«Jlyqwel moderbio Kowku 6ydem dpyaas KowkKay
Anekcel puzopbesuy MigaxHeHKO

PA3IEJ 5. CTYUAHUHBIN MIOUCK KAK AJIEKBATHBIN AIIITAPAT
MOJIEJIUPOBAHUSA KJETOYHBIX CUCTEM
(peasm3anusi pparMeHTOB KOHIEMIIHHN)

Hacrosimuii pa3aen WUTIOCTPUPYET ONBIT IPUMEHEHHS] ONTHMHU3ALMOHHOTO TOAX0a IPH MOAETHUPOBAHUH
OTJIENBHBIX O0BEKTOB CHCTEMBI )KUBOTO. B OCHOBHOM — IpH MOCTPOSHUU MOjelieil HeUpOHA U YHUBEPCANIbHOU
KUBOW KIJIeTKW. BHawase, B mpocTeiflieM ciaydae, MpH 3TOM HCIIOJIB30BAICS OOHOKAHANbHYIL IKCMPEManlbHbLU
peayasmop [Camapun, I punuenxo, Qunxenviumeiin, Epumos, 1974, I punuenxo,3aeyckun, 3acyckuna,1975; Edu-
moe, Camapun, Quuxenvumetin, I punuenxo, 1976], a 3aTeM — MHO2OKAHATILHBIN ONMUMUZAMOP, PAOOTAIOIIHHA TI0
ANTOpPUTMaM CIIy4daitHOTO Toucka [I punuenxo,1975;1976; Ipunuenxo,Pacmpueun,1976,1977, I punyenxo,3a-
eyckun, 1978]. To ecTb MOIIENUPOBAIUCH (pacmenmvl UEPAPXUUECKON CHCTEMBI KHUBOW MPHUPOJIBI: HepapXuye-
ckux ontuMmuzauuoHHBIX KOHTYpoB CJIOXKHAS KIIETKA-YJIBTPACTPYKTYPHBIE BHYTPUKIIETOY-
HBIE DJIEMEHTHI u VJIbTPACTPYKTYPHbIA BHY TPUKJIETOUYHBIN SJIEMEHT-ATOMBI. A kpome
TOTO — W TPH NOCTPOCHUM MOJENEeH XEMOTaKCHCa MUKPOOPTaHU3MOB B PEabHOM «T'€OMETPHYECKOM» OKpPY-
JKaroleM Hac mpoctpanctBe [Jlabac, I punuenxo,1982,1983; I'punuenxo,/labac,1984]. TlIockombKy pe3ynbTaThl
ATHX Pa3pabOTOK JAOCTATOYHO HIMPOKO OMyOJIMKOBaHBI (cM. OmOmmorpaduro B [I punuenxo,3azyckun,1989]),
JAaHHBIE WILTIOCTpAay OyOyT BeChMa KPaTKUMHU M BBIOOPOYHBIMH.

5.1. Onmumu3ayuoHHasi MoOeJib HelipOHa

PaccmoTpuM mepBbIii U3 BBIIIETIEPEUNCICHHBIX 00BEKT MCCIEIOBAHHS, & IMEHHO, HEPBHYIO KJIETKY (HEM-
POH) — OJIMH U3 OCHOBHbIX, C TIO3UINH TpeiaraeMoil KoHIenuuu, 61ooosexkToB. M300pa3um ero B Buae 0000-
LIEHHOU cxeMbl (puc. 5.1), ABmsromIeiics HEKOTOPHIM arperUPOBAHHBIM BapUAHTOM MOJAECIH YHUBEPCANLHOU KU~
BOM KJIETKU:

B obOmeM ciydgae kak BXOTHOW, TaK M BBIXOIHOW CHTHAIBI HEHpOHA MMEIOT CIIOKHYIO MaTepHalbHO-
BPEMEHHYIO CTPYKTYpPY. AKCOHBI, KpOMe Iepeladun 3JIeKTPOXUMUYECKHX UMITYJIbCOB, TPEACTABIAIOT cOO0M Ka-
HaJTBI TICPEMEIICHUS CIIOKHBIX CHEIU(PUUSCKUX OSITKOBBIX MOJICKYJ (TaKk Ha3bIBaeMoOro "akcoroka') (cM., Harmp.,
[T punuenxo,3azyckun, 1989]). ITH MOJEKYIBI TaKXkKe (TIOMUMO JICKTPOXUMHUIECKHX UMITYJIBCOB) TIPEICTABIISIOT
co0o#t HocuTenu crienuduyeckoii nHPOopMaILUH.

Taxum 06pa3omM, BocrpusTie (10 KaXkI0My U3 Nl BXOIOB, L€ N JOCTHIaeT 3HadeHuit nopsaaka 10*) BxomHo-
ro curHana X= {Xj ,..., Xp}, ¥ mepenava (1o ogHoMy Beixoay Y) crieupudeckoil GyHKIIMOHALHOW aKTUBHOCTH
HEWpPOHA OCYIIECTBISACTCS MO ABYM (OTIMYAIOIIMMCS BPEMEHHBIMH XapaKTepUCTHKaMHu) "moakaHamam'". Mx
MO>HO YCJIOBHO Ha3BaTh COOTBETCTBEHHO "OMEPATHBHBIM" 1 "CTpaTEeruIecKiuM", IIOCKOIBKY BpeMs T IIepeIadn
CHTHAJIOB B IIEPBOM (3MEKTPOXUMHYECKHX UMITYbCoB X') Ha HECKOIBKO TOPSIKOB MEHBIIE BPEMEHH T, Iepe-
Ja9M CHTHAJIOB BO BTOPOM (IIPOCTPAHCTBEHHOTO IepeMeIieHus 0enkoBbix Moiekyn X2); X = <X', X*>. IIpu
3TOM 00BbEMBI MepeaaBaeMoil crenndruieckoi HHHOpMauy HaXOJATCs B 0OpaTHOH MPOMOpIHU: OBICTPO mepe-
JaBaeMble HeOONbIINe 00bEMbl KOIUPYIOTCS AIEKTPUIECKON MMITyIbcalueil 0 MPUHINITY "BCe WM HUYETO"
(marmamHBIE 00pa3 — TenerpadHOe COOOIEHNE); MEMJICHHO IepeAaBacMble KPYITHBIC TOPITUH KOIUPYIOTCS
CJIO’)KHOM CTPYKTYpOH OEJIKOBBIX MOJIEKYJ (HATIISIHBIN 00pa3 — MOYTOBas MOCHLIKA).

CaMm HEWpoH B LIETOM MOXHO NPEACTaBUTh cebe KaK MHOTOBXOJOBYIO JHHAMHUYECKYIO CUCTEMY TpeXKa-
HaJBHOTO TIpeoOpa3oBanus "crierududeckoin” naHpopmanuu (T.e. THHOPMAIUH, TOCTYIIAIONIEH OT IPYTUX HEll-
poHoB) X, conepxkaniyto pyHkimonanbHelii (1 Ha puc. 5.1), sHepreTudeckuii (2) u Tpopuueckuii (3) KaHANBI C
ontuMu3anuei (4) ero KodppuuUeHTa epeadn Mo KPUTEPHIO SHEpreTHYeckoro xapakrepa. [lomumo crenu-
(hmdecknx, Ha HEWPOH TOCTYIAET P UHBIX BO3zeicTBUil co cropoHsl BHemHel cpensl T = {Ty,..., T}, KOTO-
pBI€ B IIEJIOM MOXKHO OTIPEJeNNTh Kak "Hecnernudraeckre", OKa3bIBAIOIINE BIUSIHNE JIUIIb HA T€ WIA HHBIE eT0
BHYTPEHHHE MapaMeTphl, HO He HECyIHe MoJIe3HON Al Hero nHpopMauuu. B aToMm cMbiciie nanHoe monpase-
JIeHWEe BHEIIHUX BO3JICHCTBUIA MO3BOJISET BBECTH UX Pa3inyie KaK CEMaHTHYECKH 3HAYMMBIX U CEMaHTHYECKH
HE3HAYNMBIX.

Kakwue e mporiecchl BBI3bIBAaeT B HEHPOHE MOSABICHHE Ha JIFOOOM (MJIM HECKOJIBKHMX) M3 MHO)KECTBA OIH-
CaHHBIX BBIIIE "ABYXMOJKaHAIBHBIX" BXOJOB crenuuueckoro coodmenus? s oTBeTa Ha 3TOT BOMPOC pac-
CMOTpPHM MOJPOOHEE CXeMy, MPEACTaBICHHY0 Ha puC. 5.1, cpa3y e OTOBOPHBIIKCH, YTO XOTS JaHHBIH PUCY-
HOK U OTpaxkaeT Oosiee OOIIyI0 KapTHHY MPOLIECCOB B CIOKHBIX CHCTEMax OIMpPEAeIEHHOro THma (4To Oyaer
paccMOTpeHo HHXKe), ceifuac Mbl OyJeM ero TPakTOBaTh KaK OTpakeHHE MPOLECCOB, POUCXOAAIINX UMEHHO B
HEPBHOM KJIETKE.
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O603HayeHus:

X', Y' - cneumndmyeckiie BO3OENCTBUA BHELLHEN cpeabl M (YHKUMOHANbHbIE CUrHasbI;

T - Hecneundnyeckne BO3OENCTBUS BHELUHEN cpeabl;

Eorr s qu , E, - NoTOKM aHeprm (obecneveHne doyHKUMOHAIBLHON aKTUBHOCTM M OCHOBHOTO obMeHa);
X2, Y2, W3 ’Wq) - MOTOKM BeLLeCTB (B TOM YMCne cneungruieckmx CUrHannsaTopos);

K - KoadhpmumeHTbl YyBCTBUTENBHOCTY 30H peLenumn BXOAHbIX CUrHaMNoB (BbIXOAHbIE NepeMeHHble

noacucTembl OI'ITVIMVI3aLI,VIM).
Puc. 5.1. ObobLleHHas cxema MOAENN KUBOW KNETKU.

Wrak, nmoctymienne Ha BXOJ HEWPOHA CEMaHTUYECKH 3HAUYMMBIX CHeNU(QUIecKuX (PYHKIIMOHATBHBIX BO3-
neiictuit X = <X', X*> HHUIUHpPYeT B HEM EbIil P MPOLIECCOB.

Bo-nepBrIx, depe3 MHHHMaIbHOE BpeMs T; Ha BBIXOZe (yHKIIMOHAIBHOTO KaHajga 1 BO3HUKAeT BBIXOJHOI
curnan Y', npeacrapisiommii co6oi HanGoee GhICTPYIO PEAKIIHIO HefpOHa Ha PUXOJ] BXOIHOTO BO3ICHCTBHS
X' (orMeTHM, UTO )yHKIMOHATBHBINA KaHAT 1 OCYIIECTBIISET MPOCTPAHCTBEHHO-BPEMEHHYIO HHTETPAIIHIO CUT-
HAJIOB, TIOCTYIAIOIINX Ha BCKO COBOKYITHOCTh PELIENTOPHBIX 30H HEHUPOHA).

BO-BTOpHIX, BXOHOH curHan X' HHHIMHpPYeT HAaualno MpOLecca ceHepayui «onepamusnoiiy suepeuu E B
HelpoHe, KoTopast Heo0XoAuMa Kak AJisl o0eclieueH s TeHepauy COOTBETCTBYIOIIETO BRIXOAHOTO cUrHaia Y =
<Y', Y>> (E"), TaK u ju1s mepecTpoiikn (MoaH(pHKAIuy) BHyTpeHHEH CTPYKTYpbl HelipoHa B COCTOSIHHE, a/IeK-
BaTHOE W3MCHHMBIIMMCS BHEITHUM yciaoBusaM (E'). DToT mporecc mMeeT CBOM XapakTepHBIC BpeMeHa aKTHBa-
ouu T, > T; W HOpMallM3anuu T; > T, . Hopmanuzanus 3HepreTHKy HeWpoHa, T.€. YCTAaHOBIICHHE BEIHMYUHBI €€
CHHTE3a Ha HOBOM YPOBHE, COOTBETCTBYIONINM TEKYIIUM (YHKIIUOHAILHBIM MOTPEOHOCTSM, IPOUCXOANT B pe-
3yJNbTaTe Kak PETYJSPHBIX aIanTHBHBIX MPOLECCOB, OMPENCISIOMNXCsS KOHKPETHKOH B3aMMOJAEHCTBHS €ro
BHYTPEHHHUX CTPYKTYP, TaK U CTOXaCTUYECKHX MOUCKOBBIX ONTUMHU3AIMOHHBIX MPOIECCOB, BAPHUPYIOIINX KO-
3¢ GULKUEHTHI €T0 YyBCTBUTENBLHOCTH K BXOAHBIM BO3JEHCTBUSM O = {Ql; ,..., O, } TAKUM 00pa3oM, 4TOOBI mep-
MaHEHTHO JOCTHUTAJICS dKCTPEeMyM (MaKCHMyM) €ro K.I1.J. (TOHMMas IIPH 3TOM B Ka4eCTBE "TOJIE3HBIX" 3aTpaThl
SHEPIUM HA ObecreueHne crenupuueckoil GyHKIMOHANbHOH akTHBHOCTH Y = <Y', Y?> | a "GecronesHpix" —
3aTpaThl PHEPIHH Ha oOecleueHre PEeryJSITOPHBIX ACHCTBHI: TIEpecTPOeK BHYTPEHHEH CTPYKTYpHI U T.1.). [la-
PaMeTpOM MPOLECcca FeHEePALMH SHEPTHH BBICTYIACT YCPEIHEHHAS 110 BPEMEHH BeTHunHa Y.

B-TpeTbHX, BXOAHON curHan X' MHHIHHPYET HA4ajo eué Gonee MEAICHHOM niacmuueckoll epecTpoiKi
CTPYKTYpHI HEpOHa (XapaKTepHbIe BpeMEHA aKTHBAIMU T4 > T3 M HOPMAIN3ALNHU Ts > T4), T.€. HAYAJIa CHHTE3a
OEJIKOBBIX MOJIEKYJ, (PMKCUPYIOLIUX HOBYIO HH(OpMaIUio (IIaMITh 0 HOBOM CIeUU(UICCKOM BO3JACHCTBUHU Ha
HEHPOH U COOTBETCTBYIOLIEH 3TOMY BO3/IEHCTBHUIO €r0 ONTUMAJIBHON BHYTPEHHEN CTPYKTYpE).

B-ueTBepTHIX, MIOCTYIUICHHE HA OJMH MJIH HECKOIBKO BXOJOB HEipoHa akcoToka (curHama X°) maeT CBOIf
BKJIJl B TEMII U CIICU(HUKY IPOLIECCOB IIACTUIECKON IEPECTPOHKH €ro CTPYKTYPHI.

Takum oOpaszom, mepexonHas (mepeaaToyHas) mHGOpMaUUOHHAS (QYHKIMsS HEHpOHA OTHIOAb HE MOXKET
paccMmarpuBaThesa Kak (DUKCHPOBaHHAS UM MOCTOsSHHAs. Hampotus, 3Ta (GyHKIHMS MOCTOSIHHO H3MEHSIETCs, ""HOp-
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Mupys" npeoOpa3zoBaHue MOCTYIIAIONICH HAa HEro BHEIIHEH crienududaeckoit nHoOpMaIiy BHyTpEHHEH Xapak-
TepHCTHKOﬁ OINITUMAJIBHOCTHU €r0 CTPYKTYPLI C HOSI/IHI/Iﬁ TCKYHIUX SHEPreTUYCCKUX 3aTpar. 3HepreTI/H<a BJIHACT
Ha (YHKLOHIO OTIOCPEAOBAaHHO M YCPETHEHHO, Yepe3 MOMCKOBBIA ONTUMH3ALMOHHBIN MeXaHu3M (B HEWpoHeE -
(baykTyanuu KOHIICHTpAIMHA KaJjbIHsl B IUTO30J€, B KOMIIAPTMEHTaX PEIeNTOPHBIX 30H). EmE Oomee memieH-
HBbIC M3MEHEHHsI MHOOPMAIIMOHHOW (QYHKIIUH HEHPOHA MPOUCXOAST BCIESACTBHE MPOUCXOAAIINX B HEM — B 00-
LIeM clly4yae W3-3a U3MEHEHHH criequ(HuYecKoil BHEIIHEH cpeabl — INIACTUYECKUX MPOLIECCOB.

B pesynbrare maxe sieMEHTapHBIM akT HWH()OPMALMOHHOTO MPeo0pa3oBaHUS €IUHHUYHOTO COOOIIEHUS
OKa3bIBAETCS MPOTSHKEHHBIM BO BPEMEHH, «Pa3IBOCHHBIMY 110 MaTepHUAIbHOMY HOCHUTEIIO U 3aBUCSIINAM OT OII-
TUMAaJBHOCTH (B HEKOTOPOM, HE OTHOCSIIIEMCS K ceManmuke TEKYIIEeTro COOOIIEHHs CMBICIIE!) COCTOSHUS 00pa-
OatbIBaromiero «mpudopa». Jlanee okaswpiBaeTcs, 4TO NaHHBIA «ITPUOOP» OJHOBPEMEHHO MOXET 00pabaThiBaTh
nopsiaka 10° eMHMYHBIX COOBIICHHIT, MOCTYNAIOMKMX HA Pa3IHYHbIE YYACTKH «IIPHOOPay», OCYIIECTBIISS, MO-
MHUMO BPEMEHHOMW, U UX MPOCTPAaHCTBEHHYIO MHTerpanuio /I punuenxo,19956]. B nrore nmoaxoa K aHanu3y HH-
(hopMaLMOHHOTO Tpoliecca B HEMPOHE MPUHUMAET COBEPIIEHHO MHOW BHJ MO CPABHEHMIO C KIACCHUECKUMH
MIPENICTABICHUSAMH (KCTaTH TOBOpPS, B KAaKOM-TO CMBICIE OTpaxkas MeTkoe 3amedanune JI.b.EmenbsnoBa-
SApocnaBckoro: «Pa3psg B HEMPOHE HYXXeH CaMOMy HEWpOHY» [Emenvsanos-Apocaasckuil, 1990], ctp. 6).

Tax BBITTSIIUT (B BECbMa YIPOIICHHOM BHJIE) CXeMa diemenmapho2o MHHOPMaMOHHOTO peoO0pa3oBaHus,
MIPOUCXOMSIIETO B TUIHYHOM «JIOCTATOYHO CIIOKHOI» CHCTEME Jfcusdsl (HepeHas) Kiemikd, OTHOCSIICHCS K Of-
HOMY M3 OCHOBHBIX YPOBHEW OMOJIOTHYECKOM HHTErpanui. Hajgo g yauBIATECS Kaxymecs HeOJHO3HAYHOCTH
U OMIHUPHYECKH HAOII0aeMON UYpEe3BBIUAHON CIOKHOCTH OHOJIOTHYECKUX WH()OPMAIIMOHHBIX MEXaHHU3MOB?
Ho HeoOxomuma ux ajiekBatHas (popMalin3anus.

5.2. OHMUMu3auu0HHaﬂ MoOeJsib Xueol K/iiemku

OTtnaB B cBOE BpeMs JaHb IIOCTPOCHHUIO MOJIeNel HelipoHa, MbI 0OpPaTHIINCH 3aTeM K IPoOJIieMe TOCTPOSHHS
MOJIETIH YHUBEPCANbHOU KUBOM KJIETKH, KOTOpas TOJNBKO 3a CUET HACTPOWKH CBOMX IapaMETPOB MOTJa OBI
BBICTYIIaTh B POJIM JIFOOOM CHEIIMATU3UPOBAHHON CIIOKHOM KICTKH. 3/IeCh CIISAYyeT HAIOMHUTh, YTO B CUCTEME
pUpoIbl HaOmoaaTh Onokn «Kpurepun» u «Anmantanus» B TOM BUJE, KaK OHH PEATU3YIOTCS B TEXHHUYECKUX
cucteMax (M B KJIAaCCHYECKOW MMOCTAHOBKE 3a7aud afalTalliH CJIOKHOTO O0BEKTa) HE yAaeTcs. DTH OJIOKH Kak
OBl «IIOTPY’KEHBI» B CTPYKTYPHI COOTBETCTBYIOIINX CIIOXKHBIX 00BEKTOB, B YaCTHOCTH — Onosormueckux. U, kak
CJICJICTBHE, B TaKUX OOBEKTaX OTICIIUTh UX CIHEIU(PUUIECKOe (PYHKIHMOHHUPOBAHHE OT OJHOBPEMEHHO MPOTE-
KalOIINX aJalTHBHBIX MPOIECCOB YIAETCS JIUIIb B HEKOTOPBIX OCOOBIX CITyJasx.

To ecTh mpu MOAETUPOBAHUM B TAaKUX KOHKPETHBIX CIydYasx YCIOBHO BBOSTCS COOTBETCTBYIOIIHE MO-
JICNIbHBIC OJIOKW, HO TOTJIa HEOOXOIMMO TMPEACTABIATh JOKA3aTeIbCTBA aJIcKBATHOCTU MOJOOHBIX NeiicTBuii. B
YaCTHOCTH, TIPU MOJEIIMPOBAHUM JKUBOM KIIETKH KaK CIOKHOH CHCTEMbI, HIMMaHEHTHO BKIIOYAIOIIEH OMTHMHU-
3alMOHHBIN MEXaHU3M aJalTHBHOTO CIIy9aifHOTO ITOMCKA IKCTPEMyMa HEKOTOPOTO SHEPTETHIECKOTO KPUTEPHS,
HaMu ObLIO YAEJICHO BechMa 0OJIbIIIOEC BHUIMAHUE UMEHHO O0OOCHOBAHUIO BBEICHUS TAKOT'O MPEICTABICHHS.

B pesynprare momyuninack TOBOJIBLHO 0OBEMHUCTAst MOJIENb, KOTOpAs IMOJHOCTHIO OITyOMuKoBaHa [I puryen-
x0,1989; I punuenxo,3acyckun,1989], u IpUBOIUTEL €€ METANIBHO B JaHHON paboOTe HET HU BO3MOXKHOCTH, HH,
IJIaBHOE, HEOOXOMUMOCTH. B KOHTEKCTE HACTOSIIETO HM3JIO0XKEHUS JOCTAaTOYHO yKas3aTh, YTO ICHTPATHHBIMU
OJIOKaMM TaKON MOJENH SIBIIIIOTCS ONTUMU3aTOp ((PYHKIIMOHATIBHAS POJIb OJIOKA PEryJSIMH TOTIOXUMHUU Kallb-
st — Ne 24 Ha cxeme puc. 5.2) u 010K 331aHus 1eneBoi (GyHKIUN onTuMu3ayu (QyHKIIMOHATBHAS POIb OJI0-
Ka U3MEHEHUS HEepPreTHUecKoro 3apaaa ajeHmiaTos — Ne 23 Ha cxeme puc. 5.2).

Jls Toro 4TOOBI AaTh 00IIIEee MPEACTaBICHUE 00 ATOW MOJICIU, IPUBEACM MEPEUCHb €€ OCHOBHBIX OJIOKOB:

1. Mopens j-it perienitopHO# 30HBI xkUBoH KIeTkH (JKK);

1.1. Mogenb j-ro JTOKaIhbHOTO y9acTKa penenTopHoi MmemOpanbl JKK;

1.2. Mopenb peryisiiind MUKPOCTPYKTYPHI j-i petentopHoit 30HbI XKK;

1.3. Monenb MexaHU3Ma BPEMEHHOM CEJICKI[MY BHEITHUX CUTHAJIOB j-i penentopHoii 30HbI JXKK;

1.4. Mopenp MexaHu3Ma pacipeneicHus YHEPTUH j-i perentopHoit 30HBI JKK;

1.5. Mopenb riacTH4eckoro MexaHu3ma ajanTanuu j-i perentopHoii 30as1 XKK;

2. Mogenb NpocTpaHCTBEHHO-BPEMEHHON MHTErpaliuu BXoIHbIX curHainoB JXKK;

. Monens nahopmarmonHoro npeodpazoBanus KK;

. Mogens s dexroproit pynxrmu XKK;

. Mogens usmenenus reometpun KK;

. Mogene renepauuu 3Hepruu B XKK;

. Moniens MHIYKIUU pocTa, AeneHus u Manurauzanuu KK;

. Mozenb sHEpPreTHIecKOro MeXxaHnu3Ma KOOpAUHAIINH U CONpsbKeHus padouux nporeccos XKK;

. Mozenb u3aMeHeHHs SJHEPreTUUeCKOro 3apsana aaeHmnatoB B XKK;

10. Monens MexaHu3Ma peryJisiiuu TonoxumMuu kaisius JKK;

11. Mogens ynpasnenus tpodpukoit XKK;

12. Monienb SHEpPreTHUECKOro MeXaHu3Ma KOOPMHAIIUY U COMPSKCHUS TTPOIIecCOB OCHOBHOTO oOMeHa JKK;

— 155 -

O 0 3O L AW



HAYano cxeMul (ee 1e6as uacmy):

Cur)t1)te|Coltolts - to)t, 3 4 5 6 7 8 9 10 11 12 13 14
O e W e R g (U (A0 (S0 (OO (O R N TP (P IV
>-—2—-—> - M =
m E@(n o
—
_, M | oPcD - B Axy DXJ-tmlqltoltglt“
b('l) 3(2) 21 t
»:—~ -: ”;MA— c P B & g e
o5 E—_— =%
aalt’ vl (8 |? (E) EWENS 'Lo—_r' g'E) nen
[ AL WaenVy 11961900 . p 7:):3) )
(@) (I
'— PWI Fpo *ps
2 Ep (3. E E E 3, E jt ot (t,t
l"""l l l lci Zl 31 _L J_Hx . i)le)‘llTlTl H(li LH.]LGH!,ZJ.Q.I. yl 31 sl sl 10
M(n) 15 (n) x(n) "‘ A I 25 Ut .
Dmm——p
e kerap |77 J,Cnr J,Cp lcnx
E%ae(n)
5P -1
P . gP(T Ege1s Egi2y
b(n) Efxn_’ (Spa EH(I) EH(Z) .
= . R e s W W
B t,—| 28 e
—
B TLZTHZTynenT’;E)THTS(STSXL(K; T;TSTTL‘T :z: RPEOO 9%
Aaén) H:—o -
[P e e e’ [P [P [P oo [ 2
\ ) 8 ES;(;Q“ EE;“[S;\;” °° sgé l al ul pl MX Eycrs Ercay Egen v 3P (n)
L_. i 24 A a lEalEmlETI i(zl i(zl Ed(zpul wl Tl Hl LlB(STG lPG
Q
TC — \A—QI 23 EZ
e = l 5,15, To, ool - T Te, T,
MX
NnpPOOOIdHCEHUEe CXeMbl (ee Npasds 4acmy):
fxg Eq J'EI(JHJ‘EF(’Z)J.E?H E(z)lsn
T 17 y
Ip —_
L — . B,
x . |o, ]‘t1 "'TO l i
18 . 5 [ is E:” ’
9 —
1 i, :, : :
GR — "X ¢ ——— EF
—C s e
MX
ST Cp e ~(m) 4
— B — B, ,
Tt, th B
leHTlB hmlcnxlﬂillﬁlﬂzll‘z
E51)
RPE Ep
———p
Eg(ay
’E.« lEu(nlEL(nlEu(z)J'Eum
-
- —
._ﬁ’ lcplta lEylEl()xlsAJ'kc'raplsdlEd(ziEm11311
[% &, g | ]2 i - — B,
3‘[‘ — e = e eL B ?(E) BB —_ BA TB
3, — «—— B £, —r
(o] c
3, — G — B, TH,‘TL1TH2TL2
3, — — 3, 29 By
I 7. ESG(E) « E 3“
I, Tto kerap|2Q Tts =23,
BU EH(Z) E
3 Lc2)
— t
— to
— t;
L | Is
Kerap T

Puc. 5.2. ArpermpoBaHHas cxema MOLENN XKUBOW KIETKMU.
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13. Monens reaoma XKK;

14. Mopaens 6uocunTe3a 6enko XKK;

15. Monens OuocuHTe3a yriieBoaoB U munuaos JKK.

Kpome Toro, ams mydniero MOHUMaHHUS YPOBHA aOCTparnpoOBaHHS, HCIIOIB30BAHHOTO TPH MOCTPOSHUU

JTAHHOM MOJIETH XKHUBOH KIIETKH, IPUBElYy IIEPEUYEHb €€ OCHOBHBIX IIEpEMEHHBIX. [ BKiItoueHus B Moaens KK
ObLTH O0TOOpaHbI 82 «rnobanbHBIC» IEPEMEHHBIE: K HUIM OTHOCATCS 14 BXOAHBIX, 2 BBIXOAHBIX U 66 BHYTPEHHUX
MIEPEeMEHHBIX, CBS3BIBAIOMINX Mexay coboit Bce 15 ocHoBHBEIX mojacuctem mojenu JKK. Kpome toro, BHyTpH
BaXkHEHIeH 1 Hanbosee KPyIMHOH U3 3TUX MOACUCTEM — KOMIIAPTMEHTA «PELENITOPHAsT 30Ha» — BBLAEIICHBI ellé
5 cy0010KOB, 00BETUHEHHBIX MEXIY COOOU, MOMHUMO «IJI00ANBHBIX», €I BOCEMBIO «30HAIBHBIMIY ITEPEMEH-
HeIMU. HakoHel, B KaXOM M3 yIOMSIHYTBIX CyOOJIOKOB M B KaXI0W U3 14-TH OCTalbHBIX HOACUCTEM MOAEIH
XK BBezneH psin «O0n04HBIX»" MEPEMEHHBIX, ONpEeSICHHE KOTOPhIM IAeTCsl HEIMOCPEICTBEHHO NPH ONMCAHUU
COOTBETCTBYIOIIHNX CBSI3eH MEXIY KOHKPETHBIMH 3JIEMEHTaMH MojeiH (OJ10Ka).

Taxkum 06pa30M, K «T7I00aIEHBIMY NMEPEMCHHBIM OTHOCATCA:

. BA - HTHTCHCUBHOCTb CUHTE3a OKCKPETOPHBIX 0EJIKOB B KJICTKC,

2. AB - otknoHenue (0T HOPMAJIBLHOTO 3HAYEHVS) HHTEHCHBHOCTH CHHTE3a OEJIKOB B KIIETKE;

W

© o w»n A

9.
10

12.

13.

14.

15.

16.

17.
18.

19.

20.

21.

22.
23.

. bflj ) - oKkabHas KOHIICHTpaIusl 0eJika, MOCTYIAIoIIero B j-10 perentopuyo 308y (j-P3) u3 cocenueit kier-

KU,

2

~ (i) .
. b4 - nokanpHas KOHLEHTpalKs OeJIKa, TPAHCIIOPTUPYEMOTO U3 KIIETKH HApyxKy depes i-if ahdexTop;
. B - NHTE€HCHBHOCTb CUHTE3a BHYTPUKICTOUHBIX OEIIKOB;

. CMT - KaJlbIueBasi CMKOCTH MI/IKpOpr60qu KIICTKH,

. CMX - KaJlbIuE€Basa CMKOCTb MI/ITOXOHI[pI/Iﬁ KJICTKH

C EZ) - TOJIS KaJbIIMEBOH €MKOCTH MHUTOXOHAPUH KJIETKH, XapaKTepHU3YIomas CONpKEHIEe MEXITy M3MeHe-

HUSIMH CTPYKTYPBI PETUKYJIFOMA U T€OMETPUHU KIIETKH;
C, - KanpLIHUeBasi eMKOCTh PETUKYJIIOMA KIICTKH;

. DI - CKOpPOCTh USMECHCHHU S I'€OMETPUICCKOTIO MHACKCA KIICTKHU,
11.

D, - ckopocTb N3MEHEHHUS] HHIYILIMPOBAHHOTO (BHEIIHUM (hyHKIIMOHAIBHBIM BO3JCHCTBHEM) OTKIOHCHHS
MeMOpaHHOTO MOTEHIHaIa KIEeTKH;

E , - napynupoBaHHas (BHEIIHUM ()YHKIMOHATBHBIM BO3ACHCTBUEM) 3HEPTHs, 00ECIeUMBAIOIIAst SKCKpe-
TOPHBIE IIPOLECCHI B KIIETKE;

E ;1) - mExynMpoBanHas (BHEWHUM (QYHKIMOHATBHBIM BO3/IEHCTBIEM) SHEPTHS, 00ECTICUNBAIOIIAs CHHTES

YIJIEBOIOB MEPBUYHOTO 0OMEHA B KIIETKE;
E H(2) - MHIYLUPOBaHHAs (BHEIIHUM (yHKIHOHAIBHBIM BO3/CHCTBHEM) SHEPTHsI, 00CCIICUHBAIOIIast CHHTE3

YIJIIEBOAOB BTOPUYHOI'O oOMeHa B KJICTKE,
EL(I) - UHAYIUPOBAaHHAs (BHC].LIHI/IM (I)YHKI_[I/IOHBJIBHBIM BO3ﬂGﬁCTBHeM) OHEprus, O6CCHC‘II/IBaIOH_[a$I CHUHTC3

JIMIIU 0B IIEPBUYHOT'O oOMeHa B KIICTKC,
EL(Z) - HHAYLIUPOBAaHHAas (BHCIHHI/IM (bYHKHI/IOHaJ'H:HLIM BOSI{effICTBHeM) SHEPrus, O6eCH€‘IHBaIOH_Ia$I CHUHTEC3

JIATIUA0OB BTOPUYHOI'O oOMeHa B KJICTKEC,

Ey - DOHEprus, OGCCHCLII/IBaIOH_Iaﬂ BBIXOJHYIO CHGLII/I(I)I/IIIGCKy}O AKTUBHOCTB KJICTKH,

E , - uagynupoBanHas (BHEIIHUM (pyHKIIMOHAIBHBIM BO3JEHCTBUEM) SHEPTHs, 0OECIEUUBAIONIAs aKKyMY-
JISIUIO KaNbliKs B PETUKYIIOME KIETKH;

E , - nnnynupoBanHas (BHEIIHMM (yHKIIMOHAJIBHBIM BO3JEHCTBUEM) SHEPIHs, 00eCcIeynBaroNas N3MeHe-
HHUE reoMeTpuyeckoil popMel pedpPeKTOpHON 30HBI KIETKH;

E, (1y - MHAyIUPOBaHHAs (BHELIHUM ()YHKIMOHAIBHBIM BO3ACHCTBHEM) SHEPIHsl, 00eCIICYMBAIOIIAs CHHTE3

0€eJIKOB IEpBUYHOTO OOMEHA B KIIETKE;
E, (2 - MHAYLUPOBaHHAs! (BHELIHUM ()yHKLHOHAIBHBIM BO3/ICHCTBIEM) SHEPrHsl, 00ECIeUNBAIOLIas CHHTE3

0OEIKOB BTOPUYHOTO OOMEHa B KJIETKE;
P o
E ) - nepBast coCTaBIsIONIas SHEPrHH, 00ECTICUNBAIOLIEH PETYIIALMIO B KIETKE;

P o~
E ) - BTOpast COCTABIIAIOMIAs SHEPTUH, 00ECTIEYMBAIOIIEH PETYJISLHIO B KIETKE;
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24.
25.
26.
27.
28.

29.
30.

31.
32.
33.

34.
35.

36.
37.

38.
39.
40.

41.
42.
43.

44.

45.

46.
47.

48.

49.

50.
51.

52.
53.
54.

55.
56.
57.

58.
59.

E ;)3(] ) - perynsTopHas sHeprus B j-P3;

E }f;z) - CyMMapHasi peryIsaTOpHas SHEPTHs PEUEHTOPHBIX 30H KIETKH;

E g’) - IepBasi COCTABJISIONIAs SHEPTUH, 00ECIIeYNBAIOIICH HOHHBII TOK B KIETKE;
E g) - BTOpasi COCTABJISAIONIAs DHEPTUH, 00CCIICUNBAIOIICH HOHHBIH TOK B KJIETKE;
E ;i';“ . (hyuaKIIMOHANTBHAS HEPTHS B j-P3;

E g(z) - cyMMapHas pyHKI[MOHATbHASI SHEPTHSI PEIENTOPHBIX 30H KICTKH;

E, - mapynupoBaHHas (BHEIIHMM (DyHKIIMOHAIBHBIM BO3JCHCTBHEM) SHEPrus, oOecrednBaomas TpaHe-
IIOPT MOHOB, BOJBI M APYTUX BELIECTB B KIIETKY U U3 KIECTKH HAPYXKY;

H | - NHTEHCHBHOCTH CUHTE3a yTJIEBOAOB IEPBUYHOTO OOMEHA B KIIETKE;

H , - NHTEHCHBHOCTB CUHTE3a yIJIEBOJ0B BTOPUUHOTO OOMEHA B KIIETKE;

h, - pa3Mep KIIETKH;

hx - reHeTHYeCKH 3a/laHHOE 3HAUCHHE pa3Mepa KIICTKH;
hy; - pasmep npesddeKTOPHOI 30HBI KISTKH;

hm3 - reHeTHYeCKH 3aJaHHOE 3HAYCHUE pa3Mepa MpedhHeKTOPHO 30HbI KIETKH;

I, - reomerpuueckuii MHIEKC KIETKH (Pa3HOCTh IONEPEUHBIX PA3MEPOB KICTKU U €€ mpeddPpeKTOpHOI 30-
HEI),

kc,mp - KOO QHULIUEHT CTapeHUs KIETKH;

Ll - MHTCHCUBHOCTH CUHTE3a JIMITUA0B ICPBUYHOTO oOMeHa B KIICTKEC,

L2 - MHTCHCUBHOCTb CUHTE3a JIMITUA0OB BTOPUIHOI'O oOMeHa B KJICTKEC,

M ) - xoHIeHTpaIHs MeMATOPA, TOCTYAIOMIETO HA j-if YYACTOK PElenTOPHOI MEMOPAHBI KIIETKH;
M"Y - xoHueHTpaIWs MeTuaTOpa, TPAHCTIOPTUPYEMOTO W3 KIETKH HapyKy uepes3 i-it addexTop;
®,,, - mapaMmeTp Iporecca AeICHUs KIETKH,

(PP(E) - TapaMeTp PEeBEpPCHH MOTOKOB MHAYIUPOBAHHOHN (BHEIIHUM (YHKINOHAJIHHBIM BO3JIEHCTBHEM) SHEP-

TN B KIJICTKE,

Q’p{j) - MapaMeTp PeBEPCUH TOTOKOB IHEPTHH OCHOBHOTO 0OMEHa B KJIETKE;

@, - mapameTp ynpasieHHs TPOMHKOH KIETKH, CBA3AHHBIA C ypOBHEM JAEPENPECCUH T'€HOB;

AQ - npupaiieHie ypoBHs SHEPreTHIECKOro 3apsiaa aJeHUIaTOB KIETKH 3a MEPHOJ KOoJeOaH s aKTHBHO-

ctu AT®d-a3wr;
¢ - CTIIaXCeHHOE 3Ha4YeHHEe OTKJIOHEHHS yPOBHS SHEPreTUYECKOro 3apsAaa aACHUIATOB KIIETKA OT HOpMallb-

HOI'O 3HAYCHUAA,
7 - AHTEHCUBHOCTH CTAOMIILHOM TPAHCIIAIUN B KJICTKE;

V' - A”HTCHCUBHOCTbh OHCpaTHBHOﬁ TPaHCIIALUHA B KJICTKE,
tO - OTKJIOHCHUC OT HOPMAJbHOI'O0 3HAYCHUS HeCHCL[I/I(bI/I‘{CCKOI‘O BO3JICHCTBUSA (1)1/1314‘1601(012 MpUpoabl Ha

KIIETKY;
{, - OTKIIOHEHUE OT HOPMAJIbHOT'O 3HAYEHUsI BO3JIEHCTBHS Ha KJIETKY CO CTOPOHBI BHELIHEH HOHHOM Cpeibl;

{, - OTKIIOHEHHE OT HOPMAJIBHOIO 3HaYEHHs APLUAIBHOTO AABJIECHHs KUCIOPOIa BHYTPH KIIETKH;
{, - OTKJIOHEHHE OT HOPMAJBHOI'O 3HAYECHUS KOHLEHTpPAIMU CyOCTPaTOB SHEPreTHYECKOro MeTabonmsma

(caxapoB ¥ KHUPHBIX KUCJIOT) BHYTPH KIICTKH;
t, - OTKIIOHECHHE OT HOPMAJIbHOTO 3HaYE€HHs KOHLEHTPAllM aMHUHOKHCIIOT BHYTPH KIIETKH;

tS - OTKJIOHCHUEC OT HOPMAJIbHOT'O 3HAUYCHHWA KOHIICHTPAIUN HYKJIICOTUIO0B BHYTPU KJICTKHU,

t6 - OTKJIOHCHHC OT HOPMAJIbHOI'O 3HAUCHHNA BCJINMYUHBI KPCATOPHOI'O BO3I[CI>10TBPI$I Ha KJICTKY (BeIJ_ICCTB TH-

na 6eJIKOB U MENTHJIOB);
{, - OTKJIOHEHHE OT HOPMAJILHOTO 3HAYEHUs] BETUUHHBI OCMOTHYECKOTO JIaBJIEHHS B KIIETKE;

t8 - OTKJIOHCHUC OT HOPMAJIbBHOI'O 3HAUCHUS BEJININHBI pH BHYTpPH KJICTKH;
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60.
61.
62.

63.
64.
65.

66.
67.

68.

69.
70.
71.
72.
73.
74.
75.

76.
77.
78.
79.
80.
81.
82.

t, - MyTareHHOE BO3JICHCTBHE Ha KIIETKY;

t,, - Bo3zeiicTBHE Ha KJIETKY, CTUMYJIHMPYIOLIEe MIIACTUYECKHE MTPOLECCHl U POCTOBBIE (haKTOPBI;

t,, - MUTOT€HHOE BO3JICHCTBUE Ha KIIETKY;
x ) - TpaHCMeMOpaHHbIH TOTEHIHA HA j-M YYACTKE PELENTOPHOI MEMOPAHBI KICTKH;
%) - MeMOpaHHBIH MOTEHIHAT TTOKOS KICTKH;

AXZ - HTHAYIIUPOBAHHOC (CHGLII/I(I)I/I‘ICCKI/IM BHCIITHHUM BO3Z[6ﬁCTBPIeM) OTKJIOHCHHUEC MeM6paHH01"O noTCHII A~

JIa KIIETKU;
y - crnenuduueckas GyHKIMOHAIbHAS aKTUBHOCTH KIICTKH;

Aag ) - mpupaleHre TOKaIbHOM KOHLECHTPALHH CBOGOIHOTO KaJIbLs, BHICBOOOKIAIOMIETOCS H3 OPraHOU-
1oB j-P3;

[ - MIHTEHCHBHOCTb BBICBOOOMKIEHHS KaJbIHs, CB3aHHOTO C OOIIEH HANpaBJIeHHOCTBIO H3MEHEHHI PeTH-
KyJIFOMa MPU U3MEHECHUU I'eOMETPHH KIIETKH;

(!, - KOHCTUTYTUBHBII yPOBEHb SHEPTETUUECKOTO 3apsAa aJCHUIATOB B KIICTKE;

O, - PHeprus OCHOBHOTO OOMEHa, 00eCcIIeunBaOIast SKCKPETOPHBIC POIIECCHI B KIIETKE;

Dy, - SHEprusi OCHOBHOTO 0OMEHa, 00eCIeYnBaroIast CHHTE3 YIJICBOIOB B KICTKE,

3D, - 9Heprus OCHOBHOr0 00OMEHa, 00eCIIeYNBAIOIast CHHTE3 JIMIHUIOB B KICTKE;

O, - PHeprusi OCHOBHOr0 0OMEHa, 00ECIICUNBAIOMIAS AKKYMYJILUIO KAJIBIUS B PETUKYIIOME KIICTKH;
Oy - CyMMapHasi 3HEprUst OCHOBHOTO OOMEHa B KIIETKE;

O, - SHEprus OCHOBHOrO OOMEHa, 00eCIeUHBAOIIas MOANCPKAHUE TeOMETPHIECKOH (opMbl mpedddex-

TOPHOU 30HBI KJIETKY;
O, - 9Heprus OCHOBHOTO 0OMeHa, 00ecIIeunBaroIas CHHTe3 OCIIKOB B KIIETKE;

D, - PHeprus OCHOBHOTO OOMEHa, 00eCIIeUnBaOIIast SHIOTCHHYIO0 aKTHBHOCTD KIICTKH;

) g) - SHEeprus OCHOBHOTO 0OMeHa, moTpebiseMas B j-P3;

3 ,’,’;-i ) - perymstopHast SHEprHus OCHOBHOTO 06MeHa, moTpednsemast B j-P3;

3;5;” ) - pyHKIHOHATbHAS SHEPIHs OCHOBHOTO 06MeHa, moTpedusemas B j-P3;

2 g) - CyMMapHasi SHeprus OCHOBHOTO 00OMEHa, MoTpediisieMast B peLieNTOPHBIX 30HaX KIIETKH;

3T - QHCPrust OCHOBHOI'O 06M€Ha, O6CCHC‘II/IBaIOH_[a}1 TPAHCIOPT MOHOB, BOABI U JPYIUX BCHICCTB B KIJICTKY

U U3 KJIETKH HapyxKy.
Bxonusle nepemennsie: NeNe 3, 41 u 51-62; Beixognsie nepemensslie: NeNe 4 u 42; ocranbHble TepeMeEH-

HBIE — BHYTPEHHHE.

IMPUMEYAHUE: HopMasbpHBIE 3HAUEHUS BETUYMH BHEIIHUX BO3ACHCTBUI Ha KIETKy — NeNo rmepeMeHHBIX

51-62 — npuHUMarOTCA paBHBIMU €IUHUIIE.

K «30HanpHBEIM»" IEpEMEHHBIM, OIIPEICICHHBIM BHYTPH j-i perienTopHoi 30HH (j-P3) KK, oTHOCATCS:

. O{fn’ ) - nokasbHast KOHIICHTPAIIHS KNI, BXOISIIETO B KIETKY Yepe3 j-ii y4acTOK PelenTOpHON MeMOpaHbI;

2. Aaf\j} - IPUPAIICHNE KOHIIEHTPALNHU KaJIbIIHs, BBICBOOOXKIAIOMIETOCS U3 MUTOXOHIpHIA B j-P3;

(98]

0 N N »n b~

. }/(j ). crenuduruecKasi 4yBCTBUTEIBHOCTD j-T'O Y4acTKa MeMOpaHbl, 00yCIOBIeHHas PeLlleNTOPHBIMU OeJTKaMu

B j-P3;

. 7(()" ) - reHeTHYECKH 3ajaHHAs CreMUbIUEcKas IyBCTBHTEIBHOCTD j-TO YIACTKA PELENTOPHOI MEMOPAHEL;
. 8Y) - cTenens arperamuu peTHKyTIOMa B j-P3;

() & ; .
. 0,/ - reHeTHUECKH 3a1aHHBIH YPOBEHb arperaly peTHKyIIoMa B j-P3;

. A5(J) - OTKJIOHCHHUEC CTCIICHU arperaiuu peTUuKyJIroMa B ]—P3 OT €€ TeHETUYECKHU 3aJaHHOTO 3HA4YCHU,

.Y - kosddumment axantamun j-P3.

[To mHECHUIO aBTOPOB MOJCIIN, YKAa3aHHBIX BBIIIC IIEPEMCHHBIX BIIOJIHC JOCTATOYHO IJIA TOTO, YTOOBI OINH-

cath QyHKIIMOHHPOBaHHUE KIETKH Ha CyOKJIETOUHOM YpOBHE, HE JETAIH3HUPYS H HE paccMaTpuBas OMOXUMHYE-
CKHE IIPOLECCHl UM IPOLIECCHl MEKKIIETOUYHBIX OTHOLIEHUN HA TKAHEBOM U OPTaHHOM YPOBHSX MHTErpaluu
xuBoro. Kak JIerko BUIHO U3 CXEMBI PUC 5.2, MOMHUMO ONTHMHU3ALHOHHOTO «KapKaca» MOAETH, OOJIBIINHCTBO
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e€ OJIOKOB pealIM3yIOT T€ WM HHbIe (PYHKIIMOHAIBHBIC, JHEPTETHUECKHUE U TPOYUICCKHE KIETOUHBIE MPOIIECCHI.
KomMmmbroTepHas peanusainus MOJCIH MPOJSMOHCTpUpoBaja e€ paboToCnoCOOHOCTh U aAeKBAaTHOCTD [ punuen-
xo,3acycxun, 1989].

5.3. llpednazaemsblill aHep2emuYeckull Kpumepul onmumMu3sayuu

IenTpanbpHOl MPOOJIEMOI OpraHU3alliy MOBEACHUS JIIO00H CUCTEMBI «IOCTATOYHO BBICOKON» CIIOKHOCTH,
K KOTOPBIM, MPEKAE BCETO, OTHOCITCS M )KHUBBIE CHCTEMBI, SIBISIETCSI HEOOXOIUMOCTD CORPANCEHUs IBYX TIPO-
THUBOIIOJIOKHBIX (M 1aXKe aHTarOHUCTUYECKNX ) TpeboBaHuil. OTHO U3 HUX MOYKHO OIIPENIEIHNTh KaK 00ecIiedeHrne
JOCTHDKEHHUSI CBOUX COOCHGEHHbIX 6HympeHHuX 1ieiel (HarpuMep, Hanbosee KOMPOPTHOTO COCTOSIHUS TIPH JTIO-
OBIX M3MEHEHHUAX BHEUIHUX BO3JEHCTBUH, KaK crenn(UIecKuX, TaKk U Hecnenuupuueckux). Jpyroe, cooTBeTcT-
BEHHO, MOKHO ONPEJENUTh KaKk oOecrieueHe yAOBISTBOPEHUs TPeOOBaHUH, BBIIBUTAEMBIX CHCTEME € GHelu-
HUM cneyuguueckum OKpYyXeHHeM (HampuMep, TpeOOBaHW K TMOBEIEHHIO, MPOSBIIEMOMY OPTaHH3MOM, CO
CTOPOHBI BKAIOYAIOWUX €20 TIOTYIIALNH, TapIeulbl 1 OHOreoleH03a).

Y4YHUTHIBATh 3TO MOXXHO TO-Pa3HOMY, HO B paMKax MpeiaraéMoil KOHIICIIIIUH 3TO YI00HO JIeNaTh B TEPMHU-
HaX COOTBETCTBYIOIIMX YHEPTETUUECKUX 3aTpaT Ha 00ecrieueHne ITHX TpeOoBaHNi. B gacTHOCTH, BRICKa3aHHBIE
Hamu coBMmectHO ¢ C.JI.3aryckunbiM (cM. [3aeyckun,l punuenxo,1977]) cooOpaxxeHus: 0 HEOOXOIUMOCTH Pa3-
JeTICHNs] BCEX SHEPTeTHUECKUX MOTOKOB B OMOCHCTEME Ha JIBE OCHOBHBIE TPYIIIIbLI, ONpeAessieMble Crenn(uKoMn
nompebieHuss YHEPTUU, 3aTeM OBUTH KOHKPETH3UPOBAHBI B BHUJIE DHEPTETHUECKOTO KPHUTEPHS ONMTHMH3AIIHH.
CHauana OH BBITJISAET Kak JUHEHHas KoMOWHAmus (CyMMa) 3THUX NBYX THIIOB 3Hepro3arpar (cM. [I punuen-
Ko,3acyckun,1978], ctp. 129), HO 3aTeM ero BUA ObUI IEPECMOTPEH, U OH CTaNl BRITVIACTh KaK COOMHOUICHUE
ATHUX TPy dHepro3arpar (cMm. [I punuenxo,1979a], [I punuenkxo, Pacmpueun,1981]):

(p)

rae: E” — notok sHeprum, 3aTpaunBaeMoii Ha oGecriedeHre CrienupHuecKoil (pyHKIHMOHANBHOH aKTHBHOCTH

061000BeKTa (I KIETKH — PEIENINN BXOAHBIX CUTHAJIOB U BHIXOJHOMN peakiun); £ 7) _ HOTOK HOMONHUTEb-
HOW HEpruH, BeIpadaThiBaeMol MO BpeMs MEPEXOJHBIX MPOIECCOB B OMOOOBEKTE U 3aTpaunBacMoil Ha Tepe-
CTPOMKY (OTITUMH3AIINIO) €0 BHYTPEHHEH CTPYKTYPHI.

[lo3nnee, B MoeH KUBOW KIIETKH, 3TO BBIpaKEHHE OBUIO pa3BepHYTO Oojee AeTaabHO (U1 €AMHUIHOTO
ara IMoMCKOBOTO IPOIlecca B CUCTEME) CIemyIonuM obpazoM (cM. [3azyckun,l punuenxo,1982] n [I punyen-
xo,3azyckun, 1989], ctp. 136):

F(E,+E,+E, +E,  +E,, +E, +E,, +E, +E,)+3,+3,+0,+0,+0,+0,+2/" +. .+ /"
a 2 o o 2] 6 p3 p3

H(1) H(2) L(1) L(2) 6(1)

F, (Ey +EA)+9A +9, +333(1) +...+3;i(")

rae 0o0O3HaYeHHsl TIOTOKOB DHEPruu pacumpoBaHbl BbILE, B Moapaszaene 5.2, a omepatop [, obOo3Hadaer

WHEPIUHUOHHOCTD.

B o6imem ciayuae BenmuunHel E Py ED moxno MIPEICTaBUTH B BUAC (PYHKITMOHAJIOB:
fy L
EP = [e?(S,Pydt;  EP=[e?(s,P)dt
to—T ty—T

(p) (@)

rae: e, W e,  — TEMIIbl IPOM3BOJCTBA SHEPIUH B OMOCHCTEME COOTBETCTBEHHO HA PETYJIALMIO U crienudude-

ckoe (hyHKIMOHHPOBAHHE (3aBHUCSIIEE B KaKJIbIi MOMEHT BpeMeHH [, oT e€ S u P, T.e. CTpyKTyphI U mapa-

METPOB OMOCHCTEMBI, ONPEICTICHHBIX Ha HEKOTOPOM MHOXeCTBe L)); T — «3JIEMEHTAPHBII BPEMEHHON KBaHT
OMOCHCTEMBI», T.€. XapaKTePHOE BPEMsl, B TEUCHHE KOTOPOTO TPH «CYIIECTBEHHBIX W3MEHEHHsX» S, P umm

BHEITHUX CHENU(PHIECKUX BO3ACUCTBUI Ha OMOCHCTEMY €€ e,(p ' u ef(/)) HE YCIIEBAIOT «CYIIECTBEHHOY» H3Me-

HUTBCS (apaMeTp 7 ONpPEACISieT BEIHUUHY «dHEpemuyeckoll uHepyuoHHoCmuy OUOCUCTEMBI, H, TAKUM 00pa-
30M, SIBJISIETCS TAPAMETPOM Et(p ' u Et((/))).

Takum 00pa3om, mpeagaracMblii KpUTEPUH MOKHO pacCMaTpUBaTh KaK CHHTE3 HJIEH, 3AJI0)KCHHOU B MIPHH-
nui Jlotku-Onyma: «B "conepHuyaowmx” 9KONOrMYecknx cmctemax "BbbKMBaOT" Te, KOTOpble Hauny4wmm ob-
pas3oM yCBauBalOT 3HEPIUIO M MUCMOMb3YT MaKCMManbHOE €€ KOnM4ecTBo Haubonee addeKTMBHBIM CMOCO-

6om» (uutHp. 0. [Kpacrnowexos, Pozenbepe,2001]), KOTOPYIO MOYKHO TPAKTOBaTh Kak Et“b) — max , u uaew,

3anoxeHHod B npuHuun H.I1.PammeBckoro: «opraHuam MMmeeT onTuManbHO BO3MOXHYH KOHCTPYKLMIO MO OTHO-
LUEHMIO K SKOHOMUM UCMONb3yeMOro MaTepuana 1 pacxogyemown 3Heprum, HeoOXoaUMbIX ANs1 BbIMNONIHEHNS 3a-
AaHHbIX pyHKkumn [Rashevsky N. Mathematical Biophysics. NY. 1960]» (uutup. nio [T oauywin,Ilempos, 1990]),
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KOTOPYIO MOXXHO TPAaKTOBAaTh Kak Et(p ) — min . Takue TPAKTOBKH XOTS ¥ HE COBCEM COBIIAJAIOT C HX COLEpIKa-

HHUCM I10 aBTOPCKUM IPECACTABIICHUAM, HO U HE IPOTUBOPCUAT UM.
C ApyT on CTOPOHBI, TyTEM (bOpMaJ'ILHOl" () npeoGpa30BaHH$[ MOKHO JICTKO IIOKa3aTb, YTO MUHHUMU3AILIUA Q

OKBHBAJICHTHA MaKCUMM3alIUN «K.IL.I.» OHOCHUCTEMBI (CCJ'II/I paccMaTpuBaTh B KAaUCCTBE «IIOJIC3HBIX> SHEPIro3a-
TpaThbl Ha obecrieueHue BSaHMOHeﬁCTBHﬂ C BHEIIHEH CHGI.IPI(I)H“IﬁCKOfI cpez[oﬁ Et((p) , 4 B KQUYCCTBC «becmones-

1
HBIX» — DHEPro3arparsl Ha obecreueHne BHYTPEHHEH caMOperyIsun Et(p ') Q+1=— . Orcrona crenyer,

4yr0 MUHAMHE3ANUsT () IKBUBAJICHTHA MAKCHMU3AIHU «K.IL.I.» 7] .

HexoTopble HHTEpIIpETAIUU MPEIAraeMOr0 SHEPTETHUECKOT0 KPUTEPUS BBITISAAT CIASAYIONIMM 00pa3oM.
[Tockonbky QyHIaMEHTANBHBIE CBONCTBA OMOJIOTHIECKUX CHCTEM TaKOBBI, YTO YPOBEHD SHEPTHH Et((i’) 3a/aeTcs
YPOBHEM «CHEIU(PUUECKOTO (YHKIIHOHUPOBAHHS OMOCHCTEMBD», JIJIsl HK3MEHEHUSI KOTOPOTO HEOOXOIUMBI 3aTpa-
THI SHEPTUN Et(p ), — yKa3aHHBIl YPOBCHB E,(d’) HE MOXXET OBITh H3MEHEH HenocpeOdCmEeHHO, He3A8UCUMbBIM OM

E" o6pasonm.

9HCpI‘I/IH XKE Et(p) BI:Ipa6aTbIBaeTC$I moJjlbKO B HEpUOA MCPEXOAHOI0 IMpouecCa U 3aBUCUT OT CTCIICHU

KIIPUBBIYHOCTH OHMOCHCTEMEI K BO3Z[€I7ICTBI/IIO, T.C., UHA4Y€ roBopsd, OT CTCIICHU eé <<06y‘-IeHHOCTI/I)) WK agariTh-
POBAHHOCTH (I[pyTOC ACJIO0, YTO HAXOOUTHLCA B COCTOAHUU MCPEXOAHOI0 mpouecca ajisd ’)KMBOI CHCTEMEI HE HC-

KIJIFOUEHUe, a, HA000POT, €CTECTBEHHBIN «00pa3 KU3HWY»). JHEPTUS Et(p ) MHHHMH3UPYETCS B TIPOIECCE afanTa-
IIMKM OMOCUCTEMBI; BMECTE C TeM, e€ cpeauuil (3a Bpemss 1 >> 7 ) ypoBeHb — XapaKTePUCTHKA aIanTalliOHHbIX

BO3MOXKHOCTEH OMOCHUCTEMBI (KOTOPBIC WHOT/Ia HA3bIBAIOT HE BIIOJIHE OIPEJIEIICHHBIM TEPMHHOM «OydepHas
€MKOCTb CaMOPETYJISIIUN») — B XOZE NPOcPeccUsHotl 36010yuy OMOCUCTEMBI BO3pacTaeT. ITO BO3ZMOXKHO M3-3a

onepescaroue2o BO3pacTaHus MPHU 3TOM Et(‘ﬁ) . IIpu paccMoTpennn ke 3Hepro3aTpar OMOCUCTEMBI B IIEIOM KaK

CYMMBI E,(p ' u Et(d’) — MO0 KaXXIOH M3 ATHX DHEPTUH B OTAEITHHOCTH — OOHAPYKUTh SHEPTETHUECKYIO ONTH-

MaJbHOCTH B SBOJIIOIIMH HE YIAeTCs.
Takum 00pa3oM, pa3BUTHE B MPOLIECCE MPOrPECCUBHON 3BOJIOIMK PELENITOPHBIX CTPYKTYP U YBEIUUCHUE

YPOBHA aKTHUBHOI'O B3aHUMOJICHCTBUS ouocucreM AOCTUTACTCA 3a CUCT POCTa E[(P) nu Et(d]) . YBeIUUYEeHHUE XKE

Et(P) BCACT K POCTY TaK HA3bIBACMOI'O «OUOTHYECKOTO noTCHIIKala», 3aBOCBAHHUIO HOBBIX «OKOJOIMYCCKHX

HHUID. A TOTJa BHITJIIANT €CTECTBEHHBIM TPEIONIOKEHHE, YTO BBeACHHBIN A.M.30THHBIM ¢ TepMOIUHAMUYIE-
CKUX IO3MLUI KpUTEpUH «yHopsnodeHHocTw» [3omun,Kononnes, 1976] («BenuuuHa, obpaTHO nponopumo-
HanbHas OTHOCUTESILHOW BEPOSITHOCTU COCTOSIHUS opraHuamay [3omuw,3omun, [999]) MOXHO paccMaTpuBaTh
KaK clieicTBre (MPOSIBIIEHUE JIEHCTBIS) IPEIaraeMoro YJHEPTeTHIECKOTO KPUTEPHSL.

buonornyeckue (axThl JaOT OCHOBaHHE TPAKTOBATh SBOJIIOIMOHHBINA Iporpecc (Hampumep, «apoMop-
03... — 0OHO M3 rnaBHbIX HaNpaBreHWn BMONOrMYecKoro NpPorpecca >XuBbIX CYLLECTB, MPU KOTOPOM B XoAe
3BOSIOLIMOHHOIO Pa3BUTUS YCINOXHAETCHA UX opraHm3auuns. TepmuH BBeaéH A.H.CeBepLoBbIM, KOTOPbIA Ha3Barn
A. Hanbornee obLme npucnocobuTenbHble M3MEHEHUSA OpraHn3aunm 1 QyHKUMIA; NpyM 3ToM 06bIYHO BO3pacTaeT
WHTEHCUBHOCTb KM3HEAEATENbHOCTM >XMBOTHbIX M pa3Hoobpa3sve eé€ nposBneHun {ouddepeHumpoBkal»

[Mameees, 5C2,1970]) xak ymeHblieane () B pe3yibTate 0ojiee 3HAYUTEIHHOTO POCTA 3HAMEHATENS STOM
E(qb) E(P)
¢bynkuun (E"") otHocuTensHO uncnutens (£,7), a cnenuanusaiuio u perpecc (Hanpumep, nepexos K napa-

3UTU3MY) — KaK CHH)KEHHE 000UX, HO Et(p ) BCE ke B GOIIBIIIEHT CTEIICHH, YeM Et(qb) .

MoxeTt BO3HHUKHYTBH BOIIPOC: €CJIU MOCTYJIIMPYETCA MUHUMHU3AIUA OTHOIICHUA HEKOTOPBIX BEJIWNYUH, YTO B
mpeaecyic MOXKET O3HaA4YaTh TOYHOC PAaBCHCTBO YHCIIUTECIIA HYJIIO, 4 3HAMCHATECIIA 66CKOHG‘-IHOCTI/I, KaK 3TO UHTECP-

HpeTHpOBaTB? Hocnez[Hee, KOHCYHO, HCAOCTUKHUMO, MOCKOJIbKY BCINYUHA Et((p) (S,P) JIJUMUTHUPOBAHA BCJIN-

YHHOW CyMMapHOW BBIpaOaTbiBa€MOW B CHCTEME DHEPTHUH. A PaBEHCTBO Et(p ) (S ,P) HYJIIO TpeICTaBIAeTCS

BIIOJTHE pEaJbHOM, HO COOTBETCTBYET MEPTBOMY OMOOOBEKTY... Bojee Toro, mocTaTtoyHo Onm3Koe MPHOIIKe-
HUE Et(p ) (S ,P ) K HYJIFO MOKHO TPAaKTOBATh KaK BHIXOJl CUCTEMBI 3a Mpeebl KOM(DOPTHOM 30HBI €€ CYIIECTBO-
BaHUSI.

Takum 06p330M, CJICAYET KOHCTAaTUPOBATh, YTO MCIIOJB30BAHUC MMPEAIAracMoro CMHTETHYECKOTO KPpUTECPUA
Q — min no3Bonser CYHIECTBCHHO paClIIupUTh o0acThb AJICKBATHOCTU «IHEPIrETHUICCKOT0» LECJICBOIO Moaxonaa

K MOJACINPOBAHNUIO OHOJIOTHYECKUX 00BEKTOB.
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5.4. Modenb xeMomakcuca MUKPOOP2aHU3MO8 KaK rnpouecc csy4yaliHo20
rnoucka onmumaJsisHo20 MecmorioJIOKeHUsl 8 peaslbHOM NpocmpaHcmee

JlaHHBIM TpUMEpP NPUMEHEHUS MEXAaHU3Ma CIy4YalHOM MOMCKOBOM ONTUMU3ALMU U1 MOAEIUPOBAHUS TEX
WM UHBIX (PParMEHTOB CHCTEMBI KHBOTO KOPEHHbIM 00pA30M OTIMYAETCS OT BCEX paHee PacCMOTPEHHBIX CIy-
yaeB. W cBA3aHO 3TO € TeM, YTO, B OTJIMYKE OT IOCJIEAHUX, B KOTOPBIX MOUCK OCYIIECTBIIICA B IPOCTPAHCTBE
BO3MOXXHBIX TPOSIBICHU MPUCIIOCOOUTENBEHOTO TOBEACHUS (CIeUpUUECKON aKTHBHOCTH COOTBETCTBYIOIINX
01000BEKTOB), MPU MOJEIUPOBAHUN XEMOTAKCHCA MOUCK HHTEPIPETHPYETCS KaK «CIIydyailHOe TIOUCKOBOE» Iie-
peMelIeHne MUKPOOPTraHU3MOB HEMOCPENCTBEHHO B OKPYXKAIOIIEM HAC «reOMETPUYECKOM» IPOCTPAHCTBE
[T punuenxo,Jlabac, 1984]. llomobHas mHTEpIIpETAITNA 0a3UpyeTCs Ha COOTBETCTBYIOIIEM aHAIN3E XEMOTaKCHCa
MUKpPOOPTaHU3MOB, KOTOpasi MOKa3bIBAET, YTO 3TOT MPOLECC:

a) COIEPIKUT, HApALy C PETYJISIPHOMN, U CIIy4ailiHyI0 KOMIIOHEHTY;

0) HOCHT IIeJICHAIIpaBICHHBIA XapaKTep.

OTO MO3BOJISAET MPENTIOKUTh UHTEPIPETALNI0 XEMOTAKCHCa MUKPOOPTaHU3MOB KaK MpoIiecca MOMCKOBOI
ONTHUMU3ALMH, OPTAHW30BAaHHOTO MO AJTOPUTMY CIy4alHOTO IMOKMCKa M HAIPaBJIEHHOI'O Ha JOCTHIKEHUE JKC-
TpeMyMa HEKOTOpOH IeNeBod (YHKLUUH, 3aJaHHOW B MPOCTPAHCTBE MOUCKA (T.€. B TPEXMEPHOM I'€OMEeTpuye-
CKOM IIPOCTPAHCTBE, B KOTOPOM IEpEMENIaeTCsi MUKPOOPTaHU3M ), TTOJIOKEHUE KOTOPOT'O COOTBETCTBYET Haubo-
Jiee yCTOMYMBOMY MOJIOKEHUIO0 MUKPOOPTaHW3Ma B JaHHBIX BHEIIHUX ycloBusix [Jlabac,I punyenxo,1982,1983;
Jlabac,Kpvinos, 1983, [ punuenxo,Jlabac,1984].

MUKpOOpraHu3Mbl NPOSABIAIOT TEHICHINIO CKAIUIMBAThCS B XUMUYECKH ONTUMAJIBbHON Cpesie, ABUrasiCh 110
JIOMaHbIM CTOXaCTUYECKHUM TPACKTOPHUSIM (IIPAMOJUHEHHBIA TPEK => CaMOINPOM3BOJILHOE OTKIOHEHHE Ha CIy-
YalHBIA YrOJI OT HCXOIHOT'O HAINPABJICHUS => HOBBIM TPEK, U T.[.) U PETYIHUPYS YacTOTy CMEH HallpaBJICHUS U
JUIMHY TPEKOB CHUTHAJIaMH C XeMopenenTopoB. IlocienHue pearupyror mpu 3TOM HE Ha aOCOJIOTHBIE KOHIICH-
Tparuu arrpaktanTtoB (KA) mwimm penemientoB (KP), a Ha BO3HUKAOIIHE MO MEpE NBIDKCHHUS M3MEHEHUS ATHX
KOHIEHTpaIuii Bo BpeMeHU [Koshland, 1974, Adler,1974]. [lanee MUKpOOPTraHNU3M HHTETPUPYET 3TH CHTHAIIBI,

unaynupys uenessie Gpynxuuu CIT — monst KA 0, (X ) =K, (X ) TS TIoUcKa e€ Makcumyma, u/umu KP

0, (X ) =K, (X ) JUTS TIOUCKA e€ MUHUMYyMa COOTBETCTBEHHO.

Camu BenmnunHbl KA u KP oka3pIBaloT BIUSHHE U Ha MapaMeTphbl ajlTOPUTMa CIy4ailHOTO MOHMCKA: MpHU
yBenuueHnn KA mmu6o ymenbiiennn KP ymeHbIaeTcs yacToTa MOMCKOBBIX CKAaUYKOB M YBENWYHMBAETCA JIMHA
TPEKOB, B IIPOTHUBOTIOIOKHOM Ciy4ae — o0paTHbIN 3¢ dekT. [lpu sToM «mpsmoit» 3QdexT (yaInHeHne Tpeka)
nipu yBenuueHun KA mpeBswimaer «oOpatHeiin»y B 6+10 pa3, a npu ymensimenun KP — B 2+4 pasa, T.e. mpu 1Bu-
xeHuH K Makcumymy KA mn6o muanmymy KP, Bpemst 7 mponoipkeHus 11ara moucka yMEHbIIAeTcs, a BEJINYH-
Ha (¥ IIara MowWcKa yBEIMYUBACTCS — TOUCK MPOSBISET CBONCTBO riiobanbHOCTH [MacNab,Koshland, 1972,
Berg,Brown,1972]. Takum ob6pa3om, nuzmenenue KA (KP) peanusyer HezaBucMMOE BO3/ICHCTBUE HA alTrOPUTM
CIl, «BBITATKHUBAOIIEE» MUKPOOPTaHU3M M3 30HKI SKcTpemyMa KA (KP).

ITatosoruueckoe MOBENEHUE, AEMOHCTPHUPYEMOE HEKOTOPHIMH MYTaHTaMH, TaKXX€ HHTEPIPETUPYETCSA B
TEPMHUHAX aJalTHBHOTO CIy4allHOTO ToUcKa. Tak, MyTaHThl OaKTepHii C XeMOPEIeNTOPaMH, pearupy oMy He
Ha rpaaueHTbl KA u KP, a He camu KA u KP, HO y KOTOpbIX MEXaHU3Mbl HHTETPUPOBAHUS U UBMEHEHUA T U Of
HE MpeTepIieny N3MEeHEHHH, CKatuiBaloTcs B 30He noBeimieHns KP BcnencTeue “3anmumanus™ ux (M3-3a yBeNH-
4YeHus 7 W yMEHBIIEHHs () IPH CIy4alHOM 3axoje TyAa. VI3BeCTHBI TaKKe MyTaHThI C aHOMAJIbHO IPOJUIECH-
HOW peakiueil n30upaTenbHO JIM00 Ha aTTPAaKTaHThI, TMOO Ha PETENJICHTHI, YTO SKBHBAJICHTHO COOTBETCTBEHHO

0, (X ) =0 mmbo 0, (X ) =0 nmpu yBenuyeHHH 7 TOMCKOBOI'O LIara o «IOTMOJHUTENBHOW eTIeBOI

GyHKINY.

ToT ¢akT, 4TO XapaKTEpUCTUKU PaHIOMHU3ALNN TPEKOB HEOAMHAKOBHI y Pa3HBIX TPYII MHUKPOOPTaHU3MOB
U TO/ABEPraroTCcs HACICACTBEHHBIM M MHBIM W3MEHEHUSM, HapyLIAOIMM XEMOTAKCHUC, TI03BOJISIET CAEaTh BhI-
BOJI, UTO «TE€HEPATOPHI CAyYalHOCTH» (B TEPMHUHAX TEOPUH CIY4YailHOTO MOMCKa — MEXaHU3MBI, peaTu3yIolne
BEIpabOTKY CIIy4alHOTO MOMCKOBOTO BEKTOpa M MOAM(HKALNIO ero (PyHKIHMU pacipeaeseHns) UMEIOT CyIecT-
BEHHO 3HIOT'€HHBIN XapaKTep U COBEPLICHCTBOBAINCH B MPOLIECCE MPUCTIOCOONTENHHOM 3BOIIOLHH.

Tax, MHOTHE OaKTepUH NMEPEIBUTAIOTCS [TOCPEACTBOM HCIIOIb30BAHUS HECKOJIBKUX JKI'YTHKOB, IIOIIEPEMEH-
HO BpAILAIOUINXCS TO BJIEBO, CIJIETAACh BOEAWHO U 3aCTaBIAs KJIETKY IJIBITh MPSMOJIUHENHO, TO BIPABO, pac-
IIeTasch U paboTast IOPO3Hb, OTUETO OHA «KyBBIpKaeTcs» (tumbling) Ha MecTe, HEM30€XKHO PaHIOMH3UPYS Ha-
[IPaBJICHUE CBOETO MOCIEAYIOUIEro TPEeKa 10 OTHOUICHUIO K npensiayuieMy. [Ipu noseimenun KA wnn npu na-
nennu KP 3aTsruBaroTcs mepuoibl JIEBOTO BpalleHUs )KIYTHKOB, & TEM CaMbIM — JUIMHA OJHOTO WM Oojee Tpe-
koB (3¢hdexT onepaTtuBHOI nmamsaTH); npu nageHun KA wnn npu noseienun KP tpeku, HaobopoT, ykopaurBa-
I0TCsI, @ HAaIIPaBJICHUE X Yallle CMEHAETCS U3-3a YUalleHUs IEPUOI0B IIPABOTO BPAILLCHHUS K'Y THKOB.

Ha camy ckopocth moctynatensHoro nsmxeHus BenuunHbl KA u KP y 6akrepuii (B otnuuune ot uH(y30-
pHii ¥ T.1.), ogHAaKo, He BIUSIOT [Khan,MacNab,1980]. VI3BecTHBI MyTaHTBI C TOJIBKO JIEBBIM WJIM TOJIBKO Mpa-

-162 -



BBIM BPAIICHUEM JKI'YTUKOB, CO KTI'yTHKaMH, PaCIUICTAIOIAMUCS [IPH BPALICHUN BIIPABO: B 3THX CIIy4asX XEMO-
TaKCUC He HaO0aeTcs.

VY npyrux, 6onee KpyImHBIX MUKPOOPTaHU3MOB — HH(Y30pHIA, CLIEPMAaTO30MA0B MHOTOKJIETOYHBIX, Pa3Iuy-
HBIX aMEOOMIHBIX KIIETOK, M T.I. — TaKXKe HaOJIIOAAETCs] XeMOTAKCHC, JIETKO MHTEPIPETUPYEMBId B TEPMHHAX
ciy4yaiHoro moucka. IIpu 3TOM MOMCK TOYKH B MPOCTPAHCTBE (HAIPUMED, MOJOKEHHS AUIEKIETKH) — T.€. MO-
UCK B CEepUUECKOM MOJE€ — OCYLIECTBISACTCS NMPEUMYIIECTBEHHO LMKINYECKUMH CKaHUPYIOUIMMU ABHKSHUS-
MH, PaglyCc KOTOPBIX Bo3pacTaeT 1o Mepe mnosbiieHus: KA, a mouck B minockom (imHeriHoM) mone KA — mpe-
HMYULIECTBEHHO TpeKamu. CyIeCTBEHHO, YTO IOMCK TPEKaMH OCYLIECTBIAETCS B [10J€ MHOTUX aTTPAaKTaHTOB U
peneiieHToR: Hanpumep, ¥ E.coli — 6osee 30 pa3HOTHITHBIX XEMOPEIEITOPOB.

OnucaHHble MEXaHU3MBI XEMOTAKCHCAa MUKPOOPTaHU3MOB HCCIIEN0BAINCH HAMH C TIOMOIIBI0 UMHUTAIlMOH-
HOTO KOMIIBIOTEPHOI0 MozenaupoBaHus. OfHON M3 BaXKHBIX OCOOEHHOCTEH TaKMX HCCIENOBAaHUN SIBISIETCS He-
00XOIMMOCTh BBEICHUS PAHJOMHU3AIMH B MOJIEIN Cpa3y B HECKOJILKUX OJIOKAax W JJsl pa3NuuHbIX Heneil. Tak,
HE3aBHCUMBIE T€HEPATOPbl CIYyYalHOCTH UCHONb3YIOTCA TOJIBKO HA 3Tale ONpezeseHHs HalpaBIeHUs Cleryto-
LIEro MOMCKOBOTO IIara ABAXBL: I BEIOOpa OAHOM M3 alnbTEepPHATHB — MPOJOJIKATh JIH NMPEAbLAYIINN TPEK JIU-
00 HaYMHATH HOBBIM, ¥ VI BRIOOPA HAaNpaBJICHHUs HOBOT'O TPEKA B IIOCIEIHEM CIIy4ae.

HNmuTanus pa3nuyHbIX BapUaHTOB YKAa3aHHOTO MEXaHM3Ma XE€MOTAKCHCA, OTIMYAIOLINXCS BEPOSTHOCTHIO
BbIOOpa COOTBETCTBYIOIIEH albTEPHATHBBI, IIOKA3ajad, YTO MPOLECC XEMOTAKCHCA OUYEHb CYIIECTBEHHO 3aBUCUT
OT 3TOH BETMYUHBI: P OOJIBIION BEPOSITHOCTU CMEHBI HallpaBJIEHUs TPEKa TPACKTOPHS JBMKCHUS MUKPOOpPTa-

HuU3Ma JOCTAaTOYHO na0uaLHa U CpaBHUTCIILHO 6LICTp0 BBIXOOUT B 00acTh 9KCTpEMyMa Q(X) , [IpH Majaon —

CKMHEPHUUOHHOCTB» TPEKOB PE3KO BO3PACTACT, YTO IMIPUBOAUT K 3HAYUTCIIBHOMY YMCHBIICHUIO TCHACHINU BBIXO-
JAa MUKpPOOpPraHru3Ma B OKCTPEMYM Q(X) (TpaeKTOpI/IH «6Hy)KI[aeT» BO BCEM IMPOCTPAHCTBE AOIMIYCTUMOIO IIC-

peMeITeHIsT MUKPOOPTaHU3Ma).

Uro xe naeT OHOJIOrYy OMKMCAaHUE MPOIIECCOB MEPEMEIICHUST MUKPOOPTaHU3Ma B CPElie B TEPMHUHAX ONTHMH-
3aIMOHHON KOHIICTIITUH?

Bo-mepBbIX, HAMH MPEUIOKEHO pacCMaTPUBATh B KaYeCTBE MEXAHM3MOB pea3allid JBUTaTeIbHON ak-
TUBHOCTH W TOBEJICHHS MHUKPOOPTaHU3MOB «3HJOTCHHBIC PAaHJIOMH3ATOPhD», CICIHATbHO MpeAHa3HAYCHHbIC
JUIS. TEHEPALlUU CIYYaiHbIX CHUTHAJIOB U BHIPA0OTAHHBIC B MPOIECCE MPUCIIOCOOUTETBHON SBOIIIOIIUA MHKPOOP-
FaHU3MOB (TPHYEM, HACKOJIBKO HaM M3BECTHO, 3TO cZelaHo BrepBbie). OHM 00eCeUnBAIOT HEMPECKa3yeMbIe,
CTIIOHTaHHO BO3HHUKAIOIINE M3MEHEHHs JIBUTATEIbHONW aKTUBHOCTH: «CBOOOJY BOJIM», HAOIIOAaEMYIO B MOBEIE-
HHUM BCCX IMOJABUXHBIX OPraHMU3MOB. VY BBICHINX KMBOTHBIX SHAO0PAHAOMU3ATOPhI JIOKAJIU3YIOTCA, [IO-BUANMOMY,
B Beicmux otaenax [{HC Ha crenuduyeckoil CTpyKTYpHOH OCHOBE, CBSI3aHHOUW C (DYHKITUSIMH KOHBEPTEHTHBIX
KOMILJICKCOB HEHPOHOB, Y HU3IIMX — CBSI3aHBI C MPOCTHIMUA HEPBHBIMU OOpa30BaHUSIMU, TJIe TAKXKE HMEIOTCS
HOI[OGHBIG KOMIIJICKCBI U paHIOMU3UpPOBaHA AKTUBHOCTH OTACIIbHBIX HeﬁpOHOB, Y OOHOKJICTOYHBLIX — C BBILIC
PaCCMOTPEHHBIMHU, TIPEUMYIIIECTBEHHO MEMOPAHHBIMHU MTPOIECCAMU.

B0-BTOpBIX, HEOOXOUMOCTh «YKJIAIBIBAHUS) OHONOTHYECKUX (DAKTOB «I1O MOJIOYKamM» (OPMAaTbHON cXe-
MBI ONTHMHU3ATOPa, PA0OTAIOIIETO IO AJTOPUTMY AJIAIITUBHOTO CIYYailHOTO MOMCKA, TO3BOJISIET U30ekKaTh Mpo-
0€JIOB B MX IEpeuHe, MPUBJICKACMOM ISl aHAJIM3a, MTOCKOJIbKY JIOTHKA MH()OPMATHKO-KUOSPHETUYECKOIO OIH-
CaHUs YETKO OMPENENSCT BCIO COBOKYITHOCTh JIEMEHTOB PACCMATPHBAEMOr0 MPOIiecca CaMOOpraHu3auu Ouo-
CHCTEMBI B HX B3aHMOCBSI3H.

B-TpeTbux, cieKTp METOAOB HccieqoBaHus (HOpMaTU30BaHHON TakKuM 00pa3oM CHCTEMBI OHMOJIOTHYECKUX
(hakTOB MOKET OBITH PACIIMPEH 3a CUET MCIIOJIB30BAHUS ONPE/CICHHBIX MOJOKEHHUH, XapaKTePU3YIOIIUX MOBE-
JICHUE OTNTUMH3ATOpa OOIIero BUaa (HE3aBHCUMO OT 3JIEMEHTHOU 0a3bl, €ro pealu3yolieii), KOTOpbIe Momyye-
HbI B TCOpUHU CHy‘IaﬁHOI‘O noucka. B YaCTHOCTH, BHE MAaTCMAaTHYCCKOT0O MOACIIUPOBaHUSA (OHI/IpaSICB JIMIIb Ha
SMIUPUYECCKUI MaTepUal), O-BHIUMOMY, HEBO3MOXKHO TpECKa3aTh, KaKas CTPATETUs TOUCKA OKAXKETCS Hau-
0oJiee BBIMTPHIIIHONW B TOW MM WHON KOHKPETHOM CHUTYAIlMH XEMOTAKCHUCa, a TAKKE, KAKHEe UMEHHO TapaMeTphI
mporiecca MoucKa HYXIAITCS B PUHYIUTEINBHON PaHAOMU3AINN HIIH, HAPOTHB, JOJDKHBI ObITH JETCPMHIHU-
POBaHHBIMH.
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