBo.
KOTOpOe BHOCHT Yy4YeT JIOTIOJIHMTENIbHbIX YIPYTHX CBA3eil B GOpMe ypaBHeHHA
(51), oTpaxaeTcs B IONOTHHUTENLHOM pa3MepHoM napamerpe RZ = Elg [em?].
JTOT 1lapaMeTp 3a7aeT XapakTepHYI0 IIHHY JKCIOHEHIMAIbHOTO CIaJIa YIIPYTHUX
HaIpsKeHHH B IJIACTE TIPH JIOKAJIBHOM MCTOUHMKE aKTHBHOM cHITbt 6257,

Cunras pasmep IIJIacTa CYIIECTBEHHO IIPeBOCXOMAIIMM BeJMUHHY R, , IIO-
JIy4YdM pellleHHe YpaBHeHus (51) B BHje

du € o dx =l , ,
E— =—ep+ Je Re p(',0)dx'. (52)
dx e

N3 Hero clenyer Bb[pa)KeHHe JJis1 BEJIMUUHEBI HpOJIOJ‘IbHOrO Hanpi{)KeHHﬂ B IJTIACTE!:
lx —x'l

€
fe  Re
2R,

KOTOpOE IOCJIe MOJICTAHOBKH B ypaBHeHHe (3) NPHUBOIOMT K 3aMKHYTOMY YpaB-

o= p(x' )dx' =g3%T + g¥"P, (53)
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E‘HCHI/HO AOUHAMHKH KJIETOYHOM ONApU3dALIMH B BUC
) Ix —x'l|
op 1 o“p K€ -
R ‘ '
— =—f(p)+D —5 - — fe € pl',rydx’. (54)
ar T ax* 2R ’

Hannoe ypaBHeHMe coBmagaer 1o ¢opme ¢ (IL.6), nonyuyeHHbBIM Hamu
paHee 3BPUCTUYECKHUM MyTeM. EMy ¢ yucTO GOpMATBHON CTOPOHBI BBIIO Y eNeHO
POCTATOYHO BHUMAaHMA B T71. [I, Ha pe3ysnpTaThl KOTOPOH MBI MOXEM 3[ECh Olie-
peTbcs.

IlpumMeM 3a HCXOHHOe COCTOSHUE C BBIK/TIOUEHHOH MeXaHO-XMMHUUECKOi
AKTUBHOCTBIO KJIETOK

=0, o= 0.

OHO, OYEeBMAHO, YOOBJIETBOpPsET CTAUMOHApHOH 3apmave p, =0, HO BapHauMei
napaMeTpoB @, R,, R, MOxeT ObITb BBIBECHO K KPUTHUYECKOH TOUKE MOTEPH
ACUMITOTHYECKOH YCTOMYMBOCTH, ABIIAIIIEACH TaKXE M TOYKOH BETBIIEHUSA
HOBBIX, [IPOCTPaHCTBEHHO-MO/LY IHPOBaHHBIX PEXHMOB.

OrpaHyyeHHOCTb pafiMyca JeACTBUA [OUCTAHTHOH MOMbI MEXKIIETOYHOM
cBA3M (3KCIIOHEHTAa B HEJIOKAJIbHOM WieHe ypaBHeHHs (54)) NMpHBHOCHT HOBOE,
MO0 CpaBHEHMI0O C MOJIEeJIbI0 M30JIMPOBAHHOIO IJlacTa, KauyecTBO. KpHrHueckoH
MOIOH Tenepb ABNAETCSH KOPOTKOBOJIHOBAS, ThIOPMHTOBA MOJA, VISl KOTOPOW
Ha JUIMHe IUTacTa YKJAOgpIBAeTCA HECKOJIbKO /UIMH BOJH. B OoTnMume OT cilyyas
H30JIMPOBaHHOTO IUIACTA, 3TO YUCIIO  BAPBHPYET C H3MEHEHHEM Ha3BaHHBIX Ma-
PaMeTpOB.

JyciiepcHOHHOE YpaBHeHMe [T THHEAPM30BAHHOH 3a/1aYd UMEET BHL

nR2k?

TANK)=a - Rk + ——
@ i 1 +R2k?

T MTEKT. (5%
HeoGxopuMpiii kak MpemnochUIKa ThIOPUHTOBOH HEyCTOMYMBOCTH POCT AEKpe-
MEHTA A ¢ BOJIHOBBIM YHCJIOM B O0JIaCTH MaJIbIX 3HaUeHHH NocjegHero obGecre-
YUBAETCS HENMOKATbHON KOMMNOHEHTOM AUHAMUKHY [IpU Y CTOBUH

VnR,>R,. (56)

Taxum oGpa3om, xapakTepHbif MaclITab pacnpOCTpaHeHHA YNpPYrod peaklMH
R, pomxeH GBITH JOCTATOYHO BEJIMK MO OTHOUIEHHI0 K JUIMHE KOT€pPEeHTHOCTH
MpoLEecca KOHTAKTHOM OJIAPU3ALHNHU KIIETOK R, .

Kaxxgpnid M3 [apaMeTpoB [OHCIEPCHOHHOTO COOTHOLUEHHA: «, Rp, R, 7,
a TakXe MX KOMOMHALUMM, B NMPHHIMIE MOTYT HCIOIHATb POJIb KPUTHYECKOTO
napamMerpa. [IpocToll aHanu3 BeipaxkeHus (55) maeT isi nopora ThIOPHHTOBOH
HeyCTOHYUBOCTH:

Hip=0, u=va+2n—v/n-R,/R,. (57

BonHOBOE yHCIIO KpHTquCKOﬁ MOJIBI BBIPA)XXACTCA B BUOEC

kip =Vnl(R,R,) — 1/RE. (58)
Bubypkanusas NOpPOCTPAHCTBEHHO-MOAYJTHPOBAHHBIX
P €% H M O B. AHaJIM3 OKOJIOK PUTHYECKOTO TIOBE/IeHUs BOIM3M N0POra ThiopUH-
rOBOH HeYCTOHYHBOCTH MpPOBENEM CO CCHUIKOM Ha Hauu pesyneratel (1. II),

a TAK)Ke Pe3yJIbTaThl, IOCTYTHbIE U3 IUTepaTyphl [59-62, 108, 109].
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B o6umiem cnyyae BeTBNCHME HOBBIX MAKPOCKOMHMYECKHX COCTOAHHH p
KPUTHYECKON TOUKEe MOXeT OBbITh JIBYX Pa3NMUHBIX THIOB: HOKPHTHYECKO:
U 3akpuThueckoe (puc. 48). Ipu 3akpuTHyecKOH GUbYpKanUH HMeeT MECTo
PMATKHA NMepexon” (Be3 ckauka) K HOBOMY MaKpOCOCTOfAHMI. B 3TOM clyuae
O6H(YPKAIHMOHHBIM aHAJIH3 MOXeT OBITb NPOBEASH TPaAWIHMOHHBIMH METOLAMM
Teopud Bo3myiueHuit [108, 109]. Honyuatomuecs Takum 06pa3om CTaGUIIbHbIC
npobwId P (x) OKAa3bIBAKWTCA MOLYIUPOBAHHBIMU KPHTHUECKOH TapMOHHKOM
cos (ki pX) ¢ aMIUTUTYDOM, MaJOH B Mepy GIIM30CTH K MOPOrY HeyCTOMYMBOCTH.

Puc. 48. Buj muarpaMmsl 6 ypKaiuit CTAIHOHAPHBIX PeuleHHH ypaBHeHust (54). Crmowr-
HbIe JIMHMA — YCTOWUMBBIE BETBM; IITPUXOBbIC JIMHMH — HCYCTOWYMBBIE; & - 3aKpHTH-
yeckas Oupyprauust, 6 — DOKpHUTHIcCcKad Oudyprauus

Ha puc. 49 mokasaHa 3Bonrouus pacrpeflenexus p(x, [) K acCUMITOTHUEC-
KOMY COCTOSiHUI0 P (X), TONyuYeHHas 71 JAHHOrO Clyyas IyTeM YHCIIEHHOTO
pellieHHst ypaBHeHHs (54). OTMeTHM, YTO TIpH TeHepauyu JTOKAJIBHOTO, MAJoro
MO aMIUIMIye HayaapHOrO0 BO3MYLICHHS HCXOIHOTO COCTOSHHA 3BOJIOUMUS
p(x,t) ocymecTBNAeTCA MyTeM PACNIPOCTPaHEH s “BOJIHEI Itepe6poca”.

Hpyro# THMUYHBIH CITIyyall KapTHHBI BETBJIEHUA — JIOKpUTHYecKas 6udyp-
KalUA -- OTIIHYAETCH TEM, UTO HOBOE YCTOHUMBOE COCTOAHME 3apOrKIaeTcH
Cpa3y ¢ KOHEeYHOH aMIUTMTY[JIOH O MOpora acHMITOTHYECKOH HeyCTOWUMBOCTH
UCXOMIHOTO cOcTOsAHMA. ®Popmy NMpoduiA p (x) B [aHHOM CAyyae Hemb3sf, Kak
BbIIIE, YCTAaHOBUTH INyTemM OMdYpKaUHMOHHOTO aHanmuza. KpurHueckas TOUKa
Myp BOOOLIE He ABNAETCA OCOGOH JINA HeOMHOPOIHOro pacnpefnienedus. CooT-
BETCTBYIOIasi HHGOPMANHUA JOCTYIIHA TTIaBHBIM 06pa3oM H3 UHCIIEHHOTO aHamu-
3a [74]. OnHako B Y2CTHOM Clyyae CYLIECTBCHHOTO OTIHMUMA IPOCTPAHCTBEHHBIX
Macwrabos: R, < R., rpadHyecKue, NONYKayecTBeHHbIE METOIBI AHANU3Y
OKa3bIBATCH BIOJIHE HHPOPMATUBHBIMH (CM. Hanpumep, [64]).

B [maHHOM cnmyuae acMMNTOTHYECKMC COCTOAHHMA TPEACTABIAKT ¢OGOH
HOMeHHbie CcTpYKTYyphl (puc. 50) ¢ OTHOCHUTENBHO Y3KO# MEpeXOHON 30HOH
(Ax~Rp) Mexly 06nacTAMM NMOJHOCTBI NONAPU3OBAHHBIX KIeTOK (p=1)
H HelonApu3oBaHHbIMH yuyacTkamu (p =0). llupuubl JOMeHOB U HHTepBaH
MeXIy HHMH He IeTepMHHHPOBAHBbI flapamMeTpaMu 3amaud. OnpejierieHbl JTHLIL
HIDKHHE IPAHUIBI U ITHX BejiHuuH [74].

HeACTBUTENBHO, €C/IM KJEeTOUYHAA MONAPH3AUUA MHIYLUUPYETCA KaKHM-
aubo 06pazom JOKaNbHO, MONABIAINMA 3 GdeKT KacarelbHbIX HaTAKEHHH
npeHedpeXxxuM, NOKa Majlo MOTAPH3OBAHHBIX KIETOK. IIpU 3TOM U ecilM BbI-
IIOJTHEHO YCIIOBUE

1
fof(p) dp >0, (59



P Puc. 49. YcranoBieHHe NPOCTPAaHCTBEHHO-
pPeTYNSIPHOTO IaTTepHa KIIETOYHOH 1OJIS-
pusaunn p(x). UncreHHoe peclieHHe ypaB-
HeHust (54) mnpu 3akpuTHiecko# Gudyp-

\ KalUM B OKPECTHOCTH II0pPOFa THIOPHMHIO-

7=0 Zz BOAH HCYCTOWYMBOCTH. 3HayeHUS MNapamer-
poB B Oc3pasMepHbIX enMHMuLax: D =
=5-1073,7=5-10"2, R, =0,1, f=4dp+

+0,3p* - 2p?
T=10 z

Puc. 50. CrauuoHapHble pacnpeficiieHus Kile-
TOYHOM MOJIIPU3ALUHH HOMEHHOrOo THMA
(ypaBHeHue (54); Rp < R.): a — B 3akpn-
THUECKOM, & — B NOKpHTHYeCKOl oBnacTax

\/ ~ 6udypKanroHHoro napamerpa u. Ilrpuxosas

JIMHUSL — HayajibHble pacnpenerenus p (x, 0)

3¢ eKT KOHTaKTHOH nonspusauun (nuddy3uoHHbIH ueH B ypaBHenuu (54))
NPUBOJIUT K DPACLIMPEHHIO NOJIAPU30BAHHON OBJIACTH NYyTeM pacIpOCTpaHsIomIe-
rocsi ¢poHTa. Yciaosue (59) XOpowIo H3BECTHO KaK YCIOBHE PACHPOCTPAHEHHs
PTPUITepHOl BOJHBI — CTaLMOHApHOro ¢poHra “nepebpoca” [225]. Orpanu-
YHTh 3TO PACMpPOCTpaHEHHe MOXeT JIMLIL HapacTawmui 3¢QeKT HarskeHuH,
ONpefensieMpl OTPHUATETIBHBIM HENTOKANbHbIM WIEHOM B ypaBHenun (54).
Hockonbky gaHHR# 3bdeKT pacTeT OT HyNs ¢ POCTOM LIMPHHBI AOMEHA MOMA-
pH3auMH /,, OH IPUBOJIMT K OCTAHOBKe (hPOHTA TONBKO NpH [, > I i -

Ta e npuuMHa -- KacarellbHble HATAXKEHHUS — IPEMATCTBYET HMHMIIHALMH
HOBBIX 1IEHTPOB KIIETOYHOH MOJIAPH3aLMM B OKpecTHOCTH Ax~ R, nonspu-
30BaHHOM oO6nacth. TeM caMbiM OIpefieNAeTCA MHHMUMAIIBHOE pPAcCTOSTHHE
MEXIy ABYMs MOJISAPU30BaHHBIMH J0MeHaMH. Hibke, B CBSI3M ¢ HHTepIIpeTallker
9K CHEPUMEHTOB MO MHOYKIHMU TNOYKCBAHUA Y FHIPOMIOB, IPUBOMATCA PE3YITb-
TATBl YHCJIEHHOTO dHaliM3a, MONTBEPXKIAIONIME MpeCTaBlieHHble KaueCTBEHHbIE
Co0DpaXxkeHus.

XoTsl B KpHTHUECKOH TOUKE ThHOPUHTOBOH HEeYCTOMUHBOCTH U151 TPOCTPAHCT-
BEHHC-MOIYJIMPOBAHHbIX MAaKpOCOCTOSIHMH HHKAaKHX NOporoBsix 3¢d¢eKToB
6p1Th He MOJIKHO, XapaKTep paclpefelleHHA P (X) MO pa3Hble CTOPOHBI OT 3TOH
TOYKH DasjiHyaeTcA. B 06GnacTH 2CHMITOTHUECKOH YCTOHYMBOCTH OJTHOPOIHOIC
cocroAanus (u << 0) TONAPHU30BaHHbIE TOMEHbI MOTYT COPMHPOBATHCA JIHIID
IlyTeM “>KecTKOro™ HavyalpHOro BO30YyXmeHHs. B 310 o6nactH paclipeneneHude
30H KJIETOYHOH MOJAPH3ALHM ONpedeAeTCA paclpeielleHHEM BHEIIHUX CTUMY-
JIoB. B vacTHOCTH, IpH OTHOLEHTPOBOM CTHMYIIAUMH GOPMUPYETCA yeTHHEHHbIH
AOMEH TMONSPH3OBAHHBIX KIeTOK. B asakputmueckon obnactu (u>0), roe
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OJHOPOOHOE HEeMOIAPH30BAHHOE COCTOSHHE aCHMIITOTHYECKH HEYCTOMUMBO,
CIICIMAJIBHOTO BHeEIIHero BO3GYXXOEHHS aKTUBHOCTH KIIETOK He Tpedyercs.
PacuyneHenne Ha nonsipu3oBaHHble M HENOJIAPU30BaHHbIE 30HBI IUIACTa BO3HH-
KaeT CamOIIpOM3BONBHO M3 (IYKTYalMOHHBIX BO3MYIHEHHH. YCTaHaBIIMBao-
mecss B pe3yibTaTeé MAKPOCKONMMYECKHe MATTEPHBI P (x) NpH 3TOM, BOOGIwe
roBops, HeperymsapHbl [65]. Hu IIMpHHBI MONAPU30BAHHBIX JOMEHOB, HH NIPO-
MEXYTKH MexAy HMMH He (GMKCHpOBaHBI OOHO3HAuHO. B TO xe Bpemsa Takwue
MaKpPOCOCTOSIHUA He ABJIAKWICA U XAaOTUYECKUMH, INOCKONBbKY 00¢ Ha3BaAHHBIX
BEJTMYHHBI MMEKT OlIpelieNieHHbIe HIKHHeE Mpemensl [64, 65].

Hpenckasate, KaKkoil THI BETBJICHHA — OOKPHTHYECKHH WIJIM 3aKpHUTHUEC-
KHH — HMeeT MECTO, MOXHO, HCXOA M3 3HaueHHH K03(¢UUHEHTOB HeJTHHEHHO-
ro pasnoxenus ¢pyHxupu f(p), a TaKxKe BpeMeHHb/IX nokasateyied A i BTO-
pol rapMOHMKH exp (2ikypX) . [locnenHss Oxa3bIBACTCs CIEMIEHHON C K PUTH-
ueCKOM exp (ikypX) B PELICHHH HeJTMHEHHOH 3anaun (54).

3axpuTHueckasa Oudypxanus HMMeeT MECTO, €CNIM BBIMOJIHEHO YCIIOBHe
CYLIECTBEHHOH HeBBIPOXIeHHOCTH [258]

AN=|NQ2kyp) — M) > B /. (60)

3mece napaMetpel U 7y ABNAWTCA KO3p@UIHEHTaMU pa3NoXeHHUA ¢YHK-
unn f(p) :

Y
f(p)=~ap +Bp* - 3 p°. (61)
B obpatHOM ciyuae
AN By (62)

Oubypxauus HeOHOPOAHBIX COCTOSHHH B TOUYKe ThIOPHHIOBOH HEyCTOWYHBOCTH
CTaHOBMTCA JOKPHTHUECKOH [258].

U3 ypaBHenus: (55) BBIACHSIETCH, YTO JIEBbIE CTOPOHbI HepaBeHCTB (60),
(62) ompenenens! oTHomeHHeM R, /R, . B ciyuae, ecnu 912 BerMuMHa Gruska
K efnuHHlE, ycnoBue (60) YAOBIETBOPHAETCHA MPH KOHEYHbIX 3HAYeHHAX f H 7.
B arom ciiyyae uMeeM 3aKpUTHUYECKYH OMypxalHio NMPOCTPAaHCTBEHHO-MOMY-
TIMPOBAHHBIX paclpefielieHuin p (x), o6najawmiMx COBepIIeHHbIM [ATBHUM
nopanKoM (UpPOCTPaHCTBEHHOH NepHoguyHocThio) . Hanporus, xorma R,< R,
pasnuna AX mana. [TosToMy mns noo6bIX KOHEYHBIX BETHYMH f3 M 7Y BBIIOJIHEHO
YCIIOBHE [OKPUTHYECKOH OGU(YpPKAIMH HEeOQHOPOOHBIX pacipefesieHHi P (x).
ITaTTepHb! KIETOYHOU MOJIAPH3ALMHM, KAK YK€ OTMEUYaNOoCh, B HAHHOM Cllyyde
He 0071a1al0T CTPOroi NPOCTPAHCTBEHHOH NEPHOIUYHOCTBIO.

ObobuieHHe MOZenAH Ha CIYyUYal ABYMEPHOTO Miacra.
Kak u B 0JHOMepHO# MOZENH, yuer YIPYyTrHX BHEUIHHX CBA3eH IJIOCKOTO IJIacTa
CBOAUTCA K J0DaBIIeHUK WIeHa, COOTBETCTBYIOILETO BHElIHeH CHiie, B ypaBHe-
HHe MexXaHWuecKoro paBHOBecus (39). 3Ta cuna Temepp IPOIOPUHOHAJIBHA
BeKTOpPY CMEWICHHA ¥ TAaK, YTO HOBOE YCIIOBME MEXaHHMUeCKOro PaBHOBECHSA
HMeeT BHI

aKT yIp

—qu; t 99k + 007 =0. (63)

0Xy 0Xy

YpaBHeHVie [MHAMHUKH KJIETOYHOW MOJIAPU3AUMH BBINIAOMT [O-I1PEXKHEMY
kaKk (38). Ha ero ocHoBe 3aMKHYTOe ONMcaHHe 3BOJIIOIMH pacllipedeeHus!
D (r, ) nonyuaeMm cliey 0IMM 06pa3oM.
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HMes B Bunmy paBeHcrBO [222]

E
Spo" = — div u, (64)

pevictByeM omepatopoM div Ha ypaBHerne (63). Takum 06pa3oM TOJyudeM
ypaBHeHHe I cllef]a TEH30 pa HalpsiXKeHUM:

~Q+RZAQ +aAp=0, | (65)
rage

F exE
_——2'_, a=——————.
g(1—0%) q(1—-0)

Peurenye (65) BHIIAMT CTley IOMHM 06pa3oM:

Q=«Spo’, R:=

Q=—"JK (lr_rll Ap(r' 1) d*r' (66)
= r'r)yd*r.
TR2 0 R, > P

3nech Ko — dynkuus Ipuna onepatopa —w + Aw - RZ (bynkuua Makno-
HAJIb4) .

Uro6er H36aBHTCA OT auddepeHIMATLHOTO OllepaTtopa B HHTerpane (66),
IPOBOIMM Clle Iy I0LIHE NMPeo Bpa30B aHnsa:

JKoAp = [Kodiv(Vp) = [div(KoVp) — [VK,Vp. (67)
TlepBrii MHTerpa B NMpaBOM YacTH NPUBOIMICA K MHIETpAly MO BHEHIHEMY
KOHTY py I:

[div(KoVp)d*r'=$K,(nVp) di,

!

H paBeH HyJ110 BBH/LY IPe/NoIaraeMoro rpaHMYHOTO YCIIOBHSA 1A P!

Vapl,= 0. (68)
Bropoit unrerpan npeoGpasyeM aHasio FMYHBIM 00pa3om:

VK Vp=—[V(VKy)+ [pAKy= —lfanKodl + [pAKod*r'.  (69)

B mauleit wiockoi 3anave ¢ynkumedr I'puna omepatopa —w + RZAw sB-
nsetca Ko(p) — uunuuapMyeckass GyHKIMSA MHUMOTO aprymeHra (¢$yHK-

s MaxaoHatsaa) . Hlpu Gonbumx p oHa yGuiBaeT MO 3aKOHy Ko ~ Vr/2pe ™",
HosToMy KOHTYpPHEIM HHTErpaIOM B (69) MOXHO HpeHe6peub, €CJIH pa3sMephl
IiacTa [IOCTaTOUHO BelUKH 1O cpaBHeHuio ¢ R,. Janee, 3ameuas, uto yHK-
s Ko yOOBIIETBOPACT y pABHEHUIO

—Ko +RZAKo =—R28(p),
HONYyYUM

’ l ! !
IpAKodr =—p+ Ez‘fKo(P) p(r,t) dr.

e

Bosppaiascs ¢ HalldeHHBIM BhIpaXke HHeM UIst {2 B y paBHEHUH IHHAMUKH p (F, 1)
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(38), OKOHYATEIIBHO UMEEM

2L fipy s pap - ko (e )(r nars o)
ot R?

f=f+ex(o-2)p.

Ina aHamu3a KPUTUYECKOTO MOBefeHHA B pamkax ypaBHeHus (70) cy-
LIECTBEHHO, BO-TEPBBIX, YTO UHTErPAIbHBIA ONlepaToOp B HEM Hmeer TE Xe CcOG-
cTBeHHbIe YHKI[MM, 9TO M onepatop Jlamaca A, a umenHo e'"”. Bo-BTopbix,

IMCIle pPCHOHHOE Y paRHEHHe COOTBETCTBYIOLIEIO JIMHERPH3OBARHHOIO YypaBHEHW:
COBMA/iaeT C JUCNEPCHOHHBIM YpPAaBHeHHEM OIHOMEDHOH MOZENIM M HMEET BU)
(55). Hakoneu, KpUTHYeCKas TOYKA ThIOPHHIOBOH HEeyCTOHYMBOCTH, B KOTOPOi
OllpeniefieHO 3HAYeHHe TOIBKO aBCOMIOTHON BeTMYMHBI BOJIHOBOTO BEKTODa K,
ABTOMAaTHYeCKM OKa3bIBAETCHA BBIPO)KIEHHON MO HANpaBJICHMAM 3TOIO BEKTODA.

EciH Ha [aHHY10 OpHEHTallHOHHYI0 BBIPOXIEHHOCTh He HaKJIagsiBaeTcs
BBIPO>IEHHOCTB 110 3HAYE HUSIM BOJIHOBOTO UMCIIA, T.€. BBMOJIHeHO yctoBHe (60),
1O pelueHue ypaBHeHus (70) BOGIM3M KPUTHYECKOH TOYKM NPEACIABIAECTCA B
061IeM BHJIE CYTIE PIIO 3HITHEI ; )

P0)=3 Wie' s 1krl = kyp. 1)

O160op OrpaHHYeHHOTO YWciia HampaBleHMH [ IUTOCKHMX BOJIH B CyIE pIIO3HIIHH
(71) ocyuecrsiser HenuHeiHocTs ¢dyHkiMM f. HerpymHo y6Gemitsea, 41O
WieH BTOPOro nop;%u(a B pawioxeHuu (61) ocTaBiseT JMIIbL TPOHKH OHOMeD-

1K1
HBIX TapMOHHK € I =1, 2, 3, BOHOBbIE BEKTOpbl KOTOpBIX 06pa3ymor
TpaBWIbHBIH TpeyronsHuk [258, 60] :

z

1=1k1

Tem camMbiM [OBYMepHble NarTepHbl KIIETOYHOH MONMAPH3AMH P (F) [NOJKHDI
Tpe[CTaBliATh cOBOH peryisapHY 0 reKcaroHaipHyo peuterky [258, 60]. Brmus-
kywo K (70) B $opMaILHOM OTHOLIEHHH MAaTEMAaTHYECKYI0 MOMEIb peaKIHOH-
HO-¢y3HOHHOrO THIIA AHATH3HpOBal uHCleHHO bamaexor [259]. Emy
yOaioch NMOAYYHTh peryjifApHble AYEHCThIC IaTTepHBI, OQHAKO 0ObeM NpojenaH-
HOH BBIMHCIIMTEIIBHOH paBoThl MOK2 HeJOCTaroyeH, IUIA TOrO YTOGHI HajeXHO
YCT2HOBHTh THII PeLIeTKH.

CiteicTBHEM OpPHEHTALMOHHOR BBIPOJXKOEHHOCTH THIODHHIOBOH TOYKHM fAB-
TAeTCA [OKPHTHYECKHH XapakTep 32pO>xlIeHHs TaKHX cocToaHui [60, 258].
Bonee neranbHbii OudyprauMOHHBII aHAIH3 30ech He TpeByercs, MOCKOIBKY
OH HHYeM He OTIJIHY3eTCA OT TAKOBOTO IjIf peaKUHOHHO-/MPPy3HOHHBIX MOe-
JIeH, JOCTYIIHOTO U3 JIuTepary poi [258, 60] .

Ecin sxe kpHTHuYeckas TOYKa [IONOJIHUTENBHO BBIPOSKAEHA IO 3HAYCHUAM
BOJTHOBOTO wHCna, T.e. R, <R,, T0 marrepun: p(r) TpaHchopMHpyIOTCA TaK
e, KaK JUiA OOHOMEPHOTO cityvasd. IIpH 3TOM XapaKTepHO HapyllleHHe perynsp-
HOCTH K OTaHMUEHHS CHH3Y AJA Pa3MEpoB MOJIAPHU30BAHHBIX JOMEHOB M pac-
CTOAHKI Mexny HUMHU [65, 74] .

buonornueckoe o6Gcyxpenue. Curyauun, B KOTOpPHX B
3MHTETHATPHBIX IUTAaCTaX, CHEITIEHHBIX ¢ MOJACTWIAIIMM MAaTpHKCOM, GOpMH-
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pPYWICH MaKPDOCKONHUYECKHE IIaTTepHbI MOJAPH30BAHHBIX KJIETOK, BECbMa
THITMYHEL I 3MOpHoreHe3a. B maHHOM oGCy XIEHMH MBI KOCHEMCS OBYX TIpH-
MEPOB.

1. MopdoreHe3b! NOKPOBHBIX cTPYKTYp. IlpoLieccs! 3aKmagKy pasyIHUHBIX
CTPYKTYP KOXHOTO MOKpPOBAa — BOJIOC, IHETHHOK, NMEpheB, *eie3, YellyeK —
OCYLIECTBISKWICA B pe3ylipTaTe B3aHMONCHCIBMA 3MHICpMIca ¢ KIEeTKaMH
Me3eHXMMBI B nopctiiammen mgepMe [257]. QopmupoBaHie Bcex 3THX IIpH-
AAaTKOB HAUMHAETCA ¢ BHIWICHEHHs IU12KO[ B aMugepmuce [257] . CoorBeTcIBYlO-
UMH TaTTepH ONpeneifgeT MAKPOCKOIMYECKYH OpTaHM3alyIo [0 cilejty I0Mero
mopdoreHesa.

HaGitromaeMple  XapakTepHble THIIbI IPOCT PAHCTBEHHOH YIIOPAIOUSHHOCTH
3aYaTKOB KOJKHbIX CTPYKTYp NpefCTaBisr co0b0H mbo perylsapHble pelleTKH
(HanpUMep, TEKCATOHATBEHOE PACTIONOXKEHHE HEPbEB), JIMOO IIPOCTpPaHCTBEHHO
HeperyJsApHbIe LIaTTePHBI (BOMOCKH, WeTHHKH) . OTMmeueHo, uTO O pMHpoBaHHe
reKCarOHAIBHOM pellleTKH TWIAKOO, KaKk B (Jlyuae MopdoreHe3a IepbeBbIX
334aTKOB, MPOHCXOJMT He €MHOBPEMEHHO Ha BCeH MOBEPXHOCTH KOXM 3apo-
ABOIIA, HO IyTeM pAcHpoCTpaHeHHsa (GpOHTa OT NMO3BOHOUHHKA B JTaTEpATHHOM
Hanpaenenuu [260]. IL1s nmatTepHOB HeperyJIfAIpHOTO THIIA, KaK OTMeualloch,
XOTAl HeJb3s BBIJENHUTh ONpe/iellcHHOTO INPOCTPAHCTBEHHOroO Ilepuopa, Nped-
CT4BJIEHHE O X20THUECKOM Da3sMeLeHMH 3aYdTKOB TAaK)ke HeclpaBeyIHBO, MBO
PAacCTOsHMA MeXIy OTHETbHBIMU 33UaTKaMy OTPAHHUEHBI CHU3Y H cBepxy [74].

B snuteparype Ha ocHoBaHMM (haKTa CYINECTBOBAHUS TIPOMEXKYTKOB Me Xy
3aYaTKaMH KOXHBIX CTPYKTY D OeNTancsA BBIBOJ O CyLUIeCTBOBAHMHM “NOJeil HHIH-
OHpoBaHMA™ B OKPECTHOCTH Kaxmoro 3ayatka [74]. Msl B pe3yisraTe npoBe-
AEeHHOTO HCCIIe[JOBAHMS MOXEM YyKa3aTs GH3HUeCKYI0 NPUPOMy ~HHTHOGUTOD-
Horo mnons”. B okpecrHocTH chOpMHpPOBABLICHCA IMU/EPMATHHON IUIAKO B
BO3HMKHOBEHHE [IPyroH NOAABAAETCH BCIIeCTBHE TaHTeHIMANIbHBIX HATAXKEHHH.
Ilpy 3TOM OTHOIIEHHE JBYX XapaKTepHbIX IMH mogenH R,/R, 3apaer tHn
MaKpOCKOIIMYe CKOW YO PAJIOYeHHOCTH B paclipe/ierie HUM [IaKo/T.

Korpa 310 oTHOIIEHHE ONM3KO K €JMHHMIE, U3 MOJIENH eCTeCTBeHHbIM 00pa-
30M BbITEKAKT HaGmogaeMble 4epThl Mpolecca GOPMHUPOBAHUS reKCcaroHAIbHOM
pelIeTKH NepbeBBIX 3aYaTKOB, B TOM WicCIe e€ro MOcCieMOBATIbHBE XapakKTep.
INpepnonosxeHua o “’meTepMMHALNO HHBIX BOTHAX ™’ MIIM *’3aIIporpaMMH pOBaHHOH
TOCTIe JOBATEIIBHOCTY PAa3BUTHA 3a9aTKOB’, OGBIYHO BBOOUMBIE B CBSI3H C TAKUM
xapakTepoM [260], Ha Hawi B3DIAM, M3TIMLIHA ¥ HEOTIPaBIAHHBL

HeperynspHple pacnpeneneHus miako, Kak, HapuMep, pu MopdoreHese
BOJIOCSIHOTO TOKpPOBA, TAKXe BBIBOJIATCA M3 NpeIONESHHOH MOJIENH, HO yXe
npu oTHowreHuM R, /R, cymecTBeHHO mMpeBocXofsmeMm epuuuily. Ilpu stom
Jaxke OJTHO3HAYHBHA pafMyC MOJABIIAOUIETO AEHCTBHA HATMKCHMH NPHBOIUT K
MAaKpPOCKOMHYECKUM pacnpesielleHMAM TWIaKOJL ¢ He(pHKCHPOBAHHBIMH, HO Orpa-
HHYEHHBIMH CBEPXY H CHU3Y PacCTOSHUAMH.

2. IKcTepHME HT bl 10 MHTYKIMHK TIOUKOBAHM A HA MOPCKHX rMIpouaax [256] .
IInukkepT B ONBITAX C HUCNOJIBb30BAHMEM MeXaHHYECKOH CTHMYJISUMH NOYKOBa-
HUA THAPOUOB [256] HarmagHo Nokasail NposBieHue ~“TIONEBbIX” YepT MOpdo-
reHeza. JTH ONbIThl MHIEPECHBL jiA HAc elle H TeM, YTO NO3BOIAKT COelaTh
HEeKOTOpbIe KOIHYEeCTBEHHBIE OLIEHKH MapaMeTpoB MO/IEITH.

CTHMYIIOM [JIa pa3BHTHA HOBOTO NMOGEra B KOJIOHMH [MPOMNOJIUIIA MOXET
ObITh IPOCTOH MEXaHHYECKHH HaXMM Ha OCHOBHOH cTBOIN. [Ipu TakoM xe medicT-
BHUM cpa3y B JIBYX MecTax Ha@miojaerca ciiefyowas ~uHTepdepeHUMOHHAn"
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kaptuHa (puc. 51). lpu Haxmumax B Gnusxux Toukax (< 150 MkM) reHepu-
pyeTcA TONBKO OfJHA MOYKA, IIPHYEM pacloNOXEeHHAA MeXIy MeCTaMH BO3MEHcT-
Bua. Takum 06pazoM, oka3pBaeTcA, YTO JIOKAIM3AUMA BHEHIHETO CTUMYJa He
coBHaaeT ¢ JIOKaIU3aune# MOpGoreHeTHYeCKOro OTIJIMKA Ha Hero. ITO cBu-
[OeTebCTBYET O TOM, 4TO Ipouecc MOpdoreHe3a CTAHOBHTICA CYMIECTBEHHO
ABTOHOMHBIM TOCIe BHELIHeH MHUUMauWW. BHenIHMH HHULUMMpYIOWMH CHTHan
BKIII0UaeT KOJUIEKTHBHBIH KIETOYHBE NpPOIECC, HCXOM KOTOPOro onpepelifercs
He CTOJIIBKO CaMHM CHIHAIOM, CKOJIbKO CBOMCTBAMH Peardpymollero KjeTtoyHoro
MatepHaia.

IIpH yBenHueHMM pacCTOAHMA MEXYy TOYKaMH BHELUIHEH HHOYKUHM CHOBa
dopmupyerca ogHa pacTymas noyka, HO JIOKAIH30BaHA OHa YXe Ha OJIHOM
H3 MeCT BO3feHcTBHA. OTKIIMK B MecTe NpHIOKeHHA BTOPOTO HHIYHH Py Iollero
cHMTrHaina nopasisercsa. Ha eme GoNmpumMx ypaneHHsaX 06a cTHMYIIa OKa3bBalICH
Ppe3yibTaTHB HBIMH.

Ormeyanioch, 4YTO NEPBHIM HAGTIOHaeMBIM COOBITHEM IIpH NOYKOBaHMH
THAPOHNIOB ABINsAeTcA (GOpMHPOBaHHEe AOMeHa KOJOHOOGPAa3HBIX KIIETOK B 3K-
TofmepMe croyioHa [261]. Ha 5T0M OCHOBaHHMM MBI MOXEM IIBITaTbCA WHTED-
NIpeTHPOBaTh NPpPHBEJICHHbE Pe3yNbTaThl B PaMKax INpe[CTaBIeHHON MOJeNH
CaMOOPTaHH3YIOIIEHCA MEXAaHO-XMMHYeCKOH aKTHBHOCTH KJeTOK — mogenn I
PeaynbpraThl, MONYYeHHbE ITyTEM UACIEHHOTO pellleHusn ypaBuehHsa (54) npu
pasHBIX BapHaHTaX HAYallbHBIX YCIIOBMH M NpUBeACHHbE Ha pHC. 52, MOKasbl-
BAaIoOT, YTO MOJIEITb B COCTO AHHH MHT epIIPETHPOBarh HallIioae My 1o KapTHHY.

KavectBeHHOe OGbsACHEHHE pe3yNILTATOB WHCIIEHHOrO aHaH3a Taxoso. Ilpu
MQIOM B3aWMHOM YJJIeHMH HAaUaIbHBIX OYaroB MOJIApH3aUMM (NOpAAKA WIH
MeHblle JTHHbI KOTepeHTHOCTH Npollecca KOHTAaKTHOH NoJnsApu3aliu R,) myTem
KOHTaKTHOTO TlepeHOCa NMPOMCXOINMT HHOYKUMA MEXAHHYECKOH AaKTHBHOCTH B
oGIacTd MeXOy MeCTaMH HHUIMAIMH. 3areM 30HA KIIETOYHOH NONAPU3ALMH
Cy>kaeTcsi BCJIEICTBHE HApAaCTAalOUMX TaHreHIManbHbIX HaTsokeHHH. Eom ke
paccTOAHME MeXOy HAyalbHBIMH CTHMYyJIaMM K NOJIApH3alMM GOINblle Xapak-
TepHOH IyMHBI Ry, HO He NpeBbIAET XapaKTepHOIO pafMyca paclipOCTpaHeHus
yNpyro# peakimu R, TO Ollpe el AI0IUMM OKa3biBae TcA HMEHHO 3¢ deKT B3auM-
HOrO TIO[IABJIEHUA OYaroB Nolspu3aumpu. llpd ynaleHMH Ha pacCTOAHMA, NIPEeBBI-
wamume R,, HHAYUMpPOBaHHbE OYard NOJAPHU3alHH BedyT ce6A HEe3aBHCHMO.

W3 npuBeneHHOl MHTEpNpeTalMH ClieflyeT OUEHKA HJIS ABYX XapaKTepPHBIX
pasMepoB, SBIIAIOMMXCA OCHOBHBIMH (peHOMEHWIIOIHYeCKMMH IapameTpaMy
Mopeu: R, <150 mxm, R, ~ 280 Mxm.

Obmee o6cyxnmenue. HagkmerouHasa opraHM3auysa MOp¢oOreHeTd-
YeCKOH AaKTMBHOCTM KIETOK IMOpPHOHAIbHBIX 3MHTENIHEB OCYIIECTBIIAETCA
IyTeM MpeBapUTIBHOIO YTIOPAMOYEHHOTO Pa3GHeHUA TKAaHH Ha 30HbI MOpPdO-
JIOTHYeCKM MO APH30BAHHBIX H H30TPOIHBIX KIETOK. B 0cHOBe HccenoBaHHOTO
MEXaHH3Ma CaMOOPraHM3alMM HAJKIIETOUHOTO MNOPANKA JIEXKHT CIOcoGHOCTH
K aKTHBHOH fieOPMalHK 3apO/bilileBBIX KIIETOK H MEXXKIIETOYHaAg KOOPOUHA-
MA JaHHOH ¢opMbl akTHBHOCTH. Llens npoBeneHHOro B JaHHOM mlaBe Hcoleno-
BaHHA COCTOsUIa B BBIACHEHWH BONpOCAa, KAKMM 06pa30M OCylleCTBIIAETCA [IIO-
GaribHaA KOO pAMHALM A [IPOLie CCOB KJIETOYHOTO YpOBHA.

COBOKYIIHOCTh JKCIe PHMEHTATIbHBIX HAHHBIX MO3BOJIACT MNOCTYJIMPOBATH
cuenyloilMe 3JleMEHTapHble CBOHCTBa KJIETOYHOTO MartepHala 3apOAbILIEeBbIX
SMMTENHEB. 1. MexaHMuyeckas aKTHBHOCTh MHIMBMOY&TBHBIX KIETOK — HX
CMOCOBHOCTh K CTaHIAPTHOH CaMONpou3BONbsHOH nedopMaimu, obecrneunBae-
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Puc. 51. Cxema onbITOB 1O MeXaHHYe-
CKOW MHAYKLUMH TOYKOBAHHUA y IHi-
poumoB {256]: a — cxemaruuyeckoe
CTpOeHMe PpaCTyHIed TOYKH THOPOMNO-
muna; I — akToHepMa, 2 — Ga3zanbHas
memOpana, 3 — automepma, 4 — ra-
cTpouens; 6 — GpopMHUpoBaHHe IOMe-
Ha croabuaTeiX KIeToK (Naakombl)
B 3KTOLEPMe — MeP B WAl B POLEC-
Ce MOYKOBaHMA; € — IBa Onu3Ko pac-
HOJMIOKEHHBIX MEXaHWYECKUX CTHMY-
fla MHOAYUMPYIOT OOMH of0MiA 3aya-
TOK; TPH yHalleHHK CTHMYJIOB TOJILKO
OOMH M3 HUX MHAYUHPYeT MOUKY;
Ha paccTosHMM okosio 300 MKM H
Gojnlee KaXOLIA W3 CTUMYJIOB MHAOY-
LHPYET MOUKY

Puc. 52. UHTepnpeTauis 3Kcnep UMeH-
ToB [lnukkepra [256] B pamxax
MaTeMaTudeckoi ™mopenu (54). Pe-
3yJBTaT YMUCJIEHHOTO pellleHUs Ypas-
Heunwssi (54) npu D=5-107%; 7 =
=5-10"%* R, = 04, f(p) = 0,5p+
+ 15p? — 10p®. XupHble NHHUH —
ACHMINTOTHYECKHE COCTOAHMA p(x),
TOHKMe — MPOMEXYToUHble MpodH-
M p(x, t), UITPUXOBBIE — HaYajb-
HbIe pacnpenenenus p (x, 0)

Masg MeTaGoJMuecKOH 3Heprved. 2. BmixHue MeXXKIeTOUHbIE B3aUMOJEHCT-
BHA, 00yC1ORIMBAIOIME KOHTAKTHBI NepeHOC MEXAHMYeCKOH aKTMBHOCTH IO
KnetoyHoMy cioro. 3. T'eHepaimsa ynpyrux HaTskeHMH B IUTacTe IpH aKTHB-
HbIX pedopManuax KiIetoK. 4. OTpuUaTeSlbHbI KOHTPOJIs MeXaHHYeCKOH aK-
TMBHOCTH TAHIeHUM&TbHBIMH HaTsDKeHUAMMU B IUIacTe.

Ha ocHoBe 3THX CBOHCTB MOCTpoeHa pOpMaTbHaA MaTeMaTHYeCKasa MOMels
KOJUIEKTUBHOM THHAMHKHM MEXaHHYeCKON aKTMBHOCTH KJIIETOK. AH&IM3 MOIENH
NIO3BOJIAET MapaMeTpH30BaTh CICKTP MAaKPOCOCTOAHMH IPYNNOBOH aKTHBHOCTH
KJIETOK HEGOIBIUIMM UHCIIOM (heHOMEHOTIO rHYe CKHX NapaMeTpoB. [ToMumo mapa-
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METPOB, XapaKTEPU3YIOLIMX BHYTPHKIIETOUHBIH KOHTPO/Ib 8KTHBHOCTH (B MaTe-
MaTHYeCKOll MOJENIM — TapameTphl GYHKUMH f(p)), 2T0 [Ba XapaKTepHEIX
HpOCTPAHCTBEHHBIX Macilitaba Rp U R,, onpeneN AKX YIMHY KOT€PeHTHOCTH
npouecca KOHTAKTHOH MOJNAPH3AUMH U pajMyc pacHpoCTpaHeHHs YINpYIoii
peaKLMH B IJIacTe COOTBETCTBEHHO.

U3 Ha3sBaHHBIX NMapaMeTpOB COCTABIIAETCA COBOKYNHBE — GH}pypKalHoH-
Hbi nNapamMetp (i), 3HAYEHHEM KOTOPOIO ONpeliefIAeTCA PEXHMM rpYNHOBOK
AKTHBHOCTH KJIETOK.

B oiyyae conocraBUMBIX BeMMuAH R, U R, TpynnoBoe NOBeneHHe Kile-
TOK XapaKTepH3yercd TIOOWIBHBIM JAJIBHMM MOPAOKOM H O6ycIIOBIMBaETCH
HEeyCTOMUYABOCTbI0 MEXaHMUYeCKH pPaBHOBECHOTO COCTOSHHSA MO OTHOLIEHHIO K
KO/UIEKTUBHOA (ThIOPAHHIOBOM) MOJle MeXaHHuecKOW aKTUBHOCTH. JlaHHOR
HeyCTOMUMBOCTHI0 CHOHTAHHO (63 NMpOCTpaHCTBEHHO-YNOPAAOUEHHOTO BHELl-
HETO BO3MEHACTBHA) TeHEPUPYETCA MAKPOCKONHUYeCKHH MAaTTEPH MeXaHUYeCKH
aKTHBHBIX KJIETOK, B KOTOPOM 30HB! KJIETOYHOH MOJAPU3AlHH OPIaHH30BaHbI
B BHJIE NIPOCTPAHCTBE HHO-PErYJIAPHON pe e TKH.

B c1yuae cyiuectBeHHOH AMCNponOpumMM XapaKTepHbix iMH: R, € R,
MAaKpOCOCTOSIHHSA KJIETOYHOH aKTUBHOCTH JIMileHbl, BOoOOIle roBops, majlbHe-
ro mopsaka. OOHAKO HEKOTOpBIE uepThl GIMXXHETO TOPAOKA COXPaHAKTCH.
Omn BeipaxkaloTca B NOJaBiIeHWH (GOpMHMpOBaHMA (OJlee YeM OOHOTO JOMeHa
NOJIAPH30BAaHHBIX KJIETOK B Ipefenax o@iacredl ¢ JIMHEHHBIMHM Da3zMepamu
L R, . llogapneHne MexaHMYeCKOW aKTUBHOCTH €CThb pe3yJbTaT YNPYTHX HATd-
YEHHH B OKPeCTHOCTH MOJ ApU30BaHHOTO [OMeHa.

B oBoux olyuasx Mepexon K pexHMaM [PYNNOBOH aKTMBHOCTH KIIETOK
B OBYMEPHOM IUlacTe ABIACTCA THCTEPE3HCHBIM BCIIEJCTBHE HNOKPHIHYECKO-
ro xapaktepa OGH¢ypKamMH MeXaHUYeCKH pPABHOBECHOIO COCTOSHUH IUTAcTa.

BpBOmMMBIE U3 MOIENTH MaKpOCKOIMYeCKHe NaTTepHbl KIIETOYHOH NONA-
pH3alliM TepenalT KauyeCTBEHHbE UYepThl OPraHM3alMH IpOCTPAHCTBEHHOTO
pasMelleHMs 3aYaTKOB IpH MOpdoreHe3ax MOKPOBHBIX CTpyKryp. Ilpu 3ToM,
COMIACHO mpeIOXeHHOH TeOpHH, Befdyllas pojis B pa3MeTke NOKPOBHBIX
MOPQOreHE30B TNPUIHCHIBAETCS MeXaHHYeCKOW aKTHBHOCTH 3IHJIePMAIbHBIX
KeToK. B TO >ke BpeMs BIMsAHMEe NOICTHIAKILETrO (JIOA AEPMBbI Ha TPYNINoOBoOe
NOBEeHWe KJIETOK 3IMAepPMHCa yuTeHO B TNapamMeTpe ¢. JTHM IapaMeTpoM
ONpeneIIAeTCA XAPAaKTePHBIH pajMyc [OMCTAHTHBIX MEXKIIETOUHBIX B3aMMO-
peictBuil R,. OT BelMuMHBI R, B CBOIO Ouepedp, 3aBUCHT KaK 3IHAYeHHe OH-
¢y pKaIMOHHOTO MNapameTpa K, YHpPaBIAIUWIETO BKIIIOYEHHEM TpYyTINOBOH aK-
THBHOCTH KIJIETOK, TaK M TeOMETPHYeCKUH TUN YCTaHaBIIMBAKUIErocA MAaKpo-
CKOTMYeCcKOIO marrepHa (uepe3 OTHOILIEHHE Rp/Re). BepoATHO, 3TUM MOXHO
O0BACHUTh (AKThl, CBHUAETEILCTBYIOUIME O POJH IepMbl B (O pPMHPOBAHHH
natTepHa KOxHbIX 3auatkoB [23]. Ilpu koMOMHAUMK NEPMBI M 3MUIEPMHECA
M3 DPa3HbIX HMCTOYHMKOB XapakTep (opmHpyloillerocs NarrepHa COOTBETCTBYET
TOMY HCTOUHHKY, H3 KOTOporo Opaitach nepma [23]. Bomee pmerampaoe co-
NOCTaBJIeHHE TEOPUH C 3TUMHM JAHHBIMHM NOKA He POBOIMIOCE.

Xors, nocjie BBeeHMA B M. | MOHATHA MOpQOTEHETHYECKOrO MOJA, Mbl
NIOYTH HUITIE B [aHHOl paboTe He ONepUPOBAIM 3THM MNOHATHEM, BBIACHHUTD
ero Qu3MYecKUH CMbICT OBUIO OJHOM M3 Halmx OOIuuX ieled. [lon nomeBbM™
4CTIeKTOM DPa3BHTHA [O/Ipa3yMeBaeTCa KOOPAHHHPOBAHHOCTb PAa3BHTHA KJIETOK
B Hpejenax o@nacted, oxpaTemaronmx 102 -10° knerok. MMenno mopdo-
TeHeTHUeCKOe Tojie oMnpefelfdeT MpPOCTPAaHCTBEHHBI KOHTpPOJIs Pa3BUTHA Ha
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‘37eMEeHTapHOM YpOBHE CaMOOPIaHM3AMK HAaNKJIETOUHOTO MOPANKA B 3MGPHO-
reHese (cMm. 1. I). HanGonee oGLMM BhIpakeHMEM HA3BaHHOW KOOPAMHALIMH
ABJIAKTCS OTHOILIEHHS ~JTOMMHMPOBaHKS' , KOTAd KaKHM-THG0 06pa3oM (camMo-
MPOM3BOJIBHO, B pE3YNbTaTe HHOYKUMH WIH BCJIE[ICIBHE IIpelCyllecTBYoe
HEOJHOPOLHOCTH) BBLIWIEHSETCA IpYINa KIETOK, KOTopasg B JallbHeHLIeM
pasBUTHH GOPMHPYET crieMPUIECKUH 3aYaTOK M TIOIABIISIET TAKYIO XKe CToco6-
HOCTb B CBOEM OKpYXeHMH. Pe3ympratoM 3TOro oOKaspBaeTcsl ITOHHMIKEHHas
CHMMETPHA NETEPMHHUPOBAHHOTO COCTOAHMA TMO OTHOLUEHMI0O K KOMIETEHTHO-
My (cm. § 1.1).

Takas dopma MexXKIeTOYHOH KOOpPAMHALMM OBecleuMBACTCHA, KAK yTBEPK-
AaeT INpemIOXKEeHHAsA TEOPHA, ABYMs MOIAMM MEKKJIETOYHBIX B3aMMOAeHCTBHH
B 32apPOABILEBBIX 3MMTEIMAX: QIMXHMMM — KOHTAKTHBIM NEPEHOCOM MEXaHHU-
YeCKOH aKTMBHOCTH KJIETOK, M HAlbHHMH, ONOCPEIOBaHHBIMH YIIPY TMMH HANDs-
JeHHAMU B IUTacTe. MMEHHO NOC/IeJHHM OTBOJMTCA POJIb NOJIABJIEHUs], T.€. POAb
HeO OXOIMMON [yl caMOOPTraHH3aliil MaKpOCOCTOAHMA ¢ TIOHMXKEHHOH CUMMeT-
pHER OTpHLATelIbHOH O6paTHOH cBaA3u. Ha TOM OCHOBaHMH, YTO BbIWIEHEHHE
I1aKOI B 3MUTENUATBHBIX IUIACTaX ABMACTCA €IBa JIM He YHHBEPCAIBHBIM MeXa-
HH3MOM MepBUYHOH opramMsaud mopgoredesa (§ IV.1), Mbl cumtaem, uro
IIpeV10%e HHOM MOJIEIIH MOJKHO IIpMMMCaTh 3Haue Hue oOlued dpHanyeckol mMope-
JIX MO phOTEeHeTHYE CKOTO MOJT 4.

KoHkpeTHble TNpOsIBNEeHNs NMOJIEBOrO MNOBeJIEHHsA HANIAJHO BBIPaXEHBI B
IKCNEPUMEHTAX 110 HMHIYIMPOBAHHOMY TMOYKOBaHHIO B KOJIOHHAX MOPCKHX
rugpounoB [256]. ConocrapneHHe 3KcNePHMEHTAIIBHOR KapTHHBI ¢ pe3ylibTa-
TAMHM YICJIEHHOTO aHaIM3a Npe/UIoKEeHHOW MOJeny faeT Xopollee corjlacke H
MO3BOJIAET CENaTh OLEHKH ONPe/IEN AINUX TAPaMeTPOB MOJIENH Ry, u K, .

Cpeay nomneBbIX YepT pa3BHTIHs OTAETIHHOIO BHUMAaHHA 3acily %MBaeT CBOHCT-
BO MacuItaGHOIl HHBapHAHTHOCTH, KOT/Ia TPOTIOPLIMM CTPYKTY p, pa3BHBaIONMXCA
B pe/lyLIAPOBAHHBIX WIIM, HAaNpOTHB, YBEIMUEHHBIX MO pasmepaM (B pe3yJipTaTe
XMPYPIHUeCKOTO BMELUATENHCTBA Ha PAHHMX ITanax pasBHTUA) 3apo[blLIax,
coBmamawtr. HauGonee sAcHas kapTHHAa JAHHOTO ABJICHMS, OIMCAHHAA HA KIIETOY-
HOM YpOBHe, COCTaBlie€Ha M3 IKCHePHM2HTOB Ha 34pOJbIIIaX MOPCKOTO eXa
[213]. AHanusupys 3Ty KapTHHY, MOXXHO HPUHTH K BBIBOJTY, YTO COOTBETCTBYIO-
IMA MeXaHH3M OTHOCHTCA K INePBHYHOU pa3MeTKe MOpdoreHesa Ha CrajMu
BbIWIEHSHUS BETe TATHBHON 30HBI O APM30BAaHHBIX KIIETOK (MO3/1HAA Grnacrya).
AnexBaTHag KapTHHA B TEOPHH MONYuae1CA B BBIPOXKICHHOM (Jiyyae KIIeTOY-
HOTO I7iacTa, cBOBOAHOFO OT YHPYIMX cBased ¢ nomioxko (§ IV.2, IV.3).
['1aBHBI BBIBOJI H3 NIPOBEJICHHOIO I JIAHHOTO CJIyYyas MAaTEMarHyeckoro aHa-
1IN33 COCTOMT B TOM, YTO JIONA TOJIZPU3I0OBAHHBIX KIIETOK B IUTacTe He 3aBHCHT OT
ero HojaHoro pasmepa. IlpH BBIMMCTIEHMH eJIMHCTBEHHOTO JOMEHA [OMAPH30BaH-
HBIX KJIETOK (310 MaKpOCOCTOAHME BhIIEJIeHO, NOC ABIAETCA eIUHCTBEHHDIM
ACHMIITOTMUCCKH YCTOHUMBLIM) [laHHAA WHBApHAHTHOCTb O3HAauaeT OjIHOB pe-
MEH}I0 HMHBApHAHTHOCTh TCOMETPHYECKHX MNpPONOPLUMH TNAaTTeépHa KIICTOUHOH
nonsApu3aiui. MMeHHO TakoOB, Kak Mbl cuMTaeM, NEePBHUHBLI MeXaHH3M, 00yc-
JIOBITMBAIOLIUA CBOMCTBO MacITabHOM HHBAPUAHTHOCTH, XapaKTepHOW WIA pe-
ryJISAIMA 110 THIY MOpaslTaK chca.

I[ITpemcxaszawua MOJEeNH M MOCTAHOBKA HOBOIO 3K-
cnepuMeHTa. Kak u o0brMHO, TpH GOPMYIHPOBKE TEOPETHYECKOA MOJIE-
JAM Mbi OpecileIOBATH IICNb CBA3ATh OJHY TPYINly NaHHBIX ¢ Opyroi. JlaHHbe
YO DPOUECCaM KIIETOUHOTO YPOBHS (MeXdHO-XMMMUECKas aKTHBHOCTb KIIETOK,
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KOHTAaKTHAaA MOJIAPU3AlUA) M MOJIENb Ha MX OCHOBE IO3BOJIHIIM JIyUllle NOHATH
H OTHMcarbh KIWYeBbIE NPOIECChl Ha HAKIETOYHOM ypoBHe (caMOOpraHH3altUst
MO poTre He THUECKOH aKTHBHOCTH B KJIETOUHBIX KOJUIEKTHBAX).

OpHako Mopellb CTAaHOBUTCA paboueil, KOrga OHa crnocobHa He TOJIBKO
OGBACHATH TO, UTO Y€ YCTAaHOBIIEHO, HO M TIpe/icKa3aTs, HOBble siBIIeHMs. IIpe -
CTaBJIeHHaAa TeopHA MOINycKaeT TakKWe MpeACcKa3aHHs, yKasplBaA Takxe 3¢-
(beKTUBHY 10 TAKTHKY 3 KCTIepH MeHTa.

HamomuuM, uto ¢akTtopoM OTpUIATEILHON OOpaTHON cBA3M, KOHT POIH-
PYWLWMM IPYNNOBYK MEXaHWUYECKYI0 aKTHBHOCTh KJIETOK, B TEOPMM ABIIAETCH
ynpyroe HarsxeHde. Penakcalsa HaTs)keHMA HOJIHA IPUBOIOUTh K CHATHIO
NOJaBlleHUA MeXaHHYeCKOH aKTMBHOCTH M, CJI€JIOBATelIbHO, K BOBIIEUEHHI0 B
TIOJIAPU3AIM K JOTOJTHHTEIIBHBIX KIIETOK. JTO MOXHO GbUTO Gbl OGHAPYXHUTb
HeNOCpeICTBEHHO Ha THUCTOJIOTHYECKHX cpe3ax. bosee Toro, umes B BUay, UTO
KOJIJIEKTHBHBIE IPOLEECh Ha OCHOBE MEXAHO-XMMHUYECKON aKTHBHOCTH CHOCOG-
Hbl MTpaTh KIIIOUEBYH pOJIb B MPOCTPAHCIBEHHOH pa3MeTKe KIIETOYHBIX Aub-
bepenmmpoBok (§ 1V.4,2), MOXKHO OXHpaTh U 6oJiee OTJAIEHHBIX CIIeJCTBUH
BMelLaTelIbCTBA B 3TH Mpoleccsl. M3MeHeHHe HOPMAapHOIO MarrepHa KieToy-
HOH TOJIApPH3alMM Ha PaHHMX 3Tallax pasBUTHs MODIO Obl MPHBOOMTE K H3Me-
HeHWI0 OOBMMHOM KapTHHBI pacnpelelleHUs AMdbepeHIMPOBOK B 3apO[blilie.

Hpea nocraHOBKM COOTBETCTBYIOILETO IKCIepPUMEHTa NMpHHagIexuT A. 3a-
paiickoMy [262]. B xaueciBe 3Kclle puMeHTalbHOM MoOjenu ObUl B3AT 3apo-
OBIH IHTOPUEBOR JArYUIKM Ha crafuu ractpynsl. Ha atol cramum y ambuoui
OeTepMUHHDYIOTCA OQIacTH OyayliMX CTPYKTYp OCeBOrO KOMIDIEKCA: XOp/Apl,
COMHTOB, HEPBHOH TPYOKH.

Ho racTpynAumM Bechb COOTBETCTBYIOIUIMH KIIETOYHBII MaTepHall pachoila-
raeTca B TaK Ha3bIBAEMOM TIMIOCIOE 3KTOHEpMbI M B Mesopepme [17]. Co-
ObITHEM, HENOCPEeICTBEHHO IpeABapAKIIMM racTpylIALHI0, ABIACTCA HHTCH-
CHMBHAA MOJIAPH3ALHA KJIETOK - BOIN3M Mecta Gymymero snawiBanus [17].
HMeHHO B 3TOM MecCTe, C ILeNIbl0 pellaKCalii MeXaHMYeCKHX HaIpsKeHHI
B THIIOCIIOE, IPOBOMIIOCH €T0 PacceueHHe .

Kak n oxmpanoch, cpady mocie ONepalldd Kpas pa3pe3a pacXoWIKCh,
UTO YKa3pBalo Ha MpeACYIeCTBYIOUME YNpyTHe HaNpsDKeHHs. Yke uepe3
15 MHH pachpefelleHHe TOJAPU3allMM B TUNOCIOE CYIUECTBEHHO OTIIHYATIOCH
OT HOpMmbl. IIpH 3TOM TONApH3alMA OTMevanach B MECTaX 3apofbilla, rae B
HOpME ee He OOHapy>KMBAIOT. B 4acTHOCTH, 3aperucTpUpOBaH JOKAITN30BAHHBIN
IOMEH MOJIAPH30BAHHBIX KJIETOK B THNOCIOE Ha GproiuHOH cropoHe. BaxkHo,
YTO TIpH NpOBEJeHHH ONEepauMM B JOBOJILHO HIMPOKOM MHIEpBale Pa3BHTHA
(TopAgKa HeCKOTbKHX 4acOB) M NpH HAGIIONIEHWH pe3yNbTaTa BCKOpE INOCIe
orepaiuu (yepes 15 MHMH) perucTpupyemas KapTHHA OKa3bIBAETCA KAueCTBEH-
HO CXOHHOM.

Ho 310 nonosxkeHHe He cOXpaHMeTcs, el IMOCIe ONepaly 3apojbiLly
IaBa1ach BO3MOJXKHOCTb pPa3BHBATbCA, a MOCJIEJICTBHA ONEPAllHH OLE HHBATIHCH
¢ 3amepxkoi (TpH uaca U Gonee). B 3ToM cinyyae B 3apoppuie, One pHpOBaH-
HOM Ha TIPOJIBUHYTOR CTafyH TacTpyJiAlMH, BAATH OT MecTa OTlepaldM He OGHa-
PY*MBaIoch HHKAKHX aHOManuil pa3ButHaA. Ho B 3apopplilie, onepupoBaHHOM
B Hayajne racTpyisalHM, OOHapyXMBaeTcs KayeCTBEHHO WHasA KaprtuHa. Cmycra
NpUMEPHO CYTKH MNOCJE Onepaly¥ Ha OpIOWHOH CTOPOHE TAKOIO 3apOjblild
GopMHpYOTC aHOMATbHBIE BBIPOCTBI, COMEPIKAILME NOJ] 3NUTETHATBHONR 060
JIOUKOH COMMTONOAOBHBIE CTPYKTYpbl, ME3EHXHMHYI TKaHb, 8 TaAKXe CKGIUIE-
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HHME TKaHH, HANOMMWHAIOLEH HePBHYI0. B OTHENBHBIX ONMBITAX 3apeTHCT PUPOBAHO
PasBMTHE TIOJIHOTO OCEBOI0 KOMIUIeKca (HepBHas TpPyGKa, XOpPHAd, COMMTBI).
Taxkum o6pa3oM, 3apopplllieBbli MaTepHal OpIOLIHOH CTOPOHBI IpeTeprieBal
G depeHIMPOBKH, CBA3BIBacMble OOBMHO ¢ HeHpalbHOHW MHIYKIMEH W JoKa-
NM3yeMble IPU HOPMATIBHOM PA3BHTHH Ha CITMHHOH CTOPOHe.

Ecnu nosBleHWe HOBBIX 30H KIIETOYHOH MOJIAPH3ALMH MOCITe perlakcalyH
yOpYIUX HANpPAXEHHH ABJIAETCA pe3yNIbTaTOM, HeNOCpPe[CTBEHHO IpPe/ICKa3bl-
BaeMbIM TeODHEH, TO MOJTyYeHHBbIH pe3yNbTaT, Kacawouwiics mud depeHIMPOBKH,
B 3HAaUMTENIbHOM CTeTIeHM HeOXHaH. Ero Henp3dg cuMTaTh 00A3aTENIbHBIM CIIEACT-
BHEM TIOBEJEHH A, OMUCHIBAEMOTO MOJIENBI0, HGO KileTouHble MU (e pe HIMPOBKH
BOOOGIIE He paccMaTpHUBalTCA el0. BMmecre ¢ TeM, Ha OCHOBaHMH pAfa KOCBEH-
HBIX IAHHBIX MbI Mpe/iNoJIaral cBA3b MOP(OIOTHYCCKOH NOIAPH3aLHH C JeTep-
MHHaUMed nyTH pasBHTHs wietok (§ IV.4), Takyl uI0 IpocTpaHCIBeHHas
pasmMeTka JHddepeHIMPOBOK ONpenelseTcs paclpefe/ieHheM B  3apojibiliie
30H KJIETOYHOH nonspH3auud. [lpuBeneHHble 30€Ch JaHHblE XOPOLIO COTTIACYIOT-
CAl ¢ 3ITHM NI PEATIONIO KEHHE M.,

Ho 310 He Bce. Mpb1 yGemwnuch, YT0 H3MeHeHMe MNATTEepHa TOJIAPH3ALMH
MOJKET BBIPaXKaTbCA B COOTBETCTBYIOWIEM HM3MEHEHWM KapTHHbI MG e peHIy-
POBOK JIHIIb B COOTBETCTBYIOLLUE M, OTPAHHUYEHHOM HHTe pBale pa3BUTAA. HoBbm
OOMEH NOJIAPU30BAHHBIX KJIETOK, BO3HHKIIMH Ha GpPIOLIHON CTOPOHE 3apOjbilia
B pe3yJbpTaTe 3KCICPHMEHTAIBHOIO BMELIATENILCTBA, He HHIYLMPYeT HOBBIX
o pepe HIMPOBOK, €CNIH 3apOoIblll OO BMEIDAaTeNbCTBA YcNes NpOOBUHYThCA
B Nponiecce racTpynAuMH. Ha panHeH ractpyne Takoe e BMeEIIAaTelbCTBO H Tep-
BHYHBIA OTKJIMK Ha HETO OKAa3bIBaloTCA 3¢ GeK THB HBIMH.

To, uro nonsapusamua KIeTOK 3¢¢eKTHBHA JIHMIUbL B CBOE, OFPAHHYEHHOE
BpeMdA pa3BHTHA, OYEBH/IHO, CBA3AHO ¢ OTPaHMYEHHBIM MEPHOIOM KOMIK TeHUMH
K COOTBEICIBYMOIUEMY BbIGOpDY NMyTH pa3BUTHA. HamommMM B cBaA3M ¢ 3THM,
YTO KOJULeK THBHBIM Ipoileccam Ha ocHoBe MXAK oTBO mTCst MMLIB pOTIb B 371€-
MEHIApHOM aKTe ONpellelieHHsi MecIa B 3apolplllie, I7ie KIJIETKH, TIpH YCUIOBHH
H B COOTBETCTBHM C KOMIETEHIMEH, IETEPMUHUPYOTCA Ha TOM HIH HHOM NyTH
pa3BuTHsA. O caMOH e KOMIETEHIMH MBI HE MOXEM CYIMTb B paMKax OGcyx-
Ilae MOH TEOPHHM Ile pPBHYHOH pa3sMEeTKH MOpPGoOTreHe3a.

B paHHOM ciyyae, NMO-BHIMMOMY, CYILECTBEHHA KOMIETEHLUHMA K XOpmo-
Me30/1epMAIbHBIM [T (e peHIMPOBKAaM H, MO>KHO JyMaTb, HMEHHO HETEPMH-
HallMel B [aHHOM HAaNpaBJIcHMH YNpaBlifeT MNOJIAPH3alMA KIETOK THIOCIO A
akTofepMbl. Torma HeadeKTHBHOCTD NONAPHU3AUMH B TMIOCTIOE HA OPIOLIHOH
CTOpOHe 3apOjblilla NP Olepallii Ha IPOABHHYTOH TacTpyJie CBA3aHA C yTpa-
TOH KOMIETEHIMH K XOpPHO-Me30[epMaTbHbIM b depeHIMpoBKaM Ha 3TOH
cramui. Ha Gonee panHedl crapum (Haualo racTpyNsalMH), KaK MOXHO Iipef-
1I0JIaraTh MCXOJA M3 TOJIYYeHHbIX pe3yJbTAaTOB, COOTBETCTBYIONIAA KOMIETEH-
M5 eCTh KaK B CIIMHHOM, TaK H B GPIOLIHOHN 3K TONIEpPME.

Koneuno, 3TH npeanosioxeHusi HeOGXOMMMO HpPOBEPATH HE3ABMCHMBIMH
JKCHepHMeHTaMH. Psji TakMX 3KCnepHMEHTOB yyke NOcraBleH B HHctHTyTe
6uooprannyeckoit xumud AH CCCP u B maGoparopun npod. JI.B. Benoyco-
Ba (MI'Y), Ho ux OGcyXxneHde He BXOIMT B NpedMeT HacrosuleH paborsl. Kakx
6bi TaM HH OBUIO, Y)Ke ceHuac sICHO, YTO NpeNIOKECHHasA (H3MYecKasd MOMELIb
OTKpbIBaeT HOBBIH KpyI 3afay, peuleHHe KOTOPBIX HOJIKHO [aTh Jiyulliee ITOHH-
MaHHe TOrO, KaK OCYMIECTBIAETCA MAaKpOCKONMYECKMH KOHTIpPOJIb 3IMOpHO-
HATLHOTO pa3BHUTHA.
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3AKITIOYEHHE

JTOT pa3gent Mbl NOCBATHM OGCYXOEHHIO pAd2 OGLMX BONMPOCOB, afipeco-

BaHHBIX K TEOPHH KOHTPOJA HPOCTPAHCTBEHHOTO YTOPAMOYEHHS B Pa3BHTUY
MHOTOKJIETOYHBIX.

1. Cospaercsa nu B 3MGpuoreHe3e HOBasA HHGopMarHa? B cBoe BpemMa Bbixoj
M3 TYIHKa, B KOTOPOM OKa3aJloCh MEXaHHCTHUeCKOe Kay3albHoe NMOHMMaHue
Pa3sBHTHA B pe3yJIbTATE ONBITOB N0 3MOPHOHATIBHBIM PerylalMaM, GbUT yKazai
HOBBIMM He TOJIbKO [jIsi GHONOTHH, HO U WA DU3MKHK HACAMH O CAMOOPraHU3a-
UHH B TCPMOOMHAMHYECKHM HEPAaBHOBECHbIX cHcTeMax. B 3HaumTenpHOH Mepe
HMEHHO NPUHIMIMAIbHbIE 3aTPYIHEHHA B NOHMMAHHM ABHXCYIUMX CHI Pa3BHTH
3apofblilla CTHMYJIHPOBAIM POJKIEHHE, LITUPOKUH HHTepeC M KaK ClIeNCTBHE -
ObICTpOE pPa3BUTHE CHHEPIETHKH — OOlIeH (H3MKO-MAaTEMAaTHYeCKON Teopuu
CaMOOPraHH3aLMHU B HEPABHOBE CHbIX CHCTEMAX.

llepBhii H OCHOBHOM BONpOC, Ha KOTOPBIi HCKaJIa OTBET CHHEpreTHKa, —
3T0 BONpOC O CMNOHTAHHOM MOHMXCHHH CHMMETPUH MaKpococTosnus. Crour
JIH 3TOT BONpOC B IMGpHONOTHK? Y ¢lI0XKHEHHE IIPOCT PAHCTBEHHON OpraHM3alivy,
OUYeBHAHO, HMEET MECTO B Pa3BHTHH MHOTOKJIETOYHBIX OpraHM3MoB. Ho umee -
CA M CYLICCTBCHHAs DAa3sHULA MeXOy CaMOOpTaHM3alled B TpaHUMOHHBIX —
HEOPraHHYeCKMX — OObBEKTaX CHHEPreTHKH M CaMOOpraHu3alMeidl B GHOJNOTH-
YeckoM MopdoreHese.

B nepsoM ciyyae BHeLIHIie ¥ HayalbHbie YCIIOBHS NMOOPa3yMeBaloT CA BIOJIHE
CHMMETPUYHBIMH, @ MAKpOCKOIMYeCKHH NMOPAOOK YCTAHABIIMBACTCA B pe3yilb-
TaTe YCWIEHHA CNelM(pHYSCKHX NPOCTPAHCTBEHHBIX MOJI €CTECTBEHHBbIX (IIyK-
Tyaumil (Mopangok uepe3 dnyxTyamun). B arom ciyuae 3a noporom camoopra-
HM3aLMH CHCTEMOH 3aNlOMMHAeTCA CIIyvailHbid BbIGOD H, B CHIIY 3TOIO, ei Clpa-
BeJIMBO IIPHIMCATh CO3[1aHHE HOBOM MHpopmauuH. Ecnu Gbl B x00e pa3BUTAA
OCHOBHBIX 3MOpDHOHATBHBIX IATTEPHOB TaKXe 3aMOMMHAICA CAYYaHHbIH
BbIGOp, cO3maBanach HoBasg MHbopManusa, Obuio Gbl HeBepOATHBIM HaGimonae-
MO€' CXOJICTBO OJHOAWIIOBBIX ONM3HeUOB. Takum 06pa3om, NO-BHIMMOMY, Bep-
HO, YTO BCA MHGOPMAIMA O MAKPOCKONMMYECKOM CTPOGHHH OpraHM3Ma cojep-
JMUTCA B 3UTOTE H BO BHEITHHUX MO OTHOIIEHUIO K 3apO MBIy Y CIIOBUAX Pa3BUTHA.

Bmecte ¢ T€M, U3 ONBITOB MO 3MOPHOHATLHBIM PeTYAALMAM CIIeQyeT, YTO
KIIETKH paHHEro 3apofibillla HE CONEp)KAaT HMKAKHX HMHCTPDYKLMH K BBIOOpY
OOHOTrO M3 MOTEHUMATHLHO BO3MOXHBIX HAlpaBleHUH CNELHATH3alKH, 4 CTPyK-
Typbl 3pelloro 3apolbiila HA B KaKOM BHJie He Npe[CyllecTBYIOT Ha PaHHMX
JTamax pa3BUIUA. 3mech HeT KaXyIIErocsa NPOTHBOpEYHA C BBIBOOOM 06 OT-
CYTCTBHH reHepanuH HOBOH HHbOpMaimu B 3mOpuoreHese. OTaeibHble KIETKH
pPaHHEero 3apojibillia ICHCTBUTENBHO He HMEIOT HMKaKod WH(pOpMAalMH O CBOEH
NaTbHeHiIeH Cynb0e, HO 3apoMbIl B LENTOM COOEPXHT 3Ty HHpopMaiuio. Ona
MOXeT GblTh 3aKJII0YeHa B TOKATbHBIX HEOJTHOPOIMHOCTAX ANLEKIIETKH, B 4CHM-
MeTpHH BHELIHHX YCIOBHH.

Bornee KOHKpETHass JCMOHCTpalMA K TpHBeaCHHBIM BbICKA3bIBAHUAM
npeacraBneda B § IV.4, rne aHaAMM3HpYHTCA MAaKpOCKONHYECKHE COBBITHS
B paHHEM pa3BMTHM 3apofbllla Mopckoro exa. O6rmacTy aKTMBHOW HMHBarmHu-
MU GHacTynbl [0 BbIWIEHCHHMA BEereTaTUBHOM 30HBI NOJIAPH30BAHHBIX KIETOK
HHYeM He BbipaxeHa. [losBiieHHe TaKOH BBIPaXXeHHOCTH HENb3A CUMTATH PE3YIIb-
TATOM TIpoliecca “’ymopsamoueHna yepes dbiykTyauun’. BosHnKkarolas pasMeTka
MODPGOTeHETHYECKOH aKTHBHOCTH KIIETOK OMacTysibl He NpeACylUIeCTBYET, HO
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npenonpenesieHa cleayomMmMi haxTopamu: 1) M3HAYATHHOH HEOJHOPOTHOCTHIO
B BH[E JIOK&IN3IOBAHHBIX Ha BETETATHBHOM MO0 MMKPOMEPOB, 2) NpHoOGpe-
TeHHsA BCEMH KIIETKaMH JIUTEIMAIEHOW CTeHKH GNAacTynbl COMHAKOBOTO Ka-
4eCTBAa — CMOCOGHOCTH K CNIICHTAHHOH MODMOIIOrHYeCKOH HONspr3aimd; 1) H 2)
OPHBOIAT K JIOKAIBHOMY 3allyCKy KJICTOYHOH HOJIAPH3aUMH, KOTOPbBIH, BBUIY
OTpPHUATEIBHOR OOPATHOMN CBH3H (Uepe3 YUPYTHE HATSDKEHHS) , CTAGHIIM3HPYETCst
B OJHO3HAYHO [ETEPMHHHPOBAHHOM MaKpPOCKOTIYECKH HEOHOPOOHOM COCTOA-
HMM. JTOT MeXaHM3M He Npe[noJlaracT BbIXOHA K HOPOTY ACHMIITOTHYECKOH
HEYCTOHUMBOCTH, H NMO3TOMY GRYKTYAlLMH He UIPaloT B HEM poJIH. MbI nyMaeMm,
4TO 3TO JOCTATOYHO OOllee NPaBUIIO [yl MEXAHM3MOB (OPMHPOBAHUA OCHOB-
HBIX MATTEPHOB 3apoppnua. UckiTroueHHe U3 Hero MOTYT COCTaBJIATH CTPYKTYPhI
THIIa TOHKOTO pelibeda KOXH, y30pa KPOBEHOCHBIX COCYAOB H T.1L

Heo6xogumo nopyepxHyrh, UTO OIMCAHHBIH MEXAHM3M, XOTSA H He CBA3AH
HEMOCPe[ICTBEHHO ¢ HEeYCTOMWMBOCTHIC ThIODHHIOBA THIIA, NpeANONiaraer ee
BO3MOJKHOCTE B §OJlee WJIH MeHee Y3KOH OKPEeCTHOCTH MapaMeTpoB. JTO OYeBHI-
HO M3 nMarpamMMbl Ha puc. 43. CocencTBo ¢ MOPOTOM HCTHHHOM, T.e. RIOJIHE
CNMOHT2HHOH, CAMOOPTaHH3AIMN yJiaeTc OGHapyMTb H B JKcIHepumeHTe. Tak,
GnacTyyia MOPCKOIO exa, IMUieHHAd MUKPOMEpPOB H B CHIlY 3TOTO HecnocobHan
K MHBArMHalMH B HOPMAIBHBIX Y JIOBHAX, IPUCTYIAeT K TacTPyJIAUMHU NIPU NMOME-
IIEHAH B PacIBOpP CONM JHMTHA (cM. Gojice TOAPOGHBIH pa3Gop 31TOTO ABJICHUA
B § IV.4); siino Bomopocid GyKyc B OTCYTCTBHE €CTECTBEHHOIO TOJIAPH3YIO-
mero ¢akropa — cBeTa — HOJNAPH3YETCA CAMOIIPOH3BOJILHO B CITVUAHHOM Hall-
paBIIeHUH.

2. IIpoGnema BOCIPOM3BO IMMOCTH MOpPQOTeHeTHYECKUX CTPYKTYp. Ecin B
nepBOHAaYaNbHOH O pMYITHPOBKe MpoGieMb! CTPYyKTy pocGpa3oBaHia B Mopdo-
TeHe3e CTaBWICA MPHHIMIHATBHBIN BONPOC O MeXaHHU3Me TeHepauuH NpoCTPaHCT-
BeHHO# HEONHOPOOHOCIH, TO Teleph HeOGXOMMMO YSACHHTH, KAaKUM 0Gpa3zoM
OOCTHTaeTCsl YCTOMUMBOe, BOCHPOM3BOIMMOe (OPMHPOBAHME HaOKJeTOYHON
OpraHu3aimH. Takas 1I0CTAHOBKA BOMpPOCAa BBITEKAeT U3 (aKTa NOTEHUH A HhHOR
MHOECTBEHHOCTH Pa3NMUYHBIX MAaKpPOCOCTOSHUH, TEHEPUDYEMBbIX B Pe3yilbTaTe
HeyCTOHYHBOCTH HCXOJHOTO HEYIIO PALIOYEHHOTO COCTOSHHUA.

C Ha3BaHHBIM GAKTOM JUIs CHCTEM JIOCTATOYHO OGIEro BH/A, NpOSBIIAL-
MUX CHOCOGHOCTh K CaMONPOH3BOJIBHOMY YIIOPALOYEHHIO, MBI HeOHOKPAaTHO
CTaJIKMBAIIUCh B HacTOsAlleHd paBore. IloTeHIMapHa MHOMECTBEHHOCTD YIIOPs-
OOueHHBIX MAKpOCOCTOSHMW BBIABIAETCA M B dKcIepUMeHTe. B uacTHGCTH, B
mitupoBadHbix Beuue (§ II1.7) ommitaXx mo TpaHCIDIAHTAMM IpecTeBleBbIX
KIeTOK B NpeclopoBYI0 OGNacTs NMeeBOOIUIa3MOOUA OHA NMPOABAfAeTCA B O6Gpa-
30BaHMM BTOPOH MOpPGOIJIOTHYeCKOH Ocu. B JKclepuMeHTax Ha 3apo/ibluax
HACeKOMBIX HLENBIM PANOM HeclelMbHUecKUX MaHHNYNAiMHA (Ipoxon AHua,
ynsTpaduonetoBoe ofyyeHue, LHeHTpudbyrHpOBaHKe) TAKXKe YHaeTCH HHIY M-
pPOBATh HapAdy ¢ HOPMAIbHOH NMOJIAPHOH OPTaHM3alMEN TIMUMHKHA OGHIIOJIAPHbIE —
cummeTpuuHbie cTpyKTyphl (§ 1.4). OnHako B Hopme Beero 3TOTO He IMPOMCXO-
OMT M yCTAaHOBIIEHHE NIATTEPHOB BIIOJIHE OTHO3HAYHO.

ITpoGnema ycTOHWMBOTO CTPYKTYpoOGPa30BaHUA BO3HMKAET M IIPH MHTED-
IpeTaly KITACCHYECKOTO -ABJIEHHs IMOpDHOHANIBHBIX peryismui. B xoje Boc-
CTAHORBJIEHHs TPAaBHIIFHOM CTPYKTYypbl — IIOCTIe XHPYPIHUECKMX ONEpanui Ha
3apopIlliaX MOPCKOTO eXa — NepBas ¢a3a pereHepalOHHOTO Mpoliecca Xapak-
TepHU3yeTCsd 3HAWATENFHOH BapuabelbHOCThI0. JIMIIb 3aBeplualolMi BTOPOH 3Tal
JaeT yCTOHUMBBIA pe3yibraT — dkBUbuHalen (§ 1V.4). Ananormuno mpu Boc-
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CTAaHOBJIEHMM NPAaBHIILHOIO INPOCTPAHCTBEHHOTO pacnpenenenusa nHddbepeHy-
POBaHHBIX KJIETOK B HM30JIMpOBaHHOM dparMeHTe TicespoimasmMonua D, discoi-
deum cHavana HaGnwopaeTca Gojiee WIH MeHee XaOTHUYECKOE€ paclpeiielieHue
(§ IIL.7).

OGeyxgaeMaa HEOIHO3HAYHOCTL CBA3aHA CO (JICOYIOIHM OOCTOATENbCT-
BoM. Kak npaswno, mpH ¢opMHpOBaHHH NATTEPHOB KIIETOYHOM l€Te pMHHALMK
B O[JHOPOIHO KOMIETEHTHOH TKaHM TIOBENEHMe KJIETOK cJlelyeT 3aKOHY “Bce
win muuero”. IlpocTpaHcTBeHHas cerperamusa AuddepeHIM pyIOIHXCA KIETOK
pasgeiseT 3apOAblll HA reOMETpHYeCKHe KOMMApTMEHThl Ge3 KaKHX-IHGO Ipo-
MEXYTOYHBIX COCTOAHMI B MOrpaHMYHBIX OoGnacTaX (HanpHMmep, KOMIapTMEHTh!
B 3MMIEPMHCOE HACEKOMBIX). Y30CTb NepeXOmHOH o6nactd, MO OTHOLIEHHIO K
pasMepaM KOMIIaDTMEHTOB, [ieflaeT Npo6ieMaTHYHBIM YCTOHYMBOE BOCIPOH3-
BefeHHe MATTEPHOB IIpH He3aBHCHMOH reHepalMH, H60 KJIeTKaM BbIOCIAIOIIHNX-
cfl KOMIIAPTMEHTOB JIOJIXKHO GbiTh 6e3pa3iMyHO MECTOMNOJIOKEHHe I'paHHIL pa3fe-
na. TeM caMpIM MakpockomMuyeckash KapTHHAa IPOCTPAaHCTBEHHOH cCerperauuu
KJIETOK OKa3bIBaeTCA HelleTepMUHHPOBAaHHOM.

Kakum o6pa3om npeoponeBaetcsa yKasaHHas HeompepeneuHocts? C gByms
BO3MOXHBIMH MEXaHH3MaMH T2KOTO NpeoJOJIeHUA MbI MMENIH JIEJI0 B HAacTOA-
mei pa6ote. OmMH — pearmu3yeTcs NP YCTAaHORJIEHHWM IaTTepHA JIETEpMHHAIMH
KJIEeTOK B niceBpoImasmMommm D. discoideum (§ 111.5, 111.6). Cyts 3mecs cocrout
B pasfeieHHMH MEXaHM3MOB KOHT poiist 0ObeMHBIX 10JIeH nyd e pe HIM pOBaHHbIX
KJIETOK M HMX NPOCTPAaHCTBEHHOTO YTIOPAOUeHHA. BOCIIpOH3BOAMMOCTD CTPYKTY -
Pbl cerperauMi KJIeTok ofeclieudBaeTcsl B JAHHOM c¢JTyyae acHMMeETpMEH rpa-
HMYHBIX YCJIIOBHH, 3apamoledl OCb HaNpaBJIeHHBIX TiepeMelleHuH KIleTok. JByx-
MOpdoOreHHas cHcteMa perylaumu b depeHIMPOBKE KOHTPOTUpYET IMIllb
CpenHHe 107IH KJIETOUHbIX THIIOB, HO He HX MaKpPOCKOIHYECKOe paclpejlelleHHe.

BTOpoH NmyTh ycTOHWIBOI reHe palMH MaK pOCKOTMYECKON YHOPAIOYe HHOCTH
OIMpaeTCcA Ha NpPe/ICYLIECTBYIOUY 0 HeOTHOpoaHOCTh (§ IV.4 1 n. 1 HacTosmuero
naparpada). B pannoMm cnyyae ycroidwiBoe GOpMHpOBaHHe MATTEpPHA OGYCIOB-
TMBAaETCA YCTOWUMBHIM DACTOJIOKEHHEM B 3apOJiblllie JIOKAIBHOTO TpHUITEpa
MEXAHO-XMMHYECKOH aKTMBHOCTH KIleToK. IIpM 3TOM B TEOpHM mocCienHuii
HCTIOJIHAET TOJNBKO POJIb 3aMyckKa KOJUIEKTMBHOTO Mpoliecca KIETOYHOH MO -
PU3allMH; KOTOPBIH YK CaM, B CHJIY OTpMIIaTeJIbHOH OGPaTHOH CBA3M, OTpaHMyH-
BaeT cBoe pacnpocTpaHeHde. Hukakol ¢yHKIMH pa3sMeTKH = 3apofbllieBOH
TKaHH GaKTOpy BHEIUHeH CTUMYJIAUKM aKTHBHOCTH ee KJIeTOK HE [PUIMCHIBAET-
Cf — OIMCHIBAC MbIH KOJUIEKTHBHbE NPOLECC BKII0YaeT B ce6a Bee HeoGXoamMMoe
M [OCTaTOYHOE 71l CAMOOPraHW3alMH B NIPO CT paHCTBE.

3., XuMuHYecKHe IPajIMEHThbl, TO3UIMOHHAA HHGOPMALUA ¥ MEXAHH3M CaMO-
OpraHM3allMd POCTPAHCTBEHHOrO NOPAJKA HA OCHOBE MEXaHO-XHMHUUYECKON
AKTUBHOCTH KJIeTOK. Mes 0 caMOOPraHH3yomuxcad XHMHYECKHX TDagMeHTax.
33/1A10MIMX [O3UIMOHHYI0 MHGOPMaUUI0 B MOpdOreHeTHYECKOM I10JIe, BBeIeH
B KpYT KIOYeBbIX HAeH TeOopHH MopdoreHeda TeropHHrom. 3a TpuAuAaTh JieT
CBOErO CYILIECTBOBAHHA 3Ta WjeA He ObUIa ONpOBEPrHyTa HH TEOPETHYECKH, HH
IKcNepuMeHTanbpHO. Tem He MeHee OHa mNepexwBaeT Kpuauc. OOHapyxmTh
THIIOTeTHYeCKHe MOP¢OreHsl OKa3anoCh YPEe3BBMUANHO CJIIOXKHOH 3K CIle pHMeH-
tanpHOH 3amaved. Ho pmaxe gnsA Tex obBbekToB, rie 3Ta 3agaua peiueHa (THApa,
ncepomiasmonuit D, discoideum), TpsAMOe ydyacTve BbIEJIEHHBIX MOpdO-
reHOB B IPOCTPAHCTBEHHOH peryJiAllAM pa3BHUTHA BhI3bIBaeT GOJIbillMe CO-
MHEHHH.
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KoHKypHpYoIas Moflellb CAMOOPIaHH3alMH [1POCTPAHCTBEHHOTO NOPsAIKa
¥ KJIETOYHBIX KOJUIEKTHBAX ONHMPAeTCaA HAa MEXaHO-XHMHUYECKYI aKTHBHOCTb
{-3ap0m>1mem;1x kietok (. IV). K [ocTOMHCTBAM 3TOH MOJENIH MbI OTHOCHM
10, YTO Ha3BAHHAA AKTUBHOCTD HE SBJIACTCA THIOTETHYECKOMR , HO HENIOCPE/ICTBEH-
HO PeruCcTPHPYeTCA B THCTONOTHYECKHX HAONMIOmeHMSAX H XapaKTepH3yerTcs
'KOHTPOJIHDY EMbIMM H IKCIIEPHMEHTaNbHO H3MepAeMbIMH NapameTpamu. Conpo-
BOXIAIOLIHE MOPGHONOTHIECKYIO OJIAPH3AIMIO KIIETOK JIOKaJbHble W JHUCTaHT-
HBIE MOJIbI MeXKJIETOUHOH CBA3M (KOHTAKTHAA NOJIAPH3AUNA U YIIPyTHE Hanps-
WeHHA COOTBETCTBEHHO) TaKdKe HAMIE)XHO [IOKYMEHTHPOBAHbI B IKCIle pHMEHTAX .

Ha 3t0il OCHOBe ymaeTca MOCTpOUTH GOPMATBHYI0 MOJIENb, NT03BOJIAIONIYI0
‘BBIAICHUTb, KAaKHM 00pa3oM KOJIEKTHBHOE IOBeMIEHHE KIIETOK I[OPOXAaeT
MAaK POCKOINHYECKYI0O YNOpAAoueHHOCTh. Hackonbko yHHBepcCalieH [aHHBbIA Me-
xaHu3M? B MHOTOUMCIIEHHBIX BapMaHTaX TPAaHCIUIaHTALMOHHBIX 9K CIie PHMEHTOB
¢ 3aponpIiiiaMu yOequTeNbHO MOKa3aHo, YTO MEXAHH3M OPTraHH3allMM IIPOCTpaH-
CTBEHHOIO MOpsAAKa MOMKeH ObITh OOMIMM /Ui Pa3iUyHbBIX 3MOPUOHANBHBIX
nojeii. 310 0OCTOATENBCTBO B 3IMOPHONIOTHYECKOHN JMTEpaType NMPHHATO OTHO-
CHTb Ha CYET YHMBEPCATbHOCTH MeXaHU3Ma clieHhUKauK NO3HIMOHHOH HHPOP-
manuu. [IpotuB 3toro TpymgHO 4ro-mubo Bo3pasuts. ONHAKO MBI B IPOBE/CH-
HOM HCCITe[IOBAHKH HHUTIlE He CTATKHBAJIMCh ¢ HEOBXOOHUMOCTbIO CAMOIO BBeJle-
HHA THNOTE3bI ~MO3UIMOHHON HHPOPMALHK . .

BMeCTO 3TOrO NPHHUMAIIOCH, YTO YNOPANOUYECHHOC B ITPOCTPAHCTBE BKITIOUE-
HHE TOW WIM WHOH (POPMBI aKTHBHOCTH 3apOAbIHICBLIX KJIETOK fABJIAETCA IPO-
OYKTOM KOJUJIEKTHBHBIX NPOLECCOB B TPYINAX B3aHMOMAEHCTBYHIHHX KJIETOK.
3nmech ecTh HEKOTOPasA Pa3HUIA B JIOTHKe. MoJielib NO3HIMOHHON HH(OPMalMU
OPUEHTHPYET Ha MOMCK M HCCIeIOBaHHe HEKOTOPOTO THIOTETHYECKOTO MO —
TIOJIs “TIO3HIMOHHBIX 3HAYCHHH ’, B KOTOPOE NOTPY KeHbI IIaCCUBHBIE TPH GOPMH-
POBaHMM 3TOTO NONA KieTkH. HazBaHHas anbTepHaTHBHAg cxeMa OOBbACHeHUA
aKIUEHTHPYeT BHUMAaHHE HA TPYNIOBBIX YePTaX AMHAMHMKH KJICTOYHBIX KOJUICK-
- THBOB, BBIBOJA 3TH 4YepPThl U3 Dojiee 3eMEHTaPHBIX CBOMCIB KJIETOYHOTO Ma-
Tepuana. HccrmenoBaHMe 3THX 4YepT 3aBepPIUAeTCA NOCTPOSHHEM OMATrDaMMbI
Makpococtosiuuit (cM. npumepel B § 1113 u IV.4), kotopas nossonser yka-
3aTh He TOJIBKO MaKpOCKOMWYECKY ) OPraHM3alMi0, XapaKTepHYIO IJIA e€cTecT-
BEHHOTO pa3BHTHA, HO H BO3MOJXHbIC BapUaHThl, MOTYHIME pEaM30BaThCA
B 3K CIIePHMEHTAX ¢ 3apOJbIiIaMH.

YHHMBEpCATBHOCTb IIPEPIOKEHHOTO MeXaHH3Ma NPOCTPAaHCTBEHHOH CaMo-
OpraHu3auui OOOCHOBBIBaeTCA HaOIOaeMBIM B TPaHCIUIAHTAUMOHHBIX 3K CIie-
PUMEHTaX NePEHOCOM aKTHBHBIX AeGOpManuil 3apOMbIiEBBIX KIIETOK MEXIY
HOPMAaJIbHO HEKOHTAK THPYIOIUMMH TKaHAMH (pHcC. 36).

4. Ilpobnema meramepuH, C 5THM DPacIpOCTpPaHEeHHBIM THIIOM NPOCTPaH-
CTBEHHOTO NOPANKA B Pa3BHBAIUEMCS 3apojsiuie (COMHTHI — Y NO3BOHOY-
HBIX, CETMEHTBl — y HACEKOMBIX) MbI UMeiH feno B § IV.5. MexaHu3M reHe-
palldd MPOCTPAHCTBEHHO PperyJAPHbBIX CIPYKIYp Mpe[Jionaraer HeyCTOHYH-
BOCTb ¢ MPOCTPAHCTBEHHO NePUOAMUYECKOH KOJIICKTUBHOH MOAOH (TbIOPHHIOB
TN HeycTOMuMBOCTH) . ONHAKO M TeOpeTUUeCKHH aHanu3, U Gornee peTanmbHble
HabjloeHdsT YKa3bpIBalOT Ha HeOOXOJMMOCTh OIpezeeHHbIX JONOJNHEHMH K
3TOMY MEXaHH3MY.

B pacuetax BBISICHUIIOCH, UTO TPeBGOBAHHA K BOCHPOH3BOJMMOCTH Hayalb-
HBIX YCJIOBHI M 3HaUeHHH mapamMeTIpoB [JIsA BOCIPOHU3BOOMMOIO (POPMHpPOBa-
HMs TIPOCTPARHCTBEHHO IePHOAMYECKHX HAaTTEPHOB uepe3 HEYCTOHUMBOCTb KOJI-



JIEK THBHOH MOJIbI MOTYT OKa3aThCA CJIMIIKOM XeCTKUMH {111, 263]. B KoHk-
PETHBIX UMCIIEHHBIX 3KCIEpUMEHTaX [aXke MaJible BO3MYLUCHHS HAuvaJIbHbIx
YCIIOBHH MOIJIM OBbITh TNPHUMHOH CYIUECTBEHHBIX OTKJIOHEHHH B CTPYKTYpe
ACHMIITOTHYECKOIO COCTOSIHUS — ¢GOPMHpOBaock 5 WIH 7 BMecTo 6 cybuo-
meHOB. IIpu 3TOM cllekTp BapHaBelbHOCTH CTPYKTYp TeM umipe, yeM 00nbiue
YKHCIIO MOBTOPAIOIMIMXCA 3JNeMeHTOB B cTpyktype [111]}. Takum o6pasom,
TBIOPHHIOB MEXaHH3M MOJXeT OTBeYaTb TpeGOBAHHI0 BOCHPOH3IBOTHUMOCTH
TOJIBKO /I OTHOCHTENIEHO MAJIBIX UMCeNl TAKHX leMeHTOB. Uncna 12 (cermen-
TOB B 3MMIEPMHCE TUIOMOBON MYHIIKH) U TeM Gonee — 25 (COMHTOB Y 3apofbi-
weit aMpUOHiT) JexaT ABHO 32 TIpeleflaMH yKa3aHHbIX OrpaHHYeHMH. TeM He
MeHee 3TH UMCIIa TEHEPUPYIOTCS B Pa3BUTHH C BHICOKOH BOCIPOU3BOJUMOCTBIO.
OueBHHO, TaKHe CTPYKTYpbl HOJXHBI (POPMHPOBATHCA KAKHUM-TO HHBIM CIIO-
coBoM, HexelH OIHOAKTHOE BO36YkAEeHHEe KOJITEeK THBHOM MOJIbI.

HabnmioneHHs pearbHOrO pa3sBHUTHUA M 3K CIle pUMEHTHI ¢ 3apPOALIIIAMH IPOsiC-
HAIT 3TOT Bompoc. IIpuM cermeHTauuu Me3ofepmbl MOKA3aHO, YTO aKTHBHOMU
cOMHUTOOOpa3yoied 30HOH ABNAETCH YYaCTOK MPOTAXKEHHOCThIO JIHIIL B [Ba-
Tp# COMHTA. JTa aKTHBHAA 30Ha NepeMellaeTcs 110 Mepe MUTEITU3AIMH CTEHKH
COMHTOB B KPaHHO-Kay[aJbHOM HalpaBlieHHH TaK, YTO B KaXIBIH NaHHBA
MOMEHT BPEeMEHH IMpPOLECC CerMeHTAllUH OXBAaTbIBaeT OTHOCHTEJIBHO- Malnyo
posio nonHoro obveMa cerMeHTHpYylolleiics TKaHU. B npepenax 31of orpaHu-
YeHHOH 30HBI MEXaHM3M THIODUHTOBOH HEYCTOHYMBOCTH Ha OCHOBe KOJUICK-
THBHOH MeXaHO-XUMHUeCKOH aKkTHBHOCTH kJieTok (§ IV.5) crocoBen oGecme-
YHTH BOCIIPOH3BOIUMOE CTPYKTYpoo6pazoBaHHe.

B npyrom npumepe, NpH cerMeHTalMH ONAacTONEPMBI 3apObIl@ Hacexo-
MBIX, WIeHeHHe — TaKXe COObITHE He OJJHOAKTHOE, HO PACTAHYTHIH B PasBHTIKU
cTyNeHyateil nponecc [252]. OmHako B OTIMYMe OT CETMEHTALMH Me30JIePMBbI,
Ha BceX MOCHeIOBAaTeIBHbIX LIMAraxX 3TOro Mpolecca Bech 3apOJIbIII BOBJIEYEH
B cermMeHTanuio. IIpH 3TOM Ha KaXOM OYepeHOM lidre He OCYILEeCTBJIAETCSH
Hepexo/l H3 rOMOTeHHOIO B CTPYKTYypPHpPOBaHHOe COCTOSHHE, 8 MPOHCXOIUT CMe-
Ha CTIPYKTYpbl, COOTBEICTBYIOWIAA MOHOTOHHOMY MOHHXEHHI0 THHBI BOJHEI
THIOPHHTOBOM MOIbI. TakoW XOI cerMeHTalMM TaKXXe MOXeT OwITh obecrieueH
HeO6XOIMMOH Y CTOHUHMBOCTDIO.

5. HaneHeiiume 3agayd TeopHH. B ¢eHOMEHOJIOTHYECKHX MOZIEJIAX HacTos-
[lero HCCieJOBaHHs MBI OI'DaHHUYMBAJIMCh OYeHb CXeMAaTHUHBIM NPe/ICTABJIEHHEM
0 MeXaHO-XMMHYeCKOH aKTHBHOCTH KJIeTOK. CrnocoBHOCTh K CHOHTaHHbIM
nedOpMalHAM BBIPaXKanach JIOKAIbHOH (yHKIHeH TUHAMHMKH C XapPaKTepPHBIM
st GMCTabMIIbHBIX IDWHAMHUYECKHX PeXHMOB BUIOM. Takoro npencraBiieHNA
BIOJIHE HOCTATOYHO 71 TeX BOIPOCOB, KOTOpbIE CTaBMIMch B paBote. Ho,
OUEBHIHO, YTO 3TO He §oJNiee YeM NMPOCTEHIMH BapHAHT ¢GOPMaTIbHOTO NPeOCTaB-
neHusa. OueBHIHO TaKxXe, UTO IJIA NOHUMAHMA OBMOKYLIMX CHII BbIJICJIEHHBIX
($OpPM aKTHBHOCTH MHIMBHIyaJibHBIX KJIE€TOK HeoBXxomumo pazpaBaThiBath
6oJiee NOCNIENOBATENBHY 0 TEOPHIO. ITH CHIIBI AOJIKHBI 6bITH 0GOCHOBaHBI TENEph
y’e Ha MHK POCKOIIHYeCKOM YPOBHe.

¥Yxe cedluac MbI 3HaeM O MHKPOCKOINHYECKHX COBBITHAX, CONIPOBO KAAIOMINX
aKTHBHbIe OechOpMalH KIIETOK, 3HaUUTeJIbHO Gosbliie, YeM NoHuMaeM. HasoBem
HeKOTOpbIe CyllleCTBeHHble (aKThl, MPOIHBAKIIME CBET Ha NPHPOAY MeXaHH-
4eCKOH aKTHBHOCTH KIJIETOK.

Camonpou3BoJibHass MOPQOJIOruuecKas MOJISIpH3aluA KIETOK OnpeselieH-
HO CBA3aHa C BXO/AIIMM B KJIETKY U3 OKpYKalolleHd cpedpbl KanbuneM. Ha srort

168



B9eT ecTh MHOXECTBO 3KCMepPHMEHTANIbHBIX JAHHBIX, OMYYeHHbIX KAaK Ha OMIH-
HOuHbIX KNeTKax [131, 264], TaK ¥ Ha 3apoAbILIE B LEJOM B IePHOMIbI €0 IMO-
BBIIIEHHOH MOPGOreHeTHYECKON aK THBHOCTH [265].
. B pape ciyyaeB nmokazaHo, YT0 MopOJIOTHUECKAs IOJIAPU3ALUA COIIPsE-
Ha M, BO3MOXHO, TEHEPHUPYETCA MX TEKTPHYECKOM monspu3aunei [266, 267].
CootBerctBytomas I9JIC BO3HMKAaeT BCIeACTBME HEOAHOPOJTHOTO pacIIpefelie-
HHs MeMOpaHHbIX GEIIKOB, MOIYNMPYIOMIMX TPAHCTIOPT HOHOB — MOHHBIX KaHa-
aoB ¥ AT(d-3aBMCUMBIX HOHHBIX HacOCOB [268] .

9TH GeJIKH N1aTepaIbHO MOABMXHBI M, GYHy4YH 3apsxeHHbIMH, MOTYT lepe-
MCLIAThCA TPH HAJIMYMM J1aTepalbHOTO TPajMeHTa TPAHCMEMOGPAHHOTO IOTEH-
uMana [269, 270].

KouueHTpalus ¢cBOGOJHOTO LMTON/IA3MATHUECKOTO KaJlbLUUA PeTyIUpYyeTICs
He TOJIBKO TPaHCMEMOpaHHHIM MEPEHOCOM, HO M, B 3HAYUTEIIBHOM CTENEHHM,
ero 0oBpaTUMbIM CBA3BIBAHHEM CO ClelMPHUECKUMHU TPyMIaMH psaa OelKoB
B uuromiasme [271, 272]. Ilpu 3TOM TpoueCC IMCCONMAUMU HMeEeT aBTOKaTa-
JIMTHYECKHH XapakKTep.,

CBA3BIBAHHE KaJibilMsag 0GYCIIOBIIMBAET €r0 HU3KYIO, MO CPABHEHHIO C IpPY IH-
MH MIBIMH HOHaMH, [Mddy3HOHHYI0 NOABHXHOCTb M, BCIEICTBME 3TOTO,
BO3MOXHOCTb TOJJlepXaHUs 3HAYMTENbHbIX TPaZUEeHTOB B Mpedenax KIETKH.

IneMeHThI UMTOCKESETa BbhICOKOYYBCTBUTEIbHB K KOHUEHTpaLUHM cBoGon-
HOro Kanbuusa B uuTomiazmMe (Ca-uHOylMpyemasn nerpafgauus MUK podWwIaMeHTOR
H MHKpPOTPYDOUeK, aKTUBHPyeMOe KajIbliHeM COKpailleHHe aK THHOBOFO IIMTO-
rens). Ilo3toMy HeomHOpOMIHOe pacrpedefieHHe KaTbUHA MOXET BbI3bIBATh
KaK peopraHM3alUi LMTOCKeNleTa, TaK W JIOKAJTH30BAHHYIO COKPATHUTEIIbHYIO
aKTHBHOCTH [273, 274].

B COBOKYIHOCTH MpHBeQEHHBIX (HaKTOB yCMATPHUBAETCA HAJTHYHE B [MHAMH-
Ke Kanbiug oGpaTHbIX cBs3eil. [IpojykToM 3THX cBsi3ed MOXeT ObITh, B YaCTHOC-
TH, W CIIOHTaHHAs 3MEKTPHMUECKad MONSAPU3alUs KIIETKH, a Takyxe Golee CIOx-
HbI€ [[POCTPaHCTBEHHO-BPeMEHHbIE PEXKHMBbI aBTOBOITHOBOTO MOBEIEHUA, CBOMCT-
BeHHble aKTHBHBIM cpefaM, TakHe peXHMbl JIEHCTBUTEIBHO IIPOABIIARTCA
B OTHAENbHBIX KJIETKAX M KJIETOUHBIX KOJJIEKTUBAX H MIPaoT CyLIeCTBEHHYIO
POJIb B OPraHH3al[Mi pa3sBUTHI MHOTOKJIETOUHBIX O PraHH3MOB,

B manHo# obnactu ¢dM3HYeckast TeOPUsT HOTXKHA NPOACHUTH NPHPOIY pas-
JIUYHBIX HaOMoJaeMpiX (OPM MEXaHO-XMMHMYECKOH aKTHBHOCTH KIIETOK, HO
TIOKa elile MPeICTOMUT clejiaTh MHOTO DOlbllie, YeM yXe ClelaHo.
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JONOITHEHUWE

®OPMUPOBAHUE OCHOBHOTIO IJIAHA CTPOEHUSA
B PAHHEM PA3BUTHH HACEKOMBIX ¥)

1. 0530p 3KCNepHMEHTAIBHBIX NaHHBIX H TEOPETHUECKHX MOaeneH

C campix OOIMX MO3WIMHA IpobremMa 3MOPHOHAIBHON MHddhepeHIHPOBKY

HMeeT NBa (PyHAAMEHTAJIBHBIX acllekTa. IlepBbIf aclleKT — JIOKanbHbIA. 3pech
I7IaBHbIA BOINPOC — 3TO BOMNpOC O CHEUHPUIECKOR aKTHBALMU M pellpeccuM
reHoB B KJIETKaX CIeIMAIIH3NpOBAaHHBIX TKaHed. Bropo aclmekT — rnoGabHbli.
Heo6xomMMO BBIACHUTD MEXaHH3Mbl KOODOMHALUMU SKTHBHOCTH MHOUBHAYasip-
HbIX KJIETOK BO BpeMeHH U B IipocTpaHcrBe. CIofa OTHOCUTCA Npobnema ¢op-
MHpPOBaHMA IUIaHa CTpOeHHA (MATTEPHOB) — PACHONIONEHHS CTPYKTYD HafKIle-
TOYHOTO YpPOBHs, B KOTODBIX DPR3JIMYHBIE THIIbI CIIELHAITH3UPOBAHHBIX KIIETOK
paclipeneneHbl MO YIOPHIOYCHHBIM B TIpOCTpaHcrBe pomeHam [1]. HMmeHwo
3TOrO acleKTa KacaeTca HacTOSLMH pasaen.

176

*) Cm. OuTorene3. — 1985. — T.16,N¢ 2. — C. 99—-117.



CTaHOBJIEHHE HAIJIETOYHOH OpraHU3alMH B pa3BHBANILIEMCH OpraHH3Me
OJIHO3HAYHO [ETEepMHHHPOBAHO, C OIHOH CTOpPOHBI, MH(pOpMauHueH, 3aKomupo-
BaHHOH B reHOME, C APYrOH — YCIIOBHAMHM, B KOTOPBIX NPOTEKAeT pPa3BHTHE.
Kak Mytaumm, Tak M psapg npocToix $u3HYecKHX BO3JICHCTBHIA, HE 3aTParHBao-
HIHX TEHETHYECKOro ammapaTa (HO BIMAKIMX Ha YCIOBUA Pa3sBHTMA), JIAIOT
BOCIIPOU3BOHMEIe iedeKThl MopdoreHesa.

O606uieHHe OOIMPHOro 3KCHEPHUMEHTAIBHOTO MaTepHala COOEPKHTCA
B upee Bospnepra o nmosuunoHHOH uHbopmauuu [2]. Hocrymupyercs, uto ¢du-
3uyecKHe ¢axTopbl (hakTopnl BHelHeH cpefpl IUTIOC TaKHe, HallpUMep, Kak
pasmepnl 3apofpIlIa MIH €r0 reOMeTpHs) U GaKTOPbl, HEMOCPEACTBEHHO KOHTE-
pOJIMpyeMble T€HAMH, YYacTBYIOT B pasiMUHbIX, pa3fielieHHbIX BO BpeMeHH ¢a-
3ax npouecca GOpMHPOBAHUSA NMAaTTEpHAa. A HMEHHO — TIepPBBIM OTBOJIUTCA POJIb
B ClMeUHGHKAIMHY MPOCTPAHCTBEHHON ’pa3MeTKH” Oymylled CTpYKTYpbl, WIH
B YCTaHOBJICHUH TO3HIMOHHOH WHGopmauuu. Bumumas mopdoreHeTHueckas
CTPYKTYpa BO3HHMKAeT B pe3ylIbTaTe [AeTepMHHALUH MyTH pasBUTUSA KJIETOK NpH
-TPaHCJIAUMH TO3HUHMOHHOM MHpopMauuu. J1a ¢asa Mpomecca Ipearnosaraer
KOHTPOJIHPYEMYI0 T'eHaMH peaKiMi0 KJIETOK Ha MO3HIMOHHYI0 HHGOpMALHIo.
Ee mpoayky B OTiiHYMe OT MpOHYKTA MepBOH (a3pl 33aBUCHT HE TOJIBKO OT reHe-
THYeCKOH KOHCTHTYLMH KJIETOK, HO M OT NIPOHJIEHHOTO IyTH Pa3BHTHA.

B mpepcraBrieHHy10 CXeMY XOPOLUO BIMCHIBAKOTCS JAHHBIE IO TeHeTHUECK UM
Mo3aukam [3, 4] u pAm mpyrux 3KCIepUMEHTATIBHBIX pe3ynbratoB {2, 5, 6].
JlanpHefias 3aa4a COCTOMT B KOHKPETH3AIMHU 3TOH CITHINKOM OOILel KapTHHBI.
Ins ee pelieHHss HeoOXOOMMAa NOIXOAALIAS 3KCIIEpHMEHTAIbHASA SMOJIENb.

Cpeu BBICOKOPa3’BHUTBHIX MHOTOKJIETOYHBIX HaHbBONlee H3YUeHHBIMH U METO-
OHYeCKHU YIOOHBIMH 0GbeKTaMH ABIAITCA 3apOMBILIM HACEeKOMBIX. OHM fOCTYN-
Hbl UIA TIPAMOTO HaGNMiofeHHsA (GOPMHPOBAHUA OCHOBHOTO IUTaHa CTPOEHHS
B3pOCIIOro HaceKoMoro. 3/ieck MOXHO TIOJIyyaTh MyTaliH, HApYILIAIOHIHe CTpoe-
HHe B3pOCIIOTO HaceKOMOTO M INpOABIIAIOIIMECS B PAHHEM PAa3sBUTHH — IIpH Gop-
MMpOBAaHMM IaTTEpPHOB. B nUTEpaType MMeeTcss MHOTO JAHHBIX OTHOCHTEJIBHO
HapyIeHHH NPOCTPAHCTBEHHOH OpPraHU3alMM 3apofblllia, HHAYUMpYEMbIX ¢u-
3HYECKUMH BO3NEHCTBMAMH. ITO B OCHOBHOM KOJIMUECTBEHHBIC JIaHHBIC, H HX
MO>XHO HCIOJIB30BATh B KAaYeCTBE TECTA [IA TEOPETHUECKHX MOJIETIeH. :

B pasgene 1 Mbl gagUM KpaTkuid 0630p pe3yNBTATOB HCCIIEOBAHMH MpPO-
Llecca perMOHAJIM3aMM B paHHEM pPa3sBUTHM HaceKOMbIX. [IpuBOmHMEBIE pe3yiip-
TaTbl M BBHIBOJBI CIIYXAT OCHOBOH [jisi NOCTPOEHHUA TEOPETHYECKOH MOJIENH.
Ona OypeTr TpencTaBiieHa B ClleMyIoileM pasperie. TaM dxe MPHBOIUTCS HHTEp-
NpeTalHa C eJMHBIX [O3MUMA PAa3sHOPOOHOrO 3KCINEpHMEHTAIBHOrO MaTepHana
MO0 MHAYLIHpY€eMBIM JiehekTaM MopdoreHesa.

Q) I kcmepHMeHTaNnbHbe JHaHHEBe. [locne oWIONOTBOPEHHA
SAALEKIIETKH M pAfd CHHXPOHHBIX JeNeHHH sAnep B pe3yJibTaTe MX MHIPALHH
K Tepudepuu siua obpasyeTcs snepHsIl MOHOCIOH. Jlajiee MeXOy NOBepx-
HOCTHBIMH AJIpaMH NOCTelleHHO dopMupyeTcsa MeMb6paHa. ChopMUpOBaBIIHICH
MOHOCJION KJIETOK Ha3pIBAeTCHA “KIIETOYHOH GrnactopepmMon”. OCHOBHOM IUTaH
CTpPOEHHs B3pOCIIOro HaCEKOMOIrO CTAHOBHICSA IOCTYITHBIM LI PAMOrO Habio-
[EHUs HA CTaJHM 3apofsllIeBOl Monocku (puc. 53). OH ycTaHaBiWBaeTcA B
BHIE JIMHEAHOH TIOCIIEOBATeNIbBHOCTH CerMeHTOB, IIOKa3aHHOW Ha pHc. 532.
3apopmpiieBas NMONOCKAa — HaWboJlee paHHHH STall Pa3sBHTHA 32pOJIbIUIA, KOTAa
BCE CErMEHThl H NMPUOATKH Tejla HACEKOMOrO MOTYT ObITh Y3HaHbI. JIJIsi MHOTHX
BUJIOB 3TO TAaK)Ke MOCNEMHMI 3Tal, MOCKOJIBKY CIIEIyIOHIMe IIATH pa3BHUTHs
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BKJIIOYAIOT C/IOXHbIE MOpGOreHeTHYeCKHe [BDKEHUs, KOTOphle BYaJMpYIOT
HepPBUYHBIN IJ1aH CTPOEHHUS.

HedekTol pa3BUTHA, NPOMCXONALIME OT HApYIIEHHA OCHOBHOTrO IUIaHa
CTPOEHHUA, TAK)KE PETUCTPUPYIOTCA HA CTaJMM 3apofbIlIeBOH MNONocku. biia-
TOAapsi 3TOMY Mbl HMEEM BO3MOXHOCTb KOHTPOJIMPOBATh Hallle IOHMMAaHHE Me-
XQHM3MOB YCTAaHOBJICHHA IUIAHA CTpOeHHs (CM. pasmen 2).

HnTepecHbIM [Isi Hac NEpHOH, pa3sBUTHA MNpPONOIDKAETCA HA IpPOTSHKEHUH
ppobnenuss U ¢opMHpoBaHus GrnactomepMbl. IMeHHO B 3TOT MepHOH, KIIETKH

a ) [/ 2

6,5 10,5 28 54
6

Puc. 53. IMGpuorenes csepuxa Acheta domesticus (7). TlpuBeneHs! 4Yacnl pa3BUTHA IIOCTe
OINIONOTBOPEHUA: @ — ApobneHue sijep, 6 — ogHoponHas 6acTofiepMa, 8 — 3apodkIUIEBOE
[ATHO, 2 — 3apofBlieBas MMOJIOCKA Yepe3 4 K 6 OMelf passuTus; 4 — aboomen, I' — rosno-
Ba, I'n — ruatouedasoH, I7 — npouedanoH, T —~ Topaxc

“HONYYal0T MHCTPYKUMHU® K BBIGOpY HallpaBlIeHUsA HajJbHEHINeH ClelHaJIn3aiuy
{7-9]. epeuncnum HexoTOpBIE OCOBGEHHOCTH JAHHOTO ITalla PA3BUTHUA.

Hocrenennan rtpanchopmayus or 2a0banvHoll pezyasyuu (8 macwrabax
gce20 Aliya) K noawoi mo3sauynocru [7]. IlpowimocTpupoBaTh 3T0 MOXHO
pe3ynabTaTamu ONBITOB 10 HAJIOKeHHUIo imuratyp {7, 10].

Ha pannux crapusx pgpoGrneHus MoliepeyHas JIMIaTypa HapyluaeT BCl Kap-
THHY CerMEHTAllMM 3apofpuueBoil NonockH. Ha Gonee mo3gHed crapuy npobie-
HHA 3G¢eKT JIOKATBHOH JUrarypbl OTPaHMYEH MEHBIIEH [OJIeH CErMEHTOB.
HaxoHeu, Ha cTaguu GracTronepMsl JIMIaTypa BOOGLIe He CKa3pIBacTCA Ha Kap-
THHE CerMeHTAlHH 3apObuLEBON HoNock. Kpome o61iero BrBOJIA, YKe BHICKA-
3aHHOTO BBIILIE, OTCIONIA CJIeMyeT TaKxe, 4yro mud¢epeHUMALHUs CeTMEHTOB HE
OTpakaeT (PUKCHPOBAHHYI0 OPTaHM3AIMI0, NPEICYILECTBYIOUY0 B HEOIUIONOT-
BopeHHOM siinie [11]. *Pa3merka” mjisA cerMeHTapHON OpraHM3aLM{ 3apObILLie-
BOH IOJIOCKH ITPOUCXONIMT B paHHeM pa3BHTMU. B mepuopn mpobieHus u popmu-
poBaHMs GiIacTonepMBI OHa OCYILECTBIAETCA B INOBEPXHOCTHOM Clloe SAHIA.

Ceepecayus wezagucumblx KaeToumvlx aunuti [9, 12, 13]. Onmiter no
TPAHCIUIAHTALMM TIOKA3aJIM, YTO ANpa OpoGneHus tunmonoreHTHbl. OHaKO korpa
OHM BBIXOAAT B KOpPTHKAJNBbHYI0 LMIOIUIA3My M mo3pHee ¢dopmMupyrwT Gracro-
AEpMY, KIIETKHM OKa3piBaOTCA OrpAHHYEHHBIMH B IOTCHUHUAX (bOpMHpOBaTb
JTHUYMHOYHBIE CTPYKTYphl [14]. Ilpu 310M 6ynymwas cynp6a KIeTOK B pa3BUTHM
KOppeTHpyeT ¢ MX IIPOCTPAHCTBEHHBIM IOJIOXeHHeM [15].

Komnaprmenrayuonnslii nyTe pazeurus — paszleaenue fiiya Ha pao 2eo-
METPUYECKUX OOMEHO8 C NOCAeOYIOUUM NPEONUCTHUEM UM DA3AUNHbIX TUNO8
Oerepmunayuu [9, 11-13]. UHpopMaLHIo O JeTepMHUHALMH B paHHEM pa3BHTHH
JIOCTABJIsIET METOJ MUTOTHUECKHMX peKOoMGuHaiui [16].

178



KOMIapTMeHTh! OXBAaTHIBAKT IpPYIIbl KIETOK PAa3MYHOIO KIIOHAIBHOTO
HpPOMCXOXKOCHHUA (IOJIUKIIOHBI) H YCTAaHABIMBAKT HUX ONPEMENIEHHYI0 TOXIECT-
BeHHOCTh [9, 11, 17]. 3Ta TOXIECTBEHHOCTb NPOABIAECTCA B TOM, YTO JH0bHas
KJIETKA JIAHHOTO KOMIIAPTMEHTa MOXeT IpPHHATh yyacTHe B ByayiiemM ¢GopMH-
poBaHUK NMw60# crennduyeckon s Hero CIpyKTypsl. Takum o6pa3oM, KOM-
NapTMEHTH ABIIAIOTCA AHATOMHYECKHMH EIMHULAMM OIHOPOIHOH KIIETOYHOH
neTepmuHaiuy [9, 17].

Ilocnedosarenbnas cTynewwaras OeTepMuHayus. llpouecc cerperauuy
HE3aBHCHMBIX KJIETOUHBIX JIMHHH He ABIISAETCA OJHOAKTHHIM COOGBITHEM, a BKJIIO-
yaeT pAjl NMOCTIENOBATENbHBIX J€TePMHHAIMOHHBIX mmiaro [9, 18]. Ins otperns-
HOTO 1ara Mel 6y/ieM ynoTpe6isaTh TepMHH “CyGieTepMHHaLMsA ™.

Ha cragumu pannel GmacropepMbl OGHapyxuBaeTcs JMmb rpy6as cerpe-
rauMs nepepHei M 3amHei monoBuH mitna [19, 20]. B 3penoit GracTogepMe yxe

- MOXHO YKa3aTh Npe3yMITHBHbIE 30HBI CETMEHTOB OJIOBBI, TPeX I'PYIOHBIX Cer-
MEHTOB M pApa Gproumbix [21—23]. HakoHen, HecKOMBKHMH YacaMH TO3Hee
cTapMHu GracTofiepMbl Bee yKa3aHHbIE CETMEHTEI MPOAOJIBHOTO NATTEpHA pacluen-
TIAITCA Ha JOPCUIBHYI0 M BEHTPAIbHY10 NOJIOBHHBI (pHC. 54) .

HauGonee scHas KapTHHA TOCIIENOBATEIBHOH PErHOHAJIBHONH [leTepMMHa-
MM [OJIYYEHa [JIA OTHENBHBIX HMArMHAIHBIX TUCKOB, B YaCTHOCTH HMAarHHAJIb-
Horo mucka kpeia [12, 13, 24, 25]. XapakTepHoH uepTOH 3mech ABIAEICA
HOCTIe[IOBATENbHOE BHHAPHOE paciielUIeHHe TOMOTEHHbIX KIIETOYHBIX NOMYJIANHH
Ha CcyONONyIALMM — KOMIIAPTMEHTHI, NpHOOGpeTaluMe pa3IHuHble NOTEHUUH
pa3BuTHa [11]. BepoATHO, TaKO# >xe MeXaHH3M ABJIAETCA CPEJICTBOM IIPOrpec-
CHBHOH PErHOHAJIM3ALMU B Pa3BHTHHM JIMYHHKH B 1ientom [9, 11].

Kommynurayuonnaa womnaptmenrayus. K busmueckum dakTopam,
BIIMAIOLUIMM Ha IIPOLIECC PETHOHAIM3ALUMH, OTHOCHTCA IMGQY3HA CHIHAIBHBIX
mornteKyn. IIpsAMele faHHple Ha 3TOT cYeT IOJIyYeHBl B NOCTIeHEe Bpems IpH
HCCIIeMOBAaHUY  MexXKIeTouHo# nuddysuu Monekyn kpacutened [26, 27].

BhISICHWIOCH, UTO B TO BpeMs, KaK MOJIEKYIIbI KpacuTenei (MCIONb30BalIU
KpPacHTeJIH ¢ MOJeKYIApHbIMM MaccamH 450 u 374) cBoGopHo mubdyHIupy-
10T MeXIY KJIETKaMH OJJHOTO CEIMEHTA, Yepe3 IPaHHMILy, pasfeIAIoLIy 0 cerMeH-
Tbl, OHH He TpoHuKawT [26]. Takum 06pa3om, MexxcerMeHTapHas TI'paHHMLA

Puc. 54. CxemaTuueckoe NpeNCTaBIICHHe. opra-
HHM3aUMH 3apofBlNa Ha cTapud Gnacromepmsl .
[11]. OO6Go3HaueHb! NPHOIM3HTENLHBIE MOJIO- 4
KeHUSA TNPe3yMITHBHBIX CErMEHTOB JIMUMHKH;
I-IIl — cérmeHTHI Topakca; /-7 — GplolHEIe
cerMeHTH; I” — ronoma; l'e - TeHWUTANINH;
Al — popcanbHas, B — Bentpanrsas moio- r I HII12345678 re
BUHbBI

YCTaHaBJIMBAET TIPeMIeNbl MEXKIIETOYHOH KOMMYHHKAIHHM, IO KpaiHe# Mepe 1o
TAKOMY B@XKHOMY ee KaHally, KaKk O6MeH XHMHUYECKMMH areHTaMH ¢ MOJIEKY-
napHoil maccodt 2400, T.e. TaKMMH, Ui KOTOPBIX Hanbosiee BEpPOATHA pOJb
mopgoreHa. Crefyer OrOBOPHIbCS, YIO YKa3aHHble KOMMYHHKAIIHOHHBIE
Gapbepbl He NpENATCTBYIOT MEKTPHUECKOH CBA3M KIIETOK, T.€. NMEpeHOCy HH3-
KOMOJIEKYJIAPHBIX HOHOB [26].

BaxHo, uTO0 OBHapyxeHHbIe KOMMYHHKAHHOHHbIE KOMIIAPTMEHTbI aHATO-
MHYECKH COBIAJAIOT C JETEPMHHAUHOHHBIMM [26, 27]. XOTA, BO3MOXHO, Tpex-
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IeBpeMEHHO penars o6lMe BHIBOABI: MMeMoIMecs HaHHbIE YKa3pIBAIOT HA TO,
YTO BO3HUKHOBEHHME M MOIJIEPKAHHE HE3aBHCHMO DPA3BMBAIOIIMXCH KIIETOUHBIX
JIMHUA (IEeTePMHHALMOHHAA KOMIIApTMEHTAIUA) CONMpPOBOXIAITCA YCTaHOBJIE-
HHEM KOMMYHHMKAaUMOHHBIX GapbepOB MEXAY COOTBETCTBYIOIUMMH NPOCTPaH-
CTBEHHbIMH JIOMEHAMH 33 POJIBIILA.

Teneruneckuii KkonTpoas pezuonanusayuu passurus. JIBa oGcrosiTenbcrsa
H3 yXe OTMeYeHHBIX, KacaloMXCA KOMIAPTMEHTalMOHHOIO HYTH pa3BHTHSA,
NO3BOJIAIT CHeNlaTh HEKOTOphIe MpenlioNIOXKEHHsA O TeHEeTHYECKOM KOHTpOJe
Ha paHHMX JTanax 3MOGpHOTeHe3a HAceKOMBbIX. [JHCKpETHOCTh H, B YACTHOCTH,
OMHAapPHOCTh KOMIIaPTMEHTAHHOHHOIO IpOLecca HABOIAT H4 MBICIb O TOM, UTO
Ka/1asd albIepHaTUBA IyTed pasBHTMsA, BOZHHMKalOLIAsg NpPH CErperaluMu romo-
TeHHOH KIJIETOYHOW NOMYNSALMM, CBsI3aHAa C TeHeTHUYeCKHM BbniGopom [24, 25,
28, 29]. KoHkpeTHee — HeKOTOPBHIH IeH, HallpuMep reH-cemekTop No lapcua-
Bemupo {24, 25), ympapnsommit sxclipeccHedl UenoH GaTapeM 3aBHCHMBIX
CTPYKTYpHBIX T€HOB, OKa3bIBAe€TCS AKTHBHPOBAHHBIM B OJHOH M3 IIOPOXIEH-
HbIX KJIETOUYHbIX JIMHHH M pellpecCCHPOBAHHBIM — B KOMIUIeMeHTapHOH. PeHo-
THIIMYEeCKHE CBOMCTBA, COOTBETCTBYIOIIME TOMY WIM HHOMY THIY NETEpPMHHALUH,
OlpefensoTcs MPOJYKTaMH JKCIPECCHH 3TYX CTPYKTYPHBIX reHoB. Ho Bripa-
>KEHbl OHM MOTYT GBITh JIMIIIb B 3aBUCHMOCTH OT COCTOSHMA aKTHBHOCTH: YIIPaB-
nAwero reHa-celiexropa. HomoBnas TpurrepHas reHeTHYecKasi CHCTeMa H3-
BeCTHAa B Goree MPOCTOH cucTeMe — GakTepuodyare A.

I'oMonorHuHas KOMMAapTMEHTAUMA B Pa3MyHbIX OONAcTAX 3apopbIila
(HanpuMep, pa3jielieHHe Ha JOPCATIBHYI0 M BEHTpAIbHYI NONOBHHBI BCEX cer-
MEHTOB TIPOJIONBHOTO TaTTepHa MO3jHeH 67acTOXEPMBI) MOXET B ITOM KOH-
TEKCT€ O03HayaTh, YTO TOXIECTBEHHBIH TeHeTHYeCKHH BbIGOp OCYILECTBAAETCA
OJTHOBPEMEHHO B HECKOJIBKHX KOMIapT™MeHnTax [9,11].

9TH TpefBapuTellbHbIE CYXIOECHHs MOATBEPXKIANICA pe3y/ibTaTamMH [0
TOMEO3HCHBIM TpaHchopmanusaM. ['oMeo3ucHble MyTaUMHM IPOHCXOOAT B €[H-
HHYHBIX T€HETHYECKHX JIOKYCcax M NMPHBOJAT K 3aMEHAM OJHUX CTPYKTYD B3poOc-
JIOTO HaceKOMOTrO [pYIMMH ,— €ero e, HO HOPMAJIbHO (OpMHpYIOIIHMHCA
B HHBIX YaCcTAX TeJla. ITH MYTauuM, KaK [IpaBUIIO, [IpOABIISAIOTCA B paHHEM pas-
BUTHH TIpH [IeTEPMHHALMM PA3IHMUHBIX KJIETOYHBIX JMHUHA [24, 25]. OHu cre-
uudUIECKN 3aTPATHBAIT OJHH KOMIAPTMEHTbI H OCTABJAIT MHBAPHAHTHBIMH
gpyrue [24, 25]. BeiACHWIOCHh TaKKe, YTO JBOHHBIE MYTAUUM BhI3BIBAIOT aJIH-
THBHbIE TpaHchopmannu [9].

Bce ckazanHoe Bpmne, MO-BHOMMOMY, HanGojlee paUHOHAIBHO TpaKTyeTcs
B paMKax THIOTe3bl O KOMGUHATOpHOM Kone meTepmuHauun [28, 29]. Ee co-
IepXaHHe TaKOBO: [OETEPMHMHAUUSA pa3JIMYHBIX JIHYHHOYHBIX HMArMHATBHBIX
CTPYKTYD OIpE/IENAETCH KOMOHHAUMAMM COCTOSIHHA B HE3aBHCHMBIX TI'€HETH-
YeCKHX IIOCHCTEMAX, KaXxIasi U3 KOTOPBIX NMONYHHEHA CBOEMY YIIpaBiAmwILEMY
reHy. IlocnegHu# MMeeT [1Ba IMCKPETHBIX CTaGWIBHBIX COCTOSTHMSA: B O[IHOM
TOAYMHEHHBIE TEHBI IKCIIPECCHPYIOTCS, B IPYTOM — HET.

B pamkax 3Tofl THIOTE3bI HpOTPECCHBHAs CTYIEHYaTass JeTepMHHALMA
TPAaKTYeTCs KaK IMOCIegoBaTelbHOCTh pealu3alyH reHeTHueckoro BwiGopa mwis
psAla ynpaBiglolMx reHoB. Kaxupni nmar 8 3T0M MOCTIeJOBATEIbHOCTH HE 3a-
BHCHT OT [IPYTHX W 3alIOMMHAeTCA B IOCTIE/lyloleM pa3BUTHH. IIpefensl oHO-
POIOHOH peanM3aliMM BbIGOpa 3a7anTcd KOMIAPTMEHTAMOHHBIMH T'DaHMLAMH.

CymecTByeT oOUMpHAass cepHa JIKCIEpHMMEHTAJIBHBIX MNAHHBIX, MOTYILHMX
obecrieunTh HE3aBUCUMBIA TeCT [yIS THIIOTE3Bl O KOMOHHATODHOM KOJE HeTep-
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MMHaUHH. Peub HieT 0 CIOHTaHHOM TpaHCAETepMUHANMH MMATHHANBHBIX IMCKOB
[28, 30]. Ha ocHOBaHMM YCTaHOBJIEHHOH CTaHOAPTHOH MOC/IENOBaTEJIBHOCTH
TPaHCICTePMHHAIMOHHBIX CIBHTOB MOXHO HPEIOKATh (hOpPMABEHOE MpPECTaB-
JIeHHe 1A Pa3/IHYHBIX THITOB JIeTEPMMHALMH.

Ins sMaruHanbsHpIx AMCKOB Drosophila 310 6buio npopenaHo Kayddma-
Hom [18, 28, 29]. OcCHOBHBIE THIBI HETEPMMUHALMM HMMATHHAJILHBIX OHUCKOB
$hopManBPHO KOOMPYHITCA YETHIPEXPa3pPAOHBIMH KOMOGHHAUMAMH FEHETHYECKHX
Bbi6OpOB. [IpH 3T0M B KaXXEOM H3. paspsafioB yKa3aHO HyJIeM WIH e[HHHLEH
OIHO M3 [BYX QIbTEPHATUBHBIX COCTOSAHHH GHHApHOTO IeTepPMHHALMOHHOTO
mMista. Hampumep, THn perepMUHalMM, COOTBETCTBYIOINMA MMArMHAIBHOMY
OHCKY Me30TOopaKca, IipelicraBiserca KomOGuHammed 1111, antenHsr — 1110
uta. [29].

Hpenmnonaraercs, T0 Kak OT/AeNbHasi TOMEO3UCHAs MYTallMs, TAK U TPaHC-
OeTepMHMHAIMOHHbIA IIAr 3aTParvBaloT COCTOSHHE B OJHOM M3 Cy6eTepMHHa-
LMOHHBIX LMKJIOB, IIepeBOAA cOCTOsAHHe B HeM u3 “0” B ”1” wim o6paTHo.

Ha6op pgaHHBIX O FOMEO3MCHBIX MYTALUMAX M CIOHTAHHOH TpaHCHAETEPMH-
HallMM MMAarMHAJIBHBIX [ANCKOB CYHIECTBEHHO IIMpe HEOGXOOMMOro MHUHMMYMa
g MACHTHGHKAIHH KOAMPYIOIMX KOMGHHALUMA OoMMcaHHOro THna. brnaropaps
3TOMY HMEETCS1 BO3MOXHOCTh IIpDOBEPHTH CIPABEJIMBOCTh KaK KOHKPETHOTO
BbI6Opa KOOMPYIOIMX KOMOHHALMH, TaK M TUMOTe3pl O KOMGHHATOPHOM KOJIe
B mesioM. Takas mpoBepka fana B oGLIEM IOJIOXUTESIBHBIA pe3ynbrar [18],
ueM COOOLIMIIA 3HAYUTENTBHBIA BeC THIIOTE3E.

6) TeopeTHueckue MOOenu. Modeau eduno20 MOHOTOHKO20
epaduenta. Tlpemmonaraercs, 4T0 MO3HIMOHHAA HHMOPMALHU yCTaHAaBIIMBaeTCSA
B KOpTeKce fAld B BHAE MOHOTOHHOrO NpOQWIA KOHIEHTpaluMi MopgoreHa ¢
MaKCHMYMOM H MHHHMYMOM COOTBETCTBEHHO Ha NMOCTePHOPHOM H aHTepHOp-
HoM momiocax [31]. Takoe pacnpemeneHHe BO3HMKaeT B pe3yNbTaTe camoOIpo-
H3BOJIBHOH [E€rOMOTEHH3aUMH HCXOIHO OHOPOIHOIO COCTOSIHUS 110 U3BECTHOMY
MexXaHU3My nuddy3uOoHHOH HeycToiuuBocTH [31,32] . XuMuueckue B3auMozIen-
CTBHUS JIOCTATOYHO OOIUEero BUa (BKJIIOYAWINME aBTO- H KPOCC-KATAIN3 U HHTH-
GuposaHde) Hapsamy ¢ mubdysueil NBYX WM GOJbINEro WHCIa AT€HTOB B IIPHH--
OMIIe JOCTaTOUHBI Uil BO3HHKHOBEHHs OXMmaemod HeycroiumsocTH {33].

Kak u B mo6oii Mopmenu, onMparoweAcs Ha ugel0 NMO3HLUMOHHOH HHbop-
MAalHH, CUMTAaeTcs, YTO KIIeTKM GacTomepMbl OETEPMHMHUPYWTCS B HaibHEH-
1M Pa3BHTHH B COOTBETCTBHHM C JIOKAJIBHBIM YPOBHEM KOHLEHTPaLHU MOpGo-
reHa (ero poib MOXeT MCIOJHATh OOWH U3 YNOMHHAaBIUMXCHA peareHToB). Xa-
paKTepHbIA HAGOp THIIOB JETEPMHHALMH ~TPaHCIMpyeTcs” ¢ €IMHOrO MOHOTOH-
HOoro mnpoduis KOHLEHTpallMM OraroyapsA CyLIiecTBOBaHMI0O ’rpagMeHTa IOpo-
TOB” BKIJIIOYEHMs pa3IMUHBIX HallpaBileHMH cllenmanu3auuy. HauBpicumm nopo-
rOM OONafaT TePMHHAIBHBIE CETMEHThI OpIOlKa, HAaWHM3LUMMMH — MepenHue
rOJIOBHbIE CerMeHTsI [31].

KoHueHTpauuMoHHpIH NpodHIb, MNOMYYEHHBN U3 pacyeTa TeOpeTHUecKOoH
MOJIENIH, M pa3MeTKa GIIacTOOEPMBI Ha 30HBI IPE3yMIITUBHBIX CErMEHTOB, NOITY-
YeHHas B ONBITE, JAIOT IPagyMpOBKY IIKAajbl KOHUeHTpauun mopdoreHa [31].
Janee ee MOXHO MCIONB30BATh IPH HMHTEPIpPETAUMH HHIYLMPOBAHHBIX (H3H-
4eCK UMH MaHHITYJIALMAMHE aHOMAJIMA B CErMEHTAPHOH OpraHU3allyH.

Taxkue BO3[eACTBHA, KakK JMratypa, Y®-oGmyueHue, mpokon siia, ove-
BHJTHO, HE 3aTParMBalOT NMOPOTOB OETepPMHMHAIMH, HO MCKaXaloT 3aaloimi Io-
3MUMOHHYI0 MHGOPMALHI0 KOHIIEHTPALUMOHHBIA NMpodHab. ITO MCKaXeHHEe MO-
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»eT ObIThb IIpecka3aHo TeOpeTHYeCKHU. 3aTeM Ha OCHOBAHHH YK€ MMeEIoLUencs
IPaJlyHpOBKH BOCCTaHABJINBAaeTCs] AHOMAIbHAA CerMeHTapHasi OpPraHH3alMs.

Takum 06pa3oM, MOXHO KOJHYECTBEHHO ONMCaTh 3(pdeKT JUTATYphi,
HAJIOXKEHHOH Hd CTaJMM APOGIICHUA: YMEHbIIEHHE YUCIIA CerMEHTOB B KaXXIOM
U3 ¢(parMEeHTOB 3a cueT paclUMpeHHs TePMHHAIbLHBIX CerMeHTOB (cM. [7]).
Mogpenpy Tak)ke NMO3BOJIAET OaTb €CTCCTBEHHOE OLbsACHEHHE Pa3BHTHN) CUMMeT-
PHYHBIX OBYOPIOXUX JIHUMHOK HpH YD-00TyyeHUM Ha paHHMX JTalax M aHajo-
riuuHomy 3ddexTy npokona [31]. ‘

Bmecte ¢ Tem rumore3’a o MOHOTOHHOM [paHeHTe IOPOTOB JieTEPMHHALMH
BBI3bIBAET CEpbe3Hbie BO3pakeHHUs. B YacTHOCTH, K ee HEIOCTATKAM OTHOCHUTCSH
IpeHeOpeXeHUe [aHHBIMH O KOMIIADTMEHTALMOHHOM ITyTH pa3BUTHA. UrHopu-
PYKRTCS TAKOKe JaHHbIC O CIIOHTAHHOM TPaHCIeTePMHUHALIMH, IO3BOJIAWIINE YCTa-
HOBHTb KOJI JIeTepMHHALMM, He 3aBHUCAILUMI OT HAJIMUMA M KOHKPETHOro BMHA
KOHIEHTPAMOHHOTO TrpajgHeHTa. bornee Toro, MOXHO yKa3aTe Ha IPOTHBOpE-
uMe NpPEACKAa3aHUH JAHHOW MOJENH YNOMSHYTHIM BbIIIE JKCIePHUMEHTAIBHBIM
nanHeiM [29]. U3 nmocnepHMx cliemyer, UTO CTPYKTYpbI, pENOKATH30OBAHHbIE
Ha IIpOTHBOIOJNIOXKHBIX TIOTHCAX G1acToliepMbl (TEHUTAJIMH H 2HTEHHA) , HMEIOT
OnH3KHe NPOrpaMMBbI Pa3BUTHA (pasfesieHbl OJHMM. TPZHCAEeTepMHHAIMOHHBIM
1iarom) . ITo OGCTOATENECTBO HUKAK He YKIIANBIBAETCA B TMIIOTE3Y O MOHOTOH-
HOM TpajiMeHTe IOPOTOB AeTepMUHALMH. COMIACHO NMOCNeqHeH, aHATOMMUECKH
yAaneHHple CTPYKTYphI JIMUMHKH JOJDKHBI OBITh pa3felieHpl OTHOCUTENBHO GOib-
LLIHM YH CIIOM [IPOMESKYTOYHBIX THIIOB [leTe PMHHAIMH .

Modeab Hopmuposanus narTepHO8 Ha OCHO8E KOMOUHATOPHO20 KOOd
Oerepmunayuu. Mopens Kayddmana, ommparoinasgcs HA KOMGHHATOPHBIH KOI
IeTepMHHAIIMY, JIMIIEHa OTMeueHHbIX HemocratkoB [18]. B aroit mopmenu npo-
CTPAHCTBEHHbBIC IOMEHBI C PA3]IMYHOH CyOheTepMHHALIMEH TaKkiKe ONpeseNisoTCs
HAa OCHOBE KOHIEHTpAalMOHHpIX Npoduned Mopdorena. OnHaKO B OTIIMYME OT
IpeabInyIued MOETH 3JIECh 3TO He eHHCTBEHHDIH LA BCeX IeTepMHUHAHOHHBIX
1IarOB XMMHMUECKHH I'pajMeHT, a MX NocnenoBatenbHocTs. OlpeneneHHas 3aKo-
HOMEpHasi CMeHa KOHUEHTPalMOHHBIX MNpodwied Bo3Hukaer, coriacHo Ka-
ybdmaHy, BcraencTBMe mNaeHus JiaTepanpHOM mudydy3MOHHON TIOABUXKHOCTU
CHTHAJIBHBIX MOJIEKYJI, BBI3BAHHOTO LEIUTIONApU3ALUed B Xome $HOpMHPOBaHHA
6racrogepmsl [18]. Kaxipiit aK T peopraHi3anuy XMMHUUYECKOTO I'PaflHeHTa BKIII0-
YaeT AETEPMUHALMIO COCTOSTHUA B OuYepedHOM CYOreTepMUHALHOHHOM HHKIIE.

JaHHas Mopens Npolecca PerMOHanbHOM [ICTCPMMHALMM ITYyTeM IOCIeNIo-
BaTeNIbHOH KOMIAapTMEHTAllMH XOpOIIO IPHCIOCOBIeHa K O6bACHEHHIO IAHHBIX
[0 TpaHCOETePMHMHALMH M TOMEO3UCHbIM MyTamuaM. Kayddman mpomemonct-
pupoBai 3T0 Ha ipumepe Drosophila.

OnHAaKO Yy Hee ecTh TOT HEAOCTATOK, YTO O0UIasA TeHACHUHA paHHEero IMEpHO-
reHe3a HaceKOMBIX — ~’OT INI0GANbHOH Peryisuu K NOJHOH MO3aHYHOCTH —
B JaHHOH Mojenu He oTpaxeHa. flo Kayddmany [18}, uerBepTsil Kommapt-
MEHTAIMOHHBIN LIAT, TAK )K€ KaK U NepBbIi, OCYLIECTBIAETCA KOHUEHTpalHOH-
HpIM [poduiiem, reHepupyeMsiM THdGY3HOHHOH HEyCTOMUMBOCTDIO HA MOJIHOM
mivHe siina. [osTomMy NOKaapHbIE BO3JICHCTBUA, HAllpHMep JIMTAaTYpa, HOJIKHbI
[aBaTh JAIBHOAEHCTBYIOIMY 3¢¢deKT KaK Ha HauaJbHBIX, TAK M Ha Gonee Ipo-
OBUHYTBIX 3TaliaX KOMIIAPTMeHTalMOHHOTO Npouecca. Ha camoMm pene, Kak yxe
TOBOPWIOCH, 3TOIO He Ipoucxomut. Takum o6pa3oM, MOIENb CTATKHBAETCA C
TPYAHOCTAMHU IIpU TIONBITKE HHTEpPNPETalUH [ehEKTHbIX MATTepHOB, HUH/YHH-
PYEMBIX IKCIlepPHMEHTATBHBIMU MaHHUITYTIAUMAMH.
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IpeononieHHe 3THX TPYHHOCTe#l M GYHET IMIABHOM LEIbI0 CeAyIOLIEro pas-
fena. Kak u B TOJILKO UTO M3JIOKEHHOH MOJIENTH, MbI OTTHpaeMcs Ha KOMGHHATOP-
HbIH KO JeTepMHHaUMH. OOHAKO HOBBIM 3TIEMEHTOM, BBEIEHHBIM B PaccMOT-
peHue, 6yneT nudy3uoHHasT H3ONALNA MEX/1Y IeTepMHHAIMOHHBIMH KOMIIAPT-
MEHTdMH. JBPHCTHYCCKHH MOMEHT 3[€Ch COCTOMT B 3KCTPAIOJIALMH 3KCIIepH-
MEHTAJIBHBIX JaHHbIX [0 KOMMYHMKAIMOHHOH KOMIApTMeHTaUHH Ha Golee
PaHHIOK CTaJHI0 Pa3BHUTHA (UeM Ta, Ha KOTOpOii 3T0 HaGNIO#anoce). ITO INaB-
HO€ HalIe NpearionoxeHHe, B IPHHIMIE, JOCTYIHO MPAMOH 3KCIepHMEHTANBHOM
NpoBepKe. :

2. TeopeTHyecKas MOnens

Peaxiuy B MHOTOKOMIIOHEHTHBIX XMMHYECKHX CMeCSiX B YCIIOBHMAX, [aiie-
KHMX OT XMMHYECKOTO DABHOBECHS, MOTYT CAMOIIPOH3BOJIBHO IIOPOXHAThb Ipo-
CTPaHCTBEHHOE pacClOEHHe peareHTOB. JTOT (PYHIAMEHTAIbHBIA BHIBOZ, BIep-
Boie chopmynupoBaHHb#l Telopunrom B 1952 r. [32], ciyxmr c Tex mop
OTHpaBHOH TOUKOH NMOMCKA (QHU3HKO-XMMHUYECKOTO OBGOCHOBAHHA CAMOODPTaHH3%
IMH MOpQOTeHETHYSCKUX TATTEPHOB.

Hu B COOTBETCTBYIOMIHX XHMHUECKHX, HH TeM Gojiee B GHOJIIOTHYeCKHX
CHCTEeMaX MBI He 3Ha€M B HACTOsflliee BpeMs peajIbHBIX CXEM MOJIEKYJIAPHBIX
NpeBpalueHuH,  IpUBOJAIMX K HaGmonaempiM 3¢dekTaM MaxpocKONHYeCKOH
caMoopraHu3anuu. OOHAKO TEOpHA YTBEPXKAAET, YTO NMOBEJCHHE B OKPECTHOCTH
MOopoTa CIOHTAHHOTO PACCIOEHHA JOJ/DKHO GbITh HEUYBCTBHTEIBHBIM KO MHOTHM
IETATAM MOJIEKYJIAPHBIX MEXaHH3MOB [33, 34].

970 CBOWCTBO MO3BOJIAET KAYeCTBEHHO HCCIIENOBATh OCOGEHHOCTH MOBefe-
HUA TpH GOPMHPOBAHWM XHMMUYECKHMX JVICCHNIATHBHBIX CTPYKTYp, ONMpasch
Ha mpocreiiume “6a3oBeie Mozenu” [33]. TakoBBIMH ABNAKICA [BYXKOMIIO-
"HEHTHBIE CHCTEMBI THIA peakuusa — mubdysua (PII), mapaMeTpsl KOTOpOH Jo-
NYyCKaloT CYIUEeCTBOBAHHE M [OCTIXKEHHE [Opora CIOHTAHHOTO PpACCIIOEHHH.
CooTBeTCTBYIOLIAA ’MHHHMAJIbHAA"® MaTeMaTHYECKAaA MOMENb HMEET BU,

T da b+ R2 0%a
LY v(a) @ ’

2

1
5, e _her? oh @
YR hoax?

CucTeMa KLHeTHYECKHX YpaBHeHWH (1) ONHMCHIBaeT 3BOJIIOLMIO paclipeleneHHs
KOHLEHTpalMH mBYyX peareHToB @ M h; T, u T, — xapakTepHble BpeMEHa
H3MEHEHHA & H h. 32 ypOBeHb OTCYeTa KOHUEHTPAIMH MPHHATHI HX 3HAUCHMS
B HCXOIHOM TOMOTE€HHOM CTalIHOHADHOM COCTOSIHMH. Bcs HelIMHEHHOCTb XMMH-
YeCKHX B3dUMOJIEHCTBHH B NAHHOH CHCIEME COCPEIOTOYEHA B YpDAaBHECHHMM JIBH-
KEHHA JIMIb V1A ONHOH (@BTOKATaJIMTHYECKOH) KOMIIOHEHTHI ¢ (QYHKIHA
v@).

O6nacTb 3HauYCHHH NMapaMeTpoB, B KOTOpYIO MOMNAAaeT MOPOr CIIOHTAHHOTO
PpacciloeHus, oNipeieNaeTcs HepaBeHCTBaMu [35]

T3> Ty, Ry<Ry.
B cucTeMax ¢ OrpaHMueHHhIM pa3MepoM L CYWECTBEHHAa TaKKe BeIHYHHA
Ge3pasmepHoro mnapameTpa R/L — oTHowmeHMsa Macurraba mudEdy3HOHHOTO
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nepeMeIMBaHUA K nonHod e (L/R = p). OueBHOHO, [iA NOJIEPXKAHUA
HEONMHOPOMHOCTH KOWIEHTPAlMK 3TOT Tapamerp [OJLKeH ObiTh JOCTATOYHO
M&TBIM — Ha MadbIX UIMHAaX WiM OpH Goibumx Koadduumenrax nuddysun
PACCIIOEHME HEBO3MOXHO M3-32 NH(dY3IHOHHOTO IlepeMellBaHuA. B Haie#
Mopenu, Kak u y Kaydpdmana [18], HMeHHO 3TOT HapameTp KOHTPOJIHMpYET
NMPOCTPAaHCTBEHHYI0 OPraHM3allMI0 B XMMHUYECKOH CHCTEME, OMMCHIBAEMOH YpaB-
Henusamu (1).

Onyckas MHOTHe NPOMEXYTOYHbIE OJTallpl aHAIH3a, MBI MpPHUBENEM JIHILD
pe3yNbIaT B BHME MArpaMMmbl CTALMOHAPHBIX COCTOAHHUHA B CHCTeMe (pHC. 55).
JlvarpaMma InonyyeHa ¢ HCHOJIb30BaHMEM OJIM30CTH K MOPOTY pPAacCIOCHHA B
WCXOJHO IOMOreHHOH cucteMe. HeonHopoaHbIe CTRUMOHAPHBIE PACTIpeNeieHns
B 9TOM C/yuyae IIpe[CTaBIIAITCA B BHE CYNEPNO3HUMH KOCHHYCOMOATBHBIX
BONH — 1-H ¥ 2-i rapMOHHK. FIX OTHOCHTEJIbHBIE BECA MOXHO JIETKO BHIMHCITHT.

Hcnonb30BaHHbIid BUL HenuHe#HO# (yHKUMM ¢ (@) NpHBedeH Ha pHC. 56.
Jra KOHKpeTHasg ¢GOpma INpUIAET JOKAUTHHOH [MHAMHKE TpHITECpHBIA, GHCTa-
OWIbHBIH Xapaktep. B cucreme ¢ muddysuei 310 MPUBOOUT K MOABIIEHHIO O
TTOJTHMTENIBHOM BETBM OHOPOIHBIX COCTOAHHMH (pHC. 55, BetBb 3). [OmONHH-
TEJIBHOE. OQHOpOJHOE pacipeielieHHe He CBS3aHO C HEYyCTOMUMBOCTBIO MCXOZ-
HOrO COCTOSHHA; IIpH MAaJIbIX 3HAuYEHHAX MapaMeTpa u 06a HAa3BaHHBIX COCTOA-
HHA MOTYT PEaIM30BBIBATECA KaK aNbTepHATHBHBIE CTALHOHADHBIE PEXHMBI —
BpIGOP OJTHOTO M3 HUX OIpeNieNIAeTCA HauarIbHBIMH YCIIOBHAMH.

CyiiecTBeHHOH 4epTOM NpHUBENEHHOW NMATpaAMMBI ABJIAETCA NMOTEHIHATD-
HAag MHOXECTBEHHOCTh HEOJHOPOIHBIX KOHUEHTPalMOHHbIX Npodwied. Kax
BHIHO U3 pHC. 55, B ofutacTH 6 3HaueHMH MapameTpa HapALY ¢ HA3BAHHOM MAPOH
TFOMOI€HHBIX paclipefielleHMH YCTOHUYMBBIM OKa3biBAeTCA TaKXXe MOHOTOHHBIH
KOHLEHTPaLMOHHBIH I'pajiueHT (BeTBb 2) . B 06i1acT 2 mo6GaBisAeTcs CHMMETPHY-
HbIfl GuIONApHBIA npoduwib (BeTBb 4). OOluaA TeHTEHUMA NpPH YBETHUCHHH
3HAYEHHA (L COCTOMT B pACIUMPEHWM CIIEKTpa YCTOHUMBBIX HETOMOTEHHBIX pac-
IpeneneHui 3a cuetT noGaBileHHs Bee Goliee KOPOTKOBOIHOBBIX rapMOHHUK. [Io
Mepe 3TOTO JIMHHOBOJIHOBBIE NMPO(GWIH CTAHOBATCA HEYCTOHMUMBBIMM (pHC. 55,
BeTBb 2, 06NacTh 0) .

30ech YCTOMUMBOCTb O3HAYaET, YTO Majiple BHEIUHHE BO3MYyilleHMA (Ha-
NpHMep, eCTeCTBeHHbIe (GIYKTYaluH) He CHOCOGHBI YBECTH CHCTEMY M3 COOT-
BETCTBYI0ILETO cOcTOAHMA. OmHAKO BO3MYLUEHUSA NOCTATOYHO GOJNBIIOH aMILIH-
TYIpl CIOCOGHBI cHOenaTs 3To. Hanpumep, ecnu B CTAaMOHAPHOM COCTOSAHHH
cucrems! (1) Ha BerBu 2 B OGACTH 6 CO3OAHO JIOKANIBHOE BO3MYILIEHHE B OTpe-
OeNMeHHbI MOMEHT BpeMeHH, TO JIallee CHCTEMA BMECTO TOTO, YTO6HI BOCCTaHAB-
JMBATb MCXOJHBIH INpoduIb, 3BONIUMOHMPYET K OOHOPOOHOMY COCTOSHHUIO.
OcymiectrisieTcss nepexon ¢ BerBM 2 Ha Bersb /. Ilpu atoM MMeer 3HaueHue
JOKATH3a1MA HAYAIIBHOIO BO3MYILIEHNA; Iepexoda B HOBOE COCTOsAHME He Mpo-
HCXOIOMT M CHCTeM3 pellaKCHpYeT K HCXOIHOMY COCTOSIHHIO, eCllM TaKoe XK€,
K4K B TIpEABIAYIUEM CJTyYae, BO3MYIleHHe IMPWIOXEHO B LUEHTPaJIbHOH YacTH
npoduns a*'(x). Ml ewe GymeM CCHUTATBCH HA 3TOT PE3YNBTAT NpH 0GCYXK-
IeHHH ONBITOB Mo Y®-o6nyyeHuo AuL Smittia.

H3MmeHenMe xapakTepa paclpefelleHUsi KOHUEHTPALMH OCYLIEeCTBIACTCH
He TONBKO B pe3ylbTaTe NEpexofoB MexIy YCTOMuMBRIMH BeTBAMH. Hamnpmu-
Mep, OCTaBaACh B IIpemeNlaX OAHOM BeTBH 2, MAKPOCKOIIMYECKOE COCTOSHHME
MpeTEPNEBACT HellpepbIBHbIE M3MEHEHHMA ¢ pPOCTOM Mapamerpa u. Kax BumHO
M3 puc. 55, Mpodwip KOHUEHTPAUHH MCKAXAETCA OT MOHOTOHHOro (B 06-
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Puc. 55. JlmarpamMma CTalHOHAPHBIX COCTOMHHI CHC- p(a)

Tembl ypaBHeHHH (1). XupHble nHHHU — cTabuNbHbIe
KOHUEHTPalMOHHbIE MPOGHIM, LUTPUXOBRIE — HECTa-
6uneHble npodunu. Ha Bpe3kax npuBeOeHBI COOT-
BETCTBYIOIIHE (DOPMBI CTAlMOHAPHBIX pachnpemerne-
Huit @ (x). Mo ropusontansuo# ocn —u = L/R. Oc-
TansHble 0603HAYEHHA CM. B TEKCTe

UHOHHOR CocTaBNsoEH B CHCTeMe Peakuust — Oud-
¢y3na ypasuenna (1)

Puc. 56. [locTynuposantast ¢popMa HeIMHeNHON peak- \ 2

nacti 6) K pachpefeNeHHio ¢ 3KcIpemymom (B oGnact# 2). J10 HNpOUcxo-
OUT BCHEACTBHE POCTa OTHOCHMTENIBHOTO Beéca 2-M TapMOHMKH ¢ YMEHbLICHH-
eM maciutaba gupy3HOHHOTO NEpEMEILIMBAHUA WM YBEJIHYEHMA pa3Mepa cH-
CTE€MBI.

BaxkHbiM siBRsAeTCA BOIIPOC © TOM, B KakoH Mepe IOHIDKEHHE NPOCTpaH-
CTBEHHOH CMMMETPUH COCTOSHHA, UMEIoLIee MeCTO ITIPH PACCIIOEHUH, TOPOXKIaeT-
¢sl TONbKO BHYTPEHHWMM cBolcTBaMM PII-cuctembl. YpaBHenust npivkenusa (1),
O4YeBHMIHO, CHMMETPHUHBI 10 OTHOLLIEHUIO K 3aM€eHE X HA —X, T.€. K 3epKaJbHOMY
orpaxeHHio. OTclofa cilefyer, YTO HapALy ¢ MOGbIM MaKpOCOCTOSAHUEM, 06ia-
JAIIUM [IOJIIPDHOM acMMMeTpMeH, Bcerjia MOXeT BO3HMKaTh €r0 3epKanbHbIM
auTHnoj. B ypaBHeHMAX He COHNEPXXMTCA HUKAKHX (PaKTOPOB NpeAIIOYTEHUS Of-
HOTO M3 IBYX TaKHX COCTOAHHH.

Ecnu peromorenusaius B XMMHYECKOH CHCTeMe He KOHTPOJIMpYeTCs U3BHe,
TO 32 MOPOroM CTabWIBHOCTH OJHOPOJIHOTO pacllpelielieHHA ¢ paBHOM BeposAT-
HOCTBI0O MOXKET PEAJIU30BAaThCH KAXKIBIA U3 IBYX Npod el KoHieHTpauuu. Hau-
Hasi HEOJHO3HAYHOCTb HEOONyCTMMa B HOPMAJIbHOM pa3BUTUM. ENMHCTBeHHBIM
CPEe/ICTBOM €€ YCTpPaHEHHA MOXET ObITh BHELLIHAA aCHMMETPHA.

QakTOpbl BHCIWIHEH acHMMETPUM, MO-BUOMMOMY, BCerfa HalMYeCTBYIOT
ApH HOPMaJIbHOM MopdoreHese. B npunuune, nwobas jiokanpHasd HeOOHOPOX-
HOCTb COIEPXHMMOrO fHIIA HA OJTHOM M3 IMOJIIOCOB MOXET NOBJIHATL Ha BbIGOp
OJIHOTO M3 [IBYX JIbTEPHAaTUBHBIX MaKpococTosAHHH PJl-cucteMs:, ¢pyHKIMOHM-
pyloled B KOpTMKanbHOH uMronnasMe. Ho npu 3toM cama Bo3MoXHOCTb ¢op-
MHMPOBAHHA XHMHUECKOIO IpajMeHTa HUKAK He CBA3aHa C CYLIECTBOBaHHEM
npeanosiaraeMoro GpakTopa BHEIIHEH aCUHMMETPHH. JTa BO3MOXHOCTh ABNAETCA
CIIE[ICTBHEM BHYTPEHHHX CBOMCTB CHCTEMBI, @ HMEHHO — IIOTEPH YCTOHUHMBOCTH
OIHOpOAHOTO paclipefienieHusa. Hanpasnenue nonApHOR oOcCH, TeHEpHpPYeMOH
XUMHYECKHMM TpajIMEHTOM, ONpeNeNsaeTcs, CTPOro roBops, W3BHe Ha3BaHHBIMH
¢$akTOpamMH BHeILlHeH aCHMMeETPHUH. JTO HampaslieHHe MOXeT GbIThb W3MEHEHO
TaK>Xe H BHELIHMMH Bo3feHcTBUAMH. Takoe ciyyaeTca NMpH MepeHOCe MaTepHana
NIOCTEPHOPHOrO II0JII0CA B ONbiTaX ¢ AHLaMH Euscelis, 0 yeM peus NMOHAET HIDKe.
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a)Tocrynarwm mopgenu 1l Bymem dpopmansHo NpeacTaBiIsTh TH-
MBI [IeTEPMHHALMK KJIETOK Ha CTafiMH GlacrogepMbl, MONb3ysch KOMOHHATOp-
HpIM KkofoM (cM. [36]). Ilpu 31OM Heo6x0aMMO 3amaTh COCTOSIHMA PsfA He3a-
BHCUMBIX OMHapHBIX [IeTEpMHHAMOHHBIX LHKIIOB.

Ha crapuu 6rmactoiepMsbl, 10 MPOXOKIAECHHA TOPCOBEHTPANIBHOMN Cerperamm,
MOXHO OrpPaHHYHTBCHA TpeXpa3pAOHbIMH KOMOHHAlUMAMH THna 101, 010 u T.7.
KoHnkperHoe npepacraBieHdHe B TakoH ¢dopmMe ISl THIOB IOeTePMHUHAIMH, COOT-
BETCTBYIOLIMX Pa3IMYHBIM CETMEHTaM, Oy[eT YCTaHOBJIEHO MOCJe COMOCTaBie-
HHSI eCTECTBCHHOM CETMEHTapHOH CTPYKTYphl 3apOJBIIIEBON IMOJOCKH C Mpo-
CTpaHCTBEHHOH pa3sMeTKOM, BHIBOOUMOHN M3 MojenH. Tak, onpeneneHHoe NMpaBu-
JI0 TPAHCIAUMN KOMGHHATOPHOTO KOJIa COXpaHAeTCA NPH JalbHedIled HHTepIIpe-
TalluX aHOMAIbHBIX CTPYKTYp, TeHEPHPY EMBIX (PU3HUECKHMH BO3JEHCTBHAMH.

2. IlpuMeM, UTO OCYILIECTBIIEHHE TOH HIIM MHOW KOMGHHAIMHU peanu3yeTcs
IlyTeEM HEe3aBUCHMOrO NOCIEAOBATENBHOTO BhIGOPA (CY6IETepMHHALIMM) COCTOS-
HUA B Tpex GHCTaGUNBHBIX HUKIaX. Kaxmprit aKT CyOIeTepPMHHALIMH KOHTPOJIHU-
pyercs JIOKIbHBIM YPOBHeM MopdoreHa. IIpu 3TOM cuMTaeTcss ONpenensvUM
OTHOILEHHe KOHUEHTpalMu MopdoreHa K GUKCHPOBAHHOMY NMOPOTY. A UMEHHO!
NIpH MpeBBIIIEHHH NIOPOTa peanu3yercs BbiGop 7’17, B IpOTHBHOM criyyae — 0.
Ioporoesiit ypoBens Mopdorena — a 8 PlI-cucteMe ypaBuennit (1) — cooTBeT-
CTBYET €ro KOHIEHTPAlMH B HCXOJTHOM T'OMOTeHHOM COCTOSIHMH MM — Ui YpaB-
HeHuil (1) — 3Hauenuro a = 0.

3. Ipoduns KoHueHTpaUMH Mopdorena a’’(X), 3ayaMHA NO3HIHOHHYIO
HMH(pOPMAaLHI0, YCTAHABIIMBAETCH CAMOIPOH3BOJIBHO KaK YCTOHYMBOE GTal[MOHAD-
HOEe COCTOSIHHe KHHETHueCKOH CHCTeMBbI ypaBHeHHHA (1) — He3aBMCHMO [IA Kax-
JOro U3 TpeX cy6eTepMHUHALIMOHHBIX AKTOB.

IIpoctpanctBo, gocrynHoe Wi Auddy3MH peareHToB, OrpaHMYMBAETCA KOP-
THKaJIBHBIM CJI0€M LMTOMIa3Mbl. Koopamnara x B ypaBHenusx aBwkenns (1)
OTCUMTBIBAETCA BAOJIb UIMHHOHM OcH sfua. CHMMeTpHs pachpellefieHMa a(x),
h(x) B nepHeHMKYJSIPHOM IUIOCKOCTH B PacCMATPUBAEMbIH HHTEPBAJ Pa3BHTHSA
He Hapymaercs.

®akTOpPOM pPa3BUTHA, YHPABIAKIIAM dBoMoIHeR coctosanus PI-cuctemst,
Aisierca Kkoadduument narepaipHolt nuddysuu. Ipermonaraercs, uro aror
K03} GHIHEHT MOHOTOHHO yMeHbIaeTcsi B XoOe GOpMHPOBaHUsA GI1acTOIEPMBIL.
3a nmapenHe kodpduumenta 1uddy3uH Moxer GbITH OTBETCTBEHHA LENTIONAPH-
3alMsA, COMPOBOXAAIOWAA 3TOT Npouecc. Upest o ToM, 4TO Npotiece LeIUT0IIApH3a-
IHH MOXeT TaKMM CnocobOoM ympaBisith GOpPMMPOBAHHEM IIPOCTPAHCTBEHHOH
”pasmerTky’’ B KOpTeKce, npuHaiexur Kaydhdmany [18].

4. JlocTwKeHHe KOMIIETEHIHH K OuepeflHOH CyOIeTepMHMHALUM CYHMTaeTcs
coObITHEM, HE 3aBHCAIIMM OT COCTOsIHUs ynpaBnsomed PlI-cucremsl. B coot-
BETCTBHH C 3TMM JUIA peajiM3auuH Boibopa ”1” — ~’0” He HeoOGxomumo npepBa-
PHTeNIBHOE paccoeHHe B 310H cucteMe. Eciii Kk MOMEHTY MpHOGpeTeHHsI KOMITe-
TEHUMH TaKOE PacclIOeHHe CIIOKWIOCh, TO JIETEPMHMHALMA COCTOSAHWA B Ouepefl-
HOM UMKJIe IIPHBEET K PacilelUIEHHI0 TOMOTeHHON KIIETOYHOW MONYJIAUMH Ha
cybnonynaumi. EcnM BkiIloueHHe COOTBETCTBYHIHErO OeTepMHMHALMOHHOrO
uukIIa 3actano PIl-cHcTeMy B TOMOT@HHOM COCTOSHHM, TO HAa [JaHHOM Luare fie-
TEPMHHALKMK BCE KIIETKM COOTBETCTBYWOILErO MPOCTPAHCTBEHHOTO [OMEHA
HCITHITBIBAIOT OJTHOPOLHYW neTepMuHauuiw., K Tako# CUTYaluMH, KaK Mpl CUM-
TaeM, NPHUBOOAT Pa3IMYHble IKCHEpHUMEHTaNIbHble MAHUNYIsiuuu. O6 3TOM peub
HIKe.
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5. PacuieniesHe roMOreHHOH MOMYIALMY Ha KOMITapTMEHTBI M 3aBepIlieHHe
aKTa Cy0IeTepMHHaLMM CONPOBOXMIAETCA YCTaHOBJIeHMeM UM dY3HOHHOTO
Gapbepa BIOJIb IpaHHLBI pa3felia KOMMapTMEHTOB. M3-3a yMeHBILIEHUS pa3Me-
POB oGnacTH 310 cpasy niepeBogMt PII-cMCcreMy B 067acTh @ Ha CTAMOHAPHOM
mmarpamme (pHc. 55), T.e. TyHa, rae cTaGUIIsHBI JIHIIb TOMOTEHHbIE COCTOAHMUA.
Ilpogomkaroimasica uemmonApusauua (pocT NMapamerpa i) BHOBb BO3BpallaeT
CHCTEMY K MOPOTY pacclIOeHHA H K OuepeqHOMY PacuielUIeHHIO.

6. OpmHO3HaYHOCTh KOHIEHTPALHOHHOTO NPOGWIA 3a NOPOTrOM CIIOHTaH-
HOTO pacclioeHHs obeclieudBacTc JIOKalnpHbIM ¢akTopoM. Ero busmueckas
NpHpoja OJiA Hac He BaxHa. Ilo kpaitHell Mepe, B HEKOTOPBIX CITyuyasX eCTh
OCHOBaHMeE MOJIararh, YT0 HA3BaHHBIA aCHMMETPH3YIolHi pakTop JIOKaIH30BaH
B pafioHe NMOCTEPHOpPHOro nomoca sina. [loBox Tak cyMTaTh QAaKOT OMBITHI MO Me-
peHocy MaTepHasia MOCTepHOPHOIO NOKCa, MPOBOMBLIMECH Ha AAUAxX Fuscelis.
‘ 6) HopManbHasa cerMeHTalHa McXOOHBIM COCTOAHMEM IS
KOHTpoNnupywwed PJl-cucteMBl ABIsAeTCS IOMOreHHOE paclpelelieHde peareH-
TOB B NMOBEPXHOCTHOM cJloe AiNa (cragua npobienun). IlepBriit akT pernona-
nuzauun (puc. 57, I), o6HapyKMBaeMBbIi KaK aHTEPHONIOCTEPHOPHAA cerperamua
HA CTafMd paHHe#l GiIacTOfepMBI, ClleflyeT 3a CHOHTaHHbIM paccioeHuem PJI-
cucreMpl. HeroMorenHpl#i npodHip KOHUEHTPaLHWH COOTBETCTBYET IeEpBOi
crabunpHoit 6HdypiKalnoHHOM BeTRU (pHc. 55, BeTBb 2, 06MacTh 8) .

Bhonb rpaHHibl pasmena IOMeHOB OSHOPOAHOH peayM3auyH BbiGopa, T.€.
B y3I0BOH TOYKE KOHIEHTpalHOHHOIO npo Wi, ycTaHaBIuBaeTcA audoy3HOH-
HO HelpoHHUaeMbld Gapbep (pHc. 57, II). BemenctBue 5TOoro B KaXmoM H3
OHOPOJHOTO [I€TEPMHUHHPOBAaHHBIX (PparMeHTOB siiilla BHOBb YCTaHABIIMBAETCA
OHOpPOJIHOE paclipeneNieHHe MopdoreHa.

Crnenywowmid akT cybneTrepMHHanuH, PHKCHPYIOIIHH COCTOAHHE BO BTOPOM
OEeTepMHHAIIHOHHOM IHKJIE, NIPOTEKaeT MO TOK )€ JIOrMYECKOH CXeme Temnepb
yKe He3aBHCHMO B KaXIOM M3 NByX KomilaptmentoB (puc. 57, II). Tocne
TPETBEr0 KOMIAPTMEHTALIHOHHOTO COOBITHA HMEEM OJHO3HAYHO oOrpefeleH-
Hble TpeXpa3pafHble KOMOGHHALHMH I BOCBMH IIPOOJIbHBIX KOMIAPTMEHTOB
(puc. 57, II). Kopupyowsii cMpICT 3THX KOMOMHALMH BbIACHAETCA MOCTe
COMOCTABJICHHA C CErMEHTAPHOM OPraHH3alHeN 3apPOMBILIEBOH IIOJIOCKH.

B)AHOMAaNnbHasA CeTrMEHTAUMA B ONBITAX Ha 3apo-
A bl i a X. O6croareNbHbIH 0630p 3KCHEPUMEHTANBHBIX PE3YNBTATOB 110 HHIY-
UMpYEeMBbIM Ha PaHHMX 3Tanax Pa3BHTHA HapyLIEHHSAMH IpolLiecca CermMeHTalHH
uMeercs B pabore Canpnepa [7].

Puc. 57. Teoperudeckass cxeMa mocnegoBaTenib- >~
HOIt  KOMMAapTMEHTALHH, CONPOBOXIAKIIEH I ~
¢opmupoBanne Gnacromepmei. I-III — mocne- N
ToBaTeNbHbIe IIArH cySlerepMuHauuu. Itpuxo- LN
Bask JIHHMA — TOpodHnb pacnpepeneHnd a(x). ~a -~
BepTukanehsie THHKM 0603HavanT oudPy3noH- |

Hylo M3omAuMw. CrpenkH MOKasbIBalOT paco- I R
TIOKEHHE JIOKATBHOro (haKTOpa, yIpaBisolero 0 s n
BbIGOPOM HANPABJIeHWA TIPafHEHTa KOHUEHTPA- I S _ -
UMOHHOTO Mpodrna a(x). IpesyMnTHBHOE 3Ha- -~

4YeHHe 30H Onactopepmer: A, A, A5 — Heped- ”ﬁis l 1'~\

Hul, cpeOHH# H S:IIL’HHPY cerl'rmeﬂ'cru :Gnomg-[a; t IU(L ”f\le Ml”m' oot \\000
I'n — rHatouedanon; II — npouedanon; C —
cepo3a; Ty M Ty — nepefHUil ¥ 3ajiHAA CerMeH-
TBI TOpaKca VCIANMITal T3 1 Apt Ag | Ag
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OGpaulaer Ha ceGsa BHHMaHHe OMIHO O0CTOATENBCTBO, OOLIee s BCeX.
CepHil ONBITOB. A MMEHHO TO, YTO JINGas MaHUIYJIALHKA ¢ AALAMHA IPUBOAMT K
_HEMOJIHOCTBIO JIETEPMHHUPOBAHHOMY pe3YJIbTaTy. XOTA BCEr/ia MOXHO YKa3aTh
Ha HauGoJiee THITHYHBIN MPOLYKT KCIEPHMEHTANILHOTO BO3MEACTBYA, C Oonpene-
JIEHHOH BEPOATHOCTBIO BOZHHUKAKT Pa3jIMYHble OTKIIOHEHHA B lepeKTHOH opra-
HH33LMK 332pofbIeBOH MonockH. Tak, NpH HaJlOXEeHWM JIMTraTyphl Ha [po-
fsilleecss ANLO cBepyka B 3ajHeM ¢parMeHTe ‘HauGoliee BEpOATHO pasBUTHE
YaCTMYHOrO NarTepHa cermeHToB. OpnHaKo B Tom ke QparmeHTe OGHa-
PYXKMBAIOT M [OJIHbIe IIOCIEXOBATEIBHOCTH CETMEHTOB, XOTHA M C HU3KOH
4acTOTOH.

Mbl MOXeM HHTEpNpeTHPOBaTh NAHHOE ODOCTOATENIBCTBO KaK OTPaXKeHHE
(dakTa MHOXECTBEHHOCTH CTaGWJILHBIX MaKpOCOCTOSIHMA B ynpasisiomed PJI-
cucreme (cM. puc. 55). B aTOM MHOXeECTBe Bcerga MOXHO YKa3aTh Ha OJHO
crabunpHoe (oGagawiuee HanGobliel 06IaCThI0 IPUTSDK EHHA B COOTBETCTBYI0-
meM (a30BOM mpocTpaHcTBE) M pAd MeETacTaGHIIBHBIX COCTOSHMA. B coorBer-
CTBHH C 3THM MOXHO FOBOpHTh O DOllee WIH MeHee BepOATHBIX pe3yiIbTaTax.
BeposTHOCTHBIA XapakTep 3¢ ¢dexkToB PHU3HUECKHX BO3AEHCTBHH B 3KCIEepHMEH-
TaX C PAHHHMH 32pOJbILIAMH HACEKOMBIX MOXET GbITh CIIEACTBHEM MHOXECTBEH-
HOCTH JHCCHTIATHBHBIX CTPYKTYP, BBITEKAIOIEH H3 TEOPHH.

O6cynumM manee HelKOTOpbIe KOHK peTHBIE 3KCITEpHUMEHTBI.

Jlueatypa. Onprtel MO ¢parMeHTAalHH ITYTEM HalOXKEHHA IMONEPEYHOH Mepe-
TAXKKH NPOBOJMIMCh HAa PAHHUX CTaAMAX Pa3BHTHA ([0 GracTomepMbl BKITIOYH-
TEJIBHO) YIS pa3JIMYHBIX Tpynn HacekoMsix [7]. PeaynbTaThl OleHHBaH Mo Xa-
paKTepy CerMeHTapHOH CTPYKTYphl 3apoapllIeBol mosiocku. OGuiHi BbIBOJ Ta-
KOB. Ha CrafMH, npemurecTBywowed 6nactogepme (mpoblieHHe M MHrpauus
sifiep), JIOKaJIbHAA JIMTaTypa INPHBOIOMT K HaJbHOMEHCTBYWOILMM 3ddextaM —
pa3sBMBAOTCA YacTHYHbIe narrepHel. Hanmpemep, B 3amHem ¢parmedTe dopmu-
pyercsi MeHblliee UHCIIO CETMEHTOB, HO KaX[ObIH M3 HHX KpyNHee. OGBIYHOrO.
B pe3synbrate B COBOKYMHOM NaTTeépHe He IOCTAaeT LENOro PAd CETMEHTOB M3
OCHOBHOTO IUIAHAa CTPOEHUS JTHYHHKH.

Ilpu 5TOM OKa3bIBaeTCH, YTO CHEKTP YACTHYHBIX NATTEPHOB 3aBHCHT OT MO-
MEHT2 HaJIOKEHHs JIATAaTYphl, TAK YTO CPEIHEE UHCIIO MIEMEHTOB HOPMAJpHOM
MOCIENOBATE/IPHOCTH, COMEPXAIUMXCA B HEMOJHBIX 3apOMBINIEBBIX MOJIOCKaAX,
pacTer ¢ BO3PacTOM, Ha KOTOPOM OCYLUECTBJieHa dparMentauna [7]. Ito
obiune BoBOoIbl. KoHKpeTHAas KonuyecTBEHHass WIULIOCTPaUMsA Ha NpUMepe sHL
Smittia w Euscelis NpHBEJCHA Ha PHC. 58. B 0THOM H TOM e MecTe — IIPUMEPHO
Ha rpaHHlLe pasfena npe3yM11mBnou TOJIOBBI M TOPAKCa — HAKJIAABIBAJIACH JIH-
ratypa Ha craguax apobnenus u Smacromepmbl [37]. B 06OMX ciyuasx B ne-
pelHeM ¢parMeHTe (GOPMHPOBAJICA ONIHH H TOT ke HaGop cerMeHTOB. B 3agHem
¢dparmenTe YKCIIO OTCY TCTBYIOLIMX CEFMEHTOB Gbu1o GoJIblie NPH paHHel ¢par-
MCHTallMH. A HMEHHO, B NIepPBOM cCJIyuae IO CPaBHEHHIO CO BTOPBIM He XBATajio
CerMeHTOB Topakca [37].

C no3sHUMH ONHCAHHOH MOJIENH €CTECTBEHHO CUMTATh [JIaBHBIM 3(¢deKToM
JIMraTyphl YCTAHOBJIEHHE HENPOHHLAEMOTrO JUIA JaTepajibHOro IHGOYHORpYIo-
KX areuTos 6apsepa. U3 puc. 58 BHAHO, UTO pesynprar 3roi Mpollefypsi o7
XXeH OKa3aThCA Pa3/IMYHBIM IIPH OCYIIECTBJIEHHH ee Ha Pa3HbIX 3TallaX KOMIapT-
MEHTaIHOHHOTO MPOoliecca.

Pannan  auearypa. Ha cragun npoBrneHHs yCTaHaBJIMBAETCA aHTEPHONOCTE-
PHODHOE pacciloeHHe B YNpaBisiollied XHMHYeckod cucteme. OmHako mnoka
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Puc. 58. TeopeTwueckas cxemMa KOMMapTMEHTAIMOR1OTO NIPOUECCca NPH HANIOKEHHH NHTaTy-
Pbl MeXy TPE3yMITHBHOM TONOBON H TOPaKCOM Ha CTajnm ApoGneHus () u Ha Gonee
nosnHell cranuu passutus (6) y Smittia n Euscelis [37]: JI — MeCTO HanoXeHHS JIHIaTy-
pu1, I-III — nocnegoBatenbHble Wark feTepMUHALMH, I' — pesynerar nepsoro, II' — BTopo-
ro waros cyGuerepmutauuu. OcTasbHble 0GO3HAUEHHUA CM. Ha DHC. 55 1 57

HET KJIETOK B KOPTHKaJbHOM CJIO€, 331aBaeMas KOHLEHTPalHOHHBIM Npoduiem
HO3MIIMOHHAs HHGOPMALHUsA He TPaHCIIHPYETCA.

Jluratypa Ha »JTOM cTaguMM pasfenser AHIO Ha [Ba Gonee KOPOTKHX
¢parmenta (puc. 58a, I'), KOTOpBIE TEM CaMbIM OKa3bIBAKTCA CABHHYTBIMH
B 065acTh CTaGUIIBHOCTU OIMHOPOJIHBIX pacripeperieHuid. Terneps BOMIOUMA pac-
npepenieHus a(X, £) B ABYX ¢parMeHTax NPOTEKAeT HE3aBUCHMO U OTIpefieNIAeTCA
HayanbHBIMM YCIIOBHAMH B HUX. B cpenHeM BhicOKHe HayallbHble KOHLEHTPAUHH
"B iepeHeM (parMeHTe NEPEBOIAT COCTOsIHHE B HeM Ha BeTBb 3. B 3amHem
¢parMenTe — 371eCh B HaYATbHBIA MOMEHT cpefHsasa KoHueHTpauus a < 0 — Boc-
CTAHaBJIMBAETCA MCXOHOE OMHOPOJHOe pacnpenenenue (puc. 58a, 1 ". 310 No-
JIOXEHHE OTPAXKAETCA B MEPBOM aK Te¢ CYOIeTepMHUHALIMH.

K MOMeHTY NpHOBGpPETEHHA KOMIIETEHLMH K OYepeNHOMY BBIGOpPY MepenHui
$parMedT elye CIMIIKOM KOPOTOK i BO3HHKHOBEHMA pAacClIOCHHA B HEM.
Bonee puMHHBIH 3amHMIl dparMeHT yxe MoxeT paccioMtbes (puc. 58a, II).
TpeTnit meTepMHHAUMOHHBIA IIar NMPUBOAMT K PAaCUIENUIEHHIO BCEX TpeX paHee
crnoxuBIIMXCA JoMeHoB (puc. 58a, III) . B pesynbrate npeackasbiBaeTcA NOCHe-
JOBAaTeNbHOCTh CEIMEHTOB, NPHBEIEHHaA Ha pUc. 584. YkaxeM Ha OTCYTCTBHe B
Hel cerMeHTOB rHartoliedanona M INepefHHX CETMEHTOB TOPAaKca, YTO COOTBET-
CIByeT faHHBIM HabmoneHus [37].

3mech M HIUXKE Mbl NPUBOJAUM JIMIIb KayeCTBEHHbIE OBbSCHEHHA, XOTA MO-
JeNb MO3BOJIAET IIPOBECTH M COOTBETCTBY OLIKE KOIHUECTBEHHbIE OLCHKH. '

[Io30nan ¢pazmenrayusn. Tlocne 3aBepileHMA TNepBOToO cyGaeTepMHuHa-
IMOHHOrO aKTa M YCTAHOBJIEHHsI COOTBETCTBYIOIIETO KOMMYHHKAUHOHHOTO
Gapbepa (puc. 586, II) nuraTypa CKaspiBaeTcsi JMIIb Ha cocTosHMH PJI-cucre-
MbI B NepelHEM KOMIMapTMeHTe. 3amhuit ¢parmMeHT Booblue He MCIBITBIBAET
BIHSHUA JIMraTypbl, TOCKOJIbKY OTHEIEH OT Hee MMGbQYy3UOHHHIM GapbepoM.
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Puc. 59. YacTunple maTTepHBI 3apOABIUEBLIX MONOCOK H3 (JPaTMEHTHPOBAHHBIX AHL Eus-
celis [37, 39]:a — cXxema OMNBITA HAJIOXEHUA JTMFAaTYpPhl, 6 — MATTEPH 3a/IHETr0 (HparMeHTa,
8, 2 — MaTTepH 3ajiHero (pparMeHTa Mocne NepeHeceHns MaTep Hana MoCTEPHOPHOTO IHOMo-
ca; A ~ abmomen, I'n — rHarouedancH, T — Topakc

Cynp6a okasaBuierocd pparMeHTHpOBAHHBIM IlepeIHEr0 KOMIApTMEHTa obbsc-
HJETCA TAK K€, KaK H B NpebiAylieM cJiyuae, W MpeACTaBjieHa Ha pHc. 58 6.
Mopens npepncka3biBaeT pa3BHTHE MAaTTEpPHA ¢ HEIQCTAIOLUMM CErMEHTOM IHAaTO-
nedaiona, YTO COOTBEICTBYET [OAHHBIM IIO JIMraType Ha cTaguM Gnacromep-
M [37]. ,

HanoxeHnHnoe BbllIe MOXET CIY)XHTs OOBACHEHHEM pacUIMpEHHA CNEKTpa
YACTHYHBIX NMATTEPHOB C BO3pacToM ¢parMentauuy. HanmoMHuM: 3TO sBJIeHHME
oTpaxkaer OOLIYH0 TEHAEPLUMIO PaHHEro pa3BUTHA — OT rJI00aJIbHOW PEryJIALHK
K MTOJIHOH MO33aHYHOCTH.

Onbitol no nepenecenuio nocrepuophozo marepugaa [37-39). YpoGHeiM
0GBEKTOM JUIf ITHX ONBITOB OKa3ajHch AiLa Euscelis. O6macT NOCTEPHOPHOrO
MOMICa B HUX OTMeYeHa NPHUCYTCTBHEeM CHMOHOHTa, KOTOPBIH NMEPeHOCHIH B
NepeHui OTHEeN ARNA HA cTaguH ApobieHus. CxeMa OJHOrO M3 TAKHX OMBITOB
W ero pesyJbTar NpeacTaBlieHbl Ha pHc. 59. Onepauuu nepeHoca NpeflIeCTBOBa-
Na NMraTypa B paioHe Npe3yMITHBHBIX liepenHHx cerMenToB (puc. 59¢). Hoka-
3aHbl [Ba HauboJlee THIIMYHBIX pe3YJIbTaTa HaNOXEHHA JIMraTypbl M MepeHoca
MarepHana siiua. 3agHui GparMeHT stilia GOpMHpYeT pelly IMPOBAHHY 0 3apOofbl-
LIEBY10 MOJIOCKY ¢ HOPMAJIbHBIMH 3aTHUIMH CErMEHTaMH, HO OpHEHTHPOBAaHHBIM
¢ OOpaTHOR MO OTHOIIEHHI0 K HOpMAaTbHOH NOJAPHOCTbIO — B OIHOM Cllyyac
(pHc. 596, 6); B mpyrom (puc. 592) GOpMHPYIOTCH 3epKajIbHO-CHMMETPHYHBIE
MAaTIEPHBI, NpefCTaBlAliHe CcoboH myO6nUpoBaHHbIE TOCIEROBATENBHOCTH
npenpigywero ciydas. OTMeyaercs Takxe, YTO YaCTHUYHbIe NMATTEPHBI, GOpMH-
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pyioulkecss B nepefHeM (pparMeHTe Moclie JIMraTypbl, HO §€3 MOCIEAyIOIIEro
TIEPEHECEHHUs 3aJHErO MATEPHANa, HMEIOT, BO-TIepBbIX, HOPMAIBHYIO MOJISIPHOCTD
U, BO-BTOpPbIX, BKJ/IIOYAlOT B cpedHeM Goliblliee YMCIIO CErMEHTOB (¢ JOMOIHM-
TeNlbHBIMM GoJice NMEPeAHMMH CEerMeHTaMH), YeM MONApHbie CTPYKTYpPhI Mocie
HaJIO)KEH U JIMTATYphl U NlepeHeceHus MaTepuana [37—39].

Puc. 60 noscHmer ommucannble pe3ynbTaThl Ha OCHOBE MopjeiH. Jluratypa
B nepenHed obOnacrd 3ayatrka 3aponbiiia XOTA M COXPAHAET MOJIAPHBIA KOH-
UEHTPALHOHHbIA Tpodwis B 3amHeM dparmente (puc. 60a, I'), ommako u3-3a
YMEHBILIEHHA pPa3Mepa 3apOfpliiia [ellaeT 3T0 COCTOAHHE MeTacTaGHIIbHBIM.
JTO O3HaYaeT, YTo JOMOJIHMTENBHOE BO3MYILIEHME MOXeT nepeBectn PHI-cucte-
My B CTabWIbHOE B JaHHBIX YCJIOBHAX rOMOreHHOe coctosHde. Heob6xomumoe
BO3MYIIEHHE BHOCHT IpOILEAypa MEepeHoca MOCTepHOpHOro Marepuaia. Peayis-
TaTOM ABJIAETCA TOMOIeHHas Cy6AeTepMHHALIUA B 3a1HEM (parMeHTe Ha IEPBOM
1are fierepMHuHanu (puc. 606, I'). Paamep 3roro dparmeHTa npeBhIIAeT pas-
Mepbl IByX KOMIIAPTMEHTOB NOCJIE NMEPBOTO ILAra KOMIMRPTMEHTALUM B IIOJIHOM
fARle ¥ B 3aHeM dparMenTe Ha puc. 60a, I'. .

[lo3toMy K MOMEHTY [OCTHXEHHA KOMIETEHIMH KO BTOPOHl cybmeTepmu-
HalMM 3HAYCHHA TApaMeTpa U B 3TOH o6iacTH OKa3biBalTCA B UHTEpBANle 2
(puc. 55), T.e. Tam, Te yKe CTabUIbHA BETBb YETHIPEX CHMMETPHYHBIX GHITO-
JIAPHBIX paclipeieNeHMi U elle CTabGHITbHA BETBDb IBYX MOHOTOHHLIX [PajIHEHTOB.
CoOTBETCTBEHHO MOTYT PeaJIM30BaThCA OBA BapHaHTA PAcCIOCHHA, MOKA3aHHbIE
Ha puc. 606. IlepBpiif M3 HMX JaeT B HTOre MHBEpCHIo INOJIAPHOCTH B 3af-
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Puc. 60. TeopeTHueckasd cXxemMa KOMIapTMeHTa- -
LHOHHOTO Mpoilecca I[IPH HaNOKEHWH IIHTaTy- I T~o
PBI MEXAY I[PE3YMITHBHBLIM mpoiledanoHOM H ' ‘\\\ g
ceposot (@) C MOCNeAyOUMM MepeHeCeHHeM , -
ocTepuOpHOTO Matepmana (6) (cp. puc. 59). I I 1 0 |
III' — pesynsraT TpeThero wara cybaerepmmu- bl - =
Hanuy. OctansHple 0603HAYeHHMS CM. B TEKCTe Hl P T '
u Ha puc. 55, 57, 58 90 - o1 > 00
——— 4 S
m 000 oiir__on gl aod
Puc. 61. ®opMHupoBaHue NaTTepHa 3apofblLie- - N 7 A

BOH NONOCKH NMPH COXpaHeHUH TOMOIeHHOCTH
nocine nepsoro iara cybperepmunaunu. O6o-

3HaYeHHs CM. Ha pHc. 55, 57 VAsV A1 Apl Ty TARE Agl A3l
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HeM cbparmeme (puc. 606, II); BrOpOH' — ynBOEHHe 3aJHUX CIPYKTYp
(puc. 606, IIT'). Kak BuaHo M3 puc. 60a, paciienyiende Ha cyGIONyIALME B pe-
3yNIbTaTeé NMEPBOTO HETCPMHHAHMOHHOIO LIara IPHBOOMT B KOHEUHOM HTOre K
GOINbIIEMY YHCITY CETMEHTOB B NIOCTEPHOPHOM (parMeHTe, YeM B Cilyuae, KOrja
3TOr0 pacllelUIeHHs He MPOHCXOIMT.

IIpoxon u YD-obayuenue auy Smittia. IbdexTsr 0T 06OMX BO3IEeHCTBHH,
OCYILECTBIABIUMXCA Ha CTaIMH IpOGJIEHHS, OKA3hIBAIOTCA COBNAMAIOIUMH. Jd-
beKT COCTOMT B Pa3BHTHH 3epKaTIbHO-CHMMETPHUHBIX JABYODIOXHX THUHHOK [40,
41]. CHoBa 6ynem oTHOCHTb HaGmonaeMsie nedeKTbl B OCHOBHOM IDIaHe CTpOe-
HHA K HapYIUEHHAM MaKpOCOCTOAHMA B ynpasinsiomei PJl-cucreme.

IIpssMBIMH CIEACTBHAMH NpPOKOJA, OUEBHJIHO, MABIAKTCA KaK YaCTHYHOE
BbITEKaHHe LMTONJIa3Mbl M3 fAiLa H 3a CYeT ITOro ymeﬂbmeﬂue ero pasmepa,
TaK M JIOKaJIbHBIH OTTOK MopdoreHa [31].

Beposarno, Y®-o6nmydyeHre takxke JokanbHo oGemmuser PI-cucremy peak-
UMOHHO-aKTHBHBIMH areHTamMH [31]. Bomnee cneuudpmueckoe nelicrsue YO-
00JTyueHHsA 3[1eCh TPYIHO NPEANoIOKHTE XOTsA Gbl MOTOMY, YTO BOOGILIE HUKAKHX
HCKOXEHHH B TPOCTPAHCTBEHHOH OPraHH3alMM 3apoJBILIEBON IIOJIOCKH He
Habmomanocs, iy o6Iy4eHHIo IIOBEPrajcsa HeHTPpalbHbIA Y4acToK sitla.

Ha cocroanne ympasnswome#t Pl-cuctembr ykasaHHble * BO3neHcTBHA
BIIHAIOT BIOJHE IOHATHBIM OOPa3oM. YMeHbllleHHe JUTHHBI NEpeBOJIMT Napa-
MeTp i B ODacTh MEHBIIMX 3HaueHMH, rhe NMOJIApHLIA Npoduns MeracTabuneH
WIH BooOIle OTCYTCTBYeT KaK CTallHOHapHOe cocTosiHMe. JIOKQIIBHBIH OTTOK
MopdoreHa BHOCHT B HauajibHOE IOJIAPHOE paclpelelieHHe BO3MYLUEHHe THIIA
obcyxnasiierocs Boimte. JlampHeRiuas 3BOMIONMS COCTOSAHMA NPHMBOOHT, KaK
yXXe OTMeuanoch, K crabHiIbHOMYy ONHOPOOHOMY pacnpeneinieHuio (puc. 61,7 '),
€CJIH BHEeCEHHOE BO3MYILEHHe JIoKalnH30BaHo BOIH3M monioca. Ha puc. 61 noka-
3aH NpefcKa3blBaeMsbIil Pe3yNIbTaT TPeX NeTEPMHHAMMOHHBIX IIATOB B 3TOM CITy-
yae. OxupaeMoe pa3BHTHE 3epKaJlbHO-CHMMETDHUHBIX HBYOPIOXHX JIHUMHOK
DeHCTBHTENIBHO HMEET MeCTO B 3KcrepuMente [40-42]. B paMKax MOJeNH He-
TPYAHO NMOHATH TAKXe OTCYTCTBHE KaKoro-nubo MopcboreHeTmecxoro pdexTa
npu OGITyueHMH TOH e I030H YNbTpaHOJIETOBOrO CBETAa HEHTPAIBHOH 06MacTH
saina [40, 41] . HanoMHuM, uTO NONApPHBIH npocbmu, KOHIIEHTPaIMK a(X) NpH JIo-
KaJIBHOM BO3MYILEHHH OKa3biBaeTcs 6ojiee yCTOHUMBEIM IO OTHOLIEHHIO K Nepe-
X0y B TrOMOr€HHOe paclipefielieHHe, KOrfla TAKOe BO3MYILEHHE NMPHUIIOKEHO B
HEHTpaJIbHOH YaCTH MPOGHIIA, YeM NMpH JIOKANH3aMHKU BO3MYIUEHHA BOIU3M rpa-
HHIL. JTO O6CTOATENBCTBO OOBACHAET, MOYEMY NpU PaBHOH H03e OGIydYeHHA
B OJHOM cjlyYae HOpPMaJIbHO¢ Pa3sBHTHE NATTEPHOB He HapyIlaeTcs, a B IPYroM
BO3HHUKAIOT ONHCAHHbIE OTKIIOHEHHSI.

3axknioveHHe IlpenoxeHHas TPAKTOBKA paHHero sMGpHoOreHe3a Ha-
CEKOMBIX ONHPAETCA Ha PAN KOHKPETHBIX MOCTYIATOB, KXl U3 KOTOPBIX MO-
XeT MOoBJIeyb 3a cOBOH BMOJIHE 3aKOHHBIE BONpockl. HekoTopsre U3 Hux (He opu
rHHaNBHBIE U1 JAHHOH paGoThl) yxe 0GCYXKOANUCh paHee, B YACTHOCTH BOMNPO-
Cbl, Kacawupecd KOMGHHAaTOPHOTO Kofa nerepMHHauun [29]. Opyrue BBenme-
Hbl BIIEpBEIE.

Mpl  [OTKHBI NMPH3HATH, YTO NOKA y HAC HET MPAMBIX NAHHbIX, IOATBEp-
XJAWINX 3aKOHHOCTb CAENAaHHBIX JONYUIEHHWH, W HET OCHOBAaHMH OTBEprath
aJIbTepPHATHBHBIE ITYTH CAMOOPraHH3aLUMH MPOCTPAHCTBEHHOrO TIOPAAKA B XOHE
paHHeH MeTCpMHHALIHK 3apofbiia. TeM He MeHee Ml pelIHiIuCh CTPOHTb Teope-
THYECKYI0 MOJEINb, NTIOCKOJIBKY JYMaeM, YTO KOHCTPYKTHBHBIE TMIIOTE3bI, OCHO-

192



BaHUA W CJIENCTBHA KOTOPBIX MOXHO IIPOBEPHTb B 3KCNEPHMEHTE, CIIERYeT
BBIJIBMraTh.

MepBy1o anpoGalio NpeLIOKEHHON MOENN MOXHO CIMTATh Y)XKE€ COCTOAB-
eficsa. OnbiThl, B KOTOPBIX Pa3sHoO6pa3sHbIMHM QU3MYECKHMH MaHMIYIAUKAMH
HHOyUMpOBamu MopdoreHeTHdeckHe abeppallMH, HHKaK HE YYMTBIBAJIUCh MPH
NOCTpoeHHH mopenu. IIo3ToMy HX 3aKOHHO paccMaTpUBaTh KakK TeCcT A
teopud. KoHeuno, mogoGHble TecThl He MOTYT 3aMEHHTh NMPAMO#A IPOBEPKH
3aJI0XKEHHBIX MOCBUIOK TeOPUH. OIHMM M3 CHIBHBIX COENIAHHBIX HPEIONIOXeHHI
ABnAeTca npeanosoxenve o auddy3nonHsIx Gapbepax, pasfeNAOWINX AeTep-
MMHAIIMOHHbIE KOMNapT™MeHThI B G1actoepme. Kaxcerca BO3MOXHBIM MOMBITATh-
¢ HCCIeoBaTh 3TOT BONPOC, HAalpUMep ¢ NOMOIBI0 KPACHTENEH, BBOJUMBIX B
KOPTHKAIIbHBIH CIIOH AHLa.

Cnenyer oTMeTHTh, YTO MOJIENIb B TOM BUJIE, KAK OHa OpeNCTaBlIeHa, He ol-
Ha. OHa cnocofHa TpakTOBAaTh JIMLIb GOJlee WM MEHEe YHMBEpCANIbHbIE MOMBI
pa3BUTHs MarrepHoB (ofluMe mjiA pasHbIX Ipynil HacekoMbix). K TaxoBpIM
OTHOCHTCA, HAallpUMEp, pa3BUTHEe PParMeHTUPOBAHHBIX AL, KAUYECTBEHHO CXON:
HO€ B Da3HBIX TPyNmax HaceKOMbIX. BMecTte ¢ Tem uMeloTcs M clenUdHIECKHE
mMoppl. Hampumep, [OBONBHO 1ErKo TNONYYHTh CHMMeETPHUHBIE OBYOpIOXHe
JMYHMHKH Yy XupoHomMp [40-42], Torma kak y nposodmibi ¢H3MUECKUMHU
MaHHNYJIAUMAMH 3TO cAellaTh He ypaercA. O6bscuuth nofioGHyl0 cheundny-
HOCTb ¢ HO3MUHA MOJEIH TAK)K€ MOXHO, HO YKe NpUBJIeKasa HEKOTOPhIE JONOJ-
HUTETIbHbIE NOCTYIIAThI.
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YUACTbH II

KJIETOYHAS AITE3MS. ®U3HYECKHE ®AKTOPHI,
OIPEJNEJIAIONUE B3AMMOINEWCTBUE KJIETKHU
C CYBCTPATOM *)

Hensiit psan ¢opM KiIeTOUHOH aKTHBHOCTH OGYCIIOBJIEH KOHTAKTHBIM B3au-
MOIENHCTBHEM KIeTKa—Kierka M Kietka—cyGerpar. OT cnocoBHOCTH KIeTOoK
NIPUKPEIUIATBCA K CyOCTpaTy WIIM IOBEPXHOCTH APYTOH KIIETKH CyLIECTBEHHO
3aBUCAT MOPQOIOruYecKre H3MEHEHHA, IOKOMOIMA U NeseHue Kietok [1, 2],
a B pALe CIIyYaeB H umouHQ)Q)epeHquOBKa (3, 4]. :

Co cTopoHBI KJIeTKH BO B3aUMOJEHCTBHHM C BHELIHUM cy6crpaT0M yuacrt-
BYKT HHTETPajibHbIé MeMOpaHHbIE Gelku (peuenTopbl) ¢ 3KCIOHMPOBAHHBIMU
HAPYXY YYacTKaMH, COMepXalMMH YIJIeBOOHbIA KoMNoHeHT [5]. ITo B3auMo-
OedAcTBHE CrelM$HIHO: JaHHOMY KIIETOYHOMY PeLeNnTOpY COOTBETCTBYeT BNOJIHE
ONpefleNieHHbIH NapTHEp, CBA3b C KOTOPHIM 0BeclIeYHBaeT NPUKPEIIeHHe KIeTKH
K cyGCTpaTy WIH IIOBEPXHOCTH OPYroi KietkH [6, 7].

HomumMo MoJeKynsapHO-GHOIOrHYECKOro eCTh M ApYroH achneKT NpoGiieMbl.
Jo o6pa3oBaHMs KOHTaKTa COOTBETCIBYWUMEe pelienTopsl, aud yHOUpPYA
B INIOCKOCTH MeMOPpaHbl M He MPOABIIAA HUKaKHX NPU3HAKOB B3aUMOAEHCTBHA,
pacnpefieNieHbl OJHOPOOHO MO BCeH TNOBepxHOCTH KierkH. Ipukpenmnenue
KJIeTKH K cyBCcTpaTy MMeeT MOpOTOBbIA, KOONepaTHBHbIH xapaktep [8, 9] u
CONMPOBOXAAETCA AKKYMYJIAUMEH PELeNnTOPpOB B KOHTakTHOM 3ome [10], Ho
aKKyMyJIAliiell He B OIHY HeNpephIBHYI OGacTh, a B OUCKPETHBIA Habop mnd-
TeH — (OKAIbHBIX M IUIOTHBIX KOHTakToB [11—13]. UmenHo maxkpockony-
YeCKHe YepThl KIJIETOYHOH a/re3uH, M NMpexie BCero YKa’aHHasA JUCKPETHOCTS,
ABJAKTCS NPeIMETOM PaCCMOTPEHUs] B JAaHHOM pa3sfiesie.

Kpome cnenungmueckoro B3aHMOOEHCTBHsA, 00eCNeYMBAIOLIETO ClielUIeHHe
KJIETOYHOH NMOBEPXHOCTH ¢ BHEUIHHUM cyGCTPaTOM, B afire3uio BOBJIEYEHBI HeCTle-
unduueckre cwibl. Peus HaeT 0 B3aMMOMENCTBHH, ONOCPEIOBAHHOM BHEILHHUM
MoJHCaXxapHAHbIM MOKPHITHEM KIIETKH ~— DIHMKOKanHkcoMm [14]. 3ror crnoit
¢ ero pacnpefelleHHbIM 2apAIOM H FHAPOMUIBHOCTBI CO3/IAET ~OTTANIK UBATEIIb
HbIA”’ Gapbep, MpeNATCTBYIOLIMI CONIDKEHHI0 MOBEPXHOCTH KIETKH ¢ cybcerpa-
toMm. Eciu Mem6pana npuxara k cyBeTpaty yxke 0Opa3oBaBIUUMHCA CBA3AMH,
TO 0Gpa3oBaHUe HOBBIX TaKHX CBA3edl He Tpebyer coBeplieHUs: pabOThI MPOTHB
YKa3aHHbIX HecleuMdHueckux cu orranikuBanud. [lo aTo#t npuunHe nobaBrieHHe
HOBBIX CBsi3eil OGJIerueHo MO CpaBHEHHMIO C NMOSBJIEHHEM NEPBBIX, YeM H 06y clIoB-
JleHa KOONepaTUBHOCTh Npolecca. bosiee cTporuit aHanus agre3uM, OCHOBaHHbIHA

*) Cm. Buonormieckue Mem6pansr. — 1988. — T. 5, N2 10. — C. 1100—1107.
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Ha 3THX KadyeCTBEHHBIX COOOpaxeHHsX, mpoBeneH B paborte Bennma M coaBro-
pos {14]. ,

B oimune ot [14] B manno# paGoTe npouecc cneludpMieckoro CBA3LIBaHHN
pelenTopoB ¢ HMMOGWIH30BaHHBIMH MOJIEKYJIaMH TIOJUIOXKKH TPaKTyeTCs B
PaMKax KHHETHYECKOrO, a He TepMOAMHaMuyeckoro nojxopa. Ho Gonee cy-
IIECTBEHHO TO, YTO MbI NpeANoJiaraeM pasMOpOXKEHHOH [IOTIOTHUTEILHY 0 CTeNeHb
cBoGOMbI. A HMEHHO, AONYCKaeTcs HeogHOpogHoe cOimkeHHe MemOpaHbI ¢
MOIJIOKKOH 3a cyeT M3rubHOA pnedopmauuu nepBoit. Te e NPHUHHBI, KOTO-
Pble fAeNalT MNpolecC aAre3HH KOOMEpPaTHBHBIM, KaK IOKAa3aHO, OKa3bIBAIOTCH
‘[IOCTATOYHBIMH JUIs CIIOHTAHHOTO, HEOAHOPOJHOTO HCKPUBJIEHHA MeMGpaH:l B
KOHTaKTHOH 30He. Takoe HCKpHBIIEeHHe CONPOBOXIAaeTcs JaTepanibHBIM Tiepe-
pacnpefieJieHHEM PELENTOPOB — UX JIOKaJbHHIMU CKOIUIEHHAMH B MecTax Gollee
TECHOr0 KOHTaKTa.

®opMynTupoOoBKa MOJe U Anre3us KIeTkKH Kk cybeTpary B Ipen:
NlaraeMoH MO[EJIM fABJIAETCA Pe3yJIbTATOM BO3IEHCTBHA ABYX NOACHCTEM — XM
MudeckOl H MexaHMyeckol. Peuennrtopsl — morpyxeHHble B MemMOpaHy IJIHKO-
TIPOTEUHBI — H CNeH¢pUUeCKHe JIMIaHObl K HUM, HMMOG MITH30 BaHHbIE Ha NIOBEpX-
HOCTH MOUIOKKH, COCTaBNAKT XHMHYECKYI0 NoacHucTeMy. PelenTopsi B3aUMo-
JEeHCTBYIOT C JIMTaHOaMH, obpasys creuuduueckHil KOMIUIEKC, 3asiKOPEHHbIA
TIO/IJIOKK OH.

BTophiM yyacTHHKOM afre3uM sABIAeTcsA KietouyHas MemGpana. [lo orHome-
HHlo K perentopamM memGpana mpefcraBiisieT co6oi OrpaHWYHBAIOLIYIO CBSA3b.
CornacHo MHOrOUYHCIEHHBIM HAaGIIONEHHUAM, peLenTOpbl CMOCOGHBI IEpeMelnaTh-
Csl OTHOCHTEJIbHO MeMOpaHbI TOJILKO. B JIaTepalibHOM HampapiieHud. MeHHO J1a-
TepasipHass JHGEY3HA 0DecleunBaeT aKKYMYINSAIMIO PELeNTOpOB B KOHTAKTHOM
3oHe [10]. HopmarsHbie e ABIKEHHA peleNTOPOB, 06eCMeUNBAILME HYXHYI0
mnsa oGpa3oBaHHA CBA3M GIM3OCTb ¢ CyGCTpaToM, BO3SMOXHBI TOJILKO BMECTE C
camoii MeMGpanoit (puc. 62).

PR Sy N T U VT S S WY Y Y W N S S

Puc. 62. CxeMarMdecKoe MpeACTaBlicHHe a[ile3MOHHOr0 KOHTAaKTa KIJeTKa — cybGerpar:
R — peuentopsl, o6ecneunBaoluMe MPUKPeniieHHe KIETKH K cybBcrpary, R* — apresuon-
Hble KOMIUIEKCBI, G — MONEKYNE rauKokasnukca, M — mMemOpaHa, S — UMMOGHIN30BaH-
HEIH THTaHO,

Takum o6pa3zoM, peuentoppl, KOTOPHIM TePMOOMHAMHYECKH BBIFOAHO 06-
pa3oBaTh CBA3b C MOJIEKYJIAMH Ha NOMIOXKE, CO3JAIT CUIY, NMPIWKUMAIOUIYIO
K HeH MeMOpaHy.

Ecnu [/, — mMpuna 3asopa Mexay MemGpanoil H NOMIONKKOH, COOTBET-
CTBYIOIL{asi paBHOBECHOW KOH(MrypalHu KOMIUIeKca, TO IIHpHHE 3TOrO NpoMe-
Xyrka £, OTIMUHOM OT /o, COOTBETCIBYeT U3OBITOUHAA 3HEPrHs KOMIUIEKCa
¢(¥). B ynpyrom npuGnmwkenun ¢(£) Boipaxaerca Kak [14]

o(®) = o(lo) +alt — lp)*. )
3nech deHoMeHoNOrMueckuit Ko3hGbUIUUEHT @ He CileyeT OTOXIECTBIATH C
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KECTKOCTBI0O HETNOCpPEe/ICTBEHHOH CBA3M pellemrop—nurana. OH onpenensercs
KECTKOCTbI0 Hambollee rMOKOIO 3BEHA BCErO KOMIDIeKca MeM6paHa — peliern-
TOp — JIMraHpg — NOMIoKKa. TakHM 3BeHOM, B YaCTHOCTH, MOTYT ObITh YYacTKH
MOJIEKYJ pelenTopa ¥ JIMTaHfa, JMiieHHble BTOPUYHOR CTPYKTYphl (CM. COOT-
BeTCTBYioIMe oueHkH B “llpunoxennn™). B nmpubmuxenun (1) HopManbHas,
HpIKMMalollas MeMOpaHy K HOMTOXKe CHia fon (Ha OOHH peuenrop) Bbl-
paXkaeTca B BHME

fen = —0p/0E= —2a(t - lo). ©)

1ol cWie NPOTUBOIEACTBYET HOPMAJIBHOE IABJIEHHE B C/I0€ ITHKOK AJIHK Ca,
OGpa3yeMblil KHCIBIMH NONHCAXapUIaMH 3TOT CNIOH JaeT [1Ba BKIJaJia B CONpO-
THBIICHHE CKATHIO:

for =fon tfem- 3)
IlepBBIii CBf3aH ¢ 2NEKTPOCTATHYECKHM OTTAJIKMBAHMEM OTPHIATENBHO 3aps-
JKEHHBIX CErMEHTOB M OLECHMBAETCH BEJINYMHOM OCMOTHYECKOTrO JABJICHHA Ma-
JIbIX MOHOB PacTBOpa, KOMMNEHCHPYIOIIUX 3apsll CETMEHTOB B COOTBETCTBHMH C
[IOHaHHOBCKHM paBHOBecHeM [15]. Bropas KOMIOHEHTa OTTalKMBaHHs CBA3aHa
¢ THAPOGHIBHOCTBI0 MOTIEKYNl TMMKOKANUKCA — 3aMellleHHe KOHTAaKTOB Cer-
MEHT — pacTBOPHTeNIb KOHTAKTAMH CETMEHT — CETMEHT IPH CKATHH TEPMOJIMHA-
mudeckH HeBriromHo [16]. CormacHo oueHkam, chenaHHbIM B pa6ote AGHM M
coaBropoB [17], momuHMpyer BTOpOii BkNan. COOTBETICTBYIolee eMy BBIpaXKe-
HHE [JIA CBOGOAHOM 3HEPrMH Ha €OMHMUY IUIOILAAM KaK (PYHKUUHA TONLIHHBI
cnos G(£) Moxer GbITh peficTaBieHo B Buae [16]

G=2kT(VYV)(% — X)0* fp?dz + 26 TH[(8% — 1)/2 — In 3], @

roe V, — oObeM cermMeHTa MOJNEKYN IIIMKOKaNMKca, V| — o6beM Momekyn
pacTBOpHUTeNsA, G — YHCIO CETMEHTOB, NPHXOMsAUeecd Ha eQUHMLY IJIoWazu
MeMOpanbl, p(z) — GYHKUHA pachpefieNleHHsa MIOTHOCTH CErMEeHTOB MO HOp-
MaJIbHOM KOOpIIMHATE, 8§ — CTelleHb CKaTHA TJIMKOKanukca: & = £/L.
3a cuer uaruba memOpanbl cOTMKEHHE ee ¢ TMOMIOXKKON MoxeT GbITh HEol-
HopomHbiM. Ho npu 3roM pomkxa GpiTh COBEpIEHA NOMOJHHUTeNbHasA paGora,
CBfI3aHHasA C U3rMOHOM XXECTKOCTbIO MeMOpaHbl M C TaHTeHUHAJIbHBIM HaTOKe
HMeM B Heill. OgHako sta paGorta MoXKeT OKa3aTbCA MeHbIlle, YeM pabora mpH
ONHOPOAHOM COJIMKEHUH B Moje HecreUM(pHUECKHX CHIL. JTO M BBIACHAETCH
HIKe.
Brnusauue me¢popmaunu mMemOpaHbl Ha peaKlH0 B3aHMOZIENCTBHA pelenTo-
Pa C MUMraHOOM BBHITEKAaeT U3 3aBUCHMOCTH 3HEPrHH CBA3M OT LUMPHHBI 33a30pa
Mexay meMGpanoit 1 nomioxkoi ¢(§) [14]. IInsa KoOHCTaHTbI paBHOBecHs 3TOM
* peaKUHH HMeeM

K (&) = K(lo)exp [~ a(t — Io)*/xT]. &)

Mb! orpaHmuMM noka paccMOTpeHMe TOH YacTbio NMOBEPXHOCTH KIIETKH,
KOTOpast Mpuieraer K MOBEPXHOCTH cyOcTpata, M, HaXOOACh B KOTPPOH, pe-
LeNTOphl MOTYT OGpAa30BLIBATbL CBA3b C JIMrAaHIOM (KOHTaKTHas 30Ha). Ilmo-
mafp STOM YacTH CUMTaeTcs HEHM3MEHHoM (T.e. paclUlacThlBaHHe B Npouecce
afre3My, KaKk OTHOCHTENbHO MENJIeHHBIA Npoliecc, He yuMrbiBaetcs). Hanmuume
[OpCAJIbHOM YacTH KIIETKH, B Mpefieiax KOTOPOH pelenTopsl cBoGoauo nupdyH-
IUPYIOT, HH C YeM He B3aMMOJEHCTBYA, HOMDKHO OTPa3HThCA B I'DaHHYHBIX YCIIO-
BMSIX, TOKA 1A HAC HE CYILECTBEHHBIX.
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OGpa3opanke cBA3M peuentopa (R) c nuranpoM (S) Gynem paccmatpusars
KakK 0OpaTHMBIH XUMMUYECKHH aKT COTJIaCHO CXeMe
ky e
R+S = R . (6)
kZ
Octapnas 3a OykBaMH R, S, R 3HaueHHA COOTBETCTBYIOLIMX KOHLEHTDPAIIMi
(Ha enMHMLY MOBEPXHOCTH) M YUHTbIBasi AH(dy3HI0 CBOGOIHBIX PELENTOPOB,
MMeEM KHHETHYECKYIO CHCTEMY, COOTBETCTBYOLIYIO cXxeme (6) :

oR . 2
—= —k;SR+kR" +DV*R,
ot

oR” .

_—= klsR b k 2R .

ot
Ilns ompeneneHHOCTH Bce HM3MEHEHME KOHCTaHTHI PaBHOBECHA peakuuH (6)
K =ky/k,, cBazannoe ¢ H3GbITOUHON 3HeprHei ¢(£) xomiutekca R *, MbI Gynmem
LeJIMKOM OTHOCHTH 33 CYET JIMILbL OfHOM KOHCTAaHThl CKOpOCTH k. Bce mocne-
OylouMe pe3yibTaThl KaueCTBEHHO He H3MEHACTCA KAK B OGpaTHOM IpefenbHOM
Cllyyae, KOrfia BCA 3aBHCHMOCTB OT £ B (5) OTHOCHTCA TONBKO K k5, TAK M B TIpo-
MEKYTOUHBIX CIIyYaAX, KOTrAa or § 3aBHCAT 06€ KOHCTaHTBI CKOPOCTH NIPH YCIIO-
Buu (5).

Uepes 3aBucHMOCTD Kk, (£) TIOBeeHHe XHMMUECKOH MOICHCTEMBI CBA3aHO C
COCTOsTHHEM MexaHHyecKOH. COOTBeTCTBEHHO ONHMCaHHe IOJIKHO GBITH AOMOJHe-
HO YpaBHEHHEM [y MOCTIeqHEH.

M3rn6 memOpaHpl B I1€pBOM NPHOIIMKEHHH 3afaercsi HEOTHOPONHBIM B
WI0CKOCTH {X, ¥ } cMellleHHeM B HOPMaJIbHOM K 3TO#H [IOCKOCTH HAIIPaBJIeHHH:
&x y). B macirraGe BpeMeHH Beero mpouecca 7 ~ 1 MHH MeMGpaHy kak Mexa-
HHYECKYIO CHCTEMY €CTECTBEHHO CYHTATh HAXOJISMIIEHCA B COCTOAHHHM PaBHOBe-
cus.Tem caMbIM HCKOMOE ypaBHEHHE, ONHCHIBAIOILEE MEXAaHMUECKYIO TIOJICHCTE-
MY, BbIpaXkaeT ycJIoBHe DaaHca HOpMaJbABIX CHII

fuar +fna'r +an +f01'=0' (8)

B 10T GanaHC BXOOAT CHIIBL: fy5r = BAZE — cHna, cBsi3aHHas ¢ M3rHBHOM XeCT-
KocTbi0 MeMOpaHbl (B — ko3 pHUHeHT U3rHGHOM X eCTKOCTH) ; fyar = —TAE —
CHla, CBAI3aHHAA C TAHTeHUMAJIBHBIM HaTAXeHHeM MemOpanpl (T — BenMuMHa
3TOr0 HATDKEHMs); MpWKAMalowas MeMOpaHy K INOIOKKE cHNa fon =
=2aR*(t — lp) (R* — YMCIIO reHepHpYHLIMX 3Ty CHITY clieuHdpHIECKHX KOMII-
TIEKCOB JIMTAHI — pEUENTOp Ha e[HHHIY MOBEPXHOCTH); HAKOHEL, for — CHIIa,
00y clIOBINIEHHAA JaBNICHHEM B ITIHKOKAIMKCe: for = —0G/0E.

[Moncraenaa npvBelIcHHbIE BoipaxeHnst B (8), MMeeM ypaBHEHHE OTHO-
cuTenbHO GyHKImH £ (X, ¥):

BA’E — TAE+20R*(§ - lo) + for(§) = 0

82 82
A=—— + .
< ax? ay? >
Ypasuera (7), (9) o6pasynr 3aMKHYTYI0 CHCTEMY, B NPHHIIMIIC OMMCHI-

BapLYK Kak caMo oOpazoBaHHe cnelMUUECKHX KOMIUIEKCOB R*, Tak M HX
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JaTepajibHOe TiepepaclpelelieHNe, CONPOBOXAALIee HEOJHOPOOHBIA H3rHO
mMeMOpaHbI. ,
' AHanus Mopaenn AHaumutHYeckoe pelueHue cucremst (7), (9) B
CWIY €e HEIHHeHHOCTH HefocTymHO. OIHAKO BaXkKHbIE BOINPOCHI MOXHO BBIAC-
HHMTh YXE€ B JIMHCHHOM NpHbmmxeHmd. B vyacTHOCTH, BOIpoc O NMPOCTPAHCTBEH-
HOH MOMYJIAUMH KOHTAKTHOH 30HBI,

IIpumMeM B KauecTBe HCXOHHOTO OZHOPONHOC PABHOBECHOE COCTOSHHE
s obenx MOACHCTEM — XMMHMYeCKoifl M MexaHHueckol. TakoBoe ynoBnerso-
psaer ypaBHeruam (7), (9) np ycioeuu R = R* = 0. B 310M cocrosanuu onpe-
OeneHbI 3HaUeHus1 £,R u R*:

E=Eor R=R°, R‘=R‘°,
RO/R'0 =k (k1 (£°)S).

Hanee B paMkax NHHeapH3oBaHHbIX ypasHenuir (7), (9) pewaercs Bompoc
06 yCTOHYMBOCTH 3TOTO COCTOSIHMS IO OTHOLIEHHI0 K MAJIOAMIUTHTYZHbIM
MPOCTPAHCTBEHHO HEOMHOPOOHHIM Bo3MyueHusM 8%, SR, 8R*, Ilpu 3tom no-
MYTHO BBIACHACTCA, KaKOH NPOCTPAaHCTBEHHBIH PEXHM afr€3HOHHOTO B3aHMO-
OEACTBHA peaIn3yercsi B Cllyyae, eClIM HCXOMIHOe OJHOPOIHOE COCTOSIHHE OKa-
XeTcsA HeycToHuMBBIM, MMeHHo c¢dopma Haubonee ObIcTpo pacTymieH MOJIBI
BO3MYILEHHA OIpefielIseT ITOT PEXHM,

Haunem c npenensHoro ciydvas CHIBHOW a[JT€3MBHOCTH’ NOIFIOKKH, YEMY
COOTBETCTBYET YCIIOBHE

ky <€ k,S. (11)

(10)

Tpu KoHCTaHTE CKOPOCTH IHccouMauuu Komiuiekca R* k, > 107! ¢! u xa-
P T 2 P

paKTepHOM Macitabe NPOCTPaHCTBEHHOH HeodHOpoOmHOCTH ~1 MM (410
COOTBETCTBYET DEaNbHOCTH) CTA[Meld, JIMMHTHPYIOIIEH CKOPOCTb B PEAKIIHH
cBA3pBaHMss R ¢ §, saBnserca muddy3usa cBoGoumHbIx pelentopos. B 3rom
. Cllyyae CNpaBeTHBO MNpHOIK)KeHHe JIOKAILHOTO PaBHOBECHA, MJIs1 KOTOPOro

_fa
k(&%) S
Torpma ypaBheHMe JaTepanbHOro mepepacnpelelieHUs CBA3ARHBIX DPEUENTOPOB
Oyner

RGx,y) = R*(x,y) < R*(x, ). (12)

dR* Dk R*
=t gt — (13)
ot S ki (®)
WY B JINHEHHOM IIpHOIHKEHHH
or*
= d,V?r* +d, V2, (19)
ot
rge
Dk ki)
PPSORY, dy= g, 4 =—diR = (15)
Sky(£”) ky(2°)
B TAKOM IIPHGIIH)KCHHH )’CJIOBHC MEXAHHUECKOTO paBHOBeCPlﬂ BBITIIAOUT KaK
BA?f — TAE + br* +at = 0, 16)
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rrie
3for(£%)
oT
b=2a(t° - ly), a=2aR*°—w, w=—-—"""—2>0.
ot
OTMeTHM, 4TO B PaMKaX MEXaHHYeCKOH NOICHCTEMBI, T.6, 6e3 yueTa mepepac-
Tpe/ieNeHUs PelleNTOPOB, YCTIOBHEM yCTOMUMBOCTH ABJIAETCA

a >0, " a7n
370 yclOBHeE MbI B AafbHEHIIEM [IPEIONAraeM BUIOTHEHHBIM,

He ywirpiBasi BIMAHMSA TCpaHMll, HMeeM HOPMAJIbHble MOJb! YpPaBHEHHN
(14), (16) Bupa

r*, £ ~exp [u(k)t +ikr] (18)

C BPEMEHHBIM nokasaresieM u(k), 3a3BHCHAILMM OT BOJHOBOTO wWwAcha K Kak
dybk?

u (k)= —d;k* + —— (19)

a+Tk® + Bk*

d)OPMa ITOM 3aBHCHMOCTH, NOKa3aHHasA Ha pHUC. 63, CYIICCTBEHHO MEHACTCA
IPpH KPHTHYECKOM OTHOUICHHH NTAPpaMETPOB:
b
d1 =d2 )
a

Wi, uMes B Uty (15), npu
4ap(t°)R*°
kT(RaR*® — w)

OHO omnpefeNisieT NOPor KaueCTBEHHOrO M3MeHeHMsa moBepenusa. Ifo opHy cto-
pony nopora (Q < 1) HCXoHHOe COCTOMHHE C €T0 OJHOPOLHBIM pacmpesee-
HHEM pEIENTOPOB M IUIOCKOH MeMOpaHoil ycroiiywpo, Ifpu Q > 1 ycroiiun-
BOCTb HAPYILAETCA HEOXHOPOIHBIME MOIAMH Bo3MylueHHsa SR*, §t. [Ipu stom,

0= (20)

#4 i

L L Puc. 63. Bum nucrnepcuonno# 3apucumoctd u(k?), coot-
P k,‘\k? BETCTBYIOLIMI BbIpaXeHWio (19), mo pa3Hble CTOPOHBI OT

moporaQ=1:1-Q< 1L, HI-Q>1

Kak BHJIHO M3 pMc, 63, LeMbIi [HaNa30H JUIHH BORH A > \; = 2m/k; cHHycOH-
HalpHBIX MO H3rMba MeMOpaHbl M aKKYMyJIAUHH pelleNTopoB NpHOOpeTaer
IOJIOXUTETIbHBIH HHKpeMeHT. TeMn HapacTaHMAa aMIUTHTYZIbi BO3MYIIEHHH
OKa3bIBaeTcA HaMGONBIIMM AJIA MOJI C BOJIHOBBIM UMCIOM Kg, COOTBETCTBYIO-
IUKM MaKCHMyMy Ha aMcriepcHo# kpuBoi u(k?). MMeHHO 3TO# MO0 HOMKHBI
ONpeHEeNATECA NPOCTPAHCTBEHHAA MOLYJAUMA H3rHGa MeMOpaHb! B KOHUEHTpa-
L(HM CBA3AHHBIX PELUENTOPOB B 30He KOHTAKTA KJIETKH C MOMIOKKOH.
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B paccMOTpeHHOM NpeleNbHOM Cllyyae CHIBHOH aJIFe3UBHOCTM MBI He
B COCTOAHMM OUEHHUTh 3ddeKT H3MEHeHHA IUIOTHOCTH aNresUBHBIX MECT Ha
nomioxke. Or mapamerpa S, XapaKTePH3yIOWIEro 3Ty IUIOTHOCTb, HE 3aBUCAT
HH MOPOrOBOE OTHOlUEHHE MapaMeTPOB (20) HH TIPOCTPAHCTBEHHAA MOJyJsA-
M1 KOHTaKTHO#M 30HBI (BeMMUMHA K¢ ) .

OpHako Takas 3aBMCHMOCTb [IOJIKHA NMOSIBUTBCA B [ManasoHe Gojee HMU3-
KHX IUIOTHOCTeH NHraHna S. B 3ToM ciyuae yske HET OCHOBAHHE [iist TIPUGITHKE -
HHs JoxanbHoro paBHoBecHs (12). He BBopms 3toro npuGmuxenus, HMeeM
BMECTO PefyUHPOBAaHHOH MOMENH JIATePalbHOTO IepepaclpefelieHHs peLlenTo-
poB (13) ucxommymo, Gornee MONHyW MofeNb C peakumeid ¥ muddysueir (7).

Mo-npexHeMy CuMTaeM MCXOOHBIM MEXAHWYECKHM DPAaBHOBECHOE COCTOSHHE
MIIOCKO# MeMOpaHnl ¢ OBHOPOAHBIM pacinpepenenueM penentopoe (10). JTu-
HeapHU30BaHHASA MO MajlbIM BO3MYyIeHHsM r, r*(= 8R, §R*) 3Toro cocrosnus
CHCTEMa ypaBHeHH# (7) MMeeT BHL

ar ,
vl = —ky(£°)SR°E — k, (8°)Sr + kyr* + DVr,
t

or* _ _ (21)
=Kk1(E°)SRE + k1 (8°)Sr — kar*.

Bmecre ¢ npexHumM ypapHenneMm (16), cBA3bIBalOIIMM JIOKaTbHYI0 Hedopma-
o MeM6paHsl £ (X, y) ¢ JOKTBHOH aKKYMYyJIAIHEH pellenToOpoB r*, nonyiaem
1A HopMabHbiX Mon Buoa (18) mucnepcHoHHOE ypaBHeHHE

u? +ukyS+ka +Dk* +p(k*)] +DK? [k, +p(k*)] =0, (22)

rie p(k*)=k;(E°)SR®b/(a + Tk® +BK*®).

CHoBa, KaK H B mpensimymem, Golee YacTHOM Cllyyae, HMeeM /IBa KauecT-
BEHHO PaxTHYHBIX BapHAHTA OUCNEPCHOHHOH KPHBOH — MOHOTOHHBIH H HEMOHO-
ToHHp. [lepexon OT OOHOro BapHaHTa K JPYTOMY COOTBETCTBYET KaueCTBEH-
HOMy HM3MeHeHMIo noBefenus. Iloxa xpupas w(k?) MOHOTOHHa (WpH 3TOM
OHa, KaK HETPYIHO BHJETh, yGbiBaeT ¢ pocToM k° or 3wauenus u(0) < 0),
MeMOpaHa OCTaeTCsA IUIOCKOH M pelenTophl pacipefeseHsl B Heil OHOPOMIHO.
HemoHotonHocTs u(k?) comnpskeHa ¢ NOMBIIEHHEM HHTEpBaja BOJIHOBBIX
umcen Kk, B mpefesiax KOTOPOTO HHKPEMEHT COOTBETCTBYIOHIMX MOJ MOJIOXKH-
TeneH. JTO O3HAuYaeT, KaK M paHee, HapyllleHHe YCTOWYMBOCTH OJHOPOMIHOTO
COCTOSAHUA M JOMHHHpYIolllee HapacTaHHe ONperesleHHOH CHHY CONATIbHOH MOZBI
H3ruba MeMOpaHbl H KOHLEHTPallMH PeLeNTOPOB.

B pesynbrare BMeCTO OJHOPOIHOTO NPHTSKEHHA K IOJUIOKKE KOHTAKT
C Hell CTAaHOBMICS HUCKPETHO NMATHHCTbIM. OMIHAKO B OTIHYME OT MpelesIbHOTO
Cnyyas “’CHJIBHOM aAre3sMBHOCTM” Tellepb MOPOrOBO€ OTHOUIEHHE TapaMeTpOB
BIUTIOYAET M TUTOTHOCTH JIMTAHJIOB 5.

TeM caMpIM mNOCEOHsAS OKa3biBaeTCsA MONOIHMTENLHBIM MAapaMeTpoM,
peryaHpyiouMM mponecc afresdu. C pocToM IUIOTHOCTH JIMraH/a B3aHMOMIEHCT-
BHe KIIETKH C Cy6CTpaToM He MeHseTcs, oka S < Sy, H KaueCTBeHHO H3MEHsA-
etca npu S > Syp. B Touke S = Sy, MMeeT MeCTO KOOTepPaTHBHEIA Nepexor
C HapylIeHMEM MaKPOCKONHYeCKOH OIHOPOMHOCTH CBSI3aHHBIX PELENTOPOB
M NEpHONHMYeCKHM H3rHGoM MeMOpaHbI. KpumquKoe 3HAUEHUE TUIOTHOCTH
JIHraHOa Sy p ONpPENIENIEHO BBIPAXKEHHEM

SKp = kza/(l kl IR()b — kla) .
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CTporo roBops, Mbl NOKa MOKa3aIH JIHIIG TEHACHUMIO K JIHCKPETH3AUUK
KOHTAaKTa, HO HE HAIDIM COOTBETCTBYIOLIEE YCTOHYMBOE PpellieHHe. AHalu3
HeJIMHEAHBIX YPaBHEHMHA, B paMKaxX KOTOPBIX 3TO peHiCHHE M MOXeT ObiTh
MOJy4eHO, MOJKeH NPHHATL B PacueT PAJ JONOIHUTENBHBIX (aKTOpOB, CIIO-
COGHBIX MOJYIHpOBaTh afre3HOHHOe B3aHMOJEHCTBHE KIIETKH C CybCTparom,
B TOM 4Mcile: BRITeCHeHMe (GMOpoHEeKTHHA H3 06/1acTH GOKAIBHOrO KOHTAKTA
[18], Bo3MOXHOE H BEepOAITHOE BBITECHEHME MAaTepHania DIHMKOKATHKCA H3
3T0M e obnactu [17], peopranu3saiyio WHTOCKENETHBIX CTPYKTYp [1].

Ha Heo6Xog@MOCTb TaKOTO PACHIMPEHHA MOMCIH yKasbIBalOT HE TOJNBKO
NpHBeICHHbIE CBEAEHMs MAaKPOCKONMMYECKOTO XapakTepa, HO M Habmopaemas
MaKpOCKONHYeCKas KaprHHa aaresmu. Ilo-BHOKMOMY, TOJNIBKO Ha HaYalbHOM
3Tale NMPHKPEIUIEHAA KJIETKH K cyGcTpaty BesA ee BeHTpanbHaa (oOpaileHHas
K cybcTpaTy) NOBEpXHOCTb Y4acTByeT B GOpMHPOBaHMH (POKATBHBIX KOHTAK-
TOB. IMEHHO K 3TOMY 3Tany OTHOCHMTCs Npe[CTaB/ieHHass MOMeb. 3aTeM HMeET
MECTO JANTbHEHNIAA MEPerpynIMpOBKa KOHTAKTOB, B Pe3yJbTaTé KOTOPOH OHM
OKAa3bIBAKTCA JIOKATM30BaHHBIMH MPEHMYIECTBEHHO BOJIM3H KpasA BEHTpaib-
Holt cropoHbl kJjietkd [11, 19]. OcHoBHass e 4YacTb 3TOH TOBEPXHOCTH,
MO-BHAMMOMY, BooOllle ycTpaHsieTca U3 ajiresHd. B xope nojsapH3anuy noaBax-
HBIX KJIETOK MPOHCXOOMT JalpHedilee OrpaHHYeHHe OONACTH JIOK AIM3aluH
afire3noHHoro kourakra [19]. IpuusHel, BBI3bIBAOIIME TAKYIO IEPErPYIIIMPOB-
KY $OKaIBHBIX KOHTAKTOB, €Ille TPeOYOT BhIACHEHHA.

OO0 cyxneHHe. I[lpeacrapneHHoe paccMOTpeHHE [aeT KaueCTBEHHBIH
OTBET HA BONpPOC O NpPHYHHE JHCKPETHOCTH KOHTAKTHOH 30HBI IpPH B3aMMO-
OEeACTBHH KIIETKH C ajire3UBHBIM cyGcTpatoM. CocTosiHMe, B KOTOPOM MeMGpa-
Ha CIIMBKaMHM (KJIETOYHBIA peuentop — #HMMOOWIH30BaHHBIA Ha cyGcrpate
NMraHi) OIHOPOZIHO MPHXMMAETCA K CyOCTpaTy, B ONpefeleHHbIX B JAHHOM
paboTe YCIOBHMX OKAa3BIBAETCA HEYCTOHWBBIM. JTO NPOHCXOOMT BCIEICTBHE
TOrO, YTO JIaTepasibHOE NEPEpPacIpele/ieHHe peuenTopoB NMOMHMO M dysHon-
HOH COCTaBJIMOMIEH MMEET COCTABJIAIONIYIO HANIPaBJIEHHOTO CHOCa B OGNacTH
Goee TecHoro npHneranusa MemOGpaHbl k nomioxke (ypaBuerde (14)).
B pesynbraTe 3jiech NMOKAaNbHO NOBBIUAETCA YHCIO CUMBOK R — §, 4To B
CBOIO O4Yepedb NMPHBOJHT K eule DonbilleMy NOKAIBHOMY CONMXKEHHIO KIIETOY-
HOl NIOBEPXHOCTH ¢ NOIONKOH (ypasHenue (9)).

CymecrBeHHo, YTO [AHHBIA MeXaHH3M ofecHeuMBaeT He MPOCTO JIOKAllb-
HyI0 aKKyMyJlIAUMI0 CHIMBOK, HO H KOJUIEKTHBHYI0O MOJY INOBEINEHHMA peluer-
TOPOB H MeMOpaHbI, NMOPOXKIAKUIYI0 NEPHOIMICCKHH NATTEPH HCKPETHBIX
KOHTaKTOB,

Ha ocHOBaHMH NpemyIoXeHHOH MOJENH He NUPENCTABIAET TPYNA MONYYMThH
NpeCKa3aHMe OTHOCHTENIBHO 3aBHCHMOCTH, HANpPHMep, Mcia  (OKANBHBIX
KOHTaKTOB Ha €[MHHMIly MIOWIAfH KOHTAKTHOH 30HBEI OT MapaMETPOB B3aHMO-
AEHCTBHA KIIETKH C CyGcIpaToM (@, w) WM OT KONHYECTBA COOTBETCTBYIO-
HWIHX penentopoB (R) H KOMIUIEMEHTADHBIX WM IMHranmoB (S) Ha momioie.

Hexotopbie M3 Ha3BaHHBIX MAPaMETPOB HOCTYNHBI KOHTPONUpPYEMOMY
H3MCHCHMIO B 3KcNepHMeHTe. Tak, WIOTHOCTh 3apAfa B KOHTAKTHOH 30HE M
TEM CaMbIM CHITy HECHEUM(PHYECKOTo OTTAUIKHBAHMS MOXKHO BapbHpOBaTh ITy-
TeM 06paGoTKH MOBEPXHOCTH CyGCTpaTa MONIWIMIMHOM, KAK 3TO AENAIOCh B
paGote Cyrumoro [20]. Opnaxo, HACKONBKO HaM W3BECTHO, NAPALIENBLHBIR
KOHTPOJIb KOJIHYeCTBA (OKaNBbHBLIX KOHTaKTOB He mpoBomwics. [TosroMy noka
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Mbl HE MOXeEM KOJIHYECTBEHHO CPAaBHMTb IPECKA3aHMA MOJIENH C COOTBETCT-
BYIOLIMMH 1aHHBIMH,
MpunoxeHue. Oua 1oro 'uroGsr yGeIUThCA B Pead CTHIHOCTH OHKCHI-
BaeMOTO MOJIENIbI0 MEXAHH3MA, IIPUBEIEM HEKOTOPbIE KOIIMYECTBEHHbIE OLIEHKH.
CornacHo TpeCTaBIEHHON MOJENHU, MPOCTPAHCTBEHHbIH MacmTab HeomHo-
POJHOCTH B KOHTAKTHOH 30He rpy00 OLEHWBAETCS HA OCHOBAHHMH BBIPOKEHHS
(19) u3 ycnoBus

a~TK:, k=2a/\ 6]

Hna ouenkn Bxopsumx B (I) mapamerpoB OynieM NPHUIMCHIBATb, KaK H B pa-
Gore benna u coaBropoB [14], xoaddHUHEHTY o 3HAuYCHHEe, COOTBETCIBYIO-
uiee XECTKOCTH KIYGKOOGpa3HOH IONHMEDPHOH LEMOUKH (IHTPONHiAHAs ynpy-
rOCTb) :

a~xT/L? ~ 107! mun/cm. an

3peck L - nUHeHHbIH pa3Mep LENMOYKH, B HEHANPSDKEHHOM COCTOAHMH L ~
~ 10 uM. Cpenmiolo KoHueHTpauMio (Ha eIUHHLY MOBEPXHOCTH) peLeNTOpPOB
R*° cuutaem nopsmxa 10'! cm ™2, uto cootBercTBYer 105 penenTopor Ha mwio-
wazae 100 Mxm?. 310 HaeT OLEHKY NapaMeTpa ¢ B COOTBETCTBHH C €rO OIlpe-
peneruem (16): a~ 2 - 10'° mun/cm®.

BenMuMHa TaHTEeHIMAIBHOTO HATSDKEHMST MeMOpaHBI OIIEHMBAeTCA Kak
T~ 107! man/cm. Torma mns A, B cootBetcTBHM ¢ (1), UMeeM

N=2n/k =27 +/T/a ~ 0,1 Mxm.

Jra BenMuMHa GNM3Ka K pearlbHo HaOmomaemod [11]. 3amerHM, 4TO NMPH [aH-
HOM 3HayeHMH k wienn g, Tk> u Bk* B ypaBHenuu (19) OKa3bIBalTCHA OHOTO
NopsKa MpH KoxpduIMeHTe H3rH6HO#H xecTkocTd B ~ 10712 apr.

JUHAMHKA PEIIbE®A KJIETOYHOHW MOBEPXHOCTH *)

OueHb MHOTHE THNBI KIIETOK XMHBOTHBIX, @ TaKXe€ Pl OJHOKJIETOUHBIX
oGianaroT moaBHXHOCTBIO. KileTouHas MOABHIKHOCTH BBIPAXKAETCA B MOCTYIMa-
TEJBHBIX TTe PEMELIEHHAX 1O MOJUIOXKKE H B H3IMEHEHHH (O PMBI.

JneMeHTapHBIM aKTOM aMeOOMIHOH MOJABHXKHOCTH ABNAETCA (GOPMHPO-
BaHHe paITHUYHBIX BHOOB OTPOCTKOB HAa KJleTOYHOH moBepxHOocTH. HamBoree
XapaKTepHbie 3JIEMEHTbl peiibea NMOBEPXHOCTH — TOHKHE UHIHHIPHYECKHE
OTPOCTKH (GHIONOAMH, MHKPOBHIM) M CKJIAJKH NMOBEPXHOCTH TAKOH Xe TON-
uubl (0,2 MxM) . HaszBaHHble 06pa’oBaHKs HE CTATHUMBI, HO CMOCOGHBI Tepe-
MeLIaThCs [0 MOBEPXHOCTH KIIETKHU, COXpaHss cBolo dopmy [1]. -

YCTaHOBNEHO, UYTO MeXaHHYeCKas aKTMBHOCTb KJIETOYHOH ITOBEPXHOCTH
obyctonnena nosonbHo y3kuMm (0,1 — 0,2 MKM) NOBEPXHOCTHBIM CJIOEM,
00pa30BaHHBIM IJIA3MAaTHYECKOH MeMOpaHO# H IMOJACTHNIAMIIIEH CEThI0 IUIOTHO-
ro TIOJIMMEPHOrO MAaTpHKca — KopTekca. Jlns HHTepecyloUMX Hac KIIETOK ¢
aMeOOHIIHBIM THIIOM JIBHXXEHHMA KOPTEKC IpeficTaBiseT cc00i aKTHBHBIH reib,

*) CTaThs HamMcaHa COBMECTHO C M. BapaHoBLIM.
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B KOTOPOM HHTH H3 NOJMMEPH30BAHHOTO aKTHHA HEKOBAIEHTHO CKpeIUIeHbI
GenkoBbIMH cumBkamu [1, 21]. KopTekc He cTaTHueH, HO npeGbIBAeT B COCTOSA-
HUH JHHAMHYIECKOTO PaBHOBECHA, OOMEHHBAACh B Tpolieccax ¢GOPKH — pa3fop-
KH aKTHHOBBIX (WIAMEHT ¢ ITyJIOM MOHOMEPHOTO aKTHHA B UHTOIUIasme [22].

JlanHOe paBHOBeCHE MOXET CMELUAThCA JIOKAIBHO B Ty WIH HHYI CTOPO-
Hy B 3aBHCHMOCTH OT G€/IKOB WIM [JIMKONPOTEHHOB Mem6paHbl. B yacrHOCTH,
M0K434HO, YTO [PH KJIACTEPH3aLMH PELENTOPOB K JIEKTHHY — KOHKAHABATH-
Hy A (Con A) mopm knacTepoM B MeMOpaHe MOBBILIAETCA IWIOTHOCTb KODPTH-
kaneHOi cetH [23]. Peuernrropst k Con A, Bo-mepBbIX, 06ecmeuMBaroT NOABIeE-
HHE UEHTPOB NMONMMEPH3ALMH aKTHHA H, BO-BTODBIX, CTAOWIH3UPYIOT ITOJIUMED-
Hyw dopmy [24]. [loka3aHo Takxe, YTO Ha MOBEPXHOCTH OTPOCTKOB KOHIIEHT-
palMA HEKOTOPHIX OENIKOBBIX KOMIIOHEHTOB MeMOpaHbI (BKM) Ha IO PpAJOK
NPEBHILIAET HX CPEAHION KOHIleHTpaunw [25].

3apaua 3aKi04aeTcA B TOM, YTOOBI NOCTPOHMTH HA OCHOBAaHHU NPUBENCHHBIX
OaHHBIX TEOPeTHYECKYI0 MOelb HaOmomaeModl IWHAMHKH penbeda KIIETOY-
HOM ITOBEPXHOCTH.

OTnpaBHbIe IOCTYIATHI MOZEH TaKOBBI.

1. JIatepansHasg nmogBHXKHOCTh JHMHMIOB ¥ BKM B miockoct¥ mMembpaHsi.
Takas MOOBHXKHOCTh — Hajle)KHO YCTAHOBJIEHHBIH ¢aKT, KOTOPBIA HallleNl OTpa-
JKEHHE B TaK Ha3bIBAEMOM XHIKOMO3aHYHON MOJIE)IH MeMBpansbr.[26] .

2. JloxaneHas kouueHTpauyus DKM mnpHBOmMT Kk .JIOKaJsHOMY HOBBIIIIE-
HHIO IUIOTHOCTH KOPTHKAJILHOH CETH.

3. AKTHH, a BMeCTe ¢ HUM H KOPTHKaJlbHaA CeThb 3apspkeHbl (310 o6cTOM-
TEJILCTBO OTPaXkaeTCA B peryiAlMM Mpoliecca MONHMEPHU3AllHA aKTHHA M3MEHe-
HKEM MOHHOM CHIIBI pacTBOpa) . 2

H3 yc1oBHs MIEKTPOHEHTPAJIBHOCTH CIEyeT, YTO 3alOJIHAIONAs KOPTEKC
umromiasMatrueckas xuakocts (IDK) pomxHa copepxath M3GBHITOK HM3KO-
MOJIEKY/IAPHBIX KOHTPHOHOB B KOHIEHTpAlMH, PABHOH CpEIHEH KOHIIEHTpAIMH
3apsiga Ha akTHHe, C POCTOM IDIOTHOCTH KOPTHKAIBHOM CeTH B HeH pacTeT
OCMOTHYECKO" [IaBJICHHE — [aBJIeHHE ’Ta3a KOHTpHOHOB”, M3bnITO4HOE OCMO-
THYECKO€ JaBJIeHHEe MOXeT BhI3pBaTh MoTOKH IDK.

OQopMynupoBKka MopaenH B pamxax BbIJZleIIeHHbIX TOCTyTa-
TOB MOXHO IIPeJIOXHTh CIeyoluee KaieCTBeHHOe 00bsACHEHHE MEXaHHYECKOH
TIOBEpXHOCTHOH axTHBHOCTH. [Ipeamnonoxum, Ha memOGpane ¢IyKTyallMOHHO
BO3HMKIJIO JIOKa/IbHOE NMOBhIlleHHe KOHUeHTpauuun BKM. 310 npuBener x yBenu-
YEHHI0 IUTOTHOCTH KOPTHKANIBHOM CETH HOJ 3THM Y4YacTKOM MeMOpaHbl — YBeJIH-
YHTCA OCMOTHYECKOE [aBJIEHHe Ta3a KOHTPHOHOB™ — mosBaATcA MoTokH 1K,
HampaBJIeHHbiE K CrYIIEHWI0 KODPTHKalbHOH ceTH — moTokHu ysiexkyr BKM
K JaHHOMY yyacTKy MeMGpansl. TakHM o6pazom, MOXHO OXHMOaTh NOABIE-
HHA HEYCTOMYMBOCTH, IPUBOLSUIEH K MaKpOCKONHYeckMM notoxaM BKM u
OBHXEHHIO CaMOX MeMOpaHbI.

bonee crporoe paccMoTpeHse B paMKax Ha3BaHHBIX GH3HUECKHX I10CHUIOK
yHaeTcd NMPOBECTH ¢ MOMOLIbI0 MaTeMaTHYeckoil Mopmenu. PaccMoTpuM moTox
X BHYTpH KOPTHKAJBHOTO CII0f, BBI3BAHHLIA MEPENAafaMH OCMOTHYECKOTO
H THAPOCTaTHYECKOrO NaBjieHH. IIpH OBH)KEHMH CKBO3b IUIOTHYIO NONIUMEPHYIO
OCh [TIaBHBIH BKJIajJ B TPeHMe JaeT TpeHue 06 3Ty ceTh. OObeMHBII TOTOK BbI-
paxcaeTcA B 3TOM Cllyyae B BH[IE

= L(Vn -Vp), (1)
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roe L — x03pHIMeHT rHApaBIMYECcKOil ITPOHHIAEMOCTH KOPTHKALHON CeTH

. ~10-2 -1, -1, 4
wia IDK (ouenka, coenanuas Ha ocsoBe [27], maet L ~ 107 muu ™" -¢™' - cM?),
T — OCMOTHYECKOE [IaBJIEHHE, P — MHAPOCTATHUECKOE NaBJICHHE.

Ilpenebperas “cyxuM” OGBHEMOM.KOPTEKCA, MOXHO 3allHCaTh YypaBHEHHe
HecxmumaemMoctH 1DK:
(V-§)=0. @

PaznoiuMm pajiee j Ha HOPMaIbHYI0 K IUIOCKOMY IIOJNOMKEHMI0 MeMOpaHbi M
TAaHTE€HLMATILHY10 COCTaBIsmoWMe (pHC. 64) :

ji=i"+j*. : S 3

Tomumna /% KOPTHKANBHOTO CJIOA NPEANONAraeTcs JOCTaTOUHO —Maioi
(~ 0,2 MxM), 4TOGBI MOXHO GBUIO CUMTATH TAHTEHLMANIBHYI) COCTABIIAIOLIYIO

4

Puc. 64. KopTHKANBHEIR CNO# W IMOpPOAMHAMHMYECKHE MOTOKM B HEM, BBI3BaHHBIC. HEOJIHO-
PORHOCTBIO MIOTHOCTH CeTH (TPafMeHTaAMH OCMOTHUECKOTO aBITEHUS)

jt HE3aBHCHMOH OT KOODAWHATHI Z B Tipefieiax KOPTHKaIbHOTO cosA. Ind Hop-
MaJIpHON COCTABJISIONIEH TOTOKA j” IPaHHYHBIE YCIOBHUSA 3alHChIBANTCA B BHe

jnlz‘:Oéth jn|z=—h=M(7r“p)’ (4)

rae p ~— wiotHocts LK (manee mwist mpocTOTHI -3amMCH mojiaraem p = 1), M —
K03 dHIMEHT THpPaBIIMYECKOH NPOHMHAEMOCTH TpaHUIbI pa3felna KOpPTH-
KaibHOTO CNos M o6bemMa maTomwiasmMel (M ~ 1075 mun™ - ¢ - cm® [281).
3HaueHHsT OCMOTHYECKOTO M TIMIPOCTATHYECKOTO [IaBJICHHH OTCUMTHIBAIOTCA
oT ypoBHa B o6beme uMrommasmbi. MuterpupoBanme (2) mo z B mpemenax
TONIUMHBI KOPTHKANBHOTO ¢NIosi ¢ yueToM (4) u (1) maer

£ — M(n - p) + RL(Agm — Agp) =0 )
(uupexc § o3Hauaer auddepeHUHPOBAHHE 10 KOOPAMHATAM IOBEPXHOCTH
X uYy).

WcXomHON TNpUYMHON BO3HHKHOBEHHSI OCMOTHUECKHX M1€pPENafoB B KOPTH-
KaJlBHOM CEeTH COIJIaCHO MpemIaraeMod MOJeNH sBJIAETCA Tepepacipeese-
e BKM. Tlocnennee o6yciiosieno: a) narepanbHoil mibdgysHeii, 6) ypneue-
HHEM [OTOKOM B KODPTHKAJIbHOM cJioe, B) o6patMMeiM cBasbiBanem BKM
¢ KOPTHKaTbHOK cerbio [21]. YuuTeiBas 310, ypaBHEHHE [IA NMOBEPXHOCTHOH
IJIOTHOCTHA CBOBOMIHBIX PElENTOPOB (X, ¥) MOXHO 3aIHKCaTh B BHIIE

T =—V(ymj*) + DAg7, (6
rae m — Ko3hGUIMEHT yBIIEYeHHs PeleNTOpoB NOTOKOM, D — xoapPHIMEHT
Mudy3UH pelenTOpoB B WIOCKOCTH MemGpanst (D ~ 107 cm? - ¢ ™). Tpen-
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HOJIaraeTcs, YTO paBHOBecHe o oGpaTumomy cBa3sbmBaHHI BKM c umToCckerte-
TOM YCT4HAaBJIMBAETCA 332 BPEMA, MHOTO MeEHbIIEE OCTAIBHBIX XapaKTEepPHBIX
BpeMeH, M MO3TOMy BIMAHMe oGpatumoro cBaspBauMa BKM cBommuTea
HPOCTOH IlepeHOpMHpoBKe Ko3¢pduuueHTa nuddy3vmm D,

HaxoHell, mis 3aMBIKaHMA cHcTeMbl ypasHenmit (5) M (6) HeoGXomumbl
BBIpaXeHUs V1A OCMOTHYECKOrO M THAPOCTaTHYECCKOIO [aBJICHHH. YpaBHCHHE
Jlamaca 1A BHelIHeH NMOBEPXHOCTH KIIETKH ONpeneliAeT CBA3b THOPOCTATH-
YeCKOro AaBJIEHHA C JIOKAIbHOH K PUBH3HON MeMOPaHbI: '

P =Do — 04k, @)

rie 0 — Xo3bQPHUMEHT MOBEPXHOCTHOTO, HATKEHHA MemGpanel (o0 ~
~ 0,1 guH © cM71), OcMmoTHYeckoe faBiieHHe B KOPTEKCE, COTIACHO CIIENIaH-
HBIM TIPeIIOTIOXEHUAM, OINpeneaeTcsa MOBepXHOCTHON KoHueHTpauued BKM.,
J1s1 IpOCTOTBI MBI CYUTAEM CBA3b JIMHEHHOM ;

T=7e tay. (®)

(Bonee obiuee HelnMHeHHOE COOTHOLLEHHE HE MEHAET OKOHYATEIbHBIX BBIBOJOB
momenu.) Hcxoms M3 Toro, uro XapakrtepHeii Macurrab penbeda KIleTOYHOMH
TMOBEPXHOCTH ~ 1 MKM, a o0beMHas [0JiA B KOpPTEKCe MOTHMEpPOB, 06pa3syo-
umx cetb, ~ 1073 [28] (uTo DaeT ouUEHKY KOHIEHTpanky aKTHHa ~10!% cM™3) |
MOXHO OLEHHMTb rpafMeHThl masienuii: {Vp| ~ |V7| ~ 107 muH - cM 73, Xa-
pPaKTEpHOE 3HAaUeHHWe CpedHell MOBEPXHOCTHOH IUIOTHOCTH CBOOOOHBIX peluen-
topoB_~ 10'? cm™2, Bce 3T0 OaeT BO3MOXHOCTb OLEHHTH NAPamMeTp & ~
~ 10" pgun.
Tloncrasnsas (7) u (8) B ypaBuenus (5) u (6), monyvaeM cHcTemy

T t Vs[7mL(avs7 + 0V AE)] — DAgy =0, ©)

£ — M(ay +mo — po + 0AgE) + hL(alAy +0A%E) =0.

3aMeTHM, YTO B aKTHBHOHM 4YaCTH JaMeIbl paciviactanHoro ¢u6pobnacra Bechb
006beM DHMTOIUIa3Mbl MOXET ObITh 3aHAT KOPTHKAIBHBIM CJIOEM, H TOTOa Heob-
XOIMMO NOJNIOXHUTh M = 0, YTO He BIIHAET Ha OaJbHEHIIME BIBOIbI.

AHanu3 wmopgenu. Jlerko BUaeTs, uto cucreMa (9) UMeeT OOHOPOL-
HOE CTAUMOHApHOE peLIEHHE, COOTBETCTBYIOLIEE IUTOCKOM MOBEPXHOCTH KIeT-
KH, £9, Yo ~ const(r, ), UccnenoBande 310r0 pelLlieHHA HAa yCTOAUWMBOCTH 1O
OTHOLIEHHI0 K MAalOaMIUIHTYOHBIM BO3MYIUEHHsIM B paMKaX JIHHEHHOro MpH-
6moxerns paet HaGop HopManbHbIX Mof Buaa exp (At + ikr) ¥ mucepcHoHHOE
YPpaBHEHHME, CBA3BIBAIONICEe BPEeMEHHOM IOKA3aTelib A C BOJIHOBBIM YHCIOM K:

2a=Px+/P? _Q, , (10)

¥

rae P=(yomLa — D — Mo)k® —hLok*, Q=40k*D(M +hLk?).
l/lmepecuoe IMIOBE€IOCHNEC MOXXHO OXXMIOATb, KOrjaa

K =yomLa — D — Mo >0, an
B 31OM ciyuae 3aBucHMOCT P(k?) HEMOHOTOHHA M MMEET MAKCHMYM TIpH
k* = k2 =k/(2hLa) # 0. (12)

HcxonmHoe omHOpopHOe cocToAHME yCToMuMBo, moka P, = Pk2) < 0
(Re A < 0). C u3MeHeHHEM [APAMETPOB YCTOMYMBOCTh HApPyHIAeTCH, KOrha
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Prax CTAHOBHMTCA HONONMTENbHBIM, [IpH 5TOM NONOXHTENBHBIA HHKPEMEHT
NPHOGPETAI0T MOABI C BOJIHOBBIM YHCIIOM B HEKOTODOM HHTepBale BOIIM3M
k. (Ak® na puc. 65). IlouepkHeM, 4To BOIMIM IOPOTA HEYCTOMUMBOCTH Ajist
BOJIHOBBIX YHCeJ1 B HEKOTOPOH OKPECTHOCTH Kk,  3aBEOMO  OKa3bIBAETCA
P? < Q. 310 o3HauaeT, 4yTo A MMeer MHHUMYI0 Y4aCTh, TEM CaMBbIM HEYCTOHYM-
BbIE MOJbI OKa3bIBAIOTCA BOJIHOBBIMM, YacTOTa KpPHTHYECKOH MOMIbI BHIpAXa-
eTCsA B BULE

wi=DkZo(M +hLk}). (13)

JInsn uccnemoBaHMs MOBedeHMS CHUCTEMBI 34 NOPOraM HEYCTOWYHBOCTH
HeO06X0IMMO BepHYTbCA K HE/IMHEHHOH cucreMe ypaBHeHu#l (9). s KpaTKoCTH
3aNIKHCH NIPEJICTABHM 3TY CHCTEMY B ONlEpATOPHOM BHIE: ’

A A

Lu+N(u)=0. 14

A
3nech u = (7Y, £) — BEKTOp COCTOfHMA CHCTéMbI, L — omepaTop, cOOTBeT-
CTBYIOLUMIA JINHEapH30BaHHOK OTHOCHTENIBHO OTKJIOHeHHH OT (Yo, £o) CHCTe-
Me ypaBHeHHit (9) :

A Ve + (YomLa — D) ey + YomLoExyxxx
Lu = , (15)
Er — Moy + BLaYyx — MOEyy + HLOE, x5
]/\\’ — ONepaTop, BKJTIOYAIONIHI B cebsi BCe HelluHeHbIe WIeHbI CHCTeMBI (9)
A 2+ +mlL +
N() = (mLa('Yx VYxx) ”; O(Yxbxxx + YExxxx) > ’ (16)

Anann3 ypaBuends (14) ymaercs MpoBeCcTH B KBa3sMrapMOHHYECKOM MpH-
OGnMXKEHMM U OfHOMepHOM 3ajaud. IIpw 3TOM pewleHMe pa3sbICKHBaeTCsA B

Red Ak’
}4———-——-—.|
!
Puc. 65. JIucnepcuoHHasi 3aBHCH- p b L__ H
MocTh Re A(k?) mid HOpPMANBHBEIX max /\L
MOJ, JIHHeapHM30BaHHOM  CHCTeMBI 0 7 32 Y
(9), Ak — MHTepBan BOJHOBHIX - :
YHCeT HeyCTOHYNBBLIX MONL M— .
\\
\J
AN
\
\

BHE KPHTHYECKOH MOIbI C MEIEHHOH MOIyNALMeHd aMILTKTYIbl BO BPEMEHH
H B IIPOCTPAHCTBE: ‘

lu| ~ T(e*x, €*t) expliw t + ik, x). 17)
Taxoii BHI peleHHsi 0GOCHOBaH B JOCTaTOYHO Ma.rxon?x2 OKPECTHOCTH TIopora
HEYCTOHYMBOCTH, KOTHa CHpaBemIMBbI HepaBeHCTBa AK*[ke <1, Awfw, € 12
Hmenno oTHowenus Ak/k, u Aw/w, ompenmenswor macwirabHplid ¢daxTop €
B (17). CooTHecT TopsamokK BenuuH Ak/k., Aw/w, ¢ HCXOOHBIMM fiapa-
MeTpaMM 3aJlauM IO3BOJISET AHCHepcHoHHOe ypaBHenHe (10) . Ono pmaet

Ak Aw
~ Ppax = €2, (18)
ke We
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rie Ppax — Malas BenuuuHa BONH3M nopora HeycroiwaBocTk (€2 < 1).B6u-
34 MOPOra HEYCTOHYMBOCTH JOJIXKHA OBITh MATOW Takxe cama aMmIuiuTyma I.
CaMoCOTIacoBaHHOM HPOLENYPOA HAaM YHACTCS MOJAYYHATh ypPaBHEHHE JIA Hee
B npeanosioxkeHuH I' ~ e. Hna BpIBOOAa MCXONHBIX YPAaBHEHHH OTHOCHTEIIb-
HO aMIUIMTYIbl MOXHO HCIIOJIb30BATh H3BECTHBIH AJIA 33734 ¢ HECKOJIbKHMH
TPOCTPaHCTBEHHBIMU U BpeMeHHbIMH Maciutabamu mpuem [29] . Vimes B Buny
IIBa XapaKTepPHbIX MaciTaba Mo X M f, IPOM3BO/IHBIC BbIPa3HM B BUJIE
a a a a a , O
(19)

+ € , T = te —

ot ato af2 ax axO aX2
rae to =&, tp =€ t Xo =X, X2 —-6 X 10 fmaer Pa3jIoKEeHHe MO ItapaMeTpy

MaJIOCTH 6 J'IP[HCHHOFO orneparopa L
A

L=Lo+eL, +... (20)
Peruenve ypasHenus (14) pa3spiCKUBaeTCA B BUIE
u=cu; +elu, + ... (21)
[TepBbie WieHbI Pa3iOKEHUA HEJIMHERHOTO ONepaTopa JI\\/ OynyTt
]G(u)=621/\\71(u1u1)+621C72(u1u2) +..., © (22a)
Lo [( ) 7132 ]+mL (a')’l 9%, oy 34541>
Nx(“xlll)— 0 ax ox? ox ,
(226)
~ mLai— ('71'72)+mL0‘a— Y2 fé +7, 33£2>
Ny(uquy)= ax? ox ax? ax3
0
(228)

IIpuBeneHuble PAOXEHHA WOJCTABIANTCA B ypaBHenMe (14), uto nmaer
B IIepPBOM MOpsKE MO €

ioul =0. (23)
O011ee pellleHHe 3TOTO YpaBHEHH s HMeeT BUJL
uy =T (x,3, t2)us +¥,(x,, t))u; +K.c., 24

A

rme 4. — cobGcTBeHHBIE BeKTOpPH! omepatopa Lo ¢ HyJleBHIMH COGCTBEHHbIMH
snaveHuaMu; |ul | ~ exp(iwt * ikcx). Bxogsuume B (24) dynkumu I'y,
¥, moka He OINpeleNieHbl, HO [AOMXHbI ObITh HaiifieHpl W3 ypaBHEHMH Goiee
BBICOKOTO NOPA/IKA N0 €. Bo BTOpOM NopAAKe HMeeM

A A )

Louy = —Ny(u, uy). (25)
Ero ofmiee peiieHHe, KOTOPOe Mbl HE BBIACBIBAEM BBHIY €r0 IPOMO3[KOCTH,
qmrypnpyer B ypaBHemm TPeThero NMopsagKa:

L0”3——L1“1 '_NZ(ul uz). . (26)
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Uckompie ypaBnennss misa ammaryn Iy, W, monydamoTcs M3 yciosus
paspelMocTH ypaBHewMsa (26). JTo yCIoBME COCTOMT B OPTOTOHAIBLHOCTH
of1Iero pemeHMs OJIHOPOJIHOrO ypaBHewMsa (23) K mOpaBodl YacTH ypaBHe-
Hus (26) . MMeHHO 9T0 yCioBHe f1aeT ypaBHeHus 1 ammutya Iy, W, :

)Y . 5
3 =al'y +v Iy —uly [Ty I* = 19y 12,
1) ax2
(27
v, , 2
T =a¥, —v L PR Ts SRR SRR/ ST PR
afz ax2

Bce Bxoasine B mpaByro 4acrb cucrembsl (27) mapaMerpbl BLIPAKAITCA YEPE3
HCXOMIHbIE TapaMeTphl 3ajiaud, KOHKpPETHBIA BHO 3THX BBIPaXKECHWiH CeHyac He-
CYLIECTBEH., BUI cHCTeMBbl ypaBHEHMH IjIs MEJIEHHO MEHSIOIUMXCA aMIUTHTY[
B OINpPEJIENICHHOM CMbiciie yHHBepcaieH. On omnpepensercs AL caMuM ¢ak-
TOM ONM30CTH K NOpOry BOJIHOBOH HEYCTOWUMBOCTH, T.e, K IIOPOTY MATKOIO
BO30yXeHus BO3MyIUEHHH BHIa eXp(iw ! * ik,X), ¥ He 3aBUCHT OT KOHK peT-
HOTO BH[a MCXOIOHOH THHAMHYECKOH CHCTEMBbI, KOTOPasg K 3TOMY NOpOry Bbl-
Beneda. B uvactHOCTH, Te e caMble (¢ TOYHOCTBEY 0 KOIPPHUUHEHTOB) YpaB-
HeHus (27) ObUIM MOJIyYeHb! TPH MCCIENOBAaHHHM KaueCTBEHHO MHOM MONENIH —
Mozenu tuna ’peaknusa — muddysua” [30]. Ilposenennsii B 1o xe pabGore
aHanmu3 ypasHeHH# (27) NpHBOOUT K CJIELYIOIIMM BBIBOJIAM,

KpuTHuecKMM TapaMeTpoM, ONpeAeisIOIMM KayeCTBEHHbIH XapaKTep
YCTOMUMBBIX PEXUMOB, aBisercs otHouerke § = Re n/Re u. Tlpu § < —1 ypas-
HeHus (27) He UMEKT YCTOHWMBBIX CTAUMOHAPHBIX PELUEHHH, YTO MOXeT O3Ha-
YaTh XKeCTKHH Xapakrep B030yxnmenusa sonu. (HamoMHuM, YTO BBIBOJ ypaBHe-
HHil GbUL IIPOBENIEH B NPEMNOIMKEHHH MATKoro Bo30yxpaenmsa,) Tlpu —1 < g <
< 1 enOMHCTBEHHOE ycToiuMBOe pemenue Mmeer Buf | I'; | = | ¥, |. 10 peme-
HHE, KaK OYEeBHIHO H3 (24), COOTBETCIBYET CTOSYEH BOIHE C YaCTOTON U BOJIHO-
BbIM YHCIOM COOTBETCTBEHHO w, U k.. IIpu § > 1 crosyast BOJIHa OKa3bIBaeT-
ca HeycToduMBo#. Eit Ha cMeHy B KkavecTBe YCTOMYMBLIX PEXUMOB IPHXOHAT
6erynme rapMoHHYECKHe BOITIHBI, KOTOPBIE COOTBETCTBYIOT PEILICHAAM

IFII':A:#O, \II"_—O,
ry=0, |¥,]=4,

rfe A — KOHCTaHTa, KoTopas olpeneiaeTca mapaMeTpamu cucteMsl (27).
ToMHMO Maphl OJHOPOJIHBIX pemnennit (28), cucrema (27) B To# xe obna-

CTH MapaMeTpoB JONYyCKaeT yCTOHUMBOE HEOTHOPOJHOE paclipellelleHHe ‘AMILIH-
tyn Wy, 'y Taxoe, uto

(28)

19,1 > A4, |¥,]|~0,

X —» —oo X — +oo (29)
~Nry =0, Tyl = A
x — —oo X — +oo

JToMYy pelleHHI0 COOTBETCTBYET Mapa OerymyMX IapMOHHUYECKHUX BOJIH, OBHXY-
LIMXCA HABCTpeyy Opyr APYTY M TacsllMX Opyr Apyra B upemenax obnactu
IPOTSXKEHHOCTBI0 B HECKOJIBKO IJIMH BOMH (CM. PHC. 66) . ITOT PEXMM CYIIECT-
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Puc. 66. AHHUTUIIAIMA BCTPEUYHBIX Tapmo-
HHYCCKMX aBTOBOIH

Puc. 67. Bul noBepXHOCTH [BIKYUIETOCH
pubpobnacra ¢ BpeMeHHBIM HHTEPBaJIOM
! muH. JlnuHa otpeska 10 mxm [31]




ByeT npH (0w/dk)y, > 0. lIpn (dw/dk)x, < O peanusyercs CHMMETpHYHOE
PeLUEeHHE, KOT/Ia BOTHBI Pa3beraroTcsa U3 OHOTO LEHTpa.

O1MeTdM, uTO NMOHO6GHAA AHHHTWIAIMA SABISETCA XapaKTEPHBIM CBOMCT-
BOM HEJMHEHHBIX BOJIH B TMCCHITATUBHBIX CHCTeMaX — aBTOBONH. TouHo Tak xe
BeayT cebs “XMMHuyecKMe BOJIHBI B peakIMOHHOH cMmecH bBenoycoBa — Xa-
6OTHHCKOTO MK Gerynse HMIYNbChl HEPBHOTO BO30OYXICHHA,

OueBHIHO, NpenCcKasbpiBaeMble MOMENBI0 BOJHOBBIE PEXHMbI, ONHCAHHbLIE
BbIIIE, HE MOTYT MMHMTHPOBATb T¢ NPOABIICHUN MOBEPXHOCTHOH AWHAMHKH, O
KOTOPBIX TOBOPHIIOCH BHavane. O6pa3oBaHMe JOKaIM30BaHHBIX OTPOCTKOB
M CKIIAJIOK Ha KIIETOYHOH IIOBEPXHOCTH MONXHO OMHCBIBATBCA CYLIECTBEHHO
AHTapMOHMYCCKHMH pexXHMaMu, MUX MHHTEepmpeTanio Mbl HaieeMCA INpecra-
BHTb B Oyynem,

UTO KacaeTcA KBa3UrapMOHHYECKHX PEXUMOB IOBEPXHOCTHOM AMHAMHKH,
OHM TaKXe ODHapyXMBaloTcA B 3KcrnepHmenrtax, Ha ¢gorto (u3 paborer [31])
1I0Ka3aHa MOBEPXHOCTb ABMXKYIIErOCA pacIuiacTanHoro ¢pubpobnacra, Habmopae-
Masg METOIOM OTpaKaTelbHOW MHTEepdepPEHIMOHHON MHUKpocKonuu (puc, 67).
[lepuonuueckuit psim NMoJOC COOTBETCIBYET BONHOOOPasHOMY penbedy MOBEpX-
HOCTH, [OBHXYLIEMYyCs B HANpPaBIIEHHU IMEPeMEIUeHMA KIETKH. JIMHA 3THX
BOJIH OKOJIO 3 MKM M [BHXYTCA OHH B HANlpaBJIEHHH lepeMeLIeHHA KIIeTKH
€0 CKOPOCTbIO OKONO 2 MKM/MHH. TakuM 06pa3oM, 3K ClIePUMEHTATBHOE 3HAYE -
HHe k. 1O MOPAAKY BENUUMHBI COBIIA[IAET CO 3HAYEHHEM K., PACCUMTAHHBIM IO
dopmyne (12), a 3KCIEPUMEHTAILHOE 3HAYEHHE W, PACXOIUTCA C TEOPETH-
yeckuM (cM. ¢opmynny (13)) Ha 1Ba mopspKa, YTO MOXHO CUMTATb YIOBIIET-
BODHTENbHBIM BBHIY IPy6OCTH OLIEHOK M KaueCTBEHHOTO XapakTepa MOJIENy.
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YACTD III

O NPHAPOJE POCTOBBIX MYJIbCALIMA B PA3BUTHM TMIPOMIOB *)

OneiThl B 3MOPHOJIOTHH MOKAa3bIBAT, YTO He TONBKO OKOHYATelbHBIH 06-
JIMK MHOTOKJIETOYHOTO OpraHH3Ma, HO H BeChb (POPMHPYIOLIAH €T0 ITYyTh HHIHBH-
OyaJlbHOTO pa3sBHUTHA TeHeTHUeCKH IipefiollperleeHbl. BMecTe ¢ TeM fICHO, UTO
Jaxe eCrd Obl HAM YHANOCh INOJIHOCTBIO paciiM¢ppoBaTh TeHeTHYECKHH TEKCT,
MBI He CMOTTIH Obl MOHATH, KaK, HalpUMep, 3aKIIABIBACTCSA INIa3 B Mpolecce
3MGpHOTeHe3a. B ocHOBe (hopmMOOBpa3oBaTeIBHBIX IMPOLECCOB B KIIETOYHBIX
Maccax, OUYeBHOHO, yiexaT (Hu3HueCKHe M (U3UKO-XHMHUYECKHe CBOWCTBA OT-
TETBHBIX KJIETOK M HX B3aHMOAEHCTBHe MeXy cOGOH H ¢ OKpYXKeHHeM.

Ceituac mcxa Mbl He MOXKeM IIpeTeHOOBATh Ha BRIACHEHHe BCEX 3BEHBEB lie-
TIH: AKTHBHOCTh FeHOB — (pH3HYeCKHe CBONCTBA KIIETOK — HaGilo/laeMsie B XOfie
Pa3BHTHA PEXHMBI KOJUIEKTHBHOrO MoBefeHHs. OgHAKO MbI MOXKeM Ha OCHOBe
du3nUeCKNX M3MepeHHl NMOMyYaTh HHGOpManuio 06 HHTEpecyoUMX Hac ¢deHo-
MEHOJIOTHYECKHX MAapaMeTpax H Jalee MbITAThCS Yxke BBIBOJHTL” HabniomaeMele
ABJIEHHA B KIIETOUHBIX KOMTeKTHBaX. [Ipi 3TOM TeOpus AOKHA yKa3aTh, KaKHe
HMEHHO NapaMeTpbl HeOGXOUMO HCCIIENOBAT.

OG6iwell NPUHIMIIMATIBHOM OCHOBOH 1A HAMeYeHHOTO MOAXO0HAa MOXeT I0o-
CITY>XHTb yXe CITOXHBILleeC IOHHMaHHe TOr0, KaK BOOGILe MOTYT 3apOXIaThCs
KOJUTeKTHBHBIE SIBITeHHs camoopranusanuu [1-3]. C gpyroi cTopoHsl, B 9KCIle-
PHMEHTaX yxe HaKOIUIeHa 3HauMTeJIbHaA WHOpMalua o pusHuecknx cBoiicTBax
KJIeTOK H O (peHOMEHOJIOTHH IIpOLIECCOB HAKIIeTOYHOro ypoBHs. Hcxops us
3TOH MHopManym U u3beras BBeleHHA HOMOTHHTENBHBIX NMOCTYIATOB, MBI TO-
MBITaeMCA [aTh (PU3NYECKYI0 TPAKTOBKY HAaGII0HaeMBIM PEXHMaM B PasBUTHH
THOPOHUIHBIX TIOJTHIIOB.

B mepBoM paspene 6yAyT cXeMAaTHYeCKH IpellCTABIEHBI ONLITHBIEC aHHbIC
IO POCTY THAPAHTOB (OTHENBHEIX 300MIOB B KOJIOHMH Tuppornonuma). Ina
¢du3nka 3ToT NMpouecc 0coGeHHO HHTEpeceH, MOCKOIBKY HOCHT OTUETIIHBO PHTMH-
YeCKHii, aBTOKOJIEOaTeNbHpI XxapakTep. 3areM B paspenie 2 GYHAYT OIMCaHbI
HEKOTOpble CBOMCTBA KJIETOK, CYLIECTBEHHbIE U1 TIOHUMAHHA MIPOUCXOKIEHHUS
4 TIpHpOJIBI pocToBBIX Mynbcauuid (PIT). Hakoreu, B paspene 3 Gyjer NokasaHo,
KaK Ha OCHOBE 3THX CBOMCTB MOTYT 3apOXIaThcA ABTOKOJeGaTeNIbHbIE TPOLECChI
B KJIETOYHBIX KOJIJIEKTHBAX.

1. DeHOMEHONOTUA POCTOBBIX NYNbCAaUHUN FTHAPOHI-
HB X MNOXHTOB. Puc. 68 maer oGiiee MpecTaBieHHe 0 BHEUTHEM CTPOEHUH

*) CraTps HaIlMCaHa COBMecTHO ¢ 10.A. JTaGacom.
213



racmpoueny
Inmodepma
Jxmodepma

bazansHan memopana

flepucapx

S

Puc. 68. BHelHHit BUI THIPAHTA ¥ CTPOeHHe NMOUKY Bupa Obelia

ob6bexTa. I'mapant dopmupyerca M3 G0KOBOM NOYKM BETBALLETOCHA CTBOJA B
pe3ynsrate ee pocra. Ha 3aBepuiajoiiem aTane pocTa IpOMCXOIMT 3aKIagKa ro-
JIOBHOIO OT/eNa, IJaBHBIMH MOP(OIOTHYECKUMH 3]IEMEHTAMH KOTOPOTO ABIS-
10TCA runocroM (por) M wynaisusl. Ha puc. 68 nokasana rakke cxema CTpoe-
HHA.OTOETPHOM pacTyiled MOUKH.

(daza pocra npogoimkaeTca NpuMepHO 12—18 yacoB M cBOAUTCA B OCHOBHOM
K JIMHEAHOMY YIUIMHEHHIO B IIPO/IOJIbHOM HANpAaBJIEHHU. Yke B DAaHHHX UCCIIE-
OOBAaHHAX ObUIO OOHApY>KeHO, 4TO POCT MOYKH TMApaHTa NpOTeKaeT HeMOHOTOH-
HO BO BpemeHH {4, S5]. PerucTpamus moyioxeHds HepeJHETo KOHUA pacTyuuei
TOYKH Jaja KapTHHY CTpOro NepHOOMYecKHX Mynbcaupit (puc. 69). Ha npors-
EHHBIX HHTEpPBAIAX pocTa (MOpAJKA HECKONIBKMX YacOB) IepHOM, MyJIbCalHMH
ocTaercAd HeM3MeHHbIM. JIIA KaXXHOTro BHAA THJIPOMIOB XapaKTepHa W HaJe)KHO
BOCTIDOH3BOAMTCA KaK HpOAOIDKHTENIBHOCTh ofHoro uukna PII, Tak u oGuuui
pucyHOK mysnbcauuit [6, 7). [lepuon T BapsupyeT oT 5 go 15 MuH mi1d pasHsIx
BH/IOB. :

Ilpu Gonee OCHOBaTENILHOM CBETOONTHYECKOM H 371eK TPOHHOMHKPOCKOIH-
Y4eCKOM HCCIIeAOBAHMN OOHapYwi10ch, 4To PII cOnpoBOXIa0TCA COrIacOBaHHbI-
MH [lepeMelIeHHAMH KIIeTOK BHENIHETr0 3KTOJe pMAJIBHOTO CII0S, 4 TAKXKe PUTMH-
YeCKHMH H3MeHeHHAMH HX ¢opMsel, opHeHTauuu ¥ oGbema [8, 9] (puc. 70).
B koHue ¢a3spl MOMATHOrO IBMXXKEHMA Kpas IOYKM IKTOAEPMATIbHBIE KIIETKH
(3K) — mnuHHble M TOHKHe — OPHEHTHPOBaHbI MOl OCTPHIM YIJIOM K IpOJ0JIb-
Hoit ocu mouxu. Ha stoit dase muxna ux oGvem MuHuMateH [8, 9] . Ipu oGwem
yOjAuHeHHd Ha ciepymowed ¢dase 3K cormacoBaHHO YKOpauWBawoTCA, YTONLa-
10TCA, CJlerKka MOBOPAaYMBAIOTCA M CMEIAITCS B AUCTAIBHOM HANpaBJIeHHH.
[lo mocrnegHUM p[AHHBIM 3MeKTPOHHOMHMKPOGCKOTIHYECKOTO HCCIENOBaHNA Ha
¢dase momwpema obvem ormensHbix 3K Bo3pacraer mpumepHo Ha 20% [10].
BriACHWIOCHh TakXke, Yro MaHHOoe HabyxaHHe BbI3pIBaeTcs BakKyoyu3dauued IK
(YBEJTHUMBAETCA UHCIIO H pa3Mepbl Bakyolledt). [IpuunHON ABJIAETCA NPOHHKHO-
BeHHe B JK 3aMeTHBIX KOJTHYECTB BOJBI.

Bce cTopoHs! dyHKuHOHanbHOH postu PII ocTareTcs oka HEBBIACHEHHBIMH.
HecoMHEHHO, YTO OHHM HIparT PEIIAIIYI0 POJb AJI1S MUTAHHA MoYkHu. IIpu put-
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Puc. 69. ®opma POCTOBBIX Ny/TbCALHHA IS TPeX BHIAOB rHapouuos: Campanularia  (crinow-
Hast nuHus) , Dynamena (WTpUXNyHKTUPHas iuHKuA), Obelia (WITpUXOBas JIUHHUA)

I I m w
Puc. 70. IlocnepoBatenblbic U3MEHEHHSA (POPMLI, OPHEHTAIMA H MeCTONOJIOKEHUA KIIETOK

IKTOAECPMEI B TeYEHHE OTHOTO MK JIA POCTOBBIX MyJibcauuii Buga Obelia (no pavueiM pabo-
TH1 [8])

MHYECKHX HM3MeHeHHAX o6bemMa KIIETOK, OYEBMIHO, NIPOHCXOIHT CXKATHE — pa-
CTSDKEHHE BCETO IKTOAECPManbHOro IutacTa. COOTBETCYBEHHO PHTMHYECKH H3Me-
HseTCHA 06beM U THIPOCTAaTHYECKOE IaBJIeHHe B racTpalbHOM MONoCTH. B pe3yiib-
Tare paboOThI 3TOr0 €CTECTBEHHOTO IepUCTAIBTHYECKOTO HAacoca BO3ZHHKAIOT
BO3BpAaTHO-[IOCTYNATe/IbHbIe MBMIKCHWS 3aMONHAWUIEH IOIOCTh XHOAKOCTH —
ruapoiasMmel. Ilouka, emie He MMeromas COGCTBEHHOTO pPra, MOXKET MOIYUHTH
MMy M3 OCHOBHOTO CTBOJIa M H36aBIAThCH OT MPONYKTOB e¢ NiepeBapHBaHHA
TOJIBKO BMeCTE C IIPUTOKOM H OTTOKOM rujpomiasmer [11].

Hanee oTmevanoch, 4TO IMyTbCanMH OGYCITOBIHMBANT Ipolecc JIMHEHHOTO
pocra rufipaHTa [8,9].

Mbl B [aHHOM pafoTe CTaBHM 3ajlauy BIACHEHHA (PHUIMYECKON MPHPOIBI
POCTOBBIX Hynbcauui. 3gech Menecoo6pa3HO MPHUBECTH 3IKCIEPHMEHTATIbHEBIE
HOaHHbIe, COAepIKaLlMe YKA3aHHA Ha BO3MOXKHBIE MEXaHH3MBI.
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Ilpexxme Bcero, caMo BO3HHKHOBeHHe Nymnbcanuil — 3¢ HeKT KOeKTUBHBIMH.
OrpenbHple AUCATPETUPOBAHHBIE KJIETKH MOGEra He WCIBITHIBAIOT IyJIbCalMi
obbvema. Ecnin xe JaTh UM BO3MOXHOCTb pearperupoBaTh, TO MYJIbCAUHUM BO3HH-
KapT nociae ¢GOpMUPOBaHUA ChepUYeCKOro KyIona ¢ IIOJIOCTBI0 BHYTDH H
0605104KOi, 06pa3oBaHHON cnumuuMuca kinetkamu [12]. Ilpu atom Hanmuume
HOJIOCTH, NO-BHIAUMOMY, CAMOCTOATENIBHON pOJIM He HIpaeT — KANMUIAp, COEIH-
HSIOILUIA TI0JIO CTh FacTpOLLesI A ¢ OKpYxKaloiied cpenoi, He BHOCHT CYILECTBEHHBIX
H3MeHEeHHH HU B XapaKTep MysIbCalui, HU B X NePHOL.

Onpepenendas, XOTA W HeOOQHO3HAaYHO TpaKTyemas, WHpopmaiHi conep-
XHTCA B NaHHBIX 10 3¢ dekTy pAna areHtoB Ha PII [6]. Tak, oyabaun (Ginoka-
Top Na* —~K* -AT®asp1) NpHBOMMT K MOABIEHHIO POCTA M Mynbcauuid. Ussect-
HO, YTO NIPH AK TABHOM TpaHCMEMGpaHHOM TepeHoce Na* BMecTe ¢ TpaHCTIOpTOM
HOHOB OCYILECTBJISIETCA TaKXe IepeHOC MONeKyJl BOAbI Yepe3 BHEIIHI0I0
MemOpany wietku [13]. BrnokupoBaHue Na-Hacoca oyaGaWHOM 3aKpbIBaeT
TAK>e JAHHBIA KaHajl BOAHOTO TpaHcnopta. OTciofa, BepoATHO, U ClleyeT yKa-
3aHHbIA 3ddexT oyaGauHa. CxomHeii 3¢ddexT U, BO3MOXHO, TOH e MpHpPO/IbI
maer 10™* M-pypocemun, koTopeiit GnoxupyeT Cl7-KaHanbl B KJIETOYHOH
membpane [13].

Hanmuulie onpeneneHHOro mOTOKa BOAbI UYepe3 BHEIIHIKW KJIETOUHYHO
MeMOpaHy M NepucapkK, He CBA3aHHOIO ¢ OCMOTHYECKHM HIIH THAPOCTATHYECKHUM
mepenagamMu MexXay LHTOIUIa3MOM M BHeUIHCH cpelodl (4 COINpPSXEHHOTO C
TPAHCIIOPTOM PAacCTBOPHMBIX HU3KOMOJIEKYJIAPHBIX COeduHeHui), GyneT mped-
T0J1araTbCs W OKaXeTCA CYLIECTBEHHBIM B IIpeljlaraeMOH TpaKTOBKe MpPUPOBI
POCTOBBIX ILyJIbCAIMA Y THAPOHAIOB. :

2. MexaHHMYecKHe CBOHCTBAa KJIETOYHOH MeMOGpaHBL
PewrarouiuM ¢pakTopoM B MeXaHH3Me IIyNbcallMil 0ObeMa KIEeTOK, KaKHM Ol
KOHKPETHO 3TOT MEeXaHM3M HH OKasaics, ABJISATICA MeXaHWYecKHue CBOMCTBa
BHellIHel KJleTOYHOH MeMOpaHbi. Cioga OTHOCHMTCA Mpexfe BCero ee MOJYIb
ynpyroctd. HenocpeacrBeHHOe HccileJOBaHHe YNpYTHX CBOWCTB BHeIIHeH Kile-
TOYHOH MeMOpaHsl NMPOBOAWIIOCH Ha' KIJIETKaX MOpCKHX Bojopocinedl [14].
Bonbwod oGbeM pAenaeT MX HOCTYIHBIMH [UIA MPAMOIO BBe[eHHSA BHYTpb
KIICTKH THApPOCTATHUECKOTO 30HIa. M3aMeHAA nepemnas 0 CMOTHYECKOTO JaBjIeHUs
MeXAy cpefod W BHYTpeHHHM 06beMOM, B paGoTax NMPOBOIWIM IapajlilesibHbie
H3MepeHUsA oObeMa W TYprOpHOIo JaBlieHHA. MoIynp yIpyrocT €, olipefense-
MBIH COOTHOLIEHHEM

Ap=iVAV, 1)

HaxoWwiIK IByMA ¢rocoGamu: 1) 1o HakioHy 3aBucumMoctH p(V) B cTaumonap-
HBIX YCIIOBHAX 3KCIEpUMeHTa (€, ) M 2) MO IPUPOCTY Ap NpH MAJIOM P'>MeHe-
HUH o6beMa AV, He DOXHOAACh YCTAHOBJICHUA CTALHOHAPHOTO COCTOAHUSA (€ ).

B IByx yKa3aHHBIX THIIAX 3IKCIEPHMEHTOB IMOJIYYaOTCA CYIECTBEHHO pas-
HpIE pE3YINbTaThl: 3HAYEHHA €y U €, , OIMH3KHe TIpH HH3KHX JABIEHUAX, CTAHO-
BATCA CYIIECTBEHHO pa3sHbIMH C MOBBILLIEHHEM TypropHoro gasieHud. flpu atom
”MTHOBEHHOe™ 3HaueHHe MOIYJA YIpPYTIOCTH €, MOXeT Dosee YeM Ha MOpAHOK
MpEBBILIATh €70 CTAIHOHAPDHOE 3HAUeHHE €. . YKa3aHHasg 3aKOHOMepHOCTb OKa-
3anach o61eH 71 MHOTHX HCCIIe0OBaHHBIX BUIOB Bodopocnelt [14, 17].

Mse! He cTaBwiM Nepeld cOGOM Lienib OaTh MOCIeJOBaTelIbHOE OGDBACHEHHE
($aKTy CylIeCTBEHHOTO pa3NuuMs B 3HAUCHUM MOMYJA YNPYTOCTH KIIETOUHOH
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CTEHKH IpH OBICTPOM U MeJIEHHOM IIpOBeeHHH JKCIepHMeHTa. s 3Toro
noTpeGoBajIoch Obl Bosiee HmeTalbHOe Ipe/CTaBJIEHHE O TIDHPOHE YIpPYTHX
HanpsbkeHHH B KJIETOUHOH MemOpaHe, 4eM TO, KOTOpOE MBI CEFOITHA HUMeeM.
Onxako 310 He MemaeT JaTh YHCTO ¢(heHOMEHOJIOTHYECKYK TPaKTOBKY IpH-
BEJIEHHBIX JAHHBIX.

IIpn OTHOCHTENbHO OBICTPOM YBEJIHUEHHMH OObeMa KIIETKH ¢¢ BHEUIHAA
MeMbOpaHa OKa3bIBaeTCAd B HEPABHOBECHOM pAacTAHYTOM COCTOSIHHH. JTO CO-
CTOfAIHHE, eCTEeCTBEHHO, OOJIataeT M3GBITOYHOH MO OTHOLIEHHI0 K HCXOXHOMY
HeflehOpMHPOBAHHOMY COCTORHHI0 3Heprveil. BBHOY HamMumMs MHOXECTBA CTe-
TieHeH CBOOOABI OJJHA M Ta e CTeNleHb pacTsxeHHA MeMOpaHBl MOXeET pea-
JIN30BaTbCA BO MHOXeECTBE MHKpococrofHud. CpeM HHMX €CTb H COCTOA-
HHME YACTHYHOTO PABHOBECHA, T.€. TAKOE, B KOTOPOM 3HEprHsA MPHHHUMAET YCIIOB-
HO MMHHMAIIBHOE 3HaYeHHWe IPH 3a/IaHHOM CTENeHH PACTshkeHUA., JHEPTUsA JAHHO-
TO COCTOAHMA BBIIIE, YeM HCXOHIHOTO HeledOpMHpPOBAHHOIO, OJHAKO HMKE,
YeM B J15I060M JpyTOM COCTOSIHMH IIpH JaHHOH cTeneHn Aedopmanun. Ilpn mog-
OepxaHud AedopMalui cucTeMa B KOHUE KOHIOB OKaxeTcd HMEHHO B 3TOM
COCTOAHMM YaCTHYHOro paBHOBecHA. OHAKO BpeMs perlaKcanMy K HeMy MOXeT
OKa3arhCA CyUWIeCTBEHHBIM, TOCKOJIBKY peJIAKCallMOHHBIA Tpouecc BKIIOYAeT
B ce0s KoH(OPMAIHOHHBIE NePeCTPOHKH U NMepeMellleHH] MaK poMOJIeKY TPHBIX
KOMIIOHeHT MemOpaHbl. ECIH XapakTepHoe BpeMs NpOBeHeHHA 3KclepHMeHTa
BCe ke GoIbllle BpeMeHH perlaKcalMy, TO B JaHHOM 3KClle pUMeHTe OGHApY KHTCH
3HaueHHe MOJyJIsl YIpPYTOCTH, MeHblllee, YeM TpH GBICTpOM H3MeHEeHHMH
oGbeMa *).

Bonpblire, 4eM ckas3aHo, He OTpeGyeTcd AJig TOro, YToGh! 1aTh WCTO (eHO-
MEHOJIOTHYECKOe OTIHCAHHE, TPAKTYIollee NpUBeIcHHbIE BbILIE ONBITHbIE GaKThI.
[Ipu 3TOM 6y[EM CUATaTh, YTO JIaBJICHHE p 3aBHCHT He TOJIBKO OT 06beMa KIIeT-
KH, HO M OT [JOMNOJIHUTENIBHOM CTelleHH cBOGOOBI, KOTOpYyl0 GydeM OIMMChIBATh
TlapameTpoM g

p=pr@ V). ()
PaEHOBeCHoe 3HauYeHHEe ¢ caMO 3aBHCHT OT 00beMa, 9papn = q (V). Penaxcanusd q
K g OTHCBIBACTCA (peHOMEHOIOTHYECKHM Y paBHeHHEM

dq/dt=—x(q - §(V))- | ©)
[MapameTp k 3apgaeT Bpems pernakcainuu 7 = 1/k. YpaBHeHue (3) COOTBETCTBYeT
HauGosiee IIPOCTOMY, MO CpaBHEHHI0 C OfIeH cUTyallHeH, cilyvalo — JIMHEeHHOH
penlaKcanui eIHHCTBEHHON cTemeHH cBoGoan. Ho u B obuieM ciyyae Ha acHm-
ITOTHYECKOH ¢hade perlaKcanyuy 3T0 ypaBHeHHe NPHTOIHO.

Ha ocHOBaHHH 3KCNepHMEHTATRHBIX JAHHBIX WA €y H €, MMOTYYaeM KOJIH-
yecTBeHHY0 HHbopMalHio o dyHkuun p(q, V). leictButensHo;, 3 (2), (3)
HMeeM

_ _ €

Ap=p,Aq+p, AV = [z, +p,q,(1—e knHlav = > AV,
rie p, =0p/dq, py =0p/dV, q =dq/dV.Kax BunHO, napaMeTpbl GyHKLHMH
*) 3aMeTHM, YTO N[O CYLIeCTBY 6IM3Kad CHTYanus Gbina paccMotpeHa B paGote MaH-

peneiiTaMa M JleoHToBMya [15], pelnaBIIMX 3a/auyy O pacNpoOCTpaHeHHWH 3BYKa B cpefe
¢ XMMIMEeCKNMK peakuuamu. CM. Takxe pabory {16].

217



Ly 105, cmy( c- dap) Puc. 71. 3aBHCHMOCTb THIPABIMYECKOH TPOBO-

OMMOCTH BHEUIHeH KJileTouHo#t MeMOGpaHbl or
TYPrOPHOTO [aBJIeHHS (HaHHBIE U KIJIETOK
Halicystis parvula [14})

p(q, V) BolpaxawIcs crnenylouluM oG-

I paz’om:

as EO/V=pV7 Eon/V=pV+pq£7V‘ (4)

1 IfoMumMo MopyJns yNpyrocTH BTOpOH
P, Sap Ba)XKHOH UIA Hac M TaK>e JOCTyNHOH u3

IKCTIepHMEHTa XapaKTepUCTHKOH SABJIACT-
CA THIpPABJIMYECKAA IPOHUIAEMOCTh MEM-
6patbl L,. B OTCYTCTBHe MpOHMKAIOWMX
uepe3 MeMOpaHy pacTBOpeHHbIX BelLeCTB OGbeMHBbIH MOTOK (¢ XOpOLIeH cTe-
IeHbI0 TOYHOCTH PaBHBIH TOTOKY BOIBI) OTNpeNeNnsAeTcs THAPOCTATHYECKHM H
OCMOTHYECKHM IepenagaMH Ap H Am cieflywoluM 06pasom:

Jy =Lp(Ap — Am), ©)
rae Jy — MOTOK BOABI M3 KIETKH, 3 AP = Ppyvr — Poyem AT = Tauyr — Tauem -
M3 paBor [14, 17] u3BecTeH xapakTep 3aBHCUMOCTH napametpa L, OT Typrop-
HOTO rmaBlieHusi p, OH uMMeeT BHA, NMOKa3aHHbiA Ha puc. 71. Ctons xe oGuiuM
CBOHCTBOM, KaK M [HMCTEPCHA MOIYNS YIpPYTOCTH, ABIISETCA CYILECTBeHHbIA
POCT THOpPAaBIIHYECKOH MPOHHUIIAEMOCTH TIpH TPHOIMXKEHHH K TOYKe [UIa3MOJIH3a.
Mbr Huxe Oyaem TOB30BaThCA HAHHBIM XapaKTepoM 3aBHCHMOCTH L, (p),
Ka4YeCTBEHHO aMIpOKCHMM DY ee BbIpaXKeHHEM

Ly(p)=———7*Lo. (6)

(P — Po)

Kak yxXe OTMeyasioch, OCMOTHYECKHMA W TMIpaBIHYECKHHA NMOTOKH COCTaB-
JISIIOT JMIIb YacThb BCeTO BOJHOIO TpaHCHOpTa Yepe3 MeMGpaHy. HeobGxomumo
y4eCTb TaK)Xe TPaHCIOPT BOIBI, COMPSOKEHHBIH C MEPeHOCOM TNpPOHHKAIOIINX
pPAaCTBOPEHHBIX BewleCTB. J[lJIf HEIIEKTPOIHTOB COOTBETCTBYIOMIMA [OTON-
HUTENBHBIA K (5) NOTOK BrIpaxaercd B Buge [18]

J=LppRTAc; Ac=cyyyr —Cpuem-
PeastpHoO, TO-BUAKMOMY, HauGonplMil BKJIa# B COMpSXEHHbIA TPanCloOpT BOJIBI
OaT TpaHCMeMOpaHHble [TIOTOKH Na*, Cl" uK* *).OpHako KOJIHYeCTBEHHBIX
JaHHBIX, IIO3BOJAKUIMX CTPOTO YYECTh 3TH [OMNOIHHTENIBHEIE [MOTOKH, HeET.
ITosTOMy MBI NpUMeEM IpednoyiokeHHe 0 MOCTOSHCTBE OOBEMHOrO 1I0TOKA, J0-
TIOJIHUTENIPHOTO K NOTOKY, OGYCIOBJIEHHOMY OCMOTHYECKHM M THIpOCTaTH-

UeCKHM TIEpenafiaMi MeXIy UMTOIIasMOR M OKpyxawouieH cpemoit. Takum o6-
Pa30oM, NOJIHas BeNHuMHa J GyneT BoIpakaThCsa B BUJIE

Jy =L, (Ap — Am)+j,. ™)

*) Na* BXOOMT B KIETKY, NMO-BUIMMOMY, Yepe3 alTHKAIBHYI0 MeMGpaHy 10 KOHHeH-
TPALUKUOHHOMY IpafineHTy; Cl™ KOTpaHCHOPTHpYeTCA MO 3MeKTPOXHMHUYECKOMY TPaLHEHTY.
TlofnepxaHue HOHHOro OajaHca B KileTKe OGeCIeUMBAETCSA B pe3ynbTaTe BRIXOOA HOHOB
uepe3 GazonaTepabHylo MeMGpaHy 3a CueT aKTHBHOTO TpaHcmopTa [19].
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¥Yxe TIKOTO IpOCTEHIETO MpeAooKeHUA OKAKETCH JOCTATOUHO, YTOGHI MOTIIH
BO3HUKHYTH ILyJIbCALIMH KIIETOYHOTO 06BEMA.

3.opMYyNNHpPOBKAa U KaUeCTBEeHHBH aHaNU3 JHHA
MHueckoH Mofdenu PII BoipaxeHue (7) onpenesisieT CKOpOCTb H3Me-
HEHHA 00beMa IKTOHEepMaZIbHBIX KIIETOK

dvjdt=—Ty.

Cpenu hakTOpoB, YuTeHHBIX B (7), OTCYTCTBYET OfIMH CYUIECTBEHHBIH, 63 KO-
TOPOT0, KaK MbI 3Ha€M U3 OMBITOB C JHCArpeTHPOBAHHBIMH KJIETKAMH I'MIPaHTa,
MyJbCcauni 06beMa He BO3HMKaeT. Mbl HMeeM B BHIY TO OGCTOATENBCTBO, ITO
MyJILCHPYIOT JIMILb KIIeTKH, 0ObeJHHEeHHbIe B 9KTONEepMaIbHbIH IUIACT.

B HaTtuBHOl Mouke rHAPOIONMIA CBA3YIOIINM JIEMEHTOM B IUIACTE CITYXKHT
6a3anbHasd MemOpaHa. ECTeCTBEHHO IpefNONIOXUTh, YTO INpPH H3MEHEHHAX
o6pema JK BosHMKawT ynpyrie Jedopmauuu H B GasanmpHOH MemGpade. Ilpn
9TOM CO CTOpOHBI [eOpMHPOBAaHHOH Ga3aIbHOH MeMGpaHbl Ha KIIETKH 3KTO-
JepMalBHOrO IUIACTa JOJIXHA MEHCTBOBAaTh OGpaTHas cwia, KOTOpas, KaK H
TypropHoe [aBjieHHe, IPOTHBOREACIBYeT H3IMEHEHHIO OGbeMa KIIETOK, e€ BhI3bl-
BalowieMy. Ecnu Bce mnpucyrciByiouiMe B (7) ¢aKTOpbl: OCMOTHYECKHMIl M
THAPOCTAaTHYECKHUH Mepenasibl U MOTOK Jg , OTCYTCTBYIOT, HO Ga3anbHas MeMGpaHa
yIpyro nepOpMHpOBaHA, TO, CTpeMsCh BEpHYTbCA B PaBHOBeCHOEe COCTOSHHE,
OHA OKas3bIBaeT BHellHee OaBJieHMe Ha KIIeTKH. [IpHGIMKEHHO 3TO MaBJieHHe
MOXHO CYHTaTh NPONOPIHOHAILHBIM OTKIIOHEHHI) KJIETOYHOrO o6bema OT HC-
XO[IHOTO paBHOBECHOTO 3HaueHUA p = Kv, rie V=V — V54, 2 K — deHOMeHO-
JIOTHYeCKHH Ko3dduuueHt ynpyroctd. [Ipu 3tom penaxcauusa o6bema IK 3a
CYeT THAPABIIHYECKON MPOBOJMMOCTH KJIETOYHOH CTEHKH HIIET CO CKOpOCTbIO
dv/dt = —L ,Kv. JlanHp1it $paKTOp BHEHIHEH yIpyrocTH IeHCTBYET Hapsjly ¢ Mpo-
YMMH, paHee o6CyxmaBummucad. Takum o6pa3oM, HMeeM ypaBHeHHe VI CKO-
pOocTH H3MeHeHHsA 06beMa JK:

dv/dt =L, (Am — Ap — Kv) +J,. ®)
‘Bmecte ¢ uHdopMauuenr 0 xapakTepe 3aBUCUMOCTH L, (p) (cM. (6)), o mapa-
MeTpax ¢yHkuMH p(q, V) (cM. (4)) M ypaBHeHHeM penakcauvu q (3) Mt
MOeM Ha OCHOBaHMM (8) NpOCIeoHTh 3a 3BOJIOLMEH KJIETOYHOro 0GbeMa.

IIpuBefieM NMONMHYI0 KHHETHYECKYH0 CHCTEMY DI [MHAMHYeCKHX NapamerT-
PoB VU H g

{ dv/dt = L, (p) (n — p(q, v) — Kv) +]o = L(g, v),

dq/dt =—«[q - q)] =Q(@, V).

XapakTep NoBefieHUs CUCTeMBI (9) OtipelienAeTCA BUAOM HyNb-H30K/IHMH

L4, v)=0, Q(@g,v)=0. (10)
[Ilpy MOHOTOHHOM XO[€ 3aBHCHMOCTH ¢ (V) BO3HMKHOBEHHMS YCTOHUMBBIX KOJIe-
GaHHH NMapaMeTpoB ¢ H U C KOHEYHOH aMIUTHTYIOH MOXHO OXMIATb IIpH Xapak-
TepHOoM N-06pa3HoM BuIe L-M30KIIHHBI. BrIACHHM, KOraa aTo HMeeT MeCTO.

OueBHIHO, HEOGXOOHUMO, 9TOOBI 3aBUCHMOCTD g (U), OllpefelisicMas paBeH-
ctBoM L =0, umena /iBa 9KCTpeMyMa:

dq

dv v,, i’z

©)

= 0. (11)
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HenocpencrBennsiM mubdepeHmmponanueM L£(g, v) MOxHO yGemHTbCs, YTO
ycnoBue (11) TOXOECTBEHHO CllenyouIeMy

dL,
dp

3uBHCHMOCTh p (V) He UMeeT 0COBeHHOCTeH. B OTHOCHTENIBHO Y3KOM HHTEp-
Bajie u3MeHeHUs 00beMa (HAlIOMHHM, YTO AMIUIMTYJA OTKJIOHEHUH v IIpH pOCTO-
BBIX MyNbCAUMAX COCTaBisieT He Gonee 20%) OyneM CUMTAaTh BEJIMUMHY D,
MOCTOAHHBIM NIapaMETPOM: py, = §. B TOM e MHTepBale NpeHeGperath 3aBH-
CHMOCTBIO L, OT [1aBlIeHHsl p HeNb3st, TAK KaK OH Ipe/iNONIOKHTENBHO GIIH30K
K TOYKe IUIa3MOJIN3a.

Ucnonssys gns L, (p) annpoxcuMmauuio (6), MPUXOOHM K ClIeAyHOLEMY
YCIIOBHIO CYILIECTBOBAaHHMA [BYX JSKCTpeMYMOB Ha L-W30KJIMHe: ypaBHEHHe

L2(p) (py, +K) +—Ljop,, =O0. (12)

ntjo ——¥""1 = (& + Lox™)? (3)
s+K

JOJXHO UMeTh iBa KOpHA. B (13) BBemeHO 0Go3HavyeHHe x = p — po. Ecnu pmo-
TOJIHUTEJIBHO OrPaHKUMTHCA TMOMCKOM YCIIOBHA BO3HHKHOBEHMA KoJyleGaHuil B
HHTepBalle AaBJIEHHH, He BKJIIYAIOLIEM TOUKY IUIa3MOJIH3a, p > Py, TO MpHAEM
K BhIBOAY, uTO TIpK n = 1 ycnoeue (13) He BpIMONHAETCA HH TPH KAKUX 3Have-
HuAX napameTpoB. Ho yxe Ipu n = 2 COOTBeTCTBYIOLLYI0 0O/IACTh MapaMeTPOB
yKa3aTh MOHO. A HMEHHO TIpH

jo >Jo ¥ =43(s +K)VLoa (14)

(13) ymoenerBopsierca. Ilpu 3ToM L-H30KJIMHA MMeeT ABe MAJAlOILKE BETBH,
paspefleHHble pacTyLIMM yuyacTKoM (pHc. 72).

HerpynHo yGeautbca, 4YTO YCIOBHE BO3HHKHOBEHHS HEMOHOTOHHOCTH
L-H30KNIKHBI, aHanoruyHoe (14), MoOxeT OGbITh YJOBIETBOPEHO MpH JIOGOM
n > 1. Takum 06pa3oM, o6umMM TpeGOBaHHeM SBJIAETCH JOCTATOYHO GHICTPOE
yObIBaHHe IHMAPABIHUECKOR TIPOBOMMMOCTH C POCTOM TYPropHOTO [aBJIEHHUA.

Ha puc. 72 nokasaH NnpumepHbIf X0 HYJIb-H30KJIKH cHcTeMsl - (9) . Ilpu Ba-
pHALMH TapaMeTpoB fo, §, K, & H T.I. K3MEHAETCHA OTHOCHTENIbHOE PACIIONIOXeHHE
H30KIJIHH, B TOM YHCIIe H MeCTOIOIOKEeHHe TOUKH KX NepeceyeHus — CTallHOHAD-
HOTO- COCTOSIHUA CHCTeMbI. IIpH 3TOM IpH BbIIeIeHHbIX 3HAYEHHSAX NApaMeTPOB—
B TOYUKax OudypKauuM — KaYeCTBEHHO M3MeHAETCA OMHAMHUECKHH pEeXHM.

Y6emumesd, uTo MOKa cTanMOHapHOE COCTOSIHHE TPHXOOHMTCH Ha TMajarolMe
yyacTKH N-06pa3HOH H3OKIJIHHBI, OHO ACHMIITOTHYECKH YCTOHUHBO. TeM caMbIM
B COOTBETCTBYMIOLIeH OGNAacTH IapaMeTpPOB MCKIIIOUeHO BO3HHKHOBEHHE aBTO-
HOMHBIX PMTMHMYECKHX TyNbcaiui. JDIA 3TOro [JOCTaTOYHO HCCIIENOBaTh OH-
HAMKKY ManbIX OTKJIOHEHNH OT CTALHOHAPHOH TOUKH:

Bv=v(t) —Ver, 8G=q(t) —qcr =q(t) — q(Vex) -

JIuHeapusys MO HHM KHHeTHYeCKHe YpaBHeHHA (9), IPUXOOHM K ypaBHEHHAM
OBHXEHUA BOIM3H Uy, Gcr

(5v), =0 dv + yp,bq,
©q), =~k 8q + kg bv.
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Puc. 72. Bup Hynb-usoknuH cucteMsl (9) Ha ¢asosoit mnockoctu (v, g). Mokasausl Tpu
XapaKTePHBIX PacnoNIoKeHUs H30KIHHBI () = 0, cooTBeTCTBYIOIME: /| — YyCTOHYHBOM 0CO-
Golt Touke, 2 — NpedeNBHOMY HMKIY Majo¥ aMINIMTYIbl (KBa3MrapMoHMYecKMe konefa-
HHS) M 3 — NpegensHOMY UMKIY GONBIION ammmuTynp:, 0003HaYEHHOMY —IITPUXOBOWM
NuHHel (penakcaunoHHbLIe KoaeGaHus)

Puc. 73. XapakTep M3MeHEHUSA OTHOCUTENBHO PACHONIOXKEHUs HYNb-W30KIINH CHCTeMEI (9)
HO Mepe POCTa BeJIMUHHBL MOTOKA j,; Y ~ yCTOWYMBOE CTaHMOHApPHOE cocTosHue, HY —
HeyCTOHUHBOE

3nech BBedeHbI 0DO3HAYECHH A

[ jO de
(A R
L, | dp

€o
——Lp} , B0=@g—L,K=¢ —LyK.
Ver cT
[oxa3aTenb BpeMeHM A\ 3KCHOHEHUManbHOM a3sonrouun Sv M 8q (Sv, q ~ eM)

nerxo Haxopurcs u3 (15):

A2 =0 — k)26 — k)[4 +km;

=9 T Paqy) — LpK = pes/ver — LpK.
Hanomuum, uto e, < €4, a noatomy 7 < §. 3HaK mapamerpa 6 B HaHHOM TOY-
Ke Ha [-M30KIIMHE YKa3biBaeT, JIEXMT JIK 3Ta TOUKA HA Iagamoied BeTBH
(8 < 0) wu Ha pacryuem yvactke (4§ > 0). [apamerp xe n MOXHO W1 Olpe-
NeNleHHOCTH CYMTaTh Be3Jie OTpMuaTelbpHpIM. Torpa, Kak clenyer U3 (16), npu
6 < K TmeHCTBHTeNbHAA uaCTh MOKa3aTeldss A OTpUUarTedbHa. JT0 M O3Hauaer
YCTORUMBOCTD CTATHOHAPHBIX COCTOSTHHH HA MA/IAKIIKX BETBAX L-U30KIIUHbL.

(16)
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Hopor Heycro#yuBoctn (Re A =0) gocTHraeTrcs Ha pacTylleM YYacTKe B
Touke § =k. Kak BupgHO u3 (16), B 3TOH Touke MHHMas 4YacTb IIOKa3aTeis
A omuyHa o1 Hynsa (Im 7\)2 =k | n|. CiemoBaTenbHO, NPH BBIXOAE B 3aKPHTH-
yecKyw ofbmacte 6 > Kk CHCTeMa HauMHaeT OCUWUIHPOBATh. 3apOIAILIHACH
aBTOKOJIeGATENIBHBIA pEeXHUM COOTBETCTBYeT IIpEefeIbHOMY LHUKIY Ha ¢a30BoOi
TNTOCKOCTH.

3peck BO3MOXHBI [IBe CHTYAlMH: IlepBas — IIpH IPOXOXIEHHH MOpOra He-
YCTOHYMBOCTH OT CTAallHOHAPHOTO COCTOSTHHUA HellpephIBHBIM 06pa3om (*’Msr-
KO”’) OTBETBIIAETCA YCTOHUMBBIA NpenelbHpl ODMKI. B 3TOoM cioyyae BOMH3M
KPHUTHYeCKOA TOUKH aMIUIMTY[a KOjeGaHWH Majia, a caMH KoJeGaHHA HMeloT
KBa3MrapMOHHYeCKH# xapakTep. Bropas cuTyallusi — OTBETBIIAIOIMHACA IpH
# = Kk HpeOeNbHBIA IMKJI aCHMIITOTHYeCKH HeycroWumB. Oxa3aBHMCh 3a MOpO-
rOM YCTOHUHBOCTH CTAalMOHADHOIO COCTOSHHS, CHCTeMa Cpa3y IMepeXOOMT B
PEeXHUM PeNlaKCAUHOHHBIX KOJIeGaHHA ¢ KOHEYHOH aMIUTHTYHOH xKecTKOoe
BO36YxHeHHe). IIpH 3TOM B CTAaUMOHAPHOM ABTOKOJIEGATENBHOM- PEXXHMe OHa
NPOXOIUT MO 3aMKHYTOH (a30BOH TPaeKTOPHH, NMOKA3aHHOH IITPHXOBOH -
HMed Ha puc. 72.

Ina Toro yrobn1 Goliee OmpeneNieHHO yKa3aThb TIpaHULbI oOOnacTed ma-
pPaMeTpOB, B KOTODBIX peaiu3yeTcd KaXObIH M3 IpeAcTaBJICHHBIX aBTOKOIle-
GaTeNbHBIX PEXHMOB, TpebyeTcA OoJiee OCHOBATENIBHOE HCCIIEHOBaHUE - HEJTH-
HeHAHOM HeCTallHOHApHOH 3agaum (9).

4. O6cyxnmeHue. UMes B BHAY BO3MOXHOE COINOCTaBJIEHHE C IKCIle-
PHMEHTOM, CJlefyeT BbIACHHTb, KaKHe H3 3KCIEpUMEHTAIBHO KOHTPOJIHpYe-
MBIX TMapaMeTPOB M KAKHM OGpa3’oM BIIHMAKT HA XapaKTepHCTHKH OGbEMHBIX
mynscanud. OveBHpOHO, HauGollee 3¢¢deKTHBHBI Te M3 HMX, IIpH BapHAlMH
KOTODBIX M3MeHAETCA OTHOCHTENIBHOE paclojiodkeHHe H3O0KIHH. TakOBBIM fAB-
JIfeTCH BEIMYMHA TIOTOKA jo. B akchepuMeHTe ee MOXHO BapbHpOBaTh, H3Me-
HAA B OKDYXAWILEH Cpefieé KOHUEHTPAaUHI pAacTBOPEHHBIX BEIHECTB, IpO-
HUKAoLIMX Yepe3 MemOpaHy (Takmux, kak Houol Na*, C1I u gp.), meHas
TeMmeparypy cpembl (jo ~7T), BKIIouas BHEIHEE TPAHCIMUTEIMANIBHOE 3IEKTPH-
yeCcKOoe TIoJie.

Kakue mocleAcTBHA H3MEHEHHSA IOTOKA jo NPEACKA3bIBaeT PaCCMOTpEHHAs
BbIllIE TEOPETHYCCKAA MOJENIb?

Mb1 yxe Buaenu (cMm. (14)), 4ro npH NOHMXKeHWH BeJIHYMHBI fo HIKE OTpe-
OEeJIEHHOTO KPHTHYECKOTO YpOBHA L-H30KIIMHA CTAHOBHICA MOHOTOHHOH (yObl-
pasoiei). IIpn 3TOM CTAaMOHAPHOE COCTOSIHHE CHCTEMbI CTaHOBHTCH YCTOHUM-
BbIM, U TIYJIBCAIMH, €CTECTBEHHO, MODKHBI Mcye3HyTh. Ho u npu Gombimmx 3Ha-
YeHHsX Jo, KOrma yciosue (14) BBIIOJIIHEHO, CHCTEMA TaKXXe MOXET MepeXOTUTh
B CTa0WIBHOE COCTOSIHHE IIOKOf. 3TO MPOHCXOIMT M3-32 TOrO, 4T0 XOTA L-H30-
KJIHHA H HEMOHOTOHHA, 0cofaA TOYKA OKAa3bpIBacTCA HA ee MAJJAIOLIEM YUaCTKe.
XapakTep M3MEHEHHH, MPOUCXOJAIMX Ha (a30BOH IIOCKOCTH MO Mepe pocTa
BeJIMYMHBI TI0TOKA o, TOKa3aH Ha puc. 73. Kak BUaHO, TOUKa Iie peceyeHH A HyIIb-
M30KJIMH MPHXOJUTCA HA PACTYLMH YYACTOK M3OKIHHBI U = 0 TOJIBKO B Ollpeage-
JIEHHOM, BO3MOXHO, y3KOM, HHTepBaJle 3HAYCHUH MapaMeTpa jo. OTCIoMa MOXHO
3aKJIIOYATD, HTO PeXMM PHTMHUYECKHX ITyJbcaiui o6vema JK sBnserca npuHan-
JIEXHOCTBIO JHIIb HEKOTOPOTO HHTepBala 3HAauYeHHHl (QHU3HYECKHUX [apaMeTpoB
(B npHHIMIE ONpenenAeMOro M3 TEOPeTHUYECKOH Mojeiu). HapyumTs 3tor pe-
UM, T.6. MOJABHTH IyNbCAIHH, MOXHO MpH OTKJIOHEHHH NapaMeTpOB OT HUX
HOPMAJIbHBIX 3HAYEHHI B 06e CTOPOHBI.
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NPUITOXEHHE

1. BIMSIHUE MOCJIENOBATEJIBHOCTH OCHOBAHHH
HA CTABWIBHOCTH JBOMHOM CITMPAJIM IIHK *)

H3BecTHO, uTOo CTaOWIBHOCTh ABoiHON ciHpand JIHK cuwibHO 3aBHCHT B
UHMPOKOH 0GITaCTH N3MEHEHUA [apaMeTPOB Cpellbl OT OTHOCHTEJIBHOTO COMEpXKa-
miA GC-map. Bonswoe pasmuwie B 3HepruM cBsisu AT- u GC-map ompenenser
pasHHIly KaK B TeMIIepaTypax, TaK ¥ B LUMPHHAX HHTepBajia IUIABJIEHUS peab-
Hpx JHK (cM., Hanmpumep, [1]). B 10 e Bpemsa conepxanue GC-nap He siB-
JSIETCA eJMHCTBEHHBIM (haKTOPOM, OIpelielI AIOIIHM CTabHIIbHOCTD JBOHHOH CIH-
panmn. Kak noka3ssalT MHOTOYMCIICHHBIE IKCIEePHMEHTaJIbHble NAHHbIE, TEM-
neparypa IUIABJIEHMS BBICOKOMOJIEKYJIADHBIX CHHTeTHYecKMX aHaioroB JTHK
3aBMCHMT M OT KOHKPeTHOH MOC/IeIOBATENBHOCTH OCHOBaHUH B ABOHHOH CIMpajiH

*) CTaThsi HammcaHa coBMecTHO ¢ A.B. Bosmoromexum u M.IIL Opank-KaMeHeuxum.
CMm. MonekynsapHas 6uonorua. — 1976. — T. 10. - C. 764-769.
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|2—4]. 914 panHple YKa3pIBalOT HA 3aBMCMMOCTb 3HEPIHH MEXIDIOCKO CTHBIX
B3aMMOJIEACTBHI OT NOCIIEAOBATENIBHO CTH OCHOBAHUHA (3¢ deKT rerepOreHHoO CTH
CTIKHHT-B3aUMOicHCTBHI ) . Bo3HHKaeT BONpOC: B KAKOH cTeneHH 3T0T 3¢ deKT
CKa3bBaeTCAd HAa TEpMOMMHAMHYECKMX XapakTepucrukax peanbHbix JIHK?
10T BOmpoc 0COBGEHHO aKTyaleH, TAK KaK NOKAa3aHO, YTO B KOHUEHTPHPOBaH-
HBIX PACTBOpaxX TETPAaMETHI- U TeTpa’TWIaMMOHHEBBIX COJeil pa3iuuue B CTa-
6unbHocTH AT- u GC-map MoxeT GBITH cBefieHO K HymI0 |5, 6]. B aTHX ycnoBuax
3¢ @deKT TeTepOTeHHOCTH CTIKHHT-B3aHMOJEHCTBUH [OJDKEH HMIpaTh [OMHHH-
pytomyio pons [6].

Lenp Hacrosiumedl paBoTbl — MONYYeHHE KOJIHYECTBEHHBIX XapaKTepHCTHK
TeTepOIeHHOCTH CTIKHMHI-B3aUMOJEHCTBHHA U3 JAHHBIX MO TeMIlepaTypaM IUIaB-
JeHuA cuHTeTHueckux aHanoroB JJHK ¢ M3BeCTHBIMH NOCNEIOBaTeIbHOCTAMH
M BHUICHEHMe BIIMAHMA 3Toro 3ddexTa Ha TepMOOMHAMMYECKHE XAPAKTEPHUCTH-
ku IIHK co cnyuailHOH TOCIEeIOBATENIbHOCTBI0 OCHOBAHMl IpH pAa3MHYHBIX
YCITOBUSAX.

a) HaxoxXmeHHe MaTpPHUB CT3KHHT-B3auMopaeicTBHIL
PaccMOTpHUM YCIIOBHA IUIABICHHA IJIMHHOTO (N — °°) OBYHMTYATOTO MOJIMHYK-
JIEOTUIA C HeKOTOpOoH (PHKCHpPOBAHHON NOCIeNOBAaTEILHOCTEI0 OCHOBaHHiA. Jr0
YCIIOBHe, MOIYyYaieech MyTeM NMPUPABHHUBAHMA CBOGOTHBIX JHEPrHil CIMpalb-
HOTO M KITyOK00Gpa3HOTO COCTOSHHI II0OJIHME POB, 3aIHIIEM B BHJIE

1 NZU et
AFpA1(l —=x)+ AFgex + — 2 8F, =0, 1)
N i=1
rae AF st H AFGe — pa3sHOCTH CBODOIHBIX JHEPIHH (B pacueTe Ha OOHY Iapy
OCHOBaHHi) CIMpPalIBHOTO ¥ KIIyGK0OGpPa3HOTO COCTOAHHI IWIA MOJMHYKIIEOTH-
JOB CO CiiyvaiiHol nocnenoBarenrsiocTbio AT- 1 GC-map cooTBeTcTBeHHO. Bemmu-
uMHbl AFpT U AFGe BbIIeNeHbl OT[IEJIbHO MOTOMY, YTO OHU MOTYT ObITh Haiife-
HbI ITyTeM JKCTPAIoNIALMH IKCIle PHMEHTATIBHBIX TepMOJMHAMHYECKHX XapaKTe-
puctux JHK c pasnuunsiM GC-comepkaHHeM x K 3HaueHHsAIM x =0 ¥ x =1 co-
OTBETCTBEHHO. .
IpencraBumM X B BULE

Uar
AFpT = (T—TaT) )
AT
H
Uat
AFge= —(T—-Tgc), 3)
AT

rae Up1 — TelUloTa IUIaBJEHUs B pacueTe HA OfHY Hapy NOIHMepa, COCTOsAIle-
ro u3 cryvaiiHo#i nocmenoBarenbHoctd AT-nap; Tyt u Tge — TeMIepaTyphi
m1aBneHua cnydaifHpix AT- u GC-nomumepoB. @opmyinsl (2) H (3) HamucaHbl
B IIPeIIOJIOKE HIM , UTO IHTpoIny IwiaBneHua AT- u GC-nap oqUHAKOBBEI.

Tertora wiasnenua AT-map U, 1 npuHHMaeTcA paBHOi 8 Kkai/Momnb (CM.
[71). Bemmunnl Th1 ¥ Tge 32BHCAT OT MOHHEIX YCIOBHH M I PacTBOpPOB
C pazMyHBIM COHEpKFHHEM HOHOB Na MOTyT GbITh HallIeHbI M3 IMITMPHUYECKHX
dopmyn [8]

Tat =82,4+18301g[Na*], “)

Toe = 1184+ 11261g[Na*]. 6)
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1,i+1 .
Bemmuuns! 6 F g , OTIpefigIIAIoHe TeTePOTeHHOCTh CTIKHHI-B3auMOTeHCT-
BHA, INpefCTaBIAT COGOH HepIHI0 CTIKMHI-B3aHMOJMEHCTBUA -t U (i + 1)-#
Hap OCHOBAaHMH, H3 KOTOpOH BBIYTEHO HEKOTOpOe CTAHOApTHOe 3HaucHHe Fg,

i,i+1 .
T.e. 8F,’ XapaKTepu3ylT OTKIOHEHHA 3HEePIHH CTIKUHT-B3aHMOJEHCTBUA

0T BHIGPAaHHOIO CTAHOAPTHOTO 3HAYCHMS.

. 1,i+1
Boobme rosops, umeercsa 16 3Hauenuit SF , H3 KOTOpBIX Pa3jMYHbI

ronbko 10. BalencTBue mnpaBWia KOMIDIEMEHTapHOCTH [OCTAaTOYHO YKa3aTh

TOCIIeI0BATeIbHOCTh OCHOBAHWI JIMIML B OJHOW K3 -KOMIDIEMEHTapHBIX Lielel.
i,i+1

Mostomy BemuumHbl SF Mbl GynmeM 00603HauaTe clegyoumm 0Opa3om:

AA AT AC G
0Fy  ,8F; ,8F; ,8F; ¥ 1.n. COBOKYIIHOCTh 3THX BeIMYMH yOoGHO npen-

CTaBMTb B BH/e KBa/[ipaTHOH MaTpuib! 4-r0 MOpPAOKaA, KOTOPYIO U OydeM Ha3bl-
BaTh MATpHIIEH CTIKUHT-B3aHMOJEHCTBHMA.

JIna HaxoXHeHus MaTpHUbl CIIKHHT-B3aHMOMECHCTBHA HEOOXOMUMO IOTY-
YMTh YDABHCHMS, CBA3BIBAIOUIME 3JIEMEHTBI 3TOH MATpPHIBI C KaKHMH-THGO
HaOmniogaeMbIME B ONbITe TepPMOOMHAMHMYeCKMMH XapaKTepHcTHkamu. HocTym-
HBIMH B HACTOlliee¢ BpeMA XapaKTepPHCTHKAMM TaKOTO poja ABIIAIOICA TeMIle-
PaTYphbl IUIaB/IeHHA TOMMHYKIIEOTHOB C H3BECTHBIMM MOCIIE/IOBATeIbHOCTAMH
ocHoBaHmit. [TOCKONbKY pa3nTHyHble NONMHYKIICOTHIB! IDIaBATCA TIPH Pa3HBIX

TeMIe paTypax, TO GIA HaXOXIEHHUA BEJIHUHH ZSF;”+l M3 3THX JaHHBIX HeoBXxo-
OMMO CIesaTh KOHKPETHOe IIPedIIoNIoXKeHHe O XapakTepe TeMIepaTypHO# 3aBH-
CHMOCTH 3THX BEITHUMH.

M:l B paHHOM paboTe NPOM3BOJIBHO OCTAHOBWIMChH Ha IIpOCTeillleM Npen-

TIOJIOXKeHHH, YTO BCe BeJIMWHBI & F ;"“ He 3aBHCAT OT TeMneparypbl. OCHOBBI-
BasACh Ha 3TOM IIPe[NOJIOXKEHUH, JIErKO MMONYYMTh ¢ MoMomibio gopmyn (1)—
(3) ypaBHeHus mIA oNpeneIeHHA 3JIeMEHTOB MaTpHIBI CIIKHMHI-B3auMOMEHCT-
BHA 110 TEMIIEPAaTypaM IUIABJIeHHA NMONMMHYKIIEOTHIOB. [IBa ypaBHeHMA TaKOTO
THIIA CJIeAYIOT cpa3dy M3 ONpeflelieHHsA BBe[EeHHbIX Bbille NMapameIpoB TarT,
TGC uu AT

B camoM pene, mia cyyadHOTO TIOJIMMepa, COCTOALLETO TONbKO U3 AT-map,
ypaBHeHua (1) H (2) NMPUBOOAT K paBeHCTBY (MpH YCIOBHM, 4T0 AFzT =0
npu T=Tpt)

sFA 45T 150 A +5F M= 0. (6)

AHartorpyHoe ypaBHeHHe NOTyuaeM M3 ycnosusa mwiasjienusa GC-nmommepa co
CITyYaiiHOI ITOCIIe[JOBATEIBHOCTRIO '

sFEC +5FEC +5F°C +6F°C = 0. Q)

Hpyrue ypaBHeHHs MOTYT ObiTh MOJNYYEHB! H3 JAHHBIX 110 IUIABJICHAIO CHHICTH-
UeCKHX IOJIMHYKJIEOTHIOB C HM3BECTHOH IMOCIIeOBATeIbHOCTIbIO. HM3BecTHBIE B
HACTOsLIee BpeMA TeMIepaTyphl IUIaBIICHAA CHHTETHYeCKHX MONHIe30KCcuputbo-
HyKJICOTH/IOB NpUBEIEHBL B TaGi. 1 (1A ABYX 3HaYeHM# MOHHBIX ). U3 3THX
OAaHHBIX JIETKO TOJIYUMTb YCIOBME IUIaBJIeHHA IjIA JII060ro MONMMHYKIIEOTHIA.
B kauvectBe mnpHMepa 3ammilleM YCIOBHe IDIaBJIEHMA [OJIHHYKJICOTH/R .
nomu [d(TAC)] - monu[d(GTA)]:

Uar

Tat

1 2 1
(T,,,, ~ 5 Toc— 5 TAT> + GFI* +sF2C + 555 = 0.
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Ta6nwuua |

TeMnepaTypbl IUI3BJICHHA CHHTCTHYCCKHX HOJIHI(CBOKCHPHGOH)’KJI&OTHHOB

ToMMHYKIIeOTH I, Jlureparypa

0,01 M J 0,1 M

Monu[d(TTC)] - nonuid (GAA)] 60 74 : 2}
Monu[d(TTG)] - nonu[d(CAA)] 67 79 [2]
Monu{d(TAC)] - nonu[d(GTA)] 63 74,9 [21
Monu[d(ATC)] - nomu[d (GAT)] 68 80 21
Monu[d(TCC)] - nonu[d(GGA)] 71 89,5 [4]
Tonu[d(AAT)] - nonu[d(ATT)] 43,8 62,2 [3]
Monu[d(TG)] - nonu{d(CA)] 73 87,1 2}
Tonn(d (TC)} - monu[d (GA)] 66,9 81 [2]
Monu{d(GC)} - nonu[d(CG)] 96,4 110,75 [21]
Tonu[d(G)] - monu[d(C)} 82,7 101,4 [21
Tonu|d(A)] - nomu{d(T)] 47,6 67,1 2]
Monu[d(AT)] - moma[d(TA)] 39 60 [21

Takum 0Gpa3oM, MelI TIONYyUdM |2 ypaBHeHHil il onpefelieHUA BelIMUUH
§F ;'”l , OTBEUAIOIIHX UCCIEIOBAHHBIM K HACTOAIIEMY BPeMEHH CHHTeTHYE CKUM
HONUHYKIeoTHaaM. JI06aBUB K HUM yaIoBUA (6) u (7), MONyYaeM CHCTeMY H3
14 ypaBHenmit ¢ 10 Hem3BecTHbIMM. OgHAaKO TOJIBKO 7 K3 3THX YPaBHEHHH JiM-
HeifHO He3aBUCHUMbI. 1A MOIYYEHUA 3aMKHYTOH CHCTeMbl MbI JOOABHIM K Heil
eliie TPU IIPOU3BOJIBHBIX YCTIOBUA CHMMETPHH |

SFRT —8F A =8F3A ~8FPC, )
SFAT _spIA=spSh _sFAC 9)
§FEC=6FCC. (10)

CrenyeT OTMETHTh, YTO ypaBHEHMs, OJTyyeHHbIe Ha OCHOBAHUM JaHHbIX Talul. 1,
ABJIAOTCA BHyTpeHHE ITPOTHBOpEUMBBIMHU. IIpHunHa 3TOrO He TOJNBKO B HOIpelr
HOCTAIX IIPH ONpeJIeJICHHH TeMIlepaTyp IUIARJIEHUA CHHTETHYECKUX MOJIMHYKIIeO-
TUZIOB. bonee cyllecTBEHIIBIM SBJISIETCA TO OOCTOATENHCTBO, YTO CHHTETHUECKHE
NOJIMHYKJIEOTH/Ibl MMET HeCKOJIBKO DPasNMYHYI0 CIPYKTYpY [BOHHON cMpann
[9], Tak yro sHeprua B3aUMOJEHCTBMA OOHOW M TOH e Hapbl 3BEHbEB MOXeET
ObITb, BOODLLIE TOBODS, PA3JIMYHON WIS Pa3HbIX MOJIMHYKJIIEOTH/IOB.

BeneactBue ykasanHoOH IpOTHBODEYHBOCTH CHCTeMbI ypaBHeHHMH, Mbl pe-
Lia]TH ee MeTOJIOM HauMeHbUIMX KBafparoB. [loyydeHHble MaTpHIBI BeIHYHHBI
SFL ™! i pByX 3HaueHMH MOHHOH CWIbI PacTBOpa NpHBedeHbl B Tabn. 2.
Ilpn sTomM cyluecTBeHHO BBIACHHMTH, HACKOJIBKO MNOJIyYeHHble MATPHUbBI YyBCT-
"BUTeJIBHBI K [POM3BOJIBHBIM CHMMeTpU3ylomumM ycioBusam (8)— (10). Kpome
TOTO, Hd OCHOBAaHMH PAJA COOOPaKEHHH MOXHO OTJATh MpealloUTeHHE HEKOTO-
PBIM M3 cuHTeTHYecKuX alanoroB JJHK, nmpuBeseHHpix B 1a0M. 1.

[Ipesmoyrenie Mbl OTJABAIM TEM IOJIMHYKIIEOTHIAM, JUist KOTOPHIX: 1) 3a-
BHCHMOCTb 7T3,;; OT MOHHOH CWIbl BJIM3Ka K COOTBETCIBYIOLEH 3aBHCHMOCTH
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MaTpHIis] reTeporeHHOCTH CTIKARI-B3AUMOAEHCTBHSA Map OCHOBAHHH OHK

Ta6nuua 2

Ocona 0,01 M NaCl 0,1 M NaCl
HUe N
A T C G A T e G
A -53 -7 -89 167 —44 —-16 27 169

T 113 -53 47 -209 104 -44 49 -92

C —209 167 119 -119 -92 169 81 -81

G 47 -89 -119 119 49 27 -81 81

TIipuMMeyanue. DieMeHT Ha NepecedeHUH (-l CTPOKM U j-ro cronbua npecTaBIa-
er coBoit §F &/ B xan/mons.

st JHK, 2) myprHOBbie M NMUPHMHIKHOBBIE OCHOBAHHMA COMEPXKATCA B 00eux
HUTAX TOJMHYKJIeOTHIAa. Bpula IpoBedeHa CepHA pacyeTOB METOIOM HaWMEHB-
IIMX KBaJpaToB, B KOTOPBIX PATUYHBIM TIpYIlllaM YPaBHEHHH LpUIIMCHBAIHCD
pasnuunbie Beca. Ilpu stom HauMesbiuMe Beca MMend ypasHeHus (8)-—(10),
a HaMboJblIMe — ypaBHEHMs, MOJIyvaloleca U3 yCIOBUA IUIABIICHUA NOJIMHYK-
JeOTHAOB, yOOBIeTBOpsolMe TpeGoBaHusM 1) u 2). [lonyuaowuecs npu 31om
MATPHUIIBI HE OTJIMYAIMCh PagMKaJIbHBIM OOpPa3’oM OT MAaTpull, TpPHUBENCHHBIX B
Ta0n. 2. iMeHHO, 3HAaKHM BCeX 3JIEMEHTOB COXPaHWIACh. 3HaueHust GOJIBIBINCTRA
3JIEMEHTOB MAaTDHIIbl MAJIO O TIIMYAIKCD 110 aOCOIIOTHOM BeJIMUKHE.

Jluiub 1711 HEKOTOPBIX 371EMEHTOB HABIIONANHCh CyIuecTBeiHbie BapHALHH
MX abCOJIIOTHBIX 3HAYEHMH, HO HMKAaKHe 3IeMeHTbl He MEHAIM CBOMX 3HaueHH
Gonee uem B fBa pa3za. Takum oOpasoM, HECMOTPA HA MAJIOCTh aBCOMOTHBIX
3HaYeHMH 3JIEMEHTOB MAaTPHIBl, XapaKTCPH3YIOMIHUX TeTepOTeHHOCTh CTIKMHI-
B3aHMOJEUCTBHH, IIpUBEACHHBIX B Tabil. 2, 3TH 3HAYCHHUdA, NO-BUAUMOMY, GIIU3-
KH{ K IeUCTBUTEIBHBIM.

6) BiussHMe TeTepPOTeHHOCTH CTIKHHIM-B3aMMOJe i
CTBUSA Ha XapaKTEPHCTHKHM KpHuBBX nnanenus JHK
3Has MaTpuily BEIMYHH OF i” "1, MOXHO BBIYMCIMTD BIMSAHHE TeTepPOreHHOCTH
CTIKHHI-B3aMMOMEHCTBMA KaK HAa TeMIepaTypy, TaK ¥ Ha [MPUHY HHTepBasia
(UIaBJICHHUA TeTePOTIOJIMHYKJIEOTH A CO CITyYalHOH MOWIeA0BaTEILHOCTIO.

Hnsa TemnepaTypbl IUIaBieHUSA Ty, MOXHO I[IOJIyYMTh CIICHyHOILYI (GOp-
Myny (c yyeroM yanosuit (1)—(3)):

Tun=Tat+ (Tgc — Tat) x+Dx(1 —Xx), @amn

rage

1 , :
D= Z(WSAC +OF$C +8FPC +8FIC +8FEA +8FFA +

‘ T
+ 6FET +5FCT)y =20
Uar

Mockonbky 3¢dexT reTepOTeHHOCTH CTIKMHI-B3aMMONEHCTBMI MaJl, TO OTKJIO-
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HEHHE OT UCTI0NIb3yeMOH 0BBIUHO hOpMYIIBI

Tan=Tat* (Tgc —Tat) x (12)
BecbMa Masio. Tak, ifs ABYX MAaTpHul, NpUBEeNeHHbIX B Ta0ui. 2, BennunHa D oka-
3pIBAETCA PABHON COOTBeTCTBEHHO 1,8 m — 3,3 °C. CileoBaTebHO, MK CHMATb-
Hoe oTknoHeHue T, oT dopmyner (12) cocraenser 0,5 u — 0,8 °C coorer-
CTBEHHO. 3TO OTKJIOHEHHE YKJIA[BIBAaeTCA B 3K CHEPHUMEHTANIBHYIO MOTPEUTHOCT
onpeneneHusa Ty, U MNOITOMY HEYOMBHUTEJBHO, UTO OTKJIOHEHHsS OT JIMHEHHOH
3aBUCUMOCTH Typ; (X) B ONbITe He HaGIIIO JalIH.

Ilepeiinem Terieph K BONMpOCY O BIMAHHUM reTepOreHHOCTH CTIKHHI-B3aHMO-
JeHCTBUA Ha LUMpHHy MHTepBasa IutaBienus JTHK. JInd BbruMclieHMs 3TOH Xa-
PaKTEpUCTUKH KPHUBOH TUIaBJIEHHA MBI HCHOIB30BANIM pe3yJibTaThi paGoThl Bege-
HOBa M coaBTopoB [10]. Yuer oGpa3oBaHus MeTenb OpH TUIABJICHHH JIMHEHHOTO
reTepoONnoJMHYKIIEOTHA TNPOBOIMIIM METOJOM INOCIeIOBaTeNbHbIX NPHOIHXKe-
HH#, NpeioKeHHbIM patee [11].

Kak u cremoBano oxHpaTh, NpH OGBMHBIX yCJIOBHMAX LIMPHHA HHTEpBana
TUTaBJIeHAA ONpefensercA GoNbimoOH pasuuiei B craGwipHoctn AT- u GC-map
(3Ta BeNMuMHA COCTABJIAET = | KKan/MOJb) H reTepOreHHOCTb CT3KHHI-B3aUMO-
AeCTBMH NMpaKTHYECKH He BIIMACT Ha IIMPHHY MHTepBala IUaBjieHus. OpHako
3 ¢eKT reTepOreHHOCTH CISKHHI-B3aHMOJEHCTBMH CTaHOBMTCA OMNpEAeio-
IIMM B YCIOBHMAX, KOPIa cpemHsaa crabunpHocTh AT- 1 GC-nmap BripaBHMBaeTCA.
Ecmu 6b1 OH OTCYTCTBOBAJI, TO B 3TOM Cllyyae INHpHHA HHTepBayia ILIABJIEHH:A
AT reTepoNOJIMHYKIIEOTHA [O/DKHa Obutla Obl GbITh NPAKTHYECKH PaBHOH
HyI10, Kak cieftyer u3 Teopus (cM. [1] u [6]). OnHako Hanuume storc sdupex-
Ta IPHBOIMT K MOABJIEHHI0 HeHy/eBOro 3HaueHHa AT, paBHOro (IpH HCIOJB30-
BaHUM mMaTpHy Tabn. 2) 0,2 u 0,1 °C COOTBETCTBEHHO.

3TOT pe3ynbTaT MOATBEPXAACT BBIIBUHYTYI0 BOCKOGOMHHMK M COaBTOpaMH
[6] runoTesy o TOM, UTO TeTepOTeHHOCTh CT3KHHI-B3aHMOJEHCTBHH OT-
pedelifeT MMpHHY MHTepBana TuiaBieHua JHK B Tom cnyvae, Korga OTHOCH-
tenbHasg crabwibHocTh AT- M GC-map B cpemHeM BbIpaBHHBaeTCA NpH JoGaBiie-
HMH B cpelly HOHOB TETpasTWIAMMCHHMs B OONbIION KOHUEHTpauuH. B 3tHx
ycnoBuax Gepio monyueHo 3HaueHme AT =~ 0,5 °C [6]. Haum' ouedku parwor
HECKONBKO MeHbiliHe 3HaueHUusA. O[JHAKO KOJIMYEeCTBEHHOIO COIJIACHA TEOPUH
C ONBITOM TPYJAHO OXHMIATH, TAK KaK CWIbHOe H3MEHEHHE COCTaBa PaCTBOPH-
TellsA BJIeACTBHe 0GAaBIIeHMA COIIM MOJXET M3MEHHMTb KOHK peTHBIN BHJ| MaTpH-
IIbI TETEPOreHHOCTH CTIKHHI-B3aHMOIeH CTBHIA.

B) O6CyxnaeHHe pe3ynbraToB. OCHOBLIBASACH HA JAHHBIX IO
TUTaBJIeHHI0 CHHTeTHdYeckHx aHanoros JIHK, Hamu BmepBbie cremaHa MONBITKA
HaWTH MATpHMILy TeTePOreHHOCTH CTIKHHI-B3aMMOneHCTBHA. OCHOBHOH pe3yis-
TaT — Y[OMBMTEIbHAA ManocTh pdekTa. B To BpeMA Kak cpepgHss SHEpPrus
CTIKHMHI-B3aUMOMIEHCTBHA cocTaBiisier 7—8 kkan/monb [1], oTkioHeHHe OT
3TOr0 3HaueHHA He mpeBbimaer 0,2 KKaN/MOJb B HCCIENOBaHHOH OGIacTH
HOHHBIX ycnoBuit (0,001 — 0,01 M Na™). Takum 06pa3soM, OTHOCHTEIIBHBIH
abdexT rereporeHHOCTH crTIKHMHr-B3aumopeiicisuii B JTHK cocraBnser 2—3 %,

YTO He BJIMsAET B 3aMETHOM CTENEHM Ha TEPMOJMHAMHYECKHE XapaK TePHCTHKH
JHK npyu o6pruHbx ycnoBusax. OH, OJHAKO, CTAHOBHTCH CYLECTBEHHBIM B HEKO-
TOPBIX CHEUHAJIBHBIX ClyYaAx. B vactHoctH, HMeHHO 3G(eKT reTepOr¢HHOCTH
CTIKHMHI-B3aMMOJEHCTBMI ONpeneNnseT WMpPUHY HHTepBana mwiasnenus JTHK
B o6JTacTH MHBepCUH OTHOCHTENbHOM cTabwisHoCcTH AT- M GC-nap.
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Homnyuenusie Hamu peaynbrater i JHK pe3ko OTIHYAKOTCS OT BAHHBIX
06 oueHp 60JBLIOM 3¢ eKTe TeTepOreHHOCTH CTIKHHT-B3aMMOJEHCTBHH B CI1y-
yae PHK [12]. IlpuumuHpl cTONb pa3iM4HOTrO MOBEJEHHA GIM3KHX MO XHMH-
4e€CKOMY CTPOCHHIO NMOJIHHYKJICOTMAOB COBEPUIEHHO He ACHBI. BO3MOXHO, yTO
3TO CBA3aHO C pa3nuudeM B IpocTpaHcTBeHHOH crpykType (JHK Haxomurcs
B B-¢popme, a PHK — B A-popme).

Crnepyer, ofiHaKo, OTMeTHTb, YT0 naHHble misa JHK monydensr HaMH Ha oc-
HOBC aHAJIM3a TEMIEPATyp IUIaBJIEHUA BbICOKONOIMMEPHBIX MOJHHYKIIEOTHIOB.
IJTH [aHHBIE COTTIACYIOTCA, KaK MBI BH/IMM, C Pa3JIMYHBIMH XapaK TePHCTUKAMH
peanbipix JHK (cymecrBeHHOe yBenuueHue 3d¢pekTa FeTepOreHHOCTH CT3
KHHI-B3aMMOJIEHCTBHA HEH30eHO INpHBesIo Obl K 3aMETHOMY HCKPHBIIEHHIO
3aBUCHMMOCTH Ty, o1 x (cM. popmyny (11)).Kpome Toro, o Manioctd addekra
CBHIETENIbCTBYET Majioe 3HaueHHe AT B oGNacTH HHBEPCHH OTHOCHTEJIbHOM
crabunvHoctH AT- u GC-map. Mnaa curyauus umeeT mecro B ciyvae PHK. ITo-
JIyueHHple PaHee pe3yNIbTATHI OCHOBAHbI HA AHAJIM3€ OYeHb KOPOTKHX OJIMIO-
HyKJIeOTHIOB [12] M He yBs3aHbI IO CHX IIOP ¢ MOBEACHHUEM BHICOKOIIOTMMEPHBIX
PHK. BMecte ¢ TeM MMel0TCA [aHHBIE, CBHAETEJBCTBYIOIIME O6 aAHOMANIBHBIX
TePMOOMHAMMNYE CKHX CBOMCTBAX KOPOTKHX ONIMrOHYKJIeoTHOB [13].

2. TIOYEMY MPOLECC TIJIABJIEHWSI CBEPXCIIMPAJIBHBIX IHK
CTOJIb HEKOOIIEPATUBEH? *)

IlepBbie 3KCIEPHMEHTBI MO IUTABJIEHHIO KOJIBLEBBIX 3AMKHYTBIX MOJIEKYII
IHK (IHK I) 6bumH npoBedeHnI BCKOpe nocie OGHapyxeHHs 3TOro BechbMa
pacimpocrpaHedHoro B mnpupope cocroshus *ITHK [14]. OHu BeiABWIH psap
CyILIeCTBEHHBIX OTIHMYMH B XapakTepe mpouecca peHatypauud JHK I u JTHK 11
(otkpbiTas ¢opma). Ilpexne Bcero obpamaer Ha ceGa BHHMaHHE 3HAUYHTEIh-
Hoe (DoJiee YeM B [1Ba pa3a) yLUMpeHHe TeMIIepaTypHOTO MHTEPBAJIA NEPEXOfa.
Kpome toro, touka monynepexoma Ty =y, (TeMmepaTtypa, IpH KOTOpPOH RnoJIO-
BHHA Map OCHOBAHHH HAXOIWTCA B JIeHATYpHPOBaHHOM cocTosiHuu) misa JHK I
npeBpiuaer TakoByl mis JJHK II npumepHo Ha 30 °C [14]. Iosmee [15]
oOpaTwI¥ BHMMAaHME elie Ha OJHY OcoOeHHOCTh: KpHMBBIe IUIABJIEHHS KOJble-
Bbix 3aMkHyTsiX JTHK He oGnapmaloT TOHKOH CTPYKTYpo#l, KOTOpas siBHO 06
HapY>XHBaeTCA HA KPHBBIX IUIABJICHHA COOTBETCTBYIOUIMX OTKPBITBIX HIM JIH-
Heitiprx JIHK. IlepeuncneHHrle [OOBONBHO. fAipkHe 3¢ ¢eKThi, €IHHCTBEHHOH
TMPHYMHOM KOTOPBIX MOXeT ObITh BO3HHKHOBEHHE TOMOJIOTMYECKHX OrpaHHYe-
Huit npu 3ambikauud JIHK B konbuo, HyXkOawTcsa B TeOpeTHUYecKoM 00OCHO-
BaHHH.

M. . ¢panx-KameHeuxuit 1 A Jl. @pank-KaMeHelkHid TepBbIMH NpeaNpH-
HSUIH TIONBITKY TEOPETHYECKOTO OODbACHEeHHA OCOGEHHOCTeH IUTaBIIEHHA KOIb-
ueBprx JJHK [11]. OHH Tpeamonoxxwin, 4T0 W3GBITOYHOE YMCIIO 3allefUIEHHH B
JHK I no cpasHennio ¢ JJHK II npu T0i X%e creneHM AeHATYpPAallHH COCPeOTO-
YEHO LIEJIMKOM B [IEHATYPHPOBaHHBIX Yy4acTKax. HIHBIMH CJIOBaMH, TIpH Da3-
pYiliecHNH BOIOPOOHBIX CBfi3edl M CTIKHMHr-szaumopeiicremit HHUTH JIHK B pac-
TUTaBJIEHHOM 00JIaCTH OCTar0TCA NepeKpyueHHbIMH B TOH )K€ CTEleHH, KaKk H [0
mnasnenus. (Hamomuum, yto npu peHarypanuu JJHK I nonHoe uxeno 3auerie-
HMI HUTel 1S BCeil MOTIEKYJTIbI OCTaeTCA HeM3MEHHBIM.)

*) CTaTh4 HalHcaHa coBMecTHO ¢ A.B. ['arya. Cm. MonekysuipHasa 6uonorus. — 1989.—
T.23, N 1. — C. 52-60.
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IlostoMy, kak cuuTaioT aBTOpel [11], KOMIUIeMeHTapHbIe HHTH B [eHa-
TYPHPOBAaHHOM YYacTKe JIMIUEHBI CBOGOABI OTHOCHTENbHbIX ABmkesui. Ilete-
BO# (haKTOp, CylLeCTBeHHbIH NpH IwlapieHun JTHK Ge3 TomonormyeckHx orpa-
HWYeHMI, YCIpaHAeTcsa NI Naphl CUeIUIeHHbIX HWTed. TakasA CHTyalMs OIMCHI-
BaeTCA MOJIEJIbI0 OJJHOHMTEBOro Monumepa. Ilpefcka3zaHnsa Ha ee OCHOBe YOB-
JIETBOPHTENIPHO COTJIACYIOTCA € YKa3aHHbIMH BbIlle ONBITHBIMM JAaHHBIMH [14,
15].

Opnako 0oGHapy»eHBI M JIpYyTHe 3KcilepHMeHTalnbHble (aKTbi, IPOTHBOPE-
e Mozens @pank-Kamenenxux [11]. Mbl MpOBOIMIH TepMOEHATYPALKIO
xonbieBbix JJHK B TaK Ha3pIBaeMbIX WHBEPTHPYIOIIHX COJNEBBIX YCIOBHAX
(8 ~ 3 M GpoMHCTOM TEeTpa3TWIAMMOHMM), KOTAAa CpeHHe crabwibHoctH AT-
1 GC-nap BripaBHMBatoTcA | 16]. B 31HX yoioBuax otkpsithie popmst — JJHK 11,
KaK ¥ 0XKHJIAJIOCh, IUIABATCA B YPE3BLMUAHHO Y3KOM TeMIIepATyPHOM HHTepBajie
Toc — Tat-

HanpotHs, k HameMy ypnHBJIeHuI0, HHTepBan miasnenusa JTHK | npak miec
KH He H3MEHMIICA NIPH Nepexozie OT Hopmasibhbix ycnoBuit (Tg e~ Tat ~50 °C)
k mBepmHpyloumM (Tgec — Tat =~ 0 °C). KpoMe TOrO, pa3Huua ToueK MONY-
nepexoma JTHK In JTIHK 1T Takke oxasarnach HedyBCTBHTEIbHOH K (aKTopy Aud-
¢depeHumansHoit crabwibHoctd AT- 1 CG-map. YiasanHeie ¢akTel MO3BONHIM
HAM CZeNIaTh BBIBOZL O HE3aBHCHMMOCTH XapakTepa miapieHmusi JTHK I oT-reTe-
POreHHOCTH ee HYKJICOTHAHOTO cocTaBa [16].

OueBHHO, 9TH HOBbIe OAHHBIE HUKAK He YKJAABIBANTCA B PAMKH MOJENH
ofHoHuTeBOro mnonumepa [11], cornmacHo KOTOpOH OTHOINEHHE IMHPHH HH-
teppana 1wiaenennsa JHK I u JHK I mano 3aBucHT oT daktopa Tge ~ Taot.
TosroMy Hamo 6bUIO OXMOATH KpaiHe y3koro HHTepBama (< 2 °C) mns mnae-
seina IJHK I B MHBepTHPYIOIUX YCIOBMIAX, TOIJIA KaK PEajibHO 3Ta BeJIHIMHA
cocraBnser 25 °C (puc. 74).

Hwke mnpencraBnena mpocrag ¢eHOMEHOJIOTHYECKas TeOpHA MpoLecca
TEPMOAEHATYPALUMH NOJIHMEPOB C TONOJOrHYECKHMH OTpPaHHYCHHAMM, MO3BO-
ngomas go6UThCA YHOBJIETBOPHTENBHOIO COITIACHA C ONBITHBIMH JAHHBIMH
ona xonsueBsix JTHK.

a) ®OpMYNHDOBKAa MOJleNH. Bnpoueccennyrpmonexymp
HOTO IUIaBJICHHSI KOJblieBO# KoBaneHTHO 3aMkHyTo# JTHK paspynmiorca oTHO-
CHTEJILHO ci1abpie KOMIUIEMEHTapHbIe B3aMMOZIEHCTBHA, HO He Hapyumercs ue-
JIOCTHOCTh caxapo-¢octaTHOro ocropa. IIo3ToMy TONONOrHYECKOE COCTOSAHHE
OBYHHTEBOI MOJIEKYIIbI OCTaeTC HeH3MEHHBIM. JTO COCTOAHHE XapaKTepH3yeT-
¢ HHKCHPOBAHHBIM ITOJTHBIM YHCIIOM 3aLelUIeHHi ABYX KonbLeBrx HuTed JTHK.
B ommume ot JHK I, B JTHK II paspyiueHue CT3KHHIa NpH TUIABJIEHHH COTIPO-
BOJXK/IAETCA TOJIHBIM paciUleTeHHEM HHUTeH B JIeHATYpHPOBAaHHOH obnactu. 3aech
pellaKkcanusa K HanbGoJiee BEPOATHOMY COCTOSHHIO HellepeKPYIYCHHbIX HHUTEH BO3-
MOJXHA 33 CYeT CBOGOIBI OTHOCHTENIBHOIO BPAaLeHHsA KOMIUICMEHTaPHBIX LiEeNeH
HA KOHIAX MOJIEKYJIsI (WIM B TOUKe OfHOHMTeBOro paspmea mia JHK II).
Orciona sACHO, YTO NMpH OHOM H TOM Xe Wicie paciyiaBiieHHpx map N, JHK I
obnapaer HaGbITOUHRIM IO cpaBHernio ¢ JJHK II  unciom 3auenneHmii  HuTeH

AL k= =aN 15 (1)
rae @ — Yroji COMpaIbHOTO BpallleHHs (B HATHBHOM COCTOAHHMH ABOWHOH CIIH-

panun JIHK ID).
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Puc. 74. KpuBbie IUIaBleHHA H 0,5 1,0
X TPOM3BOOHBIE PENINKATHB-
Ho#t dopmer JHK dara ¢ X174 L
B HHMBEPTHPYKOIIMX yCIOBHAX 0,4 ~40,8
(pactBop comepxan 3 M Gpo- : 3
MHCTBIH TETPAITHIIAMMOHHH) . - &'
Itpenapar JHK npepcraensin co- S 03 -0,6 é’
Go#t cMece IHK I 1 IHK 11 B - g
cooTHoLIeHHH 10 : 1 E Q
: 0,2 = ] 0'1, g
. 3
2
Puc. 75. Cxemaruueckoe H3oBpa- b1 410,2%
KEHHE KOJLIEBON, KOBaJIeHTHO
3amkHyTo#t JIHK B HHTepBane 0 rETES BN B AR A B A B )
IUIABIIEHKA 45 60 75 30 T1,°C

3apanHe OMpPEACNieHHOro TOMOJIOTHYECKOTO COCTOAHMA ¢ (HKCHPOBaHHBIM
yncioM AL, cwIbHO OrpaHHYMB2eT HaBOp [OMYCTHMBIX KOHGOpMauuii u Io-
3TOMY CONPSDKEHO ¢ K36pITouHOH cBOGOmHOM 3HeprHeii ¥ JIHK I no cpaBHeHu1o
¢ JHK I1.

TlocnegoBaTensHeIi pacdeT M3GLITOYHOH 3HEPrMH He NpPEACIaBiAeTcA BO3-
MOXXHBIM Ha COBPEMEHHOM 3Tane. B cBA3M ¢ 3THM HeOGXOMMO NpHBIIeYh HEKO-
TOpPbIC ACNOJIHKTEIIbHEIE TIPeANOIIOXeHU A .

Ms1 6yaem cuMTaTh ONpaBOAHHBIM MPHOIMKEHHE YaCTHYHO JIeHaTYyPHPOBAH-
noit JIHK I B mHTepBane mnaBneHus momenbio ToHKoH neHTbl. (Il kpaitheit Me-
pe Ipu HebGonbumMx cremeHAx peHatypauun JIHK I Takoe mpuGmikenHe, mo-
BHIHMOMY, IOCTATOYHO HafexHo.) IIpuHAB ero, cilenyeT pa3fe/iuTh BKJIajapl B
AL, OT NpOCTPaHCTBEHHOM 3aKPYTKHM OCH MOJIeKY/bl (pai3uHra) OBYTAXKe-
BOH CTPYKTypnl (YaCTb, He 3aBHCSILAA OT OTHOCHTENIBHOTO BpaLleHHA HUTeH)
M OT “TBHCTHHIa” — BEKTOpa OTHOCHTEJILHOIO BPpAILEHHA, CIPOEeKTHPOBaH-
HOro Ha ochb pymiexca [17]. Hawe creayiomee npemnojioXXeHHe COCTIOHT B
TOM, 4TO KaK H36bITowHbiii TBHCTHHT (TW), rak u u3GpITOuHbIH paii3auHr (Wr)
BO3HHKAIOT H OCTal0TCA NPUBA3AHHBIMM K JIOKAITBHO AEHATYpHPOBaHHBIM OOUIa-
cram. HarnsapgHo 3To mpermosnioxelne NPOWUIIOCTPHPOBAHO Ha pHC. 75, rpoe
cxeMaTHYeckH H300paxkeHa morekyna JTHK I B mHTepBane mnaBneHns. OTiw-
4He OT YNOMAHYTOH Bbilite Mofienu [11] COCTOMT B TOM, 4TO 37€Ch BKJIA[ pait-
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3unra B AL, He urHopupyercs. IlpuueM CUHTaeTCs, YTO 3TOT BKIIaj 06y ciioBIIeH
IPEUMYIIECTBEHHO DPe3KOH NepeOpHEHTalHed OCH MAyIUleKca B JIOKAJIBHO pac
IwIaBieHHBIX oGnactax. KavecrBeHHO NOHATHO, 4ro yuactkH A — G Ha puc. 75
€ pa3pylieHHOH BTOPHYHOM CTPYKTYpOH OGNMa[IAl0T MOBLILIEHHOH MO CPaBHEHHIO
¢ HATUBHBIM OYIDIEKCOM rHOKocTbio. II03TOMYy Hamse TpeThe NpeplIonoXeHHe
COCTOMT B TOM, YTO pacillaBJIeHHbIE YYACTKH HIPAlOT pollb CBOGOJHBIX MIApHH-
POB B MecCTax COWIEHEHHA HeTHyuiMxcs HaTHBHbIX cerMeHTOB. Iloaromy, yum-
ThIBasg pal3MHT MOJIeKYIbl, Mbl GyneM MONb30BaThCA MOMEINBIO CBOGOJHO COY
JIEHEHHOMR LIeMH, B KAYeCTBE KYHOBCKOTO CETMEHTa KOTOPOH BBICTYIIAIOT HATHB-
HbI€ YYaCTKH.

6) TeoperHYecKHH aHalU3 MOMETH. Hepenu,eMKnccneu.o-
BaHUI0 TEPMOJMHAMMUECKOrO 3¢¢eKTa TONONOTMYeCKHX OrpaHHYeHHH B paM-
Kax C/eJIaHHBIX MpeAnonoxeHHH. COrjacHO NpAMBIM pacdeTaM MeTooM MoHTe-
Kapno [18, 19], cBoGopHas 3Heprua 3aMKHYTOM Lielk 1 CBOGOIHO COWIeHEHHBIX
CerMEHTOB ¢ 3a/]AHHBIM YMCIIOM [POCTPAHCTBEHHBIX BHTKOB () BBIPAXKAETCA B
BHJIE

w = Gw?/n. Q)

UncneHHple OLEHKH [/iA MapameTpa JKeCTKOCTH G NpHBepeHsl B pabotax Bo-
noropckoro u coastopos [18] u e Bpe [19]. B BripaxeHuu (2) cBoGommas
3HEPTHsA OTCYHUTHIBAETCA OT 3HEPTMH PEJIaK CHPOBAHHOIO COCTOSIHUA KOJbIEBOM
¢opMbl1, uto cootBeTCIBYeT coctosinmio JTHK II. 3Hauenue mapamerpa G He 3a-
BHCHT OT JJIHHBI KyHOBCKOIO CErMeHTa (B HalleM Cllyuae OT [THHBI HATHBHOIO
YYacTKa) MNpH AOCTATOYHO MAaJIoH TOJNIHHE Moclefero (O OTHOIIEHHUIO K €ro
pnuHe) . TpuBHAnbHBIH NepecdeT AaHHBIX Jie Bpe [19] moka3piBaer, 4TO 3Ta
3aBHCUMOCTb OT IJIHHBI cerMeHTa HecyuiecrBeHHa mia JJHK, xorga HaTHBHBbIE
ydacTku npeBocxozar 20 map ocHoBaHuil. He emas moka uMeTb feno ¢ cy-
UIECTBEHHBIMH YIIOXHEHHAMH aHaJIN3a, BO3HMKAIOUMMHU NIPH YieTe KOHeuHOMH
TOJIMHEI AyIUleKca, 6y/IeM OrpaHH4YMBaThCcA O6IacThI0 KPUBOH IUIaB/IeHHA, Iie
apdexT TOMUMHBI Mal. HukHAA TrpaHMHa pjiA [WIMHBI HATHBHOTO YdYacTka B
20 map OCHOBAaHMA 3aJiaeT BEpXHHH Ipeden A crelleHH AEHATYPAalHH 0,4y ;
TEM CaMBbIM OrpaHMUMBaeTcs o6NacTb HA KpHBOH IU1aBJIeHUA, TIE UCTIONIb30BaHHE
BoIpaXeHus (2) NpaBOMOYHO. COOTBETCTBYIOILAA KOJIMUECTBEHHAsS OlleHKa A
O max CTaHET BO3MOXHOM NMOCIe 3aBepIieHHA pacyera *).

IIOMHMO HHXKHETO, CyUIECTBYET M BEPXHMH NpeleN Vi, .y AJIA MpHMEHEeHHA
BhIpakeHHA (2). IjIMHa HATHMBHOTO YYacTka 'V He [OJTKHA MpEBOCXOTHTb NEPCH-
CTEHTHY!0 JUIMHY HATUBHOTO OyIuiekca (=~ 200 map ocHoBaHmif) . B mpoTHBHOM
clyyae HeNb3d npeHeOperaTh €ro coGcTBeHHOM rubGkocTbio. Takum oGpasom,
CaMOe Havajio IIpOllecca IUIABJICHHS TAKXKE HMCKIIIOYAETCA H3 PACCMOTPEHHA Ha
OcHOBe BoipaxeHHs (2). OTMeTHM, YTO BBIpakeHHMe 1A CBOBOAHOH 3HEpruHH
(2) nonyueHO A CBOGOOHO COWIEHEHHOM HEMOYKH C OIMHAKOBBIMH CETMeEH-
Tamu [18, 19] .0OnHaKo OHO OCTaeTCs MIPUMEHHMBIM B Cllyyae CETMEHTOB Pa3HbIX
IJIMH TNPH YCIIOBHM, YTO HAaWMEHBLIAsA JIHHA BcCe-TaKH NPEBOCXOOMI NOPOT
nposiBieHuA 3pdexTa TONMMUMHBI LeMM, paBHOH, Kak ropopwiocs, 20 mapam
OCHOBaHMH. B 3TOM cllydae BhIpakeHHMe I 0GaBOUHOH CBOGOMHOH 3HEpPrHH

*) B nossuswelca HegasHo paGoTe KiiennHa H coasTopos [20] monyyeHa Gosniee cHimb-
Hasi 3aBHCHMOCTb G OT JIIMHEI CeTMeHTa, YTO NPHBOIMT K HEKOTOPOMY H3MEHEHHIO 3Ha-
YeHHA 6 max.-
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paiiauHra F,, 3aBHCHT JIMIUb OT YMCIa HATMBHbIX (WIH [eHATYPHPOBAaHHbLIX)
obnacreit ¥ He 3aBHCHT OT paclipelielieHua MX miuH. Huke Mb1 BOCIONb3yem-
¢S IAHHBIM OB CTOATENIBCTBOM.

BoipaxeHHe (2) COOTBETCTBYET MOAENM C TOUEHUHBIMM COWICHEHHMSMH Cer-
MeHTOB. PeanpHple pacliiaBlieHHbIE YYacTKM TOYEYHBEIMH, KOHEYHO, He SABIA-
fotca. IlostoMy Bknag ux B AL, He OrpaHMYMBAeTCs TOJIBKO OGeCIedYeHHEM
IHOKOCTH COWIEHeHHs! HATHBHBIX CerMeHTOB. HO BO3MOXHO TaKxke HX Bpallle-
HHe BOKPDYr Jpyr Jpyra — aHajior TBHUCTHMHra IS TOHKO#H JieHTbl. COOTBeT-
CTBYWIIMA BKIap i-# paciuiaBiieHHOH ofimactu B AL, 00O3HaueH uyepes «;.
Crporoe omnpenenieHHe BeJIHUMHBE @ OTCYTCTBYeT. OpHaKoO, OYEBHIHO, NIOJIHOMY
PaBHOBECHIO TIETNIH OTBeyaeT &; = 0 — penakcupoBaHHoe cocrosinue. [Ipu He
CIMIWKOM OONIbIIMX OTKIIOHEHMAX OT PaBHOBECHA, XapaKTepH3YeMBIX HeHylle-
BBIMHM &; , 11004 SHEPIruA TaKOH eI BHIPaXKaeTCA B BHJIE

= 2

Fo; = Biog, 3)
rae B; — xoxbdHuHeHT XecTKOCTH, 3aBHCAIMA OT UMCIa OCHOBaHMA B meT-
e v;:

B;=B(v); @

WIH )i COBOKYITHOCTH N IeHATY PHPOBAHHBIX YYaCTKOB CyMMapHas M3GbpITOYHAA
CBODOHasA 3HEPTHA paBHA
n

Frw = Z B@)a}. )
i=1

3a cyer BpauleHMss BOKPYr cOBCTBEHHOH OCH HATHBHBIX CETMEHTOB BO3MOXHO
cBoGogHOe TepepacnpeqelicHue &; MeXAY PalIMYHBIMH PacCIUIaBJIEHHBIMH 00
TACTAMH. byneM cuMTarth, 4TO B YACTHYHOM PaBHOBECHH IIPH 33[]aHHOM CyMMap-
HOM 3HaYeHHH ,

= f) o - (6)

g i=1 '

yCTaHaBIMBaeTca obmas mia BeeX AeHATYpPUPOBAHHBIX YYACTKOB BEJIHYMHA MH-
TEHCHBHOTO MlapaMeTpa — IUIOTHOCTD YHCIIA Oy

g;=oy/v;=const=0=Z o;/Z v;. : )

310 3KBHMBAJIEHTHO NPEONONOKEHHI0 06 3K CTEHCHBHOCTH CBODOIHOH 3HEPIHH
F;. IleHCTBHTENbHO , MEHMMHU3UDYs BhIpaeHue (5),NpH ycioBuH (6) nonyyum

B(;) a; = const = B(v;) v;0, - (8)
OTKYa

B(v)) = g/vi~1/v;; ©)
nostoMy mia F; nmeem

Fi=gVi02. _ (10)
CymmapHaa H3GBITOMHAA SHeprus paciuiaBieHHOH oGnmactu F, torpa Gyner

F, = go®N, =gf/N,, (11)
roe

ohn
Ny = :2 Vi
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3amerumM, uro Boipaxerue (11), kak u (2), He 33BHUCHT OT pacHpelie/cHUA
IUTHH paciUlaBIIeHHBIX YY3CTKOB, HO JIMHIb OT NOJIHOTO 4YMcIa N, [JeHaTypupo-
BaHHBIX Nap.

Tenepb MOXHO TIPEACTABHTh HOJHOE BhIPAXKEHHE [OjIA HEPaBHOBECHOH CBO-
6OHOH 3HEprHH KOJbUEBOH 3aMKHYTOH MOJIEKYJIbBl B MHTEpBaJie NEpEexXoja:

t? Guw?
FWNy, n t,w)y=AFN +tFon—Tln(W, W,) + + 12)
1 “h
3pece AF| — cBoGOIHasA 3Heprus IepexoJa OJHOH Napsl H3 HATHBHOIO B Jie-

HatypHpoBaHHoe cocroaHue mia JIHK II, F; — cBoGopmHas 3Heprnsa rpaHu-
bl MeXOy HATUBHOH M OeHaTypHpoBaHHOH o6nactamu (cM. [1]). Tperne
cnaraeMoe B BbIpaxceHMH (12) BO3HMKaeT HM3-332 3HTPOIMH pa3MellleHHA NN,
3BEHBbEB II0 71 PACIUIaBIICHHBIX Y4acTKOB H (/N — NN)) 3BeHbeB 1O 1 HATHBHBIM
obnactaM. HMea B BHOYy 3aMeuaHHsA, cOelaHHble mocite ¢popmyn (11) u (2),
BhIpaXKeHHA I Wy 1 W, MOXHO npelcraBHTh B 06pryHOM BHae [20] :

Ny! VN

=—, W,= . (13)
N, —n)!n! N-N; —n)!n!

W,

Beipaxkenue (12) eme He OTBedYdeT PaBHOBECHOMY COCTOSHHMIO IIPH 3aJAHHBIX
BHewHux ycaousax (7). Bo-nepBoix, NpH ODAHHBIX CTENEHM JeHaTypauuu 6 =
= N;/N H n BenuuMHs1 ! H W He TPOU3BONBHBI, HO ONPEEIIAIOTCA H3 YCIOBHS
MHHHMAJIBHOCTH F 110 ¢ 1 w npH PpHK cupoBaHHO# cymMe AL . :
t+'w=ALk=aN,. (14)

910 ycnoBHe NPHBOJMT K BBHIPAXEHHIO H3GHLITOUHOH CBOGOIHOH 3HEPrHHM Yac-
THYHO OeHarypupoBanHod JHKI1 AF (N, n, T):
AF(Ny, n, T)= (aV,)’ /(N1 /g + n[G). @as)

Bo-BTOpBIX, CaMH 3HaudeHHA N| H n TaKXe ONpeHeNANTCA NyTeM MHHHMMW-
3anud. TakuM 06pa3oM, IONyHaOTCA [Ba YCIIOBHS PABHOBECHA B BHIE

AU  AS X-1 _ GX*+28X
0= - +In +a? §G ——— |
RT R X-Y GX+g )
@5C gX - (9

- X
oO=F,-hX-D{— —1)———.
s —In ) Y ) GX+gy
3peck BBemeHs1 0603Havenua U, S — 3HTaNBNHA M 3HTPONHA NepeXOjia Ha napy;
AF=U-TAS, F,=FyJRT), g =g/RT), G =G/RT),

X =N,/n — cpepHsa nyuna paciuiaBineHHo# oGnactu u Y =N, /(N — N;) — ot-
HOCHTEJIBHASI JOJIA JeHaTypHpoBaHHbIX map. [Ipu nomyvenun ycnosuil paBHOBe-
cus B Bujie (16) Mol nonb3oBanuchk GopMyiol CTAPIIHHTa.

HonyueHHpie BbIpaXkeHHs INOJHOCTBIO 33[a0T KpuBywo mnasnedun 6 (T).
Ilpu 3tom ¢opmyna (16) ompenesiser CpenHiow NIMHY OeHaTypHpOBRHHOTO
y4acTKa KaK ¢yHKUHIO CTenleHH JeHatypauwu. [Ipn pacdere o popmynam 16)
3HaueHHsA napamerpoB U, S, &, F; CYMTAIHCh 3aAHHBIME; [JIA BeJIHUHH S, F
6panu 3Havenus S ~ 10,4 R; Fg ~10. Temnota nepexopa a napy U (Ge3 yuera
TOTIONOTHYECKMX OrPaHHYEHHiT) NpPHHMMAIach paBHON 34—40 °C, uT06b1 YHOB-
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JICTBODHTD JAHHLIM s TeMneparyphl wiasnenua JTIHK II B ycnoBuaAX sxcnepn-
meHTa [16]. JxcepumenTanbibiMu napamerpamu wis JTHK I sasnstotcs nmpy
Ha HHTEpBaNa IUIABJICHHsA, H3MEpsAEMas Kak OOpaTHpl HAKJIOH KPUBOM IUIaBJIc-
HHsA B Touke monynepexoma AT = (d8/dT)zL 12> ¥ CHBHMI TOUKH TIONyTIepe-
xoma THK I no cpaBHenmio ¢ JHK II 8Ty;, = T /2 — Tllllz, onpepeJleHHEbIE
Hamu paHee [16]. JIBa napameTpa Teopuu £ ¥ G BRIPHPOBAIH TAK , ¥T06BI OGHTH-
Cfl HAWITYYILErO COTMAcHA C ONBLITHHIMH [AHHBIMH. PesyneraThl pacueToB mp-
BefeHbl B 1abn. 3. Kax BumHO, HanGolee GMM3KHe K ONMBITHBIM JAHHBIM Teope-
THUeCKHe Mpenckasaua mis AT, 6Ty nomywawrcs mpu G=3%5¢ = 300.
HMes B BHOYy OOBONBHO CHIbHOE OTPYGileHHWe peallbHOM CHTYALMM ONMMCAHHOM
MOJIETIbI0, TMOJIyYeHHOE COOTBETCTBHE DACIETHBIX M IKCIEPHMEHTANIBHBIX Napa-
METPOB MOXHO CUMTaTh BIOJIHE YIOBIETBOPHTEIbHBIM.

JIlpyrdm nmapameTpom, KOTOpBIH TAKXKe MOXHO PaCCUMTHIBATH TOJIYINTH U3
3KCIEpPHMEHTA, ABNISETCA CPENHAA [JIMHA NEHATYPHPOBAHHBIX MJIM HATHBHBIX
YYaCTKOB: Vgen = Nifn, Vypar = N, /n. COOTBETCTBYIOIME H3MEPEHHA MOXKHO
NpOBECTH Ha OCHOBE HCCIEIOBaHHA THAPOIMHAMHYECKHX CBOHCTB MOJIEKYII
IHK I B unrepBane miasneHus. [fono6Heie onmrer Ha JJHK II craBHmmch pa-
Hee [21, 22]. PacueTHpie 3HaueHHst I CpemHell [UIMHBI PacUIaBIIeHHBIX YUACT-
KOB Pgeq = N;/n nonywarntcs ua popmyins (16).

Ilpu 3Havermsax napamerpoB G = 3 +5; & = 100 + 500 oka3piBaeTcs Vden =
= (15 % 2) map HyKJIeOTHOOB B TOUKe monynepexoma 8 = 1/2. 1y BenuuuHy
CIIeQyeT COMOCTABHTh C COOTBETCTBYIomei et mpu mnaBnennmu JIHK Ges tomo-
normdeckHx orpadmyenuii. Kax wu3secrno (cM., Hampumep, [1]), cpepnss
IUIMHA pacIUIaBJIEHHBIX Y4YaCTKOB B TO4ke Momymnepexona nuHeHpx JHK coc
TaBJsieT OKOJNo 10° map HyKJIeOTHOOB, 9TO Ha MOPANOK TpPEBBIIAET MONYYeH
HO€ HAMM 3HAaYeHHe Pyen miA JIHK L Jlerko momsts, oTKYHa GepeTca cromb
cylllecTBeHHas pa3Hvua. Yacte u3bbrrouHoi no cpasaenmio ¢ JIHK II ceoGomioii
sxeprun Monexkynsl JIHK I, 06A3aHHAA CBOMM NpPOMCXOX[IEHHEM YNOPAMIO-
YeHHOH INpOCTpaHCTBEHHON KOHGHIypailuH OCH Aymiekca (ero paiaunra) F,,
TeM MeHblle, YeM Bolibile PacIUIaBIeHHBIX (M HATHBHBIX) Y4acTkOB n. Iloatomy
TEpMOANHAMHYECKH BBITOJHO OKa3pIBA€TCA pa3OHeHHe MOJEKYJIBI Ha BO3MOX-
HO Gonbliee UMCIO OTHOCHTENIBHO KOPOTKHX HATHBHBIX M JIeHATYpHPOBAaHHBIX

Tab6nuua 3

3aBHCHMOCTS cABMTa 105KH nonynepexoma HK I otochremsuo JHK I u mmpumes
nepexopa JIHK Il-or 3nasenmii mapamerpoB G u g

z T,°C G z T °C G
3 5 8 3 S 8
AT 13 14 13,5 AT® 17,5 22 27
100 300
8 Trn 22 26 33 8o 26 - 34 40
AT® 16,5 19,5 23 AT® 18,5 24
-200 500
LY (. 25 32 40 8Tnn 27 35
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obnaered. JInub Hanuuue H3GBHITOYHON 3HEPTMH IPAHHIBI MeX Y HATHBHBIM M
[IeHATYpPUPOBAHHBIM YYaCTKaMH F; OTpaHMUMBAeT HADACTaHHE YMCIIA CErMeH-
TOB n. Jlaxxe rpyOble NPHKH/IKH, YYHTHIBAIOILHME TOJIBKO 3TH [1Ba [IPOTHBOMOJIOX-
HBIX 10 3¢ ¢eKTy HaKTOopa, JAKT OLEHKY I CpeAHEH UIMHBI [IcHATYPHPOBaH-
HOH oGnacTd, GNM3KYI0 K IOJIyYyeHHOH Ha OCHOBe GoJlee aKKYpPaTHOrO pacdeTa
no ¢popmynam (16), (15).

B) O6cyxnneHnune. OCraHOBUMCA Ha HEKOTOPBIX KaUeCTBEHHBIX BbIBO-
Jax, CleiylOlIMX H3 TPe[CTaBIeHHOTO B IIpe/IbIIYyLIEM pasjielle PaCCMOTPEHHU.

[Ipexpe Bcero, 3HaueHHe napamerpa Xectkoctd G = 3 + 5, pawee Ha-
HIyvillee COITIACHE C IKCIEPUMEHTOM, OKa3piBaeTCs BecbMa GIIM3KHM K COOT-
BETCTBYIOLIEH JECTKOCTH CBOGOJHO-COWIEHEHHOH KYHOBCKOH uemouk# [18,
19]. 3ToT pe3ynbTaT MOXHO pDAacUEHHBATh KaK BECKHH apryMeHT B NOINIb3y
[JIABHOTO TIPEMIONIOKeHUA Hailed MOZENM — pacilaBlIeHHpIE YYAaCTKH CIIYXAaT
cBOOOIHBIMM ILIADHHpPAaMH, BpalleHHe B KOTOpbIX ODeclieYHBaeT BOILIOLIEHME
AL, B BHe pal3HHIa 1IeNOYKH U3 HATHBHBIX CETMEHTOB.

CrnocofHOCTh KOMIUIEMEHTAapHBIX HHTeH B JIeHaTypUPOBaHHOH OOnacTH
B3aUMHO IepeluleTaThcsA fAaeT Bkiag B AL, , He YUMTBIBAeMBIA pPai3HHIOM.
HackonbKO 3TOT BKNap, CyuieCTBeH, ONpefielsAeTcss BeMWYWHOM Mapamerpa
£. MBIl MOXeM ompelenuTb OTHOLIEHHe f/w B PaBHOBECHH, MHHHMH3HDYA 10
t, w BpipaxeHHe 1A cBoboaHOM 3Heprun (12) . B pe3ynbraTte nonyuum

(t/w)eq = (6 /&) Ny /n). an

Ilpu * HalfifileHHbIX 3HaYeHHAX CpellHed UIMHBI J[IeHaTYPHPOBAaHHOTO Y4acTKa
Vgen = 15 B OKPpeCcTHOCTH NOJNyNepexona W OLUEHEHHBIX Mapamerpax G, £ 3710
OTHOLIIeHHEe OKA3bIBAETCA PaBHBIM

ffw~ 1071, @18)

Takum o6pa3zom, BIWIOTh [0 TOYKH NOJYNepexoda AEHATypalHs KOJible
BOH 3amkHyTOH JIHK conpoBoxpaeTcs NepexO/iOM BHTKOB YOTCOH-KDHKOBC
KOH CIMpanH B BMTKH cynepcnupanu (paiisudr). TpeGyembie mpu 3TOM CY-
11ECTBEHHbIE U3MObI OCH AYIUIEKCa BO3HMKAKT 33 CYET MIJIOMOB B OTHOCHTEID-
HO MATKHX JIOKAJIbHO [IeHaTYpYPOBaHHbIX ObnacTax. HanpoTus, Kak cBHaeTeND-
cTByeT ouenka (18), mutM ogHouemodeuHoii JTHK nposABIAT HEOXHMIAHHO
BBICOKYI0 KECTKOCTb. 110 OTHOLIEHHI0 K HMX B3aHMHOH 3aKpYyYeHHOCTH B pac
TUIaBJIeHHOMH 0BnmacTH.

3. K BOMPOCY O CKOPOCTH ®OPMUPOBAHMS
MPOMOTOPHBIX KOMIUTEKCOB PHK-ITOTIMMEPA3b1
[ESCHERICHIA COLI C JTHK ®ATA T7%

OmMH U3 BOSMOXHBIX NyTeH pPeryJfiMH TPAaHCKPHILMH MOXeT DPeanu3o-
BBIBaTbcsI Ha ypOBHe uHuuMauuu cuHre3a PHK. Ilponecc uHMuMammu BIUiio-
YaeT HECKOJNIBKO TOCIeJOBATE/IbHBIX ITANOB: MOMCK MpOMOTOpa, HOpPMHpOBa-
HHe OTKpPHITOrO MPOMOTOPHOIO KOMINIEKCA, CBA3bIBaHME CyGcrpara, dopmu-
poBaHMe nepBoi ¢ocdomapupHoit casu [23}. OueHka BpeMeHHBIX Maclu-
TafOB KaX[JOTro 3Tafla MO3BONAET ONpelJeNHTh CKOPOCTHIMMHTHPYIOIIMHA 3Tar.

*) CTaThs HamucaHa comectio ¢ C.K. 3aBpueBriM u M.O®. llemakuaeiM. Cm. Nucl.
Acids Res. — 1980. ~ V.8, — P. 1391-1404.
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Ilponecc MHMIMAUMK TPaHCKPHIINMM KakK uenoe HauGonee sdpdextHBHO By-
AET peryNHpoBaThCA IyTeM BO3HeHCTBHA HMMEHHO Ha 3TOT 3Tall. B nurepa-

Type HMEKTCH OUEHKH KOHCTaHT CKOPOCTEH H BpeMeH NpOMEXYTOUHbIX 3Ta-
TOB MPOLECCa HHHIMALMH TPaHCKpUliumH [24-29] .

C ¢usuxo-xaMiueckoit TOUKH 3peHHA OCOGbut HHTepec npeucraBJme'r
HCCTieIOBaHMe 3TaNa MOMCKa MpoMOTOpOoB. MIMEHHO Ha 3TOH cramuyu (H3HKO-
xumuyeckue acniekts! B3aumoneiictBua JTHK ¢ Genkom, y3HamommMm creuu-
duyeckne MnocnenOBaTeNBHOCTH, NpPOABIATCA HauGolee BHIMyKNO. B Ha-
CTOsilllee BpeMA CaM MeEXaHHW3M TOHCKa NMpPOMOTOpOB He COBCeM sceH. H3y-
yeHMe KHHeTHKH (OpMHpOBaHHA KOMIDIEKcoB npomoTop—PHK-nonumMepasa
ObUI0 B OCHOBHOM TpOBeJigHO METOIIOM 3afepKaHUA KOMIDIEKCOB Ha
HHTpOLEIUTIONO3HbIX ¢unbTpax [24, 25, 27, 30]. Bsulo ycraHOBneHO, 4TO
KHHETHKA MOKCKAa B CHWIBHOH Mepe 3aBHCHUT OT Cpefibl M KOHIEHTpaliuM pea-
reHTOB [24, 27, 30]. PaHee MbI NMOKAa3aIH, YTO MOHHAS CHUJIa CYILECTBEHHO
BIIMAEeT Ha Bpems TNOMCKAa MPOMOTOPHBIX TOCIEIOBaTeIIBHOCTEH, MpUYeM 3TO
BpeMs SBIIAETCS HEMOHOTOHHOH ¢(yHKIMEeA OT HOHHOH CMIIBI ¢ MMHMMYMOM
npu 50—75 MM NaCl [27]. B HacrosiiieM pa3pelle HAMM JIETaJIBHO paccMar-
PHBAIOTCA ITH KHHETUKH M OINpefelAloTcA KOHCTAHTHI CKOPOCTeHd peaKLy
PHK-nonumepass: ¢ mpoMoropamu, Haxopaummmca Ha JIHK dara T7. Ku-
HEeTHYECKHE KpHBBIE KOMIUleKcoo6pasopaHusa xonodepmenta PHK-momnme-
passl E. colic THK ¢ara T7 nomyudanu c HcHojip30BaHHEM MeTOAA 3ajepika-
HHS KOMIUIEKCOB Ha HUTpOLEIIIIONO3HEIX dwibrpax [24].

a) Teopernueckud aHanu3. MonexynspHag cXema peaKluu
B3aumopeicTBua depmerra ¢ JIHK moxer GbiTh NMpencTaBiieHa CIeQyOMKM
obpasom:

kg

E + D = ED, @
kd
kp :

E + P — FP. )

3nece E — depment, D — Hecmeimduyeckoe Mecro cBA3bpmanus, P — creuu-
¢uueckoe MecTo cBsA3pBaHuA (TPOMOTOP), K,, kg M Kk, — KOHCTaHTBI CKO-
pocTell cOOTBeTCTBYIOUMX peakuui. [ockolbky HpoMOTOpHBIE KOMIUIEKCHI
JOCTaTOYHO CTAOWIBHBI MpH BpeMeHaX HaGIIOOeHHA KHHETHKU KOMIUIEKCO-
oGpa3oBanus, .komiuiekc EP Moxer paccMarpuBaThcs Kak HeIMCCOLMHpY I0-
muA. CxeMa peakiy COXpaHAETCA BHE 3aBHCHMOCTH OT IIpe[iojiaraeMoro
MeXaHH3Ma [IOMCKa MpOMOTOpOB. MexaHH3M MOMCKa NMpPOMOTOpPOB CKa3bIBa-
€TCsA JIMILUb Ha 3HAYeHUAX XapaKTe pHbIX KHHETHYEeCKHUX KOHCTAHT.

VCIOBHA 3KCNEepUMEHTa 3a[aloT KOHLEHTpauuio cBOGOIHOTro ¢epMeHTa
(E,) B Hawane peakmuu (¢ = 0), cymmapHyio KoHueHrpauuio Monexyn JTHK
(V) ¥ wacno mpomoTtopos Ha omHy monekymny HHK (m). Hapamy c 3tem
MBI HCTIOL30BA/IA [IaHHbIe [ Xa3eTa W coaBTOpoB [34] O KOHcTaHTax pas-
HOBecHs TpH HecrelupuuiecKoM cBA3bIBAHHH (Keq). MCKOMBIM NMapaMeTpOM
ABNAETCA KOHCTAHTa CKOpOCTH kp. s TOro uroGhl CBsA3arh NMOIyvYaeMbie B
IKCIIepUMEeHTe KMHETHYeCKHe XapaKTePHCTHKH C 3THM MapaMeTpoM, Gl IMpo-
BelleH CllelyOilMiA aHaAIM3.

Ilycth B MOMEHT BpeMeHH ! OGBeMHBIe KOHHeHTpaumu GymyT: P(f) mns
He 3aHATHIX (epMEHTOM MpoMoTOpoB, E(f) — mna cBoGomHoro depmeHTa,
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D(t) — onsa Hecneuuduyecknx MecT cBaspBanua JIHK u Ny — mns monekyn
AHK, HM OopHH MpOMOTOp KOTOpERIX He 3aHAT ¢epMeHTOM. CllellyeT OTMETHTh,
yro D(t) paBHO OGBeMHON KOHIEHTPAaUWM Map OCHOBAHMH BHe MpPOMOTOp-
Hpix o6macredt [35]. Tak kak MPOMOTOpHBIE NMOCIIENOBATEIIBHOCTH 3aHUMAIOT
JIMIIL HeGonpLuy o yacTs nosiHod miunet [JHK, Dy =~ LN,, roe L — pnuaa JHK
B mapax HykjeotHyoB (m.H.). Ilpu Hcnonb3yeMmix B IKCHepUMEHTe OTHOLLe-
Huax r = [E]/[JHK] ycnosue E <€ D, Bcerma semonHserca. Orciofa ove-
BHAHO, yTO0 Dy = D(1). '

KuHeTHueckas cHcTeMa ypaBHeHuil, OCHOBaHHasA Ha cxeMe peakuui (1)
u (2), MMeeT BUJ,

dEjdt = —k,ED, — k,EP + kg [ED], (3a)
d[EP]
dP/dr = —kpBP = — ——. (36)
Kpome 1010, BHINONHACTCA yCIOBHe Ganarca
E + [ED] + [EP] = E,; 4
P + [EP] = P,. )

Tak xax Dy > Py, BpeMs sl yCTAHOBJIEHAA paBHOBecHA B peakimy (1) MHo-
r0 MeHbIIE XApaKTepHOIO BPEMEHH HAKOIUIEHUSA IpPOMOTOPHBIX KOMIDIEK-
coB. Ilostomy Ha BpeMeHax HaGniofmeHus (mopsAmka BpeMmeH peaxuuu (2))
OONYCTHMO CUMTaTh [OOCTHTHYTHIM KBa3HpaBHOBECHOEe COCTOSIHME IJIsi peak-
uu (1). 310 ycnosue 3apmaer E, KOTOpOe HOMKHO GbITh BBEJEHO B ypaBHe-
Hue (36). U3 ypasHennit (4) u (5) u ycnosus dE/dr = 0 nonyyaem gns E(P):

E = ka(Eo — Py + P)[(keDo + ka). (6)
IopncTaBnss 310 BripaxeHue BMecTo E B (36), noiyyaem
_£=_@=_kp(EO_PO+P)P' } (7)
dt dr KegDy + 1
Unterpupys ypasHerue (7), HAXOOMM 3aBUCHMOCTD P (1) :
PO - Po - EOLPO_ . ®
Py, — Eoexp[—- b —]
E, T

HIIM Jid KHHETHKH HaKOIUICHHUSA ﬂpOMOTOprIX KOMIUIEKCOB HMeEEM 3
@) u )
P, — E,

{EP] = P, — P(t) = Py 1 — . 9
[EP] = P, — P() = Py — [Po_Eot] O]
— Eyexp|l— —— —
0 0€Xp Ey ;

OcHoBpBasick Ha BbIpaxkeHHH (9), JIETKO OMMcaTh 3aBHCHMOCTh YHCIIa MOJle-
xyn HOHK, 3apepxanHbix Ha ¢uibIpax, or Bpemend. OrHolueHde uucna Ny
MOJIeKyJl, TpoxXoaAlux uepe3 ¢wisTp, K obueMy wicny Ny monexyn JHK
BBIpaxkaeTCs B BHJIE ;

Ng/N: = [P(@)[Po]™. (10)
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Ypapuenus (10) u (8) [2I0T 3aBHCHMMOCTH OT BpeMeHH UMCIIa 3a/lepXKAHHBIX
MOJIeKynl N, :

Ny(@) = Ny — Ne(@®) = {1 = [P()/Po]™ } Ny (11)

BupHo, uT0 71 TOrO, YTOGLI HAWTH 3aBHCHMOCTbL M3MEHEHMS NV, BO BpeMeHH
or [EP] (t), ue tpebyeTca MpuBiiedeHUs KOMOHHATODHKH. JTO BAXKHO OTMe-
THTh, T2K K4K HHaue TpeGyeTcs annpOKCHMALMs CyMMbI GHHOMHAILHOIO pac-
npeneneHus ¢ynkuueit [Tyaccona [30, 33}, uro crmpaBemuBO NMiLb B Ipefelie
m = o,

HopcraBnsaa (8) B (11) ¥ coOXpaHAs TONBKO MepBBIH WIEH paiiOMKeHHs
MO MaJIo# BellYKHe

E, [ P, - E, t]

— exp —
PO Eo T
nojnydyaem
N, Py — E,1™ mE Py —FE, ¢ .
1 — — =[—3———3] {1+ °exp[~—°——°—H, (12)
Nt PO Po EO T
HIH
1 - NN, Py, -FE, ¢ mE
ln{_...____r/_t__'; — ] A — __0___.9_ — 4+ In 0 (13)
(1 — Eo/Py) Ey T Py
rage »
T = (KquO + 1)/(E0kp). (14)

Boipaxenue (13) mo3BossieT HAWTH KOHCTAHTY CKOpPOCTM O6pa3oBaHus dep-
MEHT-TPOMOTOPHOTO KOMIUIeKCA Kk, M3 TONYYeHHBIX 3KCIePHMEHTAIBHO KH-
HETHYECKUX KPHBBIX 3afepaHus Ha dunprpax Monekyn JHK N, (¢).

6) 3kcnepuMeHTanbHbie AaHHbIe Ha puc.76 npuBenena kune-
THKa (HOPMHPOBAHUA TPOMOTOPHBIX KOMITIEK COB TIpH pa3jIMYHBIX MOHHBIX CHJIAX.
3TH e KHHETHKH, OTIOXeHHble B kKoopmuHaTax 1n [(1 —NV, [N)/(1—Ey /Po)™ —1],
¢, noBTopeHnl Ha puc. 77. CornacHo ¢opmyne (13) HakJIOH 3THX KpPHBBIX
JaeT cledyHomlyio KOMOHHALHKIO MapaMeTpOB:

B = —(Py — Eg)ky/(KeqDo + 1); (15)

BemuuiHa B (c”') xapakTepusyeT BpeMeHHOM MacuiTab KMHETHKH (O pMi-
poBaHHA cleuddHyecCKHX KOMIUIeKCcOB. MOXHO BHOeTb, YTO TOYKa Mepeceye-
HHMA KpPUBBIX Ha puc. 77 He NeXMT Ha OCH OpAMHAT, KAK 3TO MpefcKa3piBa-
erca ¢opmynoi (13), U opOMHATa TOUKH MepeceyeHUsA 3HAUMTENLHO GOJNbIIE,
uem mnpenckasaHo ¢opmynoit (13): In{...};=¢ = In(mEy/Py). OGbsche-
HUA 3TUX PACXOXIeHHA By yT JaHbI HHOKE.

3HaueHHA KOHKpETHbIX KHHETHYECKHX IapaMeTpOB IpelCIaBiieHbl B
1abn. 4. 3aBucumocts 1/B = T o1 WOHHOM CHJIBI IIOKa3aHa Ha pHc. 78. Xapak-
TepHOA OCOGEHHOCTbI0 3TOH 32BMCHMOCTH ABISETCH €€ HEMOHOTOHHBIA Xa-
paKTep.

[pennonaraercsi, Yr0 peaKUMH CHELM(HUECKOTO M HECHelU(pUUeCKOTO
CBA3pIBAHMA KOHTPOJIMPYIOTCA TpexMepHOH middysueit [36]. B Takom cmy-
yae B COOTBETCIBHH C paHee MONYYeHHbIMH HaHHbIME [36, 37] 3aBucuMOCTSb
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Puc. 76. KunHernka ¢opmMuposa-
o | Hu1 kommiexcoB PHK-monmumepa-
3s ¢ TipomMoTropaMu ¢ara T7

4
3 N

""" | upu . pasnmuHBIX MOHHBIX cH7ax.

/ * | Huky6aumonHass CMech COJepKa-

® | na PHK-nonumepasy u IHK B

COOTHOLUEHMH 2:1 B mepecuete

1 Ha KojWdecTBO Monexynm: 0, 50,

75, 100, 150 MM NaCl (coot-
BETCTBEeHHO KPHBBIE [ —-5)

N./N;

80 120 Puc. 77. Kuneruku ¢opmupo-
Bpema, ¢ BaHUA ¢epMeHT-Ip OMOTOPHEIX
Puc. 76 KOMINNIEKCOB, TNPHBEEHHbIE Ha

pHc. 76, HO OTJIOXEHHBIE B KOOP-
IMHATaxX ln{(l — NN —
-E /Pol -1}, t;m=7,pP, =

107 M, E, =4-107'° M

1,6
’ Puc. 78. 3aBHCHMOCTB XapakTep-
T Horo BpemeHd T = 1/B ¢opmupo-
BaHMA cHelMPHIECKHX KOMINeK-
E 08 COB OT HOHHOMH CHIIBI
= o
30s T,c
£ 3 !
R 0,0
—
5 ]
~-0,8 50 /
&
A i F 1 1 1
0 20 %0 50 - T [NacU,eM
i i
Bpems, ¢ a o
Puc. 77 Puc. 78

kp ot I Gnaromaps 3¢eKTy IMMeKTPQCTATUYECKOrO MPUTMXEHUA MEXAy OT-
puuatenbHo 3apsokeHHod JIHK u  monmoxairensHO 3apsbkeHHOH MOJEKYIOH
¢depmenTa pomiHa GbITh cnaGoii. B TO ke Bpems 3aBHCHMOCTh OT HOHHOIlM
CHJIbI DABHOBECHOH KOHCTaHTbI HeClelUH(HYeCKOro cBA3bBaHMA K.q cornmac-
HO maHHBIM pe Xasera u coaBTOpOB [34}, momxwa GbiTh MOHOTOHHOM. OcHo-
BBIBAACh TOJIBKO HA 3TOM, MOXHO 3aKJIIOUMTh, YTO 3aBUcUMOCTh T (/) Takske
[OJKHA GBITb MOHOTOHHOH. IIpUUMHA HEMOHOTOHHOTO XapaKTepa KpHBOH
T(I) (puc. 78) nexuT B CWIbHOH 3aBHCHMOCTH Kk, OT HOHHOH cHNIbI (CM.
Tagn. 4). 3Ty 3aBHCUMOCTb cileflyeT OGbLACHUTD, nocxoany ee MOHUMaHHe
HOJIKHO MPOJTHTH CBET HA MEXaHH3M MOMCKA IpOMOTOPOB.

EctecrBeHHOe OOBACHeHMe YNOMSHYTOW Bblllle CHJIBHOH 3aBHCHMOCTH
kp(I) cOCTOMT B NpenmonoxeHHH, YTO B Mpouecce NMOHCKa (EPMEHTOM IMpo-
MOTOpOB HMeeT MecTO NuHeHHasas mubdy3usa (cKonbxeHHe) depmeHTa BHOID
Marpulipl — monekynst JIHK. XapakrtepHas muddysuoHHas miuna, /, ompe-
AENsAETCA BPEMEHEM SKH3HH HeclelnPUYeCKOTO KOMITIeKCa:

I ~ \2Dy74 = /2D, [ky.
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) TaGnuua 4
3aBHCIMOCTh KHHETHYECKHX NMAPAMETPOB OT MOHHOM CHIIBI

ITapameTpsl Komnnentpauna NaCl, MM
0 50 75 100 !50
* = ka -1 6 4
Keq = —4,M 8-10° 1,6 - 10 5,6-10° 18-10° 22-10
kq
**p?, ¢! 1,1 1072 5,6-107? 7.7 -107? 34-107? 181072
"‘k;,, M-*.c-' 7-.10% 8-10° 38-10% 8,3-107 1,8 -107
*e¥eps | o1 10-? 49.10°? 62102 31072 . 1,6-10"2
""'k’ M*'.c'11:-10° 12-10° 5,3-108 1,3-10° 3,1-107
kg, c” 38 2-10! 54-10! 1,7-102 1,4-10°

*aapubie U3 paboTsl me Xazera [17]

*vpy _ 4 1 — Ny/Ny ,
B = —iln———y — 1 ; m = 7 (HayaJbHBIA HAKJIOH KPHBBIX HA
dt (1 —E,/P,) t=0
puc. 77)
D, +1
'k kp = ‘ﬂTB" [cm. popmyny (15)]
s _.. -
TO XKe, 4TO HO pacCUMTaHHOe MIA M = 5 (COOTBETCTBYET HAKINOHY KPHUBBIX
Ha pHc. 80)
t‘t.tk; - KegDo +1 B
Po - E,

CxosnbxeHHe TPUBOMUT K YBEJIHYECHHIO pajuyca peaKlUuM B3aHMOJeHCTBUSA
depmeHT — mpomoTop [36]. 310 penmaeT MOHATHBHIM HAaGIIOIAEMYI0 33aBUCH-
MocTb kp ot I (ta@n. 4). CymectBoBaHHe ofHOMepHOH nudys3un depMeHTa
B Mponecce MOMCKAa MPOMOTOpa MOXeT ObITh IpOBepeHO 3KCIle pHMEHTAIBHO.
IIna 31010 MOXHO IIOMECTMTh Ha MAaTpUUy areHTbl, NMPElATCTBYIOUIME Iiped:
NONIaraeMoOMy CKOJNBXeHUI0 ¢epMeHTa. EcnM CKOJbXeHHE el CTBUTEIBHO
HMeeT MeCTO, TO MOJHO MpeAlioNIOXKUTh, YTO 3TH areHThI yMEHbIIAT CKOpPOCTh
KOMIDIEKCOOGpa3oBanus. B KkauecTBe areHTa, NPENATCIBYWIETC ONHOMED-
HOH muddy3uu, Mbl MCNONB30BaNIM akTHHOMMIMH D (AM). HsBectHo, uro
AM uHrHGUpyeT TpaHCKpWILMIO, a He cleunduyeckoe cBs3pBaHMe [32, 38].
Bpems xu3uu xommiekca AM - JJHK ucumcnsietca cotHamu cekyHn [31],
T.c. GOnbllie BpeMeHH, B TeueHHE KOTOPOTO. NpOCIEXMBAETCA KuHeTuka. Ilo-
3TOMY MOSHO CUHTaTh, 4T0 KoMiulekc AM - JTHK' 3a BpemMs peakusu He OMC-
COLMUPYET.

Brusnue AN Ha cxopocTh BpiGOpa MpOMOTOpa NMpH pPa3NIHUYHBIX HOHHBIX
cunax upepactaBiaeHo Ha puc. 79. lpur = [2P]/[AMs] = 300 AM samemnser
CKOpOCTh OGpa3’OBaHMA CHeIM(UYECKHX KOMIUIEKCOB TOIBKO IpH HOHHBIX
cunax 50 u 75 MM NaCl. IIpu r = 100 AM BiMsAeT Ha KMHETHKY BO BCEM JHa-
[a30He MCIIOJIb30BAHHBIX HAMH MOHHBIX CHJ, 32 uckiioyeHHeM 150 MM NaCl.
Ilpu r > 500 AM He Oka3pIBaecT HUKAKOrO JOCTOBEPHO ONpe/ieliaeMOro 3¢-
dexTa BO.BCEM HCCIEJOBAHHOM MMana3oHe HOHHbIX cHi. Ilpr Gonpumx KoH-
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RN WK TN S S SN S VORN S ANV NN U WV U0 DU N AT NS OO B N U U S T | AL 1
100" 5 “ 50 100 300
* Puc. 79. BnusHue aKTHHOMHLHHA

Aona 3adepmannpd LHK , %
T

s D na Kkuneruky obGpasoBauus ¢ep-
MEHT-TIPOMOTOPHEIX  KOMIUIEKCOB

NP PasiHYHBIX MOHHBIX CHJIAX:

s : (a-2) — 0, 50, 75, 100, 150'MM
/‘ NaCl coorBercrpenHo. Kpussle

1 -6e3AM, 2 —r=300,32—-r=

= 100. 3a 100% npuHATO KONH-
- L e s bt yes ] yecteo JITHK, 3apepxuparouwreecs
—— ‘50 00 300 He dunrTpe nocne 5 MEH mHKY-
6aimn ¢ PHK-monumepaso#t u no-
cnepyome 30 MHH HHKyGauueit

Bpema, ¢ c nonmu (D

g

ueHrpauuax AM (r ~ 10) 3HauMTeNnbHOe yMeHbllUeHHe CKOPOCTH 06Gpa3oBa-
HHSL KOMIUIEKCOB ITPOHCXOMT He3aBHCHMO OT HOHHOH CHJIBI.

IlpuBenieHHBIe PAHHBIE KaueCTBEHHO YOBJIETBODHTENILHO COIJIACYIOTCA
¢ MNpe[CTaBlieHHEM O BKJIajie JIMHEHHOH muddys3HH B mpolecc NMOMcKa ¢ep-
MEHTOM MpPOMOTOPOB.

B) O6cyxnenue. JaHHpie No BiaMsHuI0 AM Ha KuHeTHKY (OpMH-
POBaHUA NPOMOTOPHBIX KOMIUIEKCOB TMO3BOJIAIOT ONGHUTb CPEOHION [HIMHY
CKOJIB)XEHHA ¢epMeHTa BIONe Marpunbl. Kak Gbuto mokasaHo ¢on Cmony-
xoBckuM [39], KoHCTaHTa CKOpOCTH HeOGpaTHMON pEKOMGHHAUMH IBYX
THIIOB YACTHL, B C(Jiy4ae, KOI/a peakuus numMHTHpYeTcsa mud¢ysneit mo oGnemy,
MOJKeT OBbITh Mpe/iCTaBjIeHa B BHJIE

k, = 2m(D, + Dy)bN /1000, (16)

rae D; u D, — xoad¢HumMeHTH1 TpexMepHo# middysum peardpyroumx dac-
THL, b — pagMyc peaklMH, paBHpIf CyMMe paJMyCOB B3aHMOJEHCTBYIOUIAX
YACTHL, Vo — nocTosAHHas ABorazipo.
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Hannwe muddy3HOHHOro cKonbxeHHs BO BpeMs CyIleCTBOBAHHMA Hecle-
M (PpUYECKOTO KOMIUIEKca MPHBOJIMT K YBeIMYEHHIO pafMyca peaKlHH, H dep-
MEHTy AOCTaTOYHO MOMAcTh Ha MATpHUy B OGNacTh, NpWIETawilyio K IpoMo-
TOpy Ha paccTOAHHH, He GonbiueM IMdQy3HOHHON MIMHBI, YTOGbI HAHTH MpoO-
MOTOp JI0 TOTO, KaK NpOM30HAET IMccouMaumsa. Biusmue AM Ha KOHCTaHTY
CKOPOCTH Kk, HACTYNaeT MpH TaKUX GOMBUIMX €ro KOHUEHTpAaUM#AX, KOT[HA pac-
CTOSIHHE MeXIY IBYMS COCeJHHMH MOJIeKyldamd AM He NpeBLILeT Xapak-
TepHOW IupY3HOHHOH [IHHBI B JaHHOW HOHHOMH cwie. IlosToMy mo moporo-
BOH KOHIEHTpAllHH CBA3AHHOTO AM MOXHO CyIMTh O XapaKTepHOH [yiMHe
MM GY3MOHHOTO CKOMbXeHHH. M3 MaHHBIX, NMpeNCTaBjeHHbIX B IpeNBUIYILEM
pasgene (puc. 79), momyuaeM ciepywoume OuneHku: ! =~ 0 m.H. npu 150 MM
Na*, / ~ 100 n.H. npu 100 MM Na*; !~ 500 m.H. npu 75-50 MM Na*, 1 >
2 500 mpu O MM Na®. Hpomoropsr ¢ara T7 min PHK-nonumepaswm E. coli
TouwHo KaprupoBaHbl [40}. Tpu ciuibHbix MpomoTopa (A;, A,, Aj3) Nokanu-
30BaHpl BHYTPH YuacTKa TeHOMa MmIMHOH ~ 400 m.H. CpaBHMBasA 3TH NaHHbIE
¢ TpHBe[EHHBIMM Bblllle OLEHKAMM BeHYHHBI [, MOXHO 3aK/IOWHTb, 4IO
muddys3noHHaA YTHHA NMepeKpbIBaeT 0GnacTH Mexpy A;—A,- 4 A, —Aj- npo-
MOTOpaMH.

Takum 06paszoM, yBejlHYeHHE CKOpOCTH (GOpPMHPOBAaHHA KOMIDIEKca A,-
NpoMOTOpa ¢ (hepMeHTOM, OGYCNIOBNeHHOe NuHelHONH mMddysnelt depmenta
BJIO/b -HeclenMbuyeckux NocnenoBatensHocTed JIHK, npuneraronmx k A,-
OpOMOTOpY, HMrpaeT MeHbUIYI0 pPONb, YeM B ClIy4ae HOCTAaTOYHO YIAJIeHHBIX
apyr ot ppyra mpomoropoB (B — E) [40]. Hpyrumu cjioBamu, B YCIOBHAX,
KOTIZIa CKOJIbXeHHe KOHTpOJNIHPYeT CKOpOCTh MOMCKA (HM3Kasg HOHHAA CHia),
Knactep MpoMOTOpoB A, —Aj; “BOCHpHHMMaeTCA” ¢epMeHTOM KaK OOHH CBS-
3bIBAIOIIMA CaHT. BenencTBue 3TOro wucila NMpoMOTOpoB, 3¢EeKTHBHO Y3Ha-
Baempix Ha T7 JJHK, mpemmonoxeHo paBHbIM m = 5. DKcllepUMEHTaIIbHbIE pe-
3yNbTaThl, OTIOXKeHHble B KoopmHatax In[(1 — N./N) /11 — Eo/Py 1™ — 1],
t pgna m = 5 NpuBeaeHbl Ha puc. 80. B Ta@u. 4 nmpencTaBiieHbl 3HAYCHHA COOT-
BETCTBYIOIMX KOHCTaHT k,, MOiyuyeHHple IO HAKJIIOHY KpHMBLIX Ha puc. 80.
Tenepy B cootBeTcTBMM ¢ dopMynoi (13) TOuKka NepeceYeHHs KPHBBIX Je-
JKHT Ha ocd opmuHat. OpgHako
KaK W [jia cnyyasa m = 7, opau-
HaTa TOYKH IepeceyeHUs 3aBbl-
IlieHa N0 CPaBHEHMIO C TAKOBOM,
npencka3piBaeMoil  GpopMynoii
(13). 31O HECOOTBETCTBHE MO-
*eT GbITh OOBACHEHO TeM, YTO
NpH CBA3BIBAHHH C MOJIEKYJION
JHK TONBKO OOHOH MONEKY-
npl ¢pepmeHTa 3 deKTHBHOCTD
3aziepxxaHna Ha GuiIbTpax Tako-
ro kommiekca Hmwke 100 %.

CnenyeTr TaKk»e OTMETHTD,
YTO IpH -MOHHBIX CWIaxX HMXKe

Puc. 80. To ke, uTo ® Ha puc. 77,
HO paccYHTaHHOe Anst m =35 Bpema, c
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0,1 M NaCl so3moxna nqumepusanns gpepmerta [41]. 310 BripasuTcs B yMeHs-
LIIEHUM KOHLIEHTPAaHU ¢ epMeHTa H NPOABHTCA B HOHIDKEHHH YPOBHSA HACHIIIECHHA
KPUBBIX, Npe[CTaBieHHbIX Ha puc. 76. B To e BpeMs HaGiomaeMbli ypoBeHb
HACHIWEHHA GIIH30K K MpeAcKa3bBaeMOMY, KOIZIa BO3MOXHOCTBIO JHMeEpH3a-
mu¥ pepMeHTa npeHeGperaeTcs.

HemonoToHHOe moBepeHue KpuBoit T'(J) (puc. 78) Moxer GbITh 0GBAC-
HeHO B paMKax MOJIENH, MpennoNaramiued ckonbxedue. KauecTBeHHO Takoe
NOBEZICHAE MOXeT ObITh MOHATO HAa OCHOBE clefyIolMX coopaxceHHA. Bian-
mogieicTtBHe depmenTa ¢ JIHK, mpuBopnsiuee k oGpa3soBaHUIo creldbHYECKHX
KOMIUIEKCOB, MOXHO XapaKTepH3OBaTh [BYMs BpeMeHHbIMH MaclITabamMu
[27]: 74 — Bpems xu3HM HecNMeUMbHYECKOTO KOMIUIEKCA M T, — Bpems,
KOTOpoe (pepMEHT HaxXOMMICA B PacTBOpe MexOy IUCCOLMAliMed M clepyro-
miel mocagkoit Ha JITHK. Kak mokasaHo, 7y <1aGO 3aBHCHT OT MOHHOM CHIIBI
pacrBopa [36], Torma kak BeNMUWMHA T4 ¢ YBelnMYEHHEM HOHHOM CHIIBI MAJAET.
IlosToMy, XOTA B HM3KMX MOHHBIX cWiaX 3G(EeKTHBHBIH pa3Mep MHIICHH
(r.e. Gomsitoe /) BenmuK, Bpems, MpoBoguMoe ¢epMeHTOM Ha yuactkax JHK,
yIOAJleHHBIX OT MpPOMOTODPOB, TaK»e BEHMKO. B 3THX yCIOBHAX peaccolmaunu
CPaBHHMTETBHO pPElIKH M MOMCK NMPOMOTOpAa ITIABHBIM 0Gpa3oM olpenenAercs
CKOJIbXeHHEeM ¢epMeHTa. 3a cueT Ke YacTbIX peacCOLManHi B YCIOBHAX BBI-
COKHMX HOHHBIX CHJ BepOATHOCTb MOMafaHusA ¢epMeHTa B OGNacTH, MpUlera-
IMe K NpPOMOTOpPHBIM, BO3PAcTaeT, ONHAKO yMEHBIIAeTCA pa3Mep oGiacTH,
KOTOPY ¢epMeHT MoOXeT “Hpouynars” ckonbxeHueMm. Orciopa sAcHO, 4TO
ONTHMYM CKOPOCTH HAaxXOXHEHHA IPOMOTOpa HOCTHIAeTCA HpH To =~ T4. K
3TOMY 3alUTIOYEHHIO MOXHO TIpHATH Gollee CTpOTUM paccMOTpeHHEM, OCHO-
BBIBAsACh Ha MOJIETIH CKOJIbXEHH A

p = I = \/l/kd

k

Teneps nepermureM gopmyny (14):
B = const - {[\/1/kd/(1 + Dokg/kg)]. a7

IOnddepenimpya mno ky; (emMHCTBEHHOMY, 3aBHcALIEMY or ] MapaMerpy),
MOXHO yGemurbcd, uro makcumyM (17) mocruraercs mpu I = Iy Tak, 4o

kaDo = kg (D), win Keq (Io) = 1/Ds. SNGE)

s mopTBepXKIeHHMA ITOro pe3yNbTaTa MOXHO HCIONIB30BAaTh AaHHbIE Oe¢ Xa-
3era U coaBropop [34] (cm. TaGn. 4). Ycnomue (18) mocruraerca mpu I =
= 0,05 + 0,1 M NaCl, uro KayecCTBEHHO COTJIACYeTCA ¢ HAMMH HaGIIONeHHAMH
(cMm. puc. 78). :

Ha ocHoBe HaHpeHHbIX 3HAaUeHHH KOHCTaHTBI CKOPOCTH creuuduuecKon
aCCOLMAlMH U OLCHOK HINHBI MG PY3HOHHOTO CKOJNBXEHHS MOXET ObITh
Hai[ieHa KOHCTaHTa CKOPOCTH HeCMeUHGHYECKOro KOMIDIEKCOOGPA30BAHUS.
Ipemmonaras, yro accouuamus ¢epmenra ¢ JJHK xoHTponupyerca Tpexmep-
HoM ¢ dy3ueit, noxyuaem

kplks = (I + R)/R, 19)
rme R — pamuyc peakumu Hecneumgpuyeckoro B3aumopeicreusa. Ero 3Haue-

Hue GimM3Ko k pasmepy obmactu JJHK, nokpsmaemoi ¢pepmentomM: R ~ 50 mL.H.
3ateM nonyuaeMm misa k,

kg =3-10" M~ - ¢!,
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Cnemyer OTMeTHTb, 4TO 3TO 3HAaueHMe OTIMuAeTCA OT HaiimeHHoro Jhkako-
monu [30] — 3 - 108 M™! - ¢~'. 3ra paGora mpoBefeHAa MpH HA3KMX KOH-
uenTpauuax JJHK u mosroMy B Hell He YuUMThIBaeTCs BIIMAHME Heclenudbu-
YECKOrO CBA3BIBAHMUA HAa KHHETHKY (OPMHpPOBAHHS NpPOMOTOPHBIX KOMI-
JeKcoB. [JInA MNOHMMaHMA TPUUMH 3TOTO pACXOXAEHUA cClenyeT IMpoBecTd
SKCMEPHMEHTDI, aHANIOTMYHbIe MpPEedCTaBIICHHHIM B 3TOH CIaThe, NMpH pasliHy-
HbIXx KOHumeHTpanusix JTHK.

Hcnmonpsysa HapeHHble 3HaueHHA Kk, M KOHCTaHTbl PABHOBECHA, MOJYYEH-
Hpl¢ paHee [34], lerko HalTM KOHCTAHTY CKOPOCTH [MCCOLMAIMH Hecleny-
dHYECKHX KOMIDIEKCOB (cM. TaGn. 4) M K0adduuueHT OmHOMepHOH mud-
$y3un D, :

Dy = IPk4/2 ~10° cM® - ¢!

910 3HAauyeHHe OMpemenfAercsa ¢ TOYHOCTBIO [0 NMOPAAKA M cllerka Bapbu-
pyer INpH H3MeHeHMM HOHHOH cuibl. HalieHHoe 3HaueHwe D, GIU3KO MO
BenuMHe Koaddumenty muddysuu Genka lac-penpeccopa [42].

4, KHHETHWYECKOE OMNPEIEJIEHHE KOHCTAHT
HECIELIMOMYECKOTO CBS3bIBAHMS PHK-TIOJTUMEPA3bI
ESCHERICHIA COLI C OHK ®ATA T7 *)

[penpytymee paccMOTpeHHe IIpelicKa3bIBaeT OIpelelieHHYI0 3aBHCHMOCTDb
TOUYKH ONTHMyMa (TI0 HOHHOH CHIe) CKOPOCIH HAaXOXIEHHA NPOMOTOpPOB
or xoHueHtpauuu JIHK dbara T7. Pe3ynbpTaTel 3KCIepHMEHTOB, NpHBeICHHbIE
HHOKe, YJOBJIETBODHIENIBHO COINIacYl0TCA ¢ TpencraBiieHMeM O ponu muddy-
3HOHHOTO CcKONbxeHus PHK-momumepassl Boonbp MaTpuiibl B Mpouecce MOHC-
Ka NpOMOTOPOB H, KpOMe TOTO, TO3BOJIAIOT ONpefie/IHTh 3HAUeHHs KOHCTAHT
HeclennpHuecKOro cBaA3bBAHAA K,y HENOCPECTBEHHO H3 KHHETHYECKHX
OAHHBIX. ‘

KuHetnueckHe KpHBbie KOMIDIekcooGpa3oBaHus xonodepmenra PHK-
nonuMepaset E. coli ¢ JHK c¢ara T7, xak 4 paHee, IOMyYany Mo MeTORy XHH-
xena u YamGepnena ([24]. XapakTepHple BpeMeHa KOMIUIEKCOOGpa30BaHHA
T HaxOp[UJTH N0 HAKJIOHY JTHHEHHOTO YYaCTKa 3aBHCHMOCTH

1 — N,/N;
In - -1
1 — (N/N) =

or t, rae (N;/N;) |l - — ImONA 3amepxaHHbix Ha puabTpax monexyn JTHK,
OTBEYAIOIIaA HACBHILUEHUI0 KHHeTHKH GOpMMPOBAHMA CTaGWIBHBIX KOMIUIEK-
coB. Cnoco6 ompepeneHus 3HaueHMH T U3 KHHETHYECKHX KPHBBIX OTIIHYAETCH
OT HCIOJIb30BAHHOTO paHee TEM, YTO 3[eChb YpOBEHb HACBILEHHA KHHETHKH
ABJIAETCA 5KCIEPHMEHTATIBHBIM IapaMeTpoM, TOIJIa KakK paHee OH CUMYAICS
3a/1laHHBIM YCIIOBMAMM 3KcHepumeHTa. [lonydyeHHbie B OJMHAKOBBIX YCIJIO-
BHAX 3HaueHMsa T okazanuch GIM3KUMH C HalineHHpiMH paHee. TeM He MeHee
HpeHMYLIEeCTBO HAcTOAMEro crnocoGa pacyeTa KHHETHKH 3aKJIIOUAETCA B TOM,
4T0 OH CBOGOJICH OT MpEMIIOJIOXKEHHH OTHOCHTEJIBHO TAKMX NMApaMeTpoB, Kak

*) CraTes Hamicana coBMectHo ¢ C.K. 3aBpueBeiM ¥ M.O®. lllemaxunnim. CMm. More-
KynspHasi Guonorud. — 1982. — T. 16. — C. 156—159.
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Tc Puc. 81. 3aBUCUMOCTb XapaKTepHOTO BPe¢MeHHU 06-
pa3oBaHUs TPOMOTOPHBIX KoMmmiekcoB T oT
HOHHOM CWIBL PacTBopa NPHM pPa3HBIX KOHUEHTpa-
wuax JHK: I — 0,15; 2 - 1,5; 3 — 20 mMkr/mn

80

KOHIEHTpAlHsd aKTHBHBIX MOJIEKYJT (pepMeH-
- T4 U YMCIIO MPOYHBIX MECT CBA3BIBAHHUA, NpH-
XoOAmuxca Ha ogHy monexyny JHK.

Ha puc. 81 npejcraBieHs! 3aBHCHMOCTH
XapaKTepHOTO BpeMeHH 0Gpa3s0oBaHHA IIPOMO-
topHeix  KomivlekcoB  PHK-monnmepassi
E. coli n JHK ¢ara T7 or uonHo# cwisl T(I)
npu Tpex koHueHTpaumsx JHK: 0,15, 15
¥ 20 mxr/mia. BupgHo, uTO ¢ TOBBILEHHEM
xonuenrpauun JIHK kpuevie T(I) cosu-
ralTcs B 0OIacTb MeHBIUMX 3HaueHHH T
- M GOonplmx 3Hauenwit . TlonyyeHHOE HaMu
z paHee BbIpaKEHHE

50 100 150 T = —(KeqD + D/ — E)kpl, (1)

rne D, P, E — oGbeMHble KOHUEHTPaUUU COOTBETCTBEHHO HeclenugHnyecKUX
MeCT CBA3bIBaHMA (IIpUMEpHO paBHasa KoHueHTpauuu HHK, mons map ocHo-
BaHui), mpomoropoB u PHK-nomumepa3ssi, Mo3BonseT NpH 3agaHHBIX KOH-
uentpaiuax JJHK u ussectHol BennunHe Kpq HaxomuTh kp. B Hacroswed
TOCTaHOBKE O3KClepHMeHTd 3a CYeT BapHalWd BeJMWHB D 06e KOHCTaHTBbI
MOTYT ObITb HaffEHbI B €OWHOH CEpHHM IJKCIIEPHUMEHTOB Ge3 IpHUBJIEYEHHs
TNOCTOpOHHMX paHHbIX. IIpM mocratouHo Hu3koH koHuenrpanuu JTHK necre-
nupuyeckoe KOMIUIEKCOOGpa30BaHHe He OKAa3bIBAeT BIIMAHMA Ha KHHETHKY
TIOKCKA IPOMOTOpOB. [ljIfl 3TOTO AOCTATOYHO, YTO GBI

KegD < 1. @

B asroMm cnyuae, kak BugHO H3 ¢dopmynst (1), BoipaxeHue mia T He copep-
JKHT PpaBHOBECHOH KOHCTAaHTBbI HecNelM(UYecKOTO cBaA3bBaHusA. Ilostomy B
o6nacty xoHueHTpauui ITHK, rme BumonHserca ycinosue (2), dopmyma (1)
No3BOJNAeT MO HafiigHHOMY B 3KcliepuMeHTe 3HaueHHo T (/) HaxopguTh KOH-
CTaHTy CKOPOCTH K, HalpeHHsple TakuM 0Gpasom BeNMUMHbI K, Npd pasHbIX
HOHHBIX CWIax NpuBefeHs! B TaGm. 5. B unrepsane / 0—125 MM NaCl Benn-

Tabnuua 5

3aBHCHMOCTb KOHCTAHT kp M Keq OT HOHHO CHIIbI pacTBOpa

KOHCTaHTbI [NacCl], MM

] 25 50 75 100 125

kp,M™' -c™t 08-10° 0.9 - 10° 0.7 - 10° 044 -10° 0,33-10° 0,26 -10°
Keq, M7! 5-10° 5-10¢ 3-10° 1,5 -10° 10° 9-10°
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wiHa k, menserca or 10° mo 0,3:10° M~! - ¢~'. [IpuBeneHHbIe maHHBIe Ha-
XOJATCA B COMIAaCHH C pe3y/NbTaToM paGoTnl xakomonu [30] u 3amerHo
OTIHYANTCA OT MOJNYYeHHRIX HAMH paHee, KOrga GpaiMch BLICOKHME KOHLEHT-
paumd JIHK (#e BomonHserca ycinosue (2)) M HCHOJb30BANMCh 3HAYEHUSA
K.q u3 paGorer me Xazera u coaBTopoB [34]. Takoe pacxoxpaecHHe MOXeET
GbITh OGYCIIOBJIEHO HECOOTBETCTBHEM H3MEPEHHBIX KOHCTaHT Kgq [34] Ha-
HIedl 3IKCMepHMEHTANILHOH cuTyaumu. BMecte ¢ TeM, mepexons K 6oiee Bbl-
COKHM koHueHTpauusam JIHK, korma Hapyuiaercs ycioBue (2), H OMHpasch
Ha yXe¢ HaiJIleHHble BelIMHMMHBI K, MOXHO mONyuurs U3 ¢opmyner (1) 3Ha-
YCHHSA KOHCTaHT K.q B paMKax HaleH NOCTAHOBKH 3KchepHmeHTa. COOT-
BeTCTBYIOLlIMe 3HaueHHs K, , HafineHHpre MpH KoHueHTpauun JHK 20 mxr/mm,
npuBeAeHsl B Tabn. 5. BenuwiHbl K., ompepenieHHble NMpH KOHUEHTpAllMH
JHK 1,5 MKr/mil, mpakTMYecKH COBHNAfAalT C NpHBeleHHBIMH B TaGnuile.

Cnemyer yxa3ath Ha CylUeCTBeHHOe OTJIMUME ONpeHelicHHbIX HAMH Be-
nuwMH Ko OT TAKOBBIX, H3MepeHHBIX O¢ XaseroM M coaBTopamu [34]. B
nuTepBaie 0—125 MM NaCl K,q, cornacHo HaumMM [JHHBIM, MeHsSETCA OT
6 - 10° o 9-10° M™!, Torma Kak B yKa3aHHOH paGoTe 3TO M3MeHEHHE CO-
craBnser 8- 10° —5-10* M~!. Iocnenuue M3MepeHHs NPOBOMAIHCH XpO-
Matorpaguyeck¥M MeTOIOM B paBHOBECHBIX YCJIOBHSX, NpH OYeHb BBICOKHX
xoHUeHTpammax JHK (100—150 mkr/mm). He kaxerca CTpaHHBIM MO3TOMY,
YTO OHM OKAa3aJINCh OTIMUHBIMH OT HALIWX [JAaHHBIX. Ham mpencraBnsgercs
follee ajeKBaTHO ONMMCHIBAILWMMH pOJIb HeclenupHIeCKHX KOMIUIEKCOB B
KHHeTHKe FOMCKA NpOMOTOPOB BelHWMHbI K.q, OMpereleHHple HAa OCHOBe
3THX e KHHeTHK. OTMeTHM, Yro oNpenelieHue Kk, ¢ MCNONIb30BaHHEM 3Have-
Huid K.q [34] npuBomur K CHIBHOH 3aBHCHMOCTH kj,(I) OT KOHIEHTpAlHK
IOHK, uyro He MOXer ObITh OGBACHEHO B paMKax OGIIEIPHHATOrO pPaccMoOT-
peHHA npolecca 06pa30BaHUA IIPOMOTO PHBIX KOMIUTEKCOB.

Kak BuoHO M3 TaGNn. 5, B HCUleJOBaHHOM HHTepBalie HOHHOH CHJIBI KOH-
CTaHTa CKOPOCTH accouuanuu k, MeHsercs B Tpd pa3a. lIpu TOUHOCTH Halle-
ro u3MepeHHsa (MOTpeuIHOCTs He MpeBbinana 20 %) TpeXKpaTHOe H3MeHEHHe
kp mOM¥GHO CYMTAaTbcA MOCTOBEpHBIM. PaHee HaljieHHas HaMM 3aBHCHMOCTBb
KOHCTaHTbl CKOPOCTH ACCOLMALUMH OT HOHHOM CHJIBI HHTepIpEeTHpOBANACH C
TNO3KLMHA MOMENH, YUMTHIBaOIEH JuHedHylo mddysuto ¢depMeHTa BJIOJb
MAaTpUUBl. 3Ta MOIens Npe[lioNaraia cliefylouryio cBa3b Mexay kp H Keq:

14 ~VDy1g ~ VKeq; (3)

roe D, — xoapouuuent opHoMepHOH muMbdysun, a 74 — BpeMs XM3HH He-
crenuduyecKoro Komimiekca. M3 HaHHbIX, TpuBeJeHHBIX B TaGn. 5, BHAHO,
YTO COOTHOIIEHHE BeNHWMH Koq M kp OTH3KO K COOTHOIUEHMIO, 3a[aBaeMOMY
dopmynoit (3). 3TOT dakT ABNAETCA HOMOIHHTENBHBIM K IPHBE/ICHHBIM BBbI-
Hie apryMeHTaMm B MOJNb3y MOMENH, BKIJIIOYaiolled JnHeHHOe mMddy3uoHHOE
cxonbxkerue PHK-nonmmepassr Bnonn JHK B mpouecce MOHcKa MpOMOTOpa.

W3 Hal[eHHbIX 3HaueHMid Kk, MOXeT ObIThb OLEHEHa KOHCTaHTA CKODPOCTH
accolManyy ¢ HecneumbnquKHMH MecTaMHK cnﬂabma}mx (c™m. ¢opmyny (19)
B MpeabiymeM pasfiene). OkasbiBaeres, 4o k, ~ 5 - 10" M™' - ¢™' u ouen-
xa gia D, @Gnu3Ka K onpefielieHHOH paHee.
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