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1 MeXIy co00ii, 00pa3yloT Ha IIa3MaTH4YeCKOi MeMOpaHe HeHpoHa MO3auKH HOHOTPOIHBIX U
MeTaboTponHbIX peuentuBHbIX KinactepoB (MPK u MPK). DTu kiactepsl UMEIOT TPH COCTOSI-
HUSI — JBa aKTUBHBIX C JUCKPETHBIMU KOH()OPMAIMOHHBIMU MEPEXOJaMH M OJHO JIECEHCHOM-
JIN3UPOBAHHOE, OHO TNPEJCTaBICHO KOHTHHYYMOM aHaJIOroBbIX cocTtosinuii. Kondopmarmon-
uele nepexoasl UPK u MPK tpancmMeMOpaHHO mepefaroT CUrHalIbl, HO pa3HBIMH CIOCOOaMu:
nepBele TeHepupytoT nocrcuHanTuyeckuii noreniuan (I1CIT), BTropele — aKTHBHUPYIOT BTO-
puuHbIi nocpenHuk. B aktuBHOM cocrosiunn MPK dyHkumonupyrort kak 6ucradunabasie (W)
niu MoHocTaOuibHbIe (R) MOJIEKyJSIpHBIC TPUITEPHl — B 3aBHCUMOCTH OT MEMOpaHHOTO I10-
TeHnuana. 9to no3possier MPK 3anuceiBaTh MM BOCOPOM3BOAUTH dHrpammel. MccienoBano
dopmupoBanre MPK u MPK u ux peakuuu Ha 3JICKTPHUYECKHE U XUMHYECKUE CTUMYIbL. Co-
BMecTHOe uXx nerictBue nepeBoaut MPK B Tperbe (IeceHCHOMIN3UPOBAHHOE) COCTOSIHUE, TAC
anresus obeznBrkuBaeT penentopbl. B PK Takoe ymeHbieHHe KOHPOPMALMOHHOM MOABUX-
HOCTM HMMOOMJIM3YyeT BOPOTHBIE 3apsiibl U HMHAKTUBUPYET IPOBOJMMOCTH KaHAJIOB, a B
MPK — ¢dopmupyer snaemeHT sHrpammsl. Kondopmanuonueie cpoiictBa MPK o06bscHsioT
MEXaHU3MbI KPATKOBPEMEHHOM U JOJITOBPEMEHHOW MaMsTH U PACCIOCHHUE SHIPaMM I10 BO3pac-
Ty. BMecTe ¢ cuHanTHueckuM OkpykeHuem mo3anka MPK oOpasyer cuHanThdecku ajapecye-
MYIO 3aIllOMHMHAIOIIYIO Cpely C Omno3Harouieil BbIOopkoi uHpopmaruu, rae 3anuck (W) u Boc-
npoussenenue (R) yepenyrorces COOTBETCTBEHHO C IMHAMHUKOW KOPKOBBIX MOTEHLIUAJIOB.

1. BBenenmue

JleificTBHe CHUHAINICOB HE OTPAHMYEHO CyOCHHANTHYECKHMH PELEeNnTopaMu U Ka-
HalaMyd. MeauaTopbl pacrpoCTpaHsIIOTCs 3a Ipeaesbl cuHarcoB (spillover), uHTep-
(dbepupyst B HEHPOHO-TIIMAIBHBIX HIEIAX M JSHCTBYS Ha NEPUCHHANITHYECKHE pelel-
TOopbl. VIX KOH(pOpMallMOHHBIE M3MEHEHHUS aKTHUBHUPYIOT METaOOJIMYECKHE pPEeaKLUHu
HEHpOHa, Nepexo IsIIne B DHAOTeHHBIE clalku. B oTimune oT cyOCHHANITHYECKHA BBI-
3BaHHBIX (MOHOTPOITHBIX) PEaKIIHii, SHJIOTeHHbIE CITAHKH Ha3bIBAIOT TaKXke (POHOBBI-
MM, IapaKpUHHBIMHU WJIM CIIOHTaHHBIMHU. Bonpeku Ha3BaHHUIO 3Ta aKTUBHOCTH JETep-
MUHHPOBaHA, 3aBUCUT OT BXOJHBIX CUTHAJIOB U ONpPENEsieT BBIXOAHBIE PEaKIIUU Hel-
poHa [1]. CnoHTaHHasi aKTUBHOCTh MCY€3aeT IO0J HAapKO30M U IPHU OXJIAXKIEHUH, HO
BCerja COIpPOBOXKIAET COCTOsIHUE OoApcTBOBaHUs. MIOHOTpONHAs aKTUBHOCTh COXpa-
HSIETCS B YCJIOBHSIX HApKO3a M OXJIXKIEHUsI, KoTaa HHOPMAIIMOHHbIC (DYHKIIUU MO3-
ra BBIKJIIOUEHBI. DTO HHTEPECHO, T. K. MOJIEIN HEUPOHHBIX CeTel M UX MPUI0KEHUS K
HCKYCCTBEHHOMY HHTEIJUIEKTY OCHOBaHBI TOJIBKO Ha CYOCHHANTHYECKHX PEaKIIHIX
HeipoHoB. 1enp maHHO# cTaThb — pa3paboTaTh OCHOBBI TEOPUHU PeabHBIX HEUPOH-
HBIX CeTel C y4eTOM HE TOJBKO MOHOTPOITHOW, HO M MeTabOTPOITHOW aKTHBHOCTH, a
TaKXXe X B3aUMOJICHCTBHUS.

Janee paccMOTpeHBI TP acIleKTa IpoOIeMEI.

I1epBoIif — aHATN3UPYET YYBCTBUTEIHLHOCTH METAOOTPOITHEIX U HOHOTPOITHBIX
peuentuBHbix kinacrepoB (MPK u UPK) k MeguaTtopaM M 3J€KTpUYECKOMY IIOJIIO B
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cesa3u ¢ Jokamm3anumedt UPK u MPK na memOpane. Bnaromapst ructepe3ucHO-
KoH(popManMoHHBIM cBoiicTBaM MPK neficTByroT xak Tpurrepsl, 3amyckas reHepa-
LIMIO DHJIOTEHHOTr'O CIIaiiKa MpU B3aUMOACHCTBUM C MEIHATOPAaMH M 3JIESKTPUYECKUM
nojieM — mnocrcuHanTuyeckuMu noreHmanamu (ITCIT) 6nmxHuX cuHancoB. Mo3au-
ka m3 10°~10° Taknx MOJIEKYISIPHBIX TPUITEPOB MOJTOOHO MEIKUM OCTPOBKAM ITOKPHI-
BaeT IUIa3MaTH4YecKylo mMeMOpaHy Helipona. Kaxneiii MPK saBusercss merekropom
JIOKQJIFHOW BHEKJIETOYHOW KOHIIEHTpauuu MeauatopoB. MHoxectBo MPK BmecTe ¢
aIpecyIONIMMH UX OKPECTHBIMHU CHHAIcaMu (GOpMHUpPYET 3alIOMHUHAIONIIYIO CPexy, CO-
YeTaoIIyI0 B ce0e CBOICTBA ONEpaTUBHOW WM MOCTOSHHOW IMaMsATH. AJpecanuei Ha-
3pIBAETCs JIOKanu3anus Ha 1aHHoM MPK cOBOKYITHOCTH XMMHUYECKHUX CTUMYJIOB, J10C-
TaTOYHAs JUII U3MEHEHHS ero JUCKPETHOI'0 KOH(POPMAIIMOHHOT'O COCTOSHHUSI.

BTopoii acnieKT MocBAmEeH KOHCOIUIANN TaMsITH — HCCIIEIOBAaHUIO THCTEpe-
3UCHO-KOH(pOopManMoHHbIX cBocTB MPK, mepexirouyaemMbIXx XMMHUYECKHMH U JJIEK-
TPUYECKUMHU CTUMYJIaMHu. B 3aBucumoctu or MmemOpaHnHoro noreHunana MPK netict-
BYET KaK OMCTaOWIBHBIM WJIM MOHOCTAOMJIBHBIN TpUrrep, ooecrieunBas GyHKINUH 3a-
mucu (W) u BocipousBenenus (R) sarpamm coorBerctBenHo. [loka3zaHo, kak codeTa-
HHE XUMHOYECKOTO M DJIEKTPHUIECKOTO CTHMYJIOB IPUCOEIHHIET K KOHPOPMAIIHOHHO-
My IIpollecCy aJre3nOHHO-TIOJMMEPU3alMOHHBIE CUIIbl, repeBoass MPK B KOHTHHYyM
MOHOTOHHBIX COCTOSSHUU. OHM ONpEeNesitoT CTENEHb KOHCOIUIAIUH 3TOr0 3JIEMEHTa
SHIPaMMBbI 1 COOTBETCTBEHHO KPATKO- MJIM JOJITOBPEMEHHYIO NIaMsTh. | nnepmnomnsipu-
3a1usl MeMOpaHbl CTHUpAaeT 3Ty WH(OpManuio, BO3Bpamas KilacTepy T'HCTEepPe3HCHBIC
cBoiicTBa. B skcnieprMeHTax ¢ BOPOTHBIMM TOKaMHU TaKyO OIEPAIlMI0 HAa3bIBAIOT KOH-
JUITMOHUPOBAHHUEM.

Tperuii acnekt kacaercs aapecaunun MPK okpyxarmoluMu ero Bo30yKIaro-
IMUMH W TOPMO3HBIMHM CHHamcamu. VX THpocTpaHCTBEeHHass KOHQUIypauws, Npe- H
IIOCTCUHANTHYECKUE 3aJEP>KKH, a Tak)Ke IOpOroBO-rUCTepe3ucHble cBolictBa MPK
OIpeNesAIoT Habop MaTTEPHOB, KOTOPbIE COCOOHBI OOSCIEYUTh KOTE€PEHTHBIN MpHU-
X0 HopIui BO30YXAAIOIMIUX CHHANTHYECKUX MenuaTtopoB k MPK u uckmounts Ko-
FepeHTHBIE TOPMO3HBIE CTUMYJIBL. B agpecHOM nmpocTpaHCTBE Takoi HabOp MaTTepHOB
oOpasyeT oOjacTh, Ha3bIBa€MyIO Jajiee aJipecHbIM aAoMeHOM. [lomamanue B 3Ty 00-
JIaCTh NHaTTEpHAa BHEIIHWX CUTHAJIOB OINpeAeiseT BBIOOPKY (aapecaluio) JTaHHOTO
SJ€MEHTa MaMsTH, a pa3Mep ITOW 0O6JacTH (YHUCIIO MMATTEPHOB) ONpENesieT €€ OIOo-
3HAIOIIVE CBOMCTBA.

ITepexonast kK TOAPOOHOMY H3JIOKEHHIO, OTMETHM, YTO PacCCMOTPEHHBIE CBOMCT-
Ba MPK — 5TOro MoJjIeKysIsipHOrO TpUITe€pa — COCTOSIT B TOM, YTO JIBa U3 €ro COo-
CTOSIHUH XapaKTEPU3YIOTCS Pa3IMYHBIMHU JIHEPreTUUYECKUMH YPOBHSIMH, a HX pas-
HOCTh B BUJie oHOHA (KOH(OpPMOHA), OcBOOOXKIaemMas B OJHOM HM3 KOH(OpMaIHOH-
HBIX TIEPEXO0J0B, CIIOCOOHA WHUIIMHUPOBATH LIENb B3PHIBOOOPA3HO PACIIHPSIOIIUXCS
BHYTPUKIIETOYHBIX META0OJIMYECKUX peakuuid. Takoil KBaHTOBO-IHEPreTUYECKUH
acnekt padborsl MPK pomHUT Hall moaxox ¢ HOBBIM (PU3HMYECKUM HaIlpaBJIEHHEM HC-
ciienoBaHUi B MHGOPMATHKE, Ha3bIBAE€MBbIM KBAaHTOBBbIE KOMIIbIOTEpHI [2]. Moneky-
JIApHBIE TPUITEPbl — 3TO arperaTbl PEeLEeNTHUBHBIX MOJICKYJ, CIIMTBHIE TUMEPHBIMH
cBs3siMu. [IpyuHIMI TUMEpU3aluy PEeLenTOPOB NEPEKIMKAECTCS C JUMEPHOU IapaJiur-
MO# MMMYyHoOJOTHYecKoi namsatu [3]. JluMepHbIe MOJIEKYJISIpHBIE arperatbl Ipyroro
Tumna (JJHK, PHK), kak n3BecTHO, SIBISIOTCSI OCHOBOI Tak)Ke ¥ T€HETHIECKOU MaMsITH.
HoBblii moaxoa K aHanu3y MOJEKYJSAPHBIX, OMOPU3MYECKUX W HHEGOPMAIIMOHHBIX
MPOLIECCOB B PEAIbHBIX HEHPOHHBIX CETSIX OTKPBHIBA€T B 3TOH OOJACTH 3HAHWH Iep-
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CIICKTUBY, HOHO6HyI0 TOfI, KOoTOpasa OblTa p€am3oBaHa B I'CHETUKE IIOCJIE OTKPBITUA
MOJICKYJIAPHBIX OCHOB 'r€HETUYCCKOT'O KOAa.

2. Jloxkaju3anus HelpopenenTopoB OTHOCUTEIHHO CUHAIICOB U
pa3aejieHre HOHOTPOMHBIX M MeTA00TPONHBIX PYHKUMI

2.1. KondopmanuoHHas 4yyBcTBUTeJabHOCTH MPK

OOoHsTHHE OOHapy>KHUBaeT HECKOJIBLKO MOJIEKYJI, 3peHHEe — HECKOJIBKO KBAHTOB
cBera. Takyl0 YYyBCTBUTEIBHOCTh OOECIIEUMBAIOT METAaOOTPOMHBIE PELENTOpPhl U
BHYTPHUKJICTOYHBIC MEXaHU3Mbl XUMHUYECKOro ycwieHus [4]: "kondopmarus ogHOMU
PeLeNTHBHON MOJIEKyYIbl aKTHBUPYET MHOTO MOJIEKYJI TPAHCIYIHHA', KaX/as U3 HUX
MHAKTUBHPYET COTHU MoyieKys ul' M®". 3a cyeT Takoro B3psIBOOOPa3HOTO BEICBOOO-
JKICHUST MeTabOJIMYeCKOW SHEPTHM IEPBUYHBIM CHTHAJ BO3pacTacT B 10*-10’ pas.
DTOro AOCTATOYHO JUJIsl Iepelladyd CUTHAJIa MEXAY MOJIEKYJSIPHO-MEMOpaHHBIM U
MEMOpPaHHO-KIIETOYHBIM YPOBHSIMH. MeTaboaudecKnii Iporecc 3aBeplIaeTcsl dHIO-
reHHO# nenossipusanuei (O]]) HayaabHOrO CErMEHTa aKCOHAa M I'eHepaluel "CIIoH-
TaHHOTO" craiika. OTOT MeXaHU3M JEHCTBYET KaK B CEHCOPHBIX, TaK U IIEHTPaJIbHBIX
HeiipoHax. Ho perientopbl CEHCOPHO# KIIETKH HACTPOCHBI Ha CHEIU(PUUCCKHUE BHEIII-
HHE€ BIWSHUS, a PEIENTOpsl HEeHipoHa — Ha MOJIEKYJIBI JIMTAHIOB WM UX KOMOWHa-
moui. YCcuuTenbHBIH MexaHu3M D/l mo3BoisieT HeHpOHyY, KaK M CEeHCOPHOM KIIeTKe,
JIETKO TIPEOJI0JIeBaTh IPyOOCTh MexaHu3Ma mpsmoil nenonspuzanuu (I1J]), oOycios-
JICHHYO0, KaK U3BECTHO, HU3KMM €MKOCTHBIM HUMIIEJAHCOM KJIETKH.

Heticteue D/1 u [1/] oTnndaeTrcs: mokanu3amuel MyCKOBBIX CTUMYJIOB HA MEM-
Opane HelipoHa. B ciydae D/ cnalik mHUIIMHpYETCST OMHUM U3 MHOTHX Thicsida MPK B
pe3yabTare UHTEpP(EPEHIUH TOPMO3HBIX U BO30YXXKIAIOIIHMX MEIHATOPOB, CEKPETH-
PYEMBIX IBYMS—TpeMs ACCATKAMHU Pa3HOMOJAJIbHBIX CHHAIICOB U3 OJIMIKHEH OKpecT-
Hoctu MPK. IlyckoBoi CTUMYJl B 3TOM XHUMHYECKOM KOKTEWe, ASUCTBYIOIIEM Ha
MPK, nokaineHn, nanee TpeOyeTcs BHYTPHUKIETOUHOE ycuieHue. B ciryuyae I1/] Habumro-
naetcss oOpaTHOE OTHOLICHUE — JUIS JACTIOSIpU3alME HavyaJIbHOTO CErMEHTa aKCOHAa
HeoOXoarMMa CyMMalMsi MHOTHX JIOKJIBHBIX BO30YXIAIOIIUX IOCTCHHANTHYECKHUX
norermanos (BIICIT). O6b4HO OHM paccpeloTOYeHBI 0 MemMOpaHe. Merabonye-
cKasl TIoJiIepKKa 31ech He Tpebyercs. Haanoporossiit cymmapusbiii BIICTI, ctpemsi-
IIHICS HaNpaBUTh Iepe/lady CUTHAJa MHUMO XE€MOUYYBCTBUTEIBHOTO YCHUIIUTEIHBHOTO
MeXaHH3Ma, MoJI00CH ero "KOpoTKoMy 3aMbikanuio". MHpopMalus, npeacraBieHHas
Ha MeMOpaHe HeiipoHa KOHQpOpMaluoHHbIME cocTtosiHusMu MPK, npu sTom He uc-
MOJIB3YeTCs.

Mns 9HO02eHH020 8030YIHCOCHUS HEUPOHA HYHCHA NOMEHYUAYUS IHOOSEHHO2O0
ycunumenbHo2o mexanusma. Ee BBI3bIBaeT, HapUMep, KpaTKash THIEPIOJISIpU3aIUs:
110 ee OKOHYAaHUH HEHPOH I'eHEepUPYET CEepHUI0 SHIOTCHHBIX cIaiikoB (off-peakmms).
IMoTeHumanuo Ipyroro poja — JOJTOBPEMEHHYIO — MOXKHO BbI3BaTh, MHTEHCH(U-
LHpYsl MeTabOJIMYECKHE IMPOLECCH PUTMHYECKUM pasapaxeHneM kieTku. C rmomo-
IO YCUJIUTEJILHOI'O MEXaHHM3Ma peakius Ha KOH(POpMalMOHHBIH CHUIrHal nepenaet-
cst Ha paccTosiHue nopsiaka 300 - 400 MKM OT yAaJdeHHBIX JSHAPUTOB K COME U aKCO-

' B nannoM OpUMepe dTO POJOIICHH.
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Hy 0e3 B0o30yxneHuss MmeMOpanbl JeHaputoB [S5]. [lepudepudeckue cuHamncel, He BbI-
3pIBasi nocraTouyHbiXx cymmapHbix BIICII, cmocoOHBI MHHUIIMMPOBATH JIMIIb KOH(Op-
MalMoHHbIE 3 PEKTHI U MOCIeayIollee YHIOTCHHOE YyCUIIeHHE, repepacTatoiiee B I1/]
U FeHEePAIMI0 «CIIOHTAHHOTO» cnaiika. DTOT HEyIauyHbIi TEPMHH MOPOKJIEH TPYIHO-
CTSMH PETUCTPAIMHU JIOKAJBHBIX KOH()OPMAIMOHHBIX M3MEHEHHI W TpagulHei cy-
JIUTH O PEaKLHH IO €€ IIEKTPUYECKUM IposiBIeHUsIM. KpoMe Toro, sHJIOreHHOE yCHU-
JICHHE 4acTO CONPOBOXKIACTCSI 3aMETHOM JeNosipu3alueil KIeTKH, KOTopas MOsBIIS-
ercst B ¢opMe MbeAecTalia IMoJI CIaiKoM, MacKHpPys MHULIMUpYIomui nporecc. [To-
stomy nporeccsl MPK—ycnnenne—3 J-11[1—cnatix u UPK—I1/l—cmaiik TpyaHo pazmu-
YUTh, OCOOCHHO CpEIICTBAaMM 3JIEKTPUYECKO# perucrpauuu. VCKirodeHHe NoKa3aHo
Ha puc. 1, rie MeTaboTpOIHbIE CIIaKH HE MAacKUPYIOTCS JenoJiipu3anueid U BO3HU-
KaroT Ha (poHe rurnepnosspusanuu [6].

S A N

Puc. 1. Cnaiik, Bo3Hukaromuii Ha ¢one paszsurus TIICII [6]. KanuOposka 250 mxeé n 20 mcex.
OcuuorpaMMa MOKa3bIBaeT OTHOCUTENbHYIO HE3aBUCUMOCTD ITyCKOBBIX MEXaHH3MOB "CIIOH-
TaHHOMN'" aKTUBHOCTH OT MOJISIPU3ALUA MEMOPaHBI.

YacTo HEHpOHBI T€HEPUPYIOT CHAWMKH, CUHANITHUYECKAsd aKTUBALUs KOTOPBIX HE
ycraHoBieHa. [109TOMy K SHJIOT€HHBIM CllalikaM €CTECTBEHHO INPHYHCIUTH Ieilcme-
KEpHYIO aKTUBHOCTb. Y CHUJIUTENIbHBIE CBOMCTBA MEHCMEKEPHOr0 MeXaHHW3Ma OTMeue-
HBI 3KCIEpPUMEHTanbHO [7]. OTMETHM M Jpyroe CXOJCTBO: NMelcMeKepHble CIalku
HHHUIMUPYIOTCS KaJbIEeM, OCBOOOKIAEMBIM M3 BHYTPHKIETOYHOI'O JEIO, a B CIIydae
MeTa0OTPONHBIX CHAaWKOB TOT K€ KaJbLIMil MOXXET HHULIMMPOBATh YCHJICHUE KaK BTO-
puuHbI nocpenHuk. Ha puc. 2 npuseneH npuMmep "cnoHTaHHONU" aKTUBHOCTH B KJIET-
Kax KyJIbTYpbI TUIIIOKAaMIIa Ha CTaJNH, KOTJa OHU HE UMEIOT CUHAIITUYECKUX KOHTAK-
TOB, HO UMEIOT PELENTOPhl U KaHAJIbI. 371€Ch HECUHANTHYSCKUH MPOoLlecC MHULIMAIUKI
crnaifika MOX0K Ha MeHCMEeKEepHBI, HO aKTHUBHOCTH KJIETOK IIceBIOCTydaiHa [8]. AB-
TOpPHl YCTAHOBWJIM, YTO CIAiK CONPOBOXKAAETCA OTKPBITUEM OJUHOYHOIO HOHHOTO
kanana. [lo-Buagumomy, oH BctpoeH B MPK, HO 3aBenmomo He mocratouen mist I1/1.
OpaHako cnalik BO3HMKaeT: KOHGopMaimoHHbIH nepexon MPK 3amyckaer 3HIOreH-
HBIM YCWIMTEJIbHBI MEXaHH3M, KOTOPBIM AEeNOosIpu3yeT KIeTKy. Jemnoisipuzanus,
KaK BHJHO M3 PUC. 2 MOXET OBITh JOCTATOYHOHW WJIM HEJOCTATOYHOW JJISi OTKPBITHUS
kaHasia. Ho ecim OH OTKpBUICS, TO IeNoJsipu3anus ycyryomusercs, odyierdasi reHepa-
LIUIO criaiika.

HHTepecHO, 4TO aBTOPHI ATOTO MUCCIEAOBAHUS BUIAT ACTEPMHUHUCTCKUI CMBICIT
Takol '"CHOHTAaHHOM'" MMITyJIbCallUd B BBINOJIHEHHUM KJIETKOH CBOEM T'€HETHUYECKOU
MPOrpaMMBbl Pa3BUTHS — YCTAHOBJIEHUS] CHHANTHYECKUX (MJIM JECMOCOMHBIX) CBs3eH
¢ IpyruMu HelpoHamu. biarogaps sHIOT€HHBIM MEXaHMU3MaM KJIETKa MOXKET OCyIle-
CTBJISITh CHUTHAJM3AIMIO HE TOJBKO BHYTpbh KieTKH (outside-in signalling), HO u u3-
HYTpH HapyxXy (inside-out signalling), kak B JaHHOM IpuUMepe.
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HApyrum npumepom moryT ciyxuth kietku [lypkunse (KIT) mo3zxkeuka, rae
"crioHTaHHast" aKTUBHOCTh NPENICTABJICHA OObIKHOGCHHbIMU CHAUKAMU, A BBI3BaH-
Has — MOPsAMOU Jenojisipusauuet — ciaoocnvimu cnavkamu. llepBas — npoayuupy-
eTcsl mapajuleIbHBIMH BOJIOKHaAMH KJeTOK-3epeH (0e3 3amerHwix I[ICII), BTOpas —
JIMaHHBIMH BOJIOKHaMmu. [IpocThle M CIOXKHBIE CITAfKh PE3KO OTINYAIOTCS IPYT OT
JIpyra, IIOATOMY B 3TOM PEIIKOM Clly4dae TPYIHOCTEH KiIacCHU(HUKALIMU HHULIMUPYIOIe-
ro npouecca (O/1 unu I1/I) He Bo3HUKaeT. Bripouem, mogoOHbIe JaHHBIE MHOTOYHC-
JICHHBI: €IIe B MIECTHAECITHIX romax XX-ro Beka Y. DKKI3 oTMeTH, 94To "cyuecmay-
em MHO20 NPUMEPO8 XUMUYECKOU nepedadu 8030YHcOeHUs:, npu KOMOpPOU NOCMCU-
Hanmuueckue nomenyuansl ne eenepupyromesi’ [9].

A B

ml‘n'"‘. _I 10 mV

— e~

C D

Puc. 2. CnoHTaHHble IOTEHIUANB] B KJIETKaX KyJIbTyphl runnokamna [8]. A—B — miaroobpas-
HbIe MMOTEHLHUaNbl ABYX KJIeToK. C—D — miaTo-moTeHIHUAabl TeX K€ KJIETOK, HHIYLHPYIOLUe
cnaiiky. 3anucu A u C nmpuHajjekaT 0JJHOM KJIeTKe, Takke Kak u B u D.

Bcerpoennsie B MPK kaHanbl MpoayIUPYIOT MbESCTAI IO METaOOTPOIMHBIMU
criaiikamu. Bo3moxHO, u3-3a a3Toro BHecuHantuueckue HMJIA peuentopsl cuutaroT
HOHOTPOMHBIMU. Pa3nuuuTh BBI3BAHHYIO M '"CIOHTaHHYIO" aKTUBHOCTH TPYIHO, HO
BO3MOXHO. Hanpumep, manas HICKyCCTBEHHas MOJSIpU3alusl JeHCTBYIOIEro HellpoHa
HE BJIMSET Ha JJATEHTHOCTH DHJIOTE€HHOI'O Cllaiika, HO CMEIIaeT BPEMEHHYIO MO3UIUIO
BBI3BaHHBIX crraiikoB. M.H. JIueanos [10] oTmMedaeT, 4TO BhI3BaHHBIC CIIAMKHA HE BCE-
rj1a BO3HUKAIOT JlaXkKe€ MPHU HAJAMNOPOroBOU naemnossipuzanuu. OJHAKO MPU 3HAYUTEb-
HOUM MCKYCCTBEHHOU JeNOoNsipU3aliy BOJIM3U HEM3MESHHOIO HJIOTCHHOrO Craiika Mo-
JKET TIOSIBUTHCST OOpaMIISIFOIIIasl €ro Mavyka UMITYJIbCOB. Jlenosipu3aiis, HECOMHEHHO,
o0JeryaeT reHepaluoo HAOTCHHBIX cnaikoB. Ho TOJIBKO OHU HecyT MH(OPMAIUIO O
koH(popMalmoHHbIX nepexonax MPK. Be3yrnpeuHsiM KpuTepreM CIIOHTAHHON aKTHB-
HOCTH CUHTAIOT OXJIQXKICHUE WJIM HapKO3: UX JCUCTBUEC BBIKIIIOYAET META0OTPOITHYIO,
HO COXpaHseT BBI3BAaHHYIO aKTUBHOCTh. HMHQPOPMATHBHOCTh MHPOCTPAHCTBEHHO-
BPEMEHHOTO KOJIa OMPEEIIsIeTCS, B OCHOBHOM, OTHOCHUTEIFHBIMU TO3UIHSIMH CITaii-
KOB CMEXXHBIX HEHUPOHOB, T.€. UX JIATEHTHBIMU MEPHUOJIaMH, KOTOPhIE HE 3aBUCSIT OT
JOTIOJTHUTEJILHOW MOJISIpU3aIii UJIM BIIUSIONICH Ha HE€ MHTEHCUBHOCTHU pa3/ipaKuTe-
5. OrpoMHOE KOJWYECTBO WH(pOpPMAIMH, MOCTABIIEMOE B MO3T, MOXKHO IEpenaTh
TOJIBKO C MOMOIIBIO ()a30BO-UMITYJIHCHOT'O KOJTUPOBaHUS.

Janee mokazaHo, uto MPK nelcTByrOoT Takke Kak dJieMeHThl namstu. OHU
pearupyroT Ha BHEIIHUE CTUMYJIBI U MEPENalOT B KIETKY CUTHAJIbI, KOTOPbIE aKTUBU-
PYIOT BTOpHYHBIN nTocpeaHuK. OH 3amycKaeT CepHui0 YHIOTEHHBIX pPeakIuid, KOTOPHI-
MH KJIETKa OTBEYACT HA XMMHUUYECKHUE WJIU/HM IJIEKTPHYECKHE CTUMYJbI. MIMeroTcs co-
JepkaTenbHble 0030pbl TakuX peakuuii [11, 12]. ['maBHOE CBOMCTBO MeTabOTPOITHBIX
PELEIITOPOB — UX bICOUAUULAS YYBCNEUMENbHOCb U YCULCHUE KOHDOPMAYUOHHO2O
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cueHana B COTHU THICSY pa3. YIIOMSIHYTHINA BBIIIE TPAaHCAYLUHH (POJOIICHMH) aHAJIOTH-
4YeH MHOTMM HelpopeuenTopaM, cokpameHHo GPCR — guanine protein-coupled re-
ceptors, a nuKJIndeckuii Hykieotna ul M® neicTByeT Kak mopuuHwvili NOCPEOHUK,
3alrycKas reHepaliio SHIOMeHHOr o cliaiika.

2.2. CTpyKTypa HelipopenenTHBHBIX MOJIEKYJI U UX arperamnust

[Nomunentuanas ens GPCR-pertenTopa mepecekaer mMemMOpaHy, COSIMHSS
BHEIIHIOIO M BHYTPEHHIOIO cpeabl KIETKH. N-TepMHUHAIb LENH OKa3bIBaeTCsl BHE
KieTku, a C-TepMHUHaAIbL — BHYTPH €e. /[JIMHHBIE KOHIIEBBIC I[ENH 3TOTO MHTErpajb-
HOro Oejika B OCHOBHOM THJIpO(]MIBHBI, a CPEIUHHAS YacTh COJIEPKUT ruapodoOHbIe
¢parmenTtsl. OHM BCcTpauBaroTC B MeMOpaHy, IZie 3aKpy4UBaIOTCs B CIIMpaiH, oOpa-
3ysl OJIMH WJIA HECKOJIBKO TpaHCMeMOpaHHBIX JoMeHOB. CeMmb Takux crimpaiieit TM1—
TM7, xapakrepubix 111 GPCR penentopos, noka3assl Ha puc. 3 A4.
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Puc. 3. JlatepanbHOe W TpaHCMEMOpaHHOE B3aMMOJCHCTBHE PELENTOPOB, GOpMHUpPYIOIIEE pe-
LICTITUBHBIC KJIACTEPhl. DJIEKTPOHHO-IUIOTHBIE 2.5 HM CJION MeMOpaHbl 00pa30BaHbl TOJIOBKaMHU
(dhochonununoB U pacTSIHYTHIMU TMOJHUICHTHAHBIMU LensiMu. HauOonbimii pasMep CBETIIOro
CIIOSI PABEH PACCTOSHUIO MEXIy rojioBkamu (ocdonunumos (6.5—7.5 HM), HauMEHbIINNH —
oIpeseNsieTcs NePEMEHHON TIIyOMHON NMOTpy>KEeHUsI 3apsKEHHBIX rpyni (+) U (—) B IUMIUAHBIN
cioii ¢ obenx ero cropoH. 4 — CTpyKTypa OQUHOYHOIO perenTopa B MeMOpaHe U ero B3auMo-
JEeHCTBUE C OKPY’KAIOIIUMH CpelaMU U IPYTrUMHU penentopamu. 5 — MoHoMepHas penenTuB-
Hasi MoJiekyna. B — PeuentuBHbIil qumep. /' — BapuaHTbl 00beIUHEHUST BYX MOHOMEPOB B
KOHTaKTHBIH (/) n koMOuHaMoHHbIH (E£) numepst [13].

BHewmHss 4acTh MOJIEKYJBI, B3aUMOJICHCTBYIOIIAss C MeAHaTOpaMH, HMeEeT
YYACmMKU-ceHcopbl, KOTOPBIE ONPENEIIIOT CHeu(HKy pelenuud. bBHoXuMuaeckuMu
U T€HETUYECKUMHU METOJIaMH BBISBJICHBI MOJIEKYJISIPHbIE KOHCTPYKIHMH 1IN MHOTHUX
PpeuenTopoB, ONnpeaesIeHbl MECTa CBSI3bIBAaHUS C JIMTAaHIAaMH, BBISICHEHBI KOH(pOpMaIu-
OHHBIE MEXaHHU3MBbl PELEINIUU Ha BHEKJIETOYHOUN cTOpoHe MeMOpanbl. JUJIsi pasHBIX
pEUenTopoB TakkKe HACHTHUQUIUPOBAHBI YuacmKu-3¢)pekmopsi Ha CTOPOHE LIHUTO-
m1asMbl. IX akTHBHBIE TPYNIIBI MHUIMUPYIOT BBIXOJHBIE PEAaKIMH, B TOM 4YHCIIE, Ka-
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Taln3 BTOPUYHOTO MOCPEIHUKA U XapakTep cuUrHamm3anuu. OT HUX 3aBHCUT BBIOOD
MeTabOJINYEeCKOH peaKIuu, HampuMep, MOTCHUHUAIHH YCHWIHTEIHHOTO MEXaHH3Ma
KJISTKHU WJIU 3aIyCK craika.

B npuBeneHHOM IpHMepe MEXCIHPaIbHbIE YYAaCTKH PEIEeNTopa COEIUHSIIOTCS
TpeMs BHEIIHUMH U TpeMsl BHYTPHKICTOYHBIMA NeTsIMA. OHH U JUIMHHBIE KOHLIEBBIE
YaCTH MOJICKYJBI CTEJSITCSA MO O0EMM CTOpPOHAM MeMOpaHbl, GOPMUPYs BTOPUUHBIC
CTPYKTYpPBI Ha MOBEPXHOCTH pasaena (as. AmobuduibpHbie U ruapodoOHbIE aMHUHO-
KHCJIOTHBIE OCTaTKU 3THUX Ieled YacTUYHO INOTPY>KeHBl B OWIMIUAHBIA MaTPHUKC
(BJIM) ¢ oGeux ero cTopoH, a TUAPOPUIbHBIC — MPETMATCTBYIOT MOJHOMY HOTpYIKe-
HUO. [103TOMY LIeNH PaCUICIUISIOTCS Ha MOJCIIOH, PACTATHUBAs MOJHUICITHIHBIC CBSI-
3U: TUAPOGUIbHBIC YYAaCTKH YACP)KHUBAIOTCS B BOMHBIX (Dazax CHApY»XH U BHYTpHU
KJIETKH, a TuapodoOHbie — mnorpyxkatorcss B BJIM ¢ o0enx ero CTOpoH HaBCTpedy
apyr apyry. Puc. 3 4 cxeMaTU3UpyeT Takoe pacUISIUICHUE U TTOKa3bIBaeT, YTO MOTPY-
JKEHHBIC TOMCTION cOmmxkaioTcess B BJIM u MOTYT TpaHCMEMOpaHHO B3aMMOJICHCTBO-
BaTh C TAKMMH € LEISIMU CMEXHBIX perentopoB. [IpuMep ruapodoOHbIX npodueii
ZIBYX PELENTHBHBIX MOJIEKYJI IOKa3aH Ha puc. 4.
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Puc. 4. TunpodoOHbie npoduiau ABYX pPELENTOPOB. 3aTEMHEHHBIE yYaCTKH COOTBETCTBYIOT
TpaHCMEeMOpaHHBIM JJOMeHaM. A — pPOJOINCHH (ceMb JOMEHOB), b — peuenTop aneTuixoianHa
(maTH HOMEHOB) [ 14].

TTonBr>KHOCTH OOKOBBIX I'pynIl OCJIKOBOM IIENH HE 3aBHCHUT OT €€ BTOPUYHOM
ctpykTypsl [15]. Commxkasice B nientpe BJIM, norpyxeHHbIE MOACION B3aUMOACHCT-
BYIOT C IIPOTHBOJISKAIIUMH IOJCIOSAMH CMEXHBIX pernentopoB. ['myOuna morpyxe-
HUSI 3aBHCUT OT THAPOGOOHOCTH aMUHOKHCIIOTHEIX OCTaTKOB, UX YePEIOBAHMUS B IICTI-
THIHOU IIeNH, TPAaHCMEMOPaHHOTO B3aUMOACHCTBHS C ONIO3UTHBIMU OCTaTKaMH, HO-
HHM3aIUM IIPOTHUBOJISKAIIUX Hap M MeMOpaHHoOro norteHuuaina. HamGosee riryOoko
MIOTPY’KAIOTCsI 3BEHbsI, HE IepeMekaroniuecs: ruapoduiIbHBIMA ocTtatkamMu. Hampu-
Mep, OoJbllasi YaCTh MOJICKYJIbI OaKkTepuopodorncuHa «rtoHer» B BJIM [16]. Tlorpy-
JKEeHHE MOYKHO YIIyOJsTh, HEHTpaIM3ysl 4acTh BHEMEMOpPAHHBIX 3apsiIOoB IMPOTOHAMU
(monmxenuem pH). Kansuuessie u apyrvue OMBajieHTHBIE HOHBI, HE TOJIBKO HEHTpalu-
3yIOT 3TH 3apsbl, HO Mepe3apspKaloT YyYacTKU MHOJIOXKUTENbHO. HeliTpann3oBaHHbIE
YYacCTKH PEUENTUBHON MOJEKYJIBl TEPSIOT THAPO(HIBHOCTE U MOTYT HOTPY3HUTHCS
JIOTIOJIHUTENBHO (@HAJIOr TUIlepHoJsipu3anuu MemOpaHsbl). Kanbiuii-cBsi3pIBaroniye
YYacCTKH pelenTopa BHE U BHYTPH KIIETKH BIIHSIOT Ha €ro KOH(POPMallMOHHYIO aKTHB-
HOCTh. BeTpeuHoe norpykeHrne BHe- U BHYTPHUKIICTOUYHBIX IIeNeil B MEMOpaHy MOXeET
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YIBOUTH MX COJIMIKEHHUE, BBI3BATh HOHHU3AIMIO U YCUJIIUTh TPAaHCMEMOpaHHOE B3aUMO-
neiictBue. Takoe ke TpaHCMeMOpaHHOE NMPUTSHKEHUE CMEXHBIX PELEeNTOPOB 00beIU-
HsIeT WX B Kjactepbl. OHO )Ke BIMSIET Ha UX KOH(pOpMalMOHHBIE CBOMCTBA.

B3aumonelcTBys, y4acTKH MOJIEKYJbl OOpa3yloT BTOPMYHBIE U TPETUYHBIE
CTpYKTYpbL. B onnHOYHOM pernienitope (mpuMep Ha puc. 3 5) HauOoJIbIlIee TpaHCMEM-
OpaHHOE B3aMMOJICHICTBHE MOXXHO OXKHUJIaTh OT JUIMHHBIX KOHIEBBIX IENeil TOMEHOB
TM1 u TM7. OHn 3aMBIKalOT 9acTh MOJEKYIbI B KOJBIO, TA€ OKa3hIBAIOTCSI OCTaJIb-
HbIe OMEHBI. VX KOpOTKHE MEXIOMEHHBIE ILEeNH CBSI3BIBAIOTCS cllabee, oOpas3ys
CTPYKTYpPHBI, ONM3KHe K TekcaroHambHbIM (puc. 3 I). Ilaper monomepoB TM1-TM7
crnocoOHbl K auMmepusanuu (npumep Ha puc. 3 J). CMmexHbIe penentopsl ¢ pa3od-
IIEHHBIMH KOHIEBBIMU Ipynnamu gomeHos TM1 u TM7 MoryTt B3aumoJeiicTBOBaTh
cuiibHEee, o0pa3ysl Kojblia, Hanmpumep, u3 14-tu gqomeHoB (puc. 3 B). DTH JOMEHBI
Tak)Xe COOMpaIOTCA B YNAaKOBKY, OJIM3KYyIO K rekcaroHanbHOU (puc. 3 E). Uem Bbliiie
KOHIIGHTpalUs peLenTopoB B MeMOpaHe, TeM Oojiee BEpOSTHBI OOJIbIINE PELENTHB-
HBIE OJINTOMEpPHBIE CTPYKTYphl. OHHM COIEPKAT COTHU PELENITOPOB U UMEIOT pa3Mepbl
nopsinka 0.5-2 mxm [17]. B rexcaroHanbHON CTPYKType KaXKIblil PEHenTop MOKET
KOHTaKTHPOBATh C IIECTHIO CMEXHBIMH PELENTOPAMH, HO YaCTh 3TUX CBA3EH MOXKET
OBITH 3aHATA KaHajaMU. B pesynbTaTe penentopsl 0ObEIUHAIOTCS B KiIacTephl (side-
to-side receptor association), a yAep KuBalolmue UX TpaHCMEeMOpaHHbIE CBA3U (HOPMHU-
PYIOT ONTIO3UTHEIE PEIIETKH «BOPOTHBIX» 3apsoB (B3).
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Puc. 5. ®opmuposanue mekeposckoro MK o0bennHeHneM yetbipex 0eKoBbIX MosieKy [19].
Hx cniupayibHBIE y4acTKH H300pa)keHbl B pOpME LUIUHIPOB.

T'naBHO#T mnpoOneMoOi KIETOYHON CHTHAIM3ALUWUM  SIBISETCS  MPUYUHHO-
C1e0CmMEeHHAs C8A3b MeAHCOY KOHPOPMAYUAMU CEHCOPHBIX U UCNOTHUNENbHBIX Yenell
peuenrTopa. DTOT MEXaHHW3M HCKIIOYUTEIBHO BaXX€H HE TOJBKO ISl MOHUMAaHUSA
¢ynkumii penentopoB, HO u KaHanoB [18]. TlpuunHy TpaHcMeMOpaHHOW mepenayu
CHTHAJIOB OOBIYHO YCMAaTPUBAIOT BO B3aHMMOISHCTBUH W KOHPOPMAIUSIX IMPOMEXKY-
TOYHBIX 3BEHBEB PELENTHUBHON MOJIEKYJIBI — CHHPAJIBbHBIX IPOTOMEPOB, IS YEro
AHAIM3HUPYIOT UX B3aHMHOE IOJIOKEHHE U B3aUMOJIeHCTBHE UX 3apAnoB. Ham noaxon
OTJIMYAETCS] TEM, YTO NEPEOPHEHTAIUSI CIIMPAIILHEIX IIPOTOMEPOB B KOH(POPMAIIHOH-
HOM IHEpexo0/ie CYUTACTCS] HE MPUYHHOM, a CIEICTBUEM IPSIMOrO TPaHCMEMOpPaHHOTO
3JIEKTPOCTATUYECKOT O B3aUMOJEHCTBHUSI KOHLIEBBIX IENeH U 0TUACTH MEXKCIHUPAIbHBIX
MeTeNb perenTopa, TouHee — UX NnorpykeHHslx B BJIM ydactkoB, Hecymux B3. Oto
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B3aMMOJEHCTBUE OXBATHIBAET CMEXHBIE PELENTOPHI, CIYXUT NMPUYUHON MX JTHUMEpH-
3alMM U OJIMI'OMEpH3aLHMH, a TaKXKe JieJlaeT KOHPOPMaIlMOHHbIE U3MEHEHHS! 00beIr-
HEHHBIX MOJICKYJ KoorepaTuBHbIMU. EcTh manHble [13], 4TOo HeauMepH3OBaHHBIC
peLenTopsl He CIOCOOHBI YNPAaBIsATh HOHHBIMHU KaHajaMH. IIOHATHO, 4TO KOJIBLIO HE
CBSI3aHHBIX JIPYT C JPYyT'OM PELENTOPOB HE CMOXKET IepeaTh OXBaThIBAEMOMY KaHAILY
CBOMX KOH(MOpPMAaIMOHHBIX M3MEHEHUU. [TodToMy Isi ynpaBieHHs KaHAJIOM IIpen-
IIOYTHUTEJIBHBI MHOTOKPATHBIE CBA3M THNA E (puc. 3), — OHM yAEp>KUBAIOT KOJIBIIO OT
paspeiBa. [Ipumep TpaHCIAIUMM KOH(QOPMAIIMOHHBIX M3MEHEHHH OT PELeNnTOpOB K
KaHay OyIeT mokasaH gajee Ha puc. 10.

Mounexynsl noHHBIX KaHaIoB (MIK) MMeIoT cXOoHbIe ¢ penenTopamMu CIHpaib-
HbI€ YYaCTKH BHYTPU MeMOpaHbl U MOTYT B3aMMOJIEHCTBOBATH C PELENTOPAMHU U Me-
Ky coboif 1o To# ke cxeme. Puc. 5 moka3pIiBaeT CTPYKTypy OJHOTO M3 KaJIMEBBIX
KaHaJIOB, OOBEUHSIONIETO YeThIpe OesIkoBble MoyeKyJbl. AHamornyno MK oOGwvenu-
HSIOTCSL C peLenTopaMu, oOpa3ys TI'eTEepOOJIMIOMEPhl — KaHaJIbHO-PEICITUBHbIC
CTPYKTYpbl. B HUX KOHOpMAaIMU PEeLEenTOpOB MOTYT YINPAaBISATh KaHAIaMU, XOTS
HEKOTOpPbIE KaHAJIbI, HE OKPY’KEHHBIE PELENTOPaMH, CIIOCOOHBI CaMOCTOSITEIILHO U3-
MEHSTHh CBOM KoH(popManuu. B npumepe, npeacraBieHHoM Ha puc. 5 [19], koHdop-
MalliM KaHajla IpeAIojarajvuch pe3yjbTaToM ASHCTBHUS 3JIEKTPHYECKOr0 CEeHCopa,
IepeMEIIalOIero CIupaibHbIe YacTH. MBI HE CUHMTaeM, YTO 3JIEKTPOCTaTUYECKHE
CHJIBI MEXXIY CHUPAISIMH JOCTaTOYHBI Ui KOH()OPMAITMOHHBIX M3MEHEHUH KaHala,
HO JaHHBIM NIpUMeEp MOKAa3bIBAeT CXOJCTBO CTPOEHMS PELENTOPOB U KaHAJIOB U I'OBO-
PUT O MEeXaHM3MaX UX BO3MOXKHOM arperanyiy B oOIue CTPYKTyphl. Takue CTpyKTypsl
HE BCerja MOTYT OBITh NPEICTaBJIICHbI B BUJI€ T'€KCArOHAJIBHOW YIIAKOBKH IIPOTOME-
POB, HO TeKCaroHaJIbHasl yIIaKOBKa MPUOIHMKEHHO OMHUCHIBACT PEaJIbHYI0 CUTYAIIHIO.

2.3. HO3HHHOHHpOBaHHe penenToposB nmoJ CHHaANnNCaMm 1 B CHHAIITHYECKUX
JOBYHIKaX

EcTp naHHbBIE, YTO OJHU U TE€ YK€ PELENTOPHI MOTYT JSHCTBOBATh Kak MeTado-
TPOIIHBIE WJIM HOHOTPOIIHBIE B 3aBUCUMOCTH OT Jiokanu3anuu. OHa, B CBOIO O4Yepelib,
3aBUCUT OT JIaTepaJIbHON MHOABM)KHOCTH PELENTOPOB B MeMOpaHEe M CIMJIOBEpa —
IUBEPTEHIINN MEOUATOPOB 3a mpeneinsl cuHaricoB [20, 21], uccieqoBaHHOW BO MHO-
rux pabotax [22, 23, 24]. PaccmaTpuBasi pacripocTpaHeHHE MEeIUaTOpPOB OT CHHAIICA K
MPK (puc. 6), ciegyeT y49uThHIBaTh NEHCTBHE TPAHCIIOPTEPOB, PBAKyHPYIOMIHX Me-
JMATOPBI U3 CUHANTUYECKOH IEIH, U €Ille JIBa UCTOYHHUKA — CEKPEIUI0 MeINaToOpOB
W3 BApUKO3HBIX 00pa30BaHMUM aKCOHOB M HECHHANTHYECKHUX TEpPMHUHAJIEH Herocpen-
CTBEHHO B HEHPOHO-TVIMaJbHbBIE LIeNH. JIuBeprupyromme MeauaTopsl U UX JIepUBAThI
OTTECHSIOT PELENTOPbl U KaHaJbl OT CHHAIICOB, HAIpaBJsisA Apeiid ATUX HMHTErpajb-
HbIX OEJIKOB K LIEHTPY CHHAIITHYECKOW JIOBYIIKH. BO3MOXHBI TakKe CHJIbHBIE, HO
KpaTKOBPEMEHHBIE BIUSHHUS Ha 3TOT IPOLECC JIEKTPOPOPETHUSCKUX CHII: HOHU3UPO-
BaHHbBIC MOJIEKYJIBI MEIUAaTOPOB MOTYT OKa3aThCs MEXAY OJIM3KO PacloJIOKEHHBIMHU
(B cpenuem Ha paccrossHur 4 MxM) BIICIT u TTICII. HanpsokeHHOCTD MOJISE MEXITY
HHMHU MOXET JOCTUTaTh JIECATKOB KUJIOBOJIBT Ha METP.

CTpyKTypooOpa3ylImuMe 3jieMeHTaMu B pasaeiieHun mo3zauk MPK u MPK
sBIsroTCs nocrcuHanTudeckue yruotHenus (IICY). Bxonsmme B Hero Oenku, Ha-
npumep, SAP97 (ot synapse-associated protein), PSD95 (ot postsynaptic density) u,
BO3MOJKHO JApyrue, cBsi3piBatoT C-TepMHUHaIM peuentopoB u kaHaioB c IICY, ynep-
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JKUBasi MX B CHUHAITHYECKOU menu [25]. Ota dukcanus obecnieynBaeT BbICOYANIITYIO
KOHIEHTPAIUIO PELENTOPOB M KaHAJIOB I1OJ] CHHAIICOM M O00EeCneYyHMBaeT UX MOIIHOE
noHotponHoe neiictue. [ICY npensTcTByeT MeTaOOTPOIIHBIM pelenTopaM KOHTaK-
THUPOBATH C IIUTOIIA3MOMU U, CJIEOBATEIbHO, aKTUBUPOBATh BTOPUYHBIIN ITOCPEIHUK.

uptake

pore size

Puc. 6. CniunoBep: pacnpocTpaHeHHEe MEAUAaTOPOB 3a Mpeaesibl CHHANITUYSCKOH mienu [24].

B cunanTuueckoi mienw yaep>kuBaroTcs, Hamnpumep, NMDA-pemenTopsl, a
AMPA -peenTopsl IOCTEIEHHO BBITECHSIOTCS U3 Hee [26—28]. BeposATHO, 4TO BMe-
CTe C pelenTopaMH CeKpelHs MEIUAaTOPOB BBITECHSET M3 CHHANTHYECKON IWIeNH U
HEKOTOPOE KOJIMYECTBO HE3asKOPEHHBIX KaHalIOB. Bmecte oHu cnocoOHbI Apeiido-
BaTh OT OKPECTHBIX CHHAIICOB K KBa3MCTALIMOHAPHBIM TOYKaM MEPUCHHANITUYECKOU
MeMOpaHBbl, T/I€ CTATUCTHUYECKAsi CyMMa T'HJIPAaBIMYECKUX I'PaJIMEHTOB 32 MHOTOJIHEB-
HBIA MEepHOoJ paBHA HYJIIO. DTH JIOKYCHI, Ha3bIBaeMble 3G (PEKTUBHBIMU LIEHTPAMH CU-
Hanmuveckux nogyuiex [29], OnaronpusiTHBI JUIA KJIacTepHU3alMH HE3asKOPEHHBIX
O6enkoB u o6pazoBanusi MPK. DTo MOXXHO mpOoMILIIOCTpUPOBAaTH Ha MpHUMeEpE TIIyTa-
MaTHBIX PEUENTOPOB: gokpye cunancos u MPK gopmupyromcs 30Hbl, c60600HbIE OM
peyenmopoes [30, 31].

K. TIpubpam [4], uutupyst Y. llleppuHrrona, MHOTOKpaTHO MPU3BIBAT UCKATh
OOBSICHEHHE CIIOXKHOCTH PAa3yMHOT'O TOBEIACHHUS CIIOKHOCTHIO MUKPOCTPYKTYpP CHHAII-
THYECKUX COEIMHEHUM. MBI ynpocTwiIN 3ajavy, pa3feiuB CUHAIITUUYECKHE CTPYKTY-
pbl Ha MHOXXECTBO CHHANTHYECKUX JIOBYIIEK: OHHM IIOJIHO YYHUTHIBAIOT HE TOJBKO
mopdosoruro B ¢GopMe CiIydailHO 3adHUKCHPOBAHHBIX TOPMO3HO-BO30YIUTEIBHBIX
CHHAaNTHYECKUX KOHPUTYpaLHii, HO TaK)Ke BCE Mpe- M NOCTCUHANITHYSCKHE 3aIePIKKH.
MHOKeCcTBO pa3HOPOIHBIX cuHAncoB M Mo3auky MPK yno6HO paccmarpuBath Kax
CUCTEMY UCTOUYHHUKOB U cTokoB. B MPK Moryt Bkmtouatsest U kaHanbl. OHU yMEHb-
MIAIOT YUCJIO CBSI3EH MEXIY pelenTopamMu, HO NMPOAYyLUHUPYIOT IbenecTal, o0yerdaro-
A TEeHEepalMio MeTaOOTPOIHBIX CIAHKOB M MACKHUPYIOIIMHA HX MeTabOTpOITHOE
MPOUCXOXKJICHHE. DTH DJICKTPUUECKHE peakluu, pazymeercs, ciabee, uem B MPK.
Tem He meHee, BctpoeHHble B MPK kaHaibl 1aroT NOBOJ CUMTATh BHECUHANITUYECKUE
HMJIA peuentopsl HOHOTpoHHbIMH. [loX0OXe, 4TO KiIacCH(PUKAIUAS PEUCSNTOPOB IO
MIpU3HAKY DJIEKTPOTeHe3a HenocTaTodHa. llermecooOpa3HO AOMOIHUTE €€ CIIOCOOHO-
CTBIO PEIIENITOPa aKTUBUPOBATh BHYTPUKIIETOUHBIM YCHUIUTENb.
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Monsie cuHancel cuibHee ortecHsoT MPK, npuGnumxas ero x Gojee cia-
ObIM cHHaIIcaM. DTO YpaBHUBACT BIHUSHHE PAa3HOPOIHBIX CHHAIICOB B «JIOBYIIKE» Ha
peaxktuBHOCTh MPK U cTabuimusupyer ero anpecHsle CBOMCTBAa B CHHANITUYECKOH JI0-
Bymke. Ecau agpgpexmuenocmo cunancos mensiemes, mo MPK meonenno cmewaemes
6 CUHANIMUYECKOU J0BVUKE MAK, Ymo dmu usmenenus komnencupyiomes. Kounpopma-
muu MPK B noBylike MHAYUUPYIOTCS HE TOJBKO 3KCTPACHHANTHYECKUMHU MEIUATO-
pamMu JaHHOTO HEWpOHa, HO M MEIWATOpaMU CHHAIICOB CMEKHBIX KJIETOK. B mexa-
HM3Me no3uinmoHupoBanus MPK ydacTByrOT Takke MeIHaTOpbl, KOTOPbIE CEKPEeTH-
PYIOTCA B HEMPOHO-TIMAJIbHBIC 1IEJIM HECUHAIITHYECKUMH TEPMUHAISIMUA U BapUKO3a-
mu akcoHOB [32]. Xots B aapecaunn MPK yyacTBYIOT Bce OKpECTHBIE MCTOYHUKHU
MEJIUaTOpPOB, HaM yJOOHO Ha3bIBaTh TAKYIO CTPYKTYPY CUHANMUYECKOU JIOBYIIKOMU.
IlepBonpuunna ¢yHkroHaNbHOTO oTiM4Ynusi MPK ot MPK o0ycioBieHa cBsI3pIBaHU-
eM peuenTtopoB u kaHayoB ¢ [ICY. Ha nepucunantuueckoini memopane IICY He mpe-
ISITCTBYET 3aIlyCKy YCHJIMTEJIBHOIO MEXaHH3Ma KJIETKH M OOYCJIOBJIMBAaeT BbICOYal-
IIYI0 YYBCTBUTEJIBHOCTh KJIETKH K KoH(popmanusim MPK.

Pe3koe ymeHbIIeHHE KOHIIEHTPAIIMH MEIMATOPOB M3-3a OOpaTHOTO 3axBaTa U
IOTEepPh NPHU TPAHCIIOPTUPOBKE, a TAK)KE M3-3a NPUCYTCTBUSI TOPMO3HBIX MEAUATOPOB
omnpenenseT ycrosue akmusayuu MPK: Heobxooum KozepeHmHblll npuxoo 030VoHc-
oarnwux meouamopos k MPK om mHo2ux pa3zHoyOanieHHbIX OKPECMHbIX CUHANCO8 U
HeCUHANMuU4ecKux ucCmoyHukos. TOpMO3HbIE HICTOYHUKH MEINATOPOB B OKPECTHOCTHU
MPK orpanun4mBaroT €ro peakTMBHOCTb, YMEHBIIAIOT YHCJIO PACIO3HABAEMBIX NaT-
TEPHOB, T. €. YBEIMYMBAIOT CEIEKTUBHOCTEH anpecanuun MPK komgoBo#l cTpykTypoit
HEPBHBIX WMITYJIHCOB. [T Ka)kAoH CHHANTHYECKOW JIOBYIIKH, OKpykaromeid MPK,
CYLIECTBYET Ha0Op MaTTEePHOB, KOTOPHIH 00ECIIEYNBAET YIIOMSHYTYIO KOT€PEHTHOCTD.
JIro6o#i M3 ATHUX MAaTTEPHOB MOXKET BbhI3BaTh KOHpoOpMamuoHHbIN niepexonq MPK, co-
BOKYITHOCTh AKTHUBHBIX IMAaTTEPHOB HA3BIBACTCS adpecHuiM OdomeHom TanHoro MPK
(mogpobuee cM. puc. 16). OnTuManbHbIe pa3Mepbl aJPECHOTI0 JOMEHa M XapaKTepH-
CTUKU KorepeHTHOo# anpecanuu MPK 6butn uccienoBansl panee [30—33].

Hrak, cuHanTH4eckas JIOBYIIKA PEACTaBIsIeT cO00i KOH(DUTryparuo Bo30yx-
JAoIUX M TOPMO3HBIX CHHANCOB, B (PYHKIIMOHAJHbHOM LIEHTPE KOTOPOH BCTPOCH
MPK — neTekTop J10KaJIbHON MOPOroBOil BHEKJIIETOYHOM KOHIIEHTpAllMd OJHOTO U3
AHTarOHUCTUYHBIX MeauaTopoB. Kaxnaplii cuHaAIC BXOOUT B HECKOJIBKO CMEKHBIX
noBymrexk, Ho MPK mpuHamimexut Toimpko omHOU JoBymike. Jlajee moka3zaHo, YTO
MPK B cuHanTH4yecKoii JIOBylIKe (PDyHKIIMOHUPYeET KaK 3J1eMeHT MaMsTH.

2.4. CtpykrypHo-pyHKIMOHAJbHBIE 0co0enHocTu UPK u MPK

Hrak, peunentopsl 00OpeTalOT METabOTPOITHBIE CBOMCTBA, MepeMeIlasiCh U3 cyo-
CHHAIITHYECKOW B NEPUCHHANTUYECKYI0O MEMOpaHy — B HalpaBJICHUU ITUBEPreHIUU
MEIUaTOpOB M MX JepuBaToB. OCTaBIIMECS B CHHAIITHYECKOW IEIM KaHaJlbl U CBS-
3aHHBIE ¢ HUMH penentopsl oOpa3yior UPK, onn obecnieynBalOT MOIIHBIE HOHOTPOII-
HbI€ peaKkluH HeiipoHa. BrITecHsieMble U3 CHHANTHYECKOW IEIH PELeNTOpbl U HE
yIepIKaBIIMECs] B HEl KaHaJbl KJIACTEPU3YIOTCS B KBAa3MCTALMOHAPHBIX 001acTIX
BHECHHAIITHYECKOH MeMOpaHbl. B pe3ynbprare Ha cy0- 1 BHECHHANITHYSCKUX MeMOpa-
HaX 00pa3yroTcsi MO3au4HbIe pelenTHBHO-KaHaibHbIe cTpyKTypbl MPK 1 MPK. Onu
HMEIOT Pa3HyIO JIOKAJW3alMI0 M HACHIILIEHHOCTh KaHaitaMu. Ha puc. 7 ata curyanus
cXeMaTH3HMpOBaHa Ha INPHUMeEpe IeKCaroHaJbHBIX CTPYKTYp (cMm. Takxke puc.3 1, /[ u
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FE). Cxema IByXKaHAJIBLHOTO YIPABICHUSI HEUPOHOM — CYOCHUHANTHYECKOTO U BHECH-
HaNTUYECKOTO0 — IMOKa3aHa B IPaBOM YaCTH PUCYHKA, TJA€ MEAUATOPbl aKTUBUPYIOT
HNPK u MPK, cOOTBETCTBEHHO, B CUHANITUYECKUX U HEUPOHO-TIIUATbHBIX IIEIISX.
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Puc. 7. Arperanus peuentopos u kaHajioB (cBetribie u TeMHbie Toukn) B MIPK u MPK u cxema
(hopMUPOBaHMSI «BBI3BAHHBIX» U «CIIOHTAHHBIX» CIAWKOB JIEKTPUUECKUMH (1) M XMMHYECKH-
Mu (2) crumynamu. Pasnuuue penenTHBHO-KAaHANBHBIX CTPYKTyp u ¢yHkmmid MPK u MPK
00yCJIOBJICHO UX Pa3jIMYHON JoKanu3anueid Ha MeMOpane otHocuTenbHO [ICY.

7151 HOHOTpOITHOTO yIIpaBieHNs HamOoJee OlaronpusiTHa CTPyKTypa, B KOTO-
pO¥ COOTHOIIIEHHE PELIENTOPOB U KaHaoB 01u3ko k 3:1. B cnmyyae MPK, rioe kanasst
HE HY>HBI, ’TO OTHOIIEHHE KPYTO PACTET, U YNAKOBKA peyenmopos yniomusemcs. 13
puc. 7 cnenyet, uto B UPK cmesxcnocms peyenmopos u uucio cesasei peyenmop—
peyenmop npubnusxcaemcs K yemvipem, a 6 MPK — k wecmu, 9TO OTMEYEHO 3HA4-
KOM << B HIKHEH 4yacTh cxeMbl puc. 7. Takum o0pa3oM, rjiaBHOE OTIHYHE HOHO-
TPOIHBIX U META0OTPOIHBIX PEUEHNTHBHBIX KJIACTEPOB, COCTOSAIIEE B UX PA3IMYHOU
aoKanuzayuu Ha MeMOpaHe WU Pe3KO Pa3Iu4HON uyscmeumenbHocmu, ITOTIOJTHSIETCS
TPETBbUM CBOWCTBOM — YCUNEHUEM Medcpeyenmopro2o ezaumooeticmeuss B MPK.
OHo BIHSIET HA KOH(POPMAMOHHYIO MOJABHIKHOCTH perentopoB B kiactepe. B MIPK
Takoe 00E3IBMIKEHUE PELENTOPOB MPOSIBISCTCS KaK MMMOOHUIN3AaIUsl BOPOTHBIX 3a-
psinoB (B3), neceHcuTH3anus penenTtopoB M MHakTUBauus nposoxumoctu MK [37].
Jamee Oyner mokasaHo, 4TO IMMOOWIM3anys B3 sBisieTcss MHCTPYMEHTOM KOHCOJIH-
AUy SHTpaMM, a YCWICHHE MEXPELENTOPHOIO B3aMMOJCHCTBHUSA 110 CPABHEHHIO C
NPK nenaer xorconumanmio MPK mpounee.

EcTb OCHOBaHMS CUHTATh, YTO KOHGOPMAIIMOHHAS ITIOJBIKHOCTE PELIEITOPOB B
OJTHOM M3 KOH(OPMAIIMOHHBIX COCTOSHUM CHIDIKACTCs M3-3a ajare3uu [38] u monume-
pu3zanuu [39]. Aare3uoHHbIC U MOJMMEPU3ALMOHHBIE TIPOIECCHI OOBEAUHSIOT PELCTI-
TOPBI B «ITUN», «wanku» [40] u apyrue cTpyKrypsbl [17], SBOJIOLMOHHO CBsI3aHHbBIC
C DHAOLUTO30M. YeThIpeXKpaTHYI0 CMeXHOCTh peuentopoB B MIPK ecrectBeHHO co-
OTHECTH C MHTEHCUBHOCTHIO mMMoOmnu3anuu B3 u nHaktuBanuu UK, a mecrukpar-
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HYIO CMeXHOCTh penentopoB B MPK — ¢ xoHconmunamnueii surpamm. Jlanee OyneT mo-
KaszaHo, YTO YIpaGieHUe KOHPOPMAYUOHHOU NOOBUNCHOCMbIO peyenmopos 6 MPK —
OCHOB8A HEUPOHHOU NAMAMU.

Cxema puc. 7 cpaBHUBaeT 3G(HEKTUBHOCTH JIEKTPUIECKOTO M XHUMHUYECKOTO
ynpasienust. OnuHounsii BIICII cyOGcnHanTHIecKoro KaHajla BCerjia HeIOCTaTOuYeH
JUIs. MHULMALUK CIIaiiKka, B TO BpeMs Kak KoHpopMmanus onuHouHoro MPK — nocra-
TouyHa. bonee toro, cymma muoxkectBeHHBIX BIICII Ha nmenapurax aHHUTHIHPYET
npu cymmanmu ¢ TTICII omHOBpeMeHHO BO30Yy>KAaeMbIX WHTEPHEUPOHOB. DTO Mpak-
THYECKH HCKIIIOYAET dJIEKTPOTeHHOE BO30YKICHHE cHaiika cO CTOPOHBI IEHIPHUTOB.
Ho ono Bo3MOxHO oT comsbl, rae 6ananc BIICII-TIICII o6bryHo oTcyrcTByeT. I1CIT
COMBI PaCIIPOCTPAHSIOTCS B OOOMX HAIPaBJICHUAX: aHTUAPOMHO (KOMIIOHEHT Y| Ha
puc. 7) — na mHOXecTtBo MPK, u oprompoMHO — K akcoHy (KOMIOHEHT u,), TAE
BIICII moxet koHpopmupoBaTh MPK 1 ¢ mOMOIIBbIO BTOPHYHOTO MMOCPEIHUKA UHU-
LMUPOBATh CIIAMK. DJIEKTPUYECKH H/WIM XUMHUYECKH WHIYLHpPOBaHHbIE KOHGOpMa-
uroHHble nepexoasl MPK ynpaBisioT MeTaboau3MoOM KIETKH U €€ 9HOO2EHHOU aK-
MUBHOCMbIO C TIOMOIIBIO BTOPUYHBIX MOCPEIHUKOB. Takum 00pa3oM, U XUMHUYECKHE
U BJEKTPUYECKHE CTHUMYJIBI MOTYT MHULHMHPOBATh «CIOHTAHHBIC» CHAWKH, XOTSI B
ciyqae 3ameTHbIX [ICIT 3TOT TepMHH MOXHO ocrapuBarhb. MTak, 3(p¢deKTHBHOCTH
MPK oka3zsiBaercs Bolie, uem MPK.

N3 puc. 7 BUOAHO, 4TO 3BOJIOLMOHHO IMO3IHUN U MaJOYyBCTBUTEIBLHBIN UOHO-
mponHLIll MEXaHU3M TBITACTCS PAGHONPAGHO B3aNMMOJICHCTBOBATH CO CBEPXUYBCTBHU-
TEILHBIM MemabdomponHvlm MEXaHU3MOM OJaronapsi: 1) Belcodaiiliei! KOHIIEHTpai
B CUHANITUYECKOH IIIeJIM MEAUATOPOB, PEIENITOPOB U KaHAJIOB, 2) PE3KOMY CHHKEHUIO
9TOW KOHLEHTPAIMU 3a IMpeJeslaMi CUHAIITUYECKOM IIENIM IMyTeM OOpaTHOro 3axBaTa
MEIUaTOpOB U 3) ociiabiIeHHI0 KOH(DOPMAIMOHHON 4YBCTBUTEIBHOCTH METabOTpOII-
HBIX PELENTOPOB M3-3a UX OOBEAWHEHUS B KIAcTephl. Manas KoHyeHmpayus meoua-
mopoe 3a npeoderamu CUHANCO8 BOSMEUAemcs Gvlcoyaliulell Yy8CmeumeabHOCmbio
MmemabomponHnvix peyenmopos. Ilpu 3TOM pedb HACT HE O CaMHX peLenTopax, riae
OTHOILICHUSI MOTYT OBITh M OOpPaTHBIMH, @ O TOM, YTO B OJIHOM CJIy4dae B IPOIECC BO-
BJICKAETCSl YCHJIMTEJIbHBI MEXaHU3M KIIETKH, a B ApyroMm — HeT. OT npsmoii neno-
JIApU3alluy KJIETKH U BBI3BAaHHBIX CHAWKOB 9HOO2EHHOEe 6030yoHcoeHue («CNOHMaH-
Hbley CNalKU) Omau4aemcs mem, 4mo XUMUYecKull nycKogou CmMumMy/l U 6bl36aHHbI
UM KOHDOPpMAYUOHHBI nepexoo NoKaauzosanvl na kouxkpemnom MPK. Ero aapeca-
M0 00ecTieYnBaeT BO30YAUTEIBHO-TOPMO3HAsI KOHQHUTYPAIIHS OKPYKAIOIIUX CHHAII-
coB. Mailyt0 KOHLEHTpPAIUI0 MEIUaTOpOB 3a IpeliellaMi CHHANTHYECKOH IIeau Ha
MPK oGecnieunBaeT oOpaTHBII 3axBaT MOJICKYyJ Mmeauaropa. IlompasymeBaercst ux
«tyqHas» uHrerpanus Ha MPK, oT o1HOro—aByX eCSITKOB OKPECTHBIX CHHAIICOB U
HECHHANTUYECKUX MCTOYHUKOB. COTJIacOBaHHE Pa3HBIX YPOBHEH YyBCTBUTEJIBHOCTHU
XUMHUYECKOT0 U 3IeKTpuueckoro mexannsMoB MPK sBunocs, oueBuaHO, HE IPOCTOM
3amadeii Ut 3Bomonun. B Manoit okpectHoctu MPK konie6anust KOHIIEHTpaui Me-
IMaTOPOB KOHTPACTHBI, MHPOPMALIMOHHO 3aBUCHUMbI M HMH()OPMALMOHHO 3HAYHUMBI.
KoHTpacTHOCTB U cesleKTUBHOCTH anpecaunn MPK obGecrieunBaercsi TOpMO3HBIM Me-
nuatopoM. Ero ydacTthe B CHHaNITH4eCKOM IIPOIECCE CIOCOOCTBYET OOOCTPEHHIO Ha-
CTPONKU — MUHUMU3HUPYET YUCIJIO OJHOBPEMEHHO aapecyeMbix MPK.

Ha pwuc. 8 mpuBenena cxema akTHBAIlMM MOHOTPONHOW M METaOOTPOITHON ak-
THUBHOCTH HEHWPOHA, KOTOPYIO MBI OyJIeM HCIIOJIb30BaTh, CBSA3bIBas KOH(POpMALMOH-
Hele n3meHeHus: UPK u MPK c nepememennemM BOpOTHBIX 3apsiioB. BHemHuii cur-
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HaJI IepefaeTcsi BHYTPh KIETKH C IMTOMOIIBIO 3JICKTPUUECKOro (A) WM XUMHUYECKOTO
crumynoB (b). B nmepBom ciywae nenossipusanus memOpansr (BIICIT) ocnabusier
BHYTPUMEMOPAHHYIO 3JIEKTPOCTATHYECKYIO «IIPY>KHUHY», CKUMAIOIIYI0 BHYTPHUMEM-
OpanHnbie TIoaciou perentopoB. Kak ciencrsue, B MPK mpoucxonur ckadkooOpas-
HBIA Jenosipu3aluoOHHBIN KoHpopManmoHHbI nepexon (AKII «a — b»). Buyrtpu-
MmemOpanHble ci1on MPK pa3o0maroTcss 1 ero npUIOBEPXHOCTHEBIE CIOW BBITAJIKUBA-
rorcst u3 BJIM B 06e cToponsl. [Ipu 3TOM 3HEpPTHUsl KIPYKUHBI» OCBOOOKIACTCS.
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Puc. 8. Tlepenauya CUrHaJIOB B KJIETKY XE€MO- M JJIEKTPO3aBUCUMBIMH KoHpopmanusimu MPK.
Dnexrpuueckas (4) u xumuueckast (5) crumyisiuust koHpopmanuiit MPK. Oba ctumyna yBenu-
YUBAIOT paccrosiHusi Mexay B3 (A;—A,), BebBas coorBercrBeHHO JIKIT mimum XKII. O6Ga
TpaHCMeMOpaHHBIX MMEePeX0/ia BBHITAJKUBAIOT LUEHMU B [UTOILIA3MY, aKTHBUPYSI BTOPHYHBIH IO-
CPEeIHMK U 3aIyCK SHJOT€HHOTO CllaiKa.

BTopoi nepeHoc4uK Bropoi nepeHocunk

AHaJIOTUYHBIE TNIPOLIECCHl MPOUCXOAAT IIPU XUMHYECKOM aKTUBAIUM pELEl-
THUBHOI'O KjlacTepa. MosieKyIbl MeauaTopa «CaAsaTcsD» Ha BHEKJIETOUYHYIO 4acTh Kia-
crepa, KOHQOPMHUPYs ee u yacTH4HO BhITsArMBas u3 BJIM. Takoe mporuBoaeiicTBHE
SJIEKTPOCTATHIECKOMY TPAaHCMEMOPAaHHOMY IPHUTSDKEHHIO 3apsiIOB MHIYLHUPYET XH-
mudeckuil koHpopMarmonueiid nepexon (XKII) u «BbICTpeMBaHKE» COMPSIKESHHBIX
4JacTeH KjacTepa BHE U BHYTPb KJIETKU. B pe3ynbTare BHEIIHEE NeHCTBUE NIEPBUYHO-
ro MeIuaTopa TpaHCIUpyeTcs BHYTpb kieTku. O0a (pakTopa criocOOHBI KaTalu3upo-
BaTh CUHTE3 GMOPUYHO20 NOCPeOHUKd, Harpumep, TAM® win poACTBEHHOIO eMy
nI'M® u akTHUBAUMIO BHYTPUKIETOYHOIO YCHINTEIBHOTO MexaHusma. [ storo
rpoliecca M3BeCTeH KOd(PGUIIMEHT YCHJIEHUs: B pe3yJIbTaTe PEeakluU CPeaHssi KOH-
ueHTpauusi tAM® oxaseiBaeTcs B 10000 pa3 Gousblle KOHIEHTPAUHU IMEPBHYHOTO
Mmenuaropa. I[loxoske, 4To Takoe yCHWIEHHE C YU4E€TOM JajJbHEUIero paclIupeHust Ipo-
lecca JOCTaTOYHO ISl IpeoOpa3oBaHUs KOH(POPMALMOHHOTO Iepexojia B cnaiik. B
npyrux cirydasx 3p@PeKT MOXKeT ObITh orpaHudeH cuHTe30M HAM®. OH MOXKeET OBITh
Ba)KCH IS MOTSHIIMAMM KJIETKH M 3aIlycKa APYTUX METaO0OJIMYECKHUX MEXaHH3MOB
KJIETKH.

N3-3a gyBcTBUTEensHOCTH MPK K cTUMylaM IByX MOIalbHOCTEH 3aTpyIHSCT-
cs kiaccudukanus peuentopos. Hanpumep, Hecunantudeckue HMJIA peuentopsl
CUMUTAIOTCS] HOHOTPOITHBIMH, XOTSI OHU CIOCOOHBI aKTUBHPOBATh BTOPUYHBIN MOCpEI-
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HHUK. IOHOTpONIHBIE peaKlMu 3THUX PEUENTOPOB MOXKHO OOBSICHUTH TeM, 4To B MPK
nerko BctpauBatoTess K. Ecnu 3To Bo3Oyxnaromue UK, To pe3yabTupyromias aero-
JIIpU3alus YCHIMBAET ASHCTBUE BTOPOTO MOCPEIHHUKA.

KoHdopmanmonHsle H3MEHEHUS WHUIIMUPYIOTCS HE TOJIBKO XUMHUYECKHUMU U
SIIEKTPUYIECKUMH, HO TakKe MexaHmdeckumu ctumyiiamu. Hampumep, GPCR pernen-
TOPBI SHJIOTEIIUAIBHBIX KJIETOK KPOBEHOCHBIX COCYIOB H3MEHSIOT CBOM KOH(pOpMa-
MY B 3aBUCHUMOCTH OT apTepHaIbHOTO AaBieHwus [41].

Ha xaxxnoit n3 cropos BJIM nonunenTuaHBINA KapKac »KE€CTKO CBS3BIBAET pac-
IIeIJICHHBIE KOMIIOHEHTHI PEIENITOPOB, 3aCTaBislsl BHEMEMOPaHHBIE YacTH IIOBTOPSTH
BapHalMM JINIUJHONW 30HBI PEUENTHUBHOrO KjacTepa. DTH YacTH BBITAJIKUBAIOTCS M3
BJIM wniM 4acTUYHO MOTrPYXalOTCSd B HEro COOTBETCTBEHHO HPH JEIOJISPHU3AIUU
(AKIT man XKII) mmm runeprionsipuszaunu (I'’KIT) memOpansl. BHekneTounsie menn
pearupyroT Ha MeIHaTOpPbl, BHYTPUKIIETOUHbIE — YHIPABISIOT CUHTE30M BTOPHUYHOTO
IOCpeHUKA, a COSAUHSIONINE UX TPaHCMEeMOpaHHbIe YacTH (MOHU3UPOBAHHBIE CIIOH,
B3aumozelcTBytomue BHyTpu BJIM) nepenaroT BHEIIHHUI CUTHAJI BHYTPb KJIETKH.

Br160p peakiuu kieTku nocie cuHTe3a TAM® MoXKeT HalpaBiIsaThCS XUMHUYE-
CKHM CPOACTBOM BHYTpHKJIEeTOUHBIX yacTet MPK, xotopsrie B pesynsrate JKII mm
XKII BerrankuBarotrcsi BHyTph KiIeTkd u3 BJIM. CurnampHOe 3HadYeHHE TSI DTOTO
Ipolecca MOTyT MUMETh COITYTCTBYIOIIME XUMHYECKHE I'PYNIbl BHYTPUMEMOpaHHOH
yacti MPK. OHH CeleKTUPYIOT OJHY U3 MHOTHMX BO3MOXHBIX BHYTPHUKJIETOYHBIX pe-
aknuii, a AT® cHaGxaeT 3TH peakuuu dHeprueid. IToxoxe, 3TO pa3auyue onpeaensier
JoroBpeMeHHbIe (OPMBI IOTEHIMAMA U JAenpeccud. V3BecTHO, YTO CBSA3b OONb-
IIUHCTBA (PEpMEHTOB C MeMOpaHaMH W ONPENeJICHHBIH MOPSAOK MX PaCIOJIOKEHHUS
ompeAeNsieT He TOJIBKO X crenuduueckoe NeHCcTBUE, HO H MOCIeAOBaTEIBLHOCTD pe-
aKIMi MeTabOoJIMYEeCKOro IUKJIa. DTOT MOPSNOK BKIIOYAET KOH(OPMAIMIO U OPUCH-
TalMIO aKTUBHBIX [IEHTPOB OeJIKOB OTHOCcUTEIbHO BJIM.

M3BecTHBI TpU KOH(OpPMAIIMOHHBIE COCTOSIHHUS HelipopeuenTopos. Ilocie yaa-
JIEHUsI arOHUCTOB 3TU COCTOSIHUSI MOTYT COXpaHUThCA [42]. [lo HamIMM JaHHBIM OHU
OIpEeNENAIOT 3aKPbhITHE, OTKPBITHE U MHAKTUBAIIMIO HOHHBIX KaHaoB [37]. Ho ynpas-
JISSTh MOHHBIMHU KaHaJlaMH, COTJIACHO JaHHBIM [13], CTOCOOHBI TONBKO JTHMMEPHU30BaH-
Hble penentopbl. [losToMy Hambosiee MHTEpECHBI TpaHCMeMOpaHHbIe KOH(dopmanu-
oHHbIE niepexoasl BHyTpu BJIM. OObIYHO UX aHAIN3 OTPAaHUYUBAIOT MEKCITHPATbHBIM
B3aumozelicteueM BHYTpU BJIM. Hawia moodens pacuiupsem o6viunblii nooxoo,
OonycKas, 4Ymo nepemeujeHue GHYmMpUMEMOPAHHbIX CRupajeil — He NPpUYUHA, a
cneocmeue KOHPOPMAYUOHHOU NOOGUHCHOCIU 6HEMEMOPAHHBIX Uenell peyenmo-
pa u ezo uonusuposannvix zpynn (B3). 3mo eouncmeennoe oonyujernue 1mo3BOJIUT
HaM HCCJIeNOBaTh KOH(GOPMANK PELENTHUBHOrO KiacTepa Kak 3allOMHHAIOMIETO dJIe-
MEHTa U MNpOCienuTh GYHKIHH OOIIMPHOI'O MHOXECTBAa 3THX KJIACTEPOB Ha Pa3HbBIX
YPOBHSIX MEXaHH3Ma NaMsITH.

TToguepkHeM, YTO XHMMHYECKOE YIIpaBJICHHWE BJIUSET Ha KOH(POPMAaIIMOHHBIS
IepexXoIbl IPsIMO, B TO BpeMs KakK 3JIEKTPUUECKHE CTUMYJIBI BO3ZHUKAIOT OIOCPENO-
BaHHO — 4Yepe3 MEXaHMU3M aKTHBAIlMM MOHHBIX KaHalIoB M pesyibrupyromue I1CII.
OT0 NBOMHOE — MpsIMOE U KOCBeHHOe — ymnpasieHue MPK peanusyercs xemo- u no-
HOTPONHBIM J€HCTBHEM MeauatopoB. MOHOTponHOE neicTBHE KOCBEHHO W MHOIO-
CTYIIEHYATO OCIA0JISIeT WM HAaTATHBAECT BHYTPEHHIOK "3JIEKTPOCTATUIECKYIO TIPYIKH-
Hy" MPK: Ee nepemenHoe HatspkeHue oOyciopnuBaroT Bapuanuu [ICII, npomyuum-
pyeMble OTKPBITHEM MJIN 3aKPBITHEM HOHHBIX KaHAJIOB.
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Ecnu MOHOTpONHOE yNpaBJieHHE DJIEKTPOCTATHUYECKHUMU CHJIAMU BHYTPU pe-
enTopa KOHQOPMHUPYET KJIACTEP CKUMAIOIINUMH YCWIHSIMU B 3aBUCUMOCTH OT BEJIH-
yuHbl [ICII, TO MeTaGOTpOIHBIE CTUMYJIbI, JICHCTBYIOIINE CHAPY>XH W/WIIA U3HYTPHU
KJIETKH, YIPAaBJISAIOT PAacTsHKEHHUEM IIOJOBUH KjacTepa B pa3Hble CTOpOHBI OT BJIM.
Tem cambpIM MeauaTopbsl NPOTUBONOCTABIAIOT ACUCTBUIO CKUMAIOLIEH 3JIEKTPOCTa-
THUYECKOU "IpyXUHBI" CUJIBI ApYyrod NPUPOABI U IPYroro HampaBiaeHUsA. Monekysip-
HOE MOJENMpOBaHHe Takoro 'penenropa pactspbkeHus" [43], moka3pIBaeT, Kak B Mac-
mTabe MeXaTOMHBIX CBsI3eH peann3yercs KOHQOPMAHOHHOE YIPaBJICHHE OTKPBITH-
€M U 3aKpbhITHEM KOHKPETHOTO MOHHOTO KaHasa. Ho mpoTUBOGOPCTBO CKUMAIOIINX U
pacTsArMBaIOIIMX CHJI BHYTPHU KJlacTepa OOeCleurBaeT JIMIIbL HHUIIHALHNIO KOH(pOopMa-
LIMOHHBIX IEepeX0JIoB. BaxkHast 11 MEXaHH3MOB MaMATH (UKcalMsi OJTHOTO MX KOH-
(hopMaMOHHBIX COCTOSTHUN AOCTHraeTcsi 61arofapsi arperaniy penenTopoB U BKIIO-
YEHUIO B 3TOT MEXaHU3M CHJI aAre3uu U noauMepusanuu. CylniecCTBEHHYIO SICHOCTh B
KOH(OpMaIlMOHHBIE TTPOIIECCHI BHOCUT MaTEMaTHYECKOE MOJICIIMPOBaHHUE.

3. KondopMmanoHHbIE COCTOSTHUA U NMepexoabl penenTUBHBIX
KJIACTepOB

BzanmogeiicTBue HeHpopenenTopoB ¢ MeMOpaHOW, DIEKTPUUESCKUM IOJIEM,
OKPECTHBIMH CHHAICaMd M BHEMEMOpPaHHBIMH CpelJaMH BEI3BIBACT PEBEPCHBHBIEC HIIN
O6ucrabuibHBIe KOHPOPMAIMOHHBIE TiepeXxoapl. OHH MTOJOOHBI MEPEKIIOYCHUSIM COOT-
BETCTBEHHO MOHO- WJIM OHCTaOMJIBHOTO MOJIEKYJIAPHOTO TPUITEpa, YIPABISAEMOTO
XMMHUYECKUMH M 3JIEKTPUYECKUMH CTUMYJIaMU. ODTUMH TPUITEPHBIMH CBOWCTBaMU
MOXHO YNPaBJIATb, U3MEHsI MEMOpaHHBIH IMOTEHIUAJ: €T0 CHUIKCHHE IEePEeBOIUT
peLenTUBHbIE KJIaCTEPHl M3 MOHOCTA0MIFHOTO KOH(OPMAIIHOHHOTO peKHMa B OucTa-
OWIBHBIA peXUM U Hao00poT. Kpome Toro, Bo3MoKeH IepeBol PElENTHBHOrO Kiia-
crepa B TpeTbe cocTosiHue. [Ioka3zaHo, KaKk coueTaHue XMMHUYECKOI0 U IJIEKTPHUYECKO-
ro CTUMYJOB  BKJIO4YaeT B  KOH(POPMAIMOHHBIA  MpolLecC  aAre3nOHHO-
MOJIMMEPHU3allMOHHBIE CHJIBbI, O0YCJIOBJIMBas Iepexo] KjlacTepa B COCTOSIHHE, 3aJiep-
JKUBasCh B KOTOPOM KJIacTep TEepseT TPUITepHble (TMCTEpE3UCHBIE) CBONCTBA, YTO
JIeJIaeT ero 3JIEMEHTOM JHIpaMMbl. | uneproispuszannsi MeMOpaHbl BO3BpaIlaeT Kiia-
cTepy THCTEpEe3UCHBIE CBOWCTBA, cTHpas 3Ty uHpopmanuoo. Haiinena 3aBuCHMOCTD
(GyHKIUH 3aMCH—BOCIPON3BEICHHSI SHIPaMM OT MEMOpPaHHOrO MOTEHIHala U Ipa-
HHL KOHGOPMAIIHOHHBIX IIEPEX00B HEHPOPELEeNTOPOB.

3.1. KondopmanuonHasi Moaeab

Ha rpanunax cpen ¢ pa3iIM4HBIMU JHM3JIEKTPUUYECKHUMHU IOCTOSIHHBIMH, B Ha-
IIeM ciydae MEXIy MeMOpaHOW M pacTBOpaMH, BO3HHMKAIOT JIOHHAHOBCKHUE ITOTCH-
muansl. IX TOJNSIPHOCTH ONpenesieTcsi HEPHCTOBCKUM IOTEHLIHMAJIOM W TepMHHaJIb-
HBIMHM TpyNIaMH penenrtopa. Bo BHEIIHEM M BHYTPUKJIETOYHOM pacTBOpax TEPMHU-
HaJlbHbIE TPYIIBI PELENnTopa IpeacTapieHsl pagukanramuy —NH;  u —COO ™. JlonHa-
HOBCKHE IMOTCHIUAIIBI KOMHEHCUPYOmcs IPOTUBOMOHAMH BHE U BHYTpH KiieTku. Ho B
LIEHTPAJIBLHOM AJIEKTPOHHO-IIPO3PaYHOil 30HE MEMOpaHEbI, I/1e€ IPOTHBOUOHBI OTCYTCT-
BYIOT, MEX/y JTOHHAHOBCKHMH IOTEHIUAIAMH BO3HUKAET MOIIHOE BJIEKTPOCTaTHYe-
cKkoe T1oJie (Topsiaka 10® B/m [38]). B Hem MOTPY>KEHHBIE ONITO3UTHBIE aMHUHOKHCIIOT-
HBIE TPYIIIBI HOHU3HUPYIOTCS, 00pa3ysl TpaHCMeMOpaHHbIe AUNOJHA. BBITIo mokazaHo
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[37], uTto oHu sBIsIIOTCST BOpOTHBIMU 3apsinamu (B3). HexomnencuposanHnvie noOHHa-
HOBCKHE NoTeHIHai bl BHyTpU BJIM 1 MmeMOpaHHBIH NOTEHIHAJ ¥ ONPEACISIOT JIeK-
TpocTaTuyeckuii npoduib MeMOpaHbl (puc. 9). DIEKTPOCTATUYECKOE NPUTSHKEHUE
pemrerok B3 nomosiHHTENEHO MOTpy’KaeT paclieIUIeHHbIe [IeNN perentopa B MeMOpa-
HY, cMenIasi THAPO GriIbHO-ruaApoGOOHEIE TPaHUIIEI BHYTPH OHCIIOS.

H,N =
N _dwrw A
dA

Puc. 9. TpancmemMOpaHHOE B3aMMOJIEHCTBUE CMEXKHBIX PELENTOPOB. 4 — CXeMa B3auMOJEHCT-
BHA PEILETOK 3apsA/IoB. 5 — paclpenereHue CyMM JBYX JOHHAHOBCKUX M HEPHCTOBCKOTO IIO-
TEHILIMAJIOB BHYTPH MeMOpaHsbl [45].

TTorpyxenue uerneii peuenrtopa B BJIM nepememiaer Mexda3Hble TPAHUIIBL.
IToxoxe, 4yTo OHM TpOXOAAT He mo rpanunaMm BJIM, a BHyTpu ero — mo 3apsiiam
MPOTUBOJIEKAIIUX TOJACIOEB. DIJIEKTPOCTATUUECKOE NPUTsDKEHUE pemeTok B3 mo-
rpy’kaeT paclieljieHHbIe NeTin perentopoB B BJIM, dyem cmemaer ruapo@uiIbHO-
ruapodoOHbBIe rpaHUIbl BHYTPE Ouciios. CienoBaTensHO, Mekda3HbIe TpaHULBI IIPO-
XOJIAT HE TI0 TpaHuIaM Ouciost, a BHyTpu BJIM — 110 3apsimam mpoTHBOIEKAITUX O~
cioeB. Ilomukap [44] oTMmedan, 9TO CpedHssl IIEKTPOHHO-TIPO3pavdHAS «JTHITHATHAS
30Ha KJIIETOYHOW MeMOpaHbl MMeeT TONIIUHY 2.5—5.0 HM, BapbHUPYIOUIYIOCS B 3aBH-
cumocTu OT ycioBuid. [1o gaHHbIM [45] paccTosiHHE MEXIy OCMHO(DHUIBLHBIMH (T.C.,
BEPOSITHO, U TUAPODUILHBIMU) CIOSIMU MeHsieTcst OoT 1.4 no 2.2 HM Npu U3MEHEHUU
pH cpensr ot 7 no 9. B 06oux ciyyasx JaHHBIE HMCKaXX€HbI OCPEIHECHUEM H Jajiee
HCTIOJIB3YIOTCSI KAK OPUEHTHPOBOYHBIE.

Puc. 3, 8 1 9 mokaspIBaloT, 4YTO peHeNTHBHBIA KJacTep NMOJX00eH 3apsiKeH-
HOMY KOHJEHCATOpY ¢ IUIACTMHAMM Ha ynpyroii moasecke. COTHU THICAY TaKHUX
MPK B BuIEe MaJIONIOABHIKXHBIX OCTPOBKOB OKKYHHUPYIOT MEXKCHHANTHYECKYIO MEM-
Opany HeilipoHa. [lonunenTuaHbI KapKac CBS3bIBAa€T PacCIICIUICHHbIE KOMIIOHEHTHI
PEeLenTopoB, 3aCTaBlIslsi UX BHEMEMOpaHHbIE YaCcTH 3€pKaJbHO MOBTOPATH IepeMeIle-
HHMS 3apsJIoB B IEHTPAJIbHOM JunuAHON 30He. [lenossipu3anius BbITAJIKUBAET KOHILIE-
BBIe YacTH perentopo u3 BJIM BoBHe M BHYTpb KJIETKU OHOBpeMeHHO. [Ipu rurmep-
noJsSIpU3ai OHU morpykaroTcsi B BJIM BctpedHo. DTH mepeMemieHusT COpOBOXK-
JTafOTCsl NETIOJSIPU3AMOHHBIME U THIIEPITOJIIPU3aIMOHHBIME KOH()OPMaIOHHBIMH
nepexonamu (JIKIT u I'KII), oHM omnpenensroT 3aKkpbITHE, OTKPBHITHE U MHAKTHUBAIIHIO
HMOHHBIX KaHAJIOB.

Baxnsie neranu JAKII u XKII, B TOM 4ncie cymecTBOBaHHE TpeX KOH(popma-
LIMOHHBIX  COCTOSIHMH  PELEeNTUBHOIO  KJIACTEpa, BBIABISIOT  €ro  BOJBT-
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koH(popmarmonHsie xapakrepucTuku (BKX). OHu BbIBOIATCSA M3 OallaHca 3JIEKTPO-
CTaTHYECKUX P, , XUMUIECKUX P, M YIPYTUX CHI Py, , ACHCTBYIOMNX Ha KIAcTep:

Pe + P, + Py =0 (M

7.~ Kng

ho — Kig

Puc. 10. bananc TpancMeMOpaHHBIX CHJI Ha pelenTuBHOM kiactepe. [losbie cTpenku — BHYT-
pukinacrepHoe nasienue. OHo mnepenaercs noHHomy KaHaiy (IC), ecnm pemnenTopsl, OKpy-
JKarolre KaHaj, oobeuHeHbl B kinactep [13]).

Puc. 10 mosicHsIeT HalpaBiIeHHE CHJI M CO3aBaeéMOe€ UMHU BHYTPHUMEMOpPaHHOE
JlaBJIeHHe. DTU CHJIBI 3aBHCAT OT MEpPEMEHHBIX E, p, A, k ®u Y — HanpsHbKeHHOCTH

Ioysl, KOHLIEHTPAIMKM 3apsiioB B CPENe, PACCTOSHMS MEXIy pelIeTKaMH 3apsiiosB,
KOH(GOPMAIIMOHHOTO OTpaHMYCHHS U MOLyJsi FOHra G0KOBBIX TPy MOJIHIETITHIHBIX
ueneii. Eciu penenTopsl B Kiiactepe, B KOTOPOM HaXOJHUTCS KaHall, CBSI3aHBI MEXIY
coboii mo cxeme puc. 3 E, To coznaBaemoe MU BHYTpUMeMOpaHHOE JlaBieHue OyaeT
nepenaBarbesi noHHoMy kanay (IC).

A—kro
€ u 2 — .
Pe +Py == (- 4+ P32, bo_y dr _yp b=Kro 2
2 0 e m o —Kho
ro—kro

31ech B CKOOKaX — KOMITOHEHTBI HaIIpsI’KEHHOCTH T10JIA Um /A Hu pk/g , BbI-
3BaHHBIC COOTBCTCTBCHHO MeM6paHHLIM U JOHHAaHOBCKHUMM ITIOTCHIIMAJIaMU, € — OH-
OJICKTPHUYCCKasA IMOCTOSAHHAsA, 7\, u 7\,0 TEKyIIECC N HAYaAJIBbHOE PAaCCTOSAHUA MEXOAY 3a-

psnamu.
XUMHYECKUIT KOMIIOHEHT P, BBIBOAUTCS U3 ypaBHeHHUs llyaccoHa.

Py _ p 3)

2 g
EFO HUHTETpUPOBAHUE 110 7\. Ja€T TOHHaAHOBCKHUE KOMITOHEHTBI HAIIPAKEHHOCTHU ITOJIA
E.:

Ecz_ﬂzﬂk @
oL €
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IIpoTuBONCHCTEME IEPEMEIEHHIO 3apANOB P, BbIBeneHO n3 3akona ['yka, rme k —
OrpaHUYEHUE NOABMKHOCTH 3apsaioB (0 < k< 1); kihg — paccTOsAHUE NPENETBHOIO

~ + 2+
cOmmKkeHrst 3apsiaoB (yMeHbIIaeTcst Ipu B3anMoaelictsuu ¢ monamu H™ u Ca™); ¥ —
moxyns IOnra. IlomcraBisii 5TH OaHHBIE B OaJlaHC CHJI, U BBOISI OOO3HAa4YCHHE
y = A/ Lg> HOIYIHNM ypaBHEHHE:

Um P 2 Y . 1-k ®)
—m Py =211n
(koy+8 oY) . _
OTtkyna
1-k 2 ©6)
Um =By./In —-A
m y vk Yy
rne A=)gp/e ¥ B=igv2Y /g — KoHcrautel. Hug A= 1.4-107 M,

e=10-8.85-10"% ®/m [38], u Y=10.67-10° H/M* [39], nonyunm B = 0.12. Bpemenno
UCKIIOUNB  xumudeckme  BmussHUA (A =0), MOXHO  TOCTPOUTH  BOJIBT-
koHpopmanmonnsie xapaktepuctukn (BKX), y = f(B,u,,,k), TPEACTaBICHHBIE Ha
puc. 11.

IMpumep BKX npu k= 0.23 1€MOHCTPUPYET, KaK yBEJIMYEHHE U, COJIMMKAET

3apspkeHHble monciaon MPK, mpuyem B mo3ummm 1 IPOHMCXOAMT CKAaYOK —
2UNEPRONAPUZAYUOHHBIT  KOHpopmayuounsii  nepexoo (I'KII) B mosunmio 2.
JanpHelimee yBenuueHne MII acUMOTOTHYECKM YyMEHBIIAET PACCTOSIHHE MEXIY
3apsaaMu, OpUOIMKas ero K KOH(POpPMAalHMOHHOMY oOrpaHuueHuio kA, BosBpar
KjacTepa B pa3o0LIeHHYIO KOH(pOpMAaIHIO — 0enonapu3ayUOHHbII
xonpopmayuonnsii nepexod (JAKII) — NpOUCXOAUT NpH MEHBIIEM MeMOpaHHOM
notenruaie, yem ['KII. IIpu k£ < 0.308 BKX coaepXHuT ructepe3nucHbIi ydacTok 1-2-
3-4-1 (3amrrpuxoBaH). Ero mimMprHa 3aBUCHUT OT OrpaHHYCHHUs Ha KOH()DOPMAIMOHHYIO
MOJIBUKHOCTh 3apsiioB k. B pazobwennou ron@opmayuu, xozcda noociou MPK
BLIMATKUBAIOMCSL U3 MEMOPAHDI, OANAHC CUNL OONONHAEMCA NOBEPXHOCHBIMU CULAMU
aoeesuu u noaumepuzayuu [38, 39]. OHu Koucoaudupyrom Kiactep, (GUKCHPYS
Bo3pocIee 3HaueHue k. AHanu3 popmyinsl (6) nokaspiBaeT [37], 4TO THCTEPE3UCHBIC
ceorictBa BKX ncuesaror nipu

k=kg =2/(e3/?+2)=0.308 7

Hapacraromue koHpopmarnmonnsie orpanudenus k£ = 0.15, 0.23, 0.308, 0.4,
0.6, 0.8 ompenensiroT KOHcoNUmannoHHyo »Boioruio MPK. B mpenenax rucrepe-
3ucHoro ydyactka MPK nelicTByer kKak MoJIeKyJsspHBIA Tpurrep. Ero cocrosHus
«a» U «b» ecTh CIEACTBUS AECHOSPU3ALUOHHOIO U THUIEPHOJIAPU3ALMOHHOTO KOH-
dopmanmonnsix nepexonos (AKIT u I'KIT) knacrepa. B 3aBucumoct o MeMOpaHHO-
ro norennuana (MII) u orpannaennii Ha TOABMKHOCTE B3, cBOWCTBa perenTUBHOTO
KIJIACTEPA Yemblpedcobl KaYECTBEHHO MEHAIOTCs: B obnactu W (Bujxn < Bu < Burgn)
OH JICHCTBYET KaKk OMCTa0MJIbHBIN TpUrTEp, B 00actu R (0.308 > Bu > Buryy) — Kak
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ogHOBHOpaTOp, B ciydae k= 0.308 kmactep cranoButcsi Tpurrepom IlImurra, a
Jajiee MepexouT K KOHTHHYYyMY MOHOTOHHBIX BKX (4 > 0.308), koTOpBIE COOTBET-
CTBYIOT KOHCOJIHUJIAIIUM PA3HOU IPOYHOCTH.

BUecTaSUNBHBIA ThUrTep OpHoBUGpaTop (MTeHWe HyneRn)
(3anMce eANMHULY) | | o MOHOTOHHBIA peXum Tpurrep Wimma
y w R M {4TeHHe eAMHMLY
- —_——— "Mery" "lWanka"
1L | d| . |
k=0.8 |
- 0.6
3HAOrEeHHOE 4 - 1T — -
0.5 —BOSSWKAeHMeeHKn L 04
KM - 7 _J/- - — = = =
G 0.308 1
B 0.23
0.15

0 1 | | \ 1 1
0.06

] ] I 1 | ]
T T T
. 0.08 010 — —— 012 1
Ak Hm

Q6nactn

KOHCONMMAauMmn
KPaTKo- M Ao NrocpoHbIX

FHrpamm
e KoHaAMUMOHMpOBaHKWE

Puc. 11. Xapakrepuctuku Monekyisipuoro tpurrepa (MPK) B 3aBucumMocTtn 0T MeMOpaHHOTO
noTeHnuana (u,) ¥ UX SBOJIONHS B 3aBHCHMOCTH OT yMEHBIIAIOIIEHCs KOH(OPMAIMOHHOM
MOJBUKHOCTH BOPOTHBIX 3apsifoB (1 — k).

HetictBue xummueckux cuil Ha BKX npencraBneno Ha puc. 12. OHE 3agaHbI
TMepeMeHHON KOHIleHTpare menuaropa Ao<4;< ...<A; [0<0.02 <0.04 <0.06 —
Oe3pa3MepHble BEJIMYMHBI| B IIEHTPE CHHANTUYECKOW JIOBYILIKH, OTPaHHYEHHEM Ha
KOH(OpPMAIMOHHYIO NOABMKHOCTE B3, k= 0.23, u ynpyrumu cpoiictBamu MPK no-
JunenTuaHeix neneil, B =0.12. [ToBbllIeHNe KOHIIEHTPALMU MeauaTopa AeopMHUpY-
et BKX. Ilpu nepeceuenun KpuBoii (A,) C MeMOpaHHbIM NOMEHYUATOM Uy BOSHUKAET
xuMudeckuii KoHpopmaunonueiii mepexoa (XKII). Ero MoxHO BBI3BIBaTh 05 Jit0-
6020 3nauenus abcyucceol B npenenax ot JKII qo moreHnmana, KOTOPEI onpenesnser-
cst Toukoit epern6a BKX s & = 0.308. XKII compoBokaaeTcsi pacClIMpEeHUEM THC-
Tepe3UCHON IeTyiM (Ha BBLACJICHHBIX NMETJIIX paciupenue ot 5.4 MB go 20 MB), uto
BakHO 1151 yaepkanusi MPK B pazoOuieHHOM coctostHuM, b, 1u1si KOHCONMaanuu 6ura
namsaTH. MoMeHTHI aapecanuu 3yeMeHToB Mo3anku MPK compoBoxnarorcst pacmm-
peHHEeM T'MCTEepPe3UCHON MEeTIN aIpecCOBAaHHOIO KilacTepa.

OCBOOOXACHHBIN KBaHT Hepruu ((HPOHOH, KOHPOPMOH), aKTUBHUPYIOIIHA dH-
JIOT€HHBIM YCHJIMTEIBHBIH MEXaHU3M, IPONOPIMOHAIICH IUIOLIAJIM THUCTEPE3UCHBIX
netenb. [ ucrepesuc 3ametHo Goubiie npu XKII, yuem npu JIKII. TIpupocTt 3Hepruu
o0ecrneynBaeTc XUMUYECKHM CPOJCTBOM Meauaropa u peuentopos MPK. O6a
mexanusMa — JIKIT u XKII — nHUIUUPYIOT yIUIMHEHHE 3JIEKTPOCTAaTUUECKON «IIpy-
xkunbly. Ho JIKIT siBistercst pe3ynbraToM ee ociiabienusi, a XKII — pe3ynmpratom ee
JIOTIOJIHUTEIBHOTO PACTSDKEHUS. XUMUYECKUl 3aNnyCK S9HOO02EHHO20 CHAUKA OKA3bled-
emcs Oonee MOWHbIM, YeM B ciydae Aernojsipusanuu. Kpusele Ha puc. 12 HocAT Ka-
YECTBEHHBIN Xapakrtep, T.K. ¢opmynsl (3)—(6) HE YYUTHIBAIOT MEXaHU3M JCHCTBUSA
MeauaTopa Mo NPUHIUITY KKII0Y—3aMOK.
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IIpencraBnenHoe Ha puc. 11 pa3neneHue 3HaueHHIT MEMOpPaHHOTO NMOTEHIIMAJA
Ha obnactu W, R ninu M cooTBeTCTBYeT KBa3uCTallMOHApHBIM 3HaueHusM MII. Ouu
onpenenstoT kKoHpopmanronueie pexxumbl MPK 1iist nannoro netipona. B o6nactu W
00a KOH(OPMAIIMOHHBIX COCTOSIHUS a U b cTabmibHbI (0UcTaOMIBHOCTD). [lepexonpl
mexnay Humu JIKIT (XKIT) u I'KIT npoucxonst nox BaustaueMm [ICII mnn meanaTo-
poB. To >xe mpoucxonur B odnactu R, HO 3mech CTAaOMIBLHO TOJIBKO COCTOSIHHE a, a
cocrostHre b ynepkuBaetcst mumb Ha Bpems neiictBus 1ICII. [lo ero okoHuaHuu BO3-
Bpalaercs COCTOsTHHE a (MOHOCTaOMIBLHOCTE). B o6mact M BO3MOJKHBI JIUIIL aHA-
soroBele ynpyrue aedpopmanuun MPK 6e3 koHpopmanroHHbIx nepexonoB. Kondop-
MallMOHHBIE PEXHUMBI U3MEHSIOTCS (IIEPEKIII0YAIOTCA) OTHOCUTENIBHO MEIJICHHO, a
KOH(OpMaIMOHHBIE COCTOSIHUSI — ObICTpO. [ns koucomumanmu MPK (1" sHrpam-
MbI) OJIarONpHUATEH PEXUM OUCTaOMWIBHBIX KOHpopManuii — obiacte W, rae XuMu-
yeckas aapecanuss MPK Moker couerarbcs ¢ JIeHOJISIPU3AIMOHHBIM CMEIEHHUEM
MmeMmOpanHoro noreHnuana (BIICIT).

[lepeuncaum cBOMCTBaA pEeLICNTUBHBIX KJIACTEPOB.

1. Juckpernsie koH(popMaimonHbie coctosiiuss MPK cOOTBETCTBYIOT JIByM THC-
TEPE3UCHBIM COCTOSIHHSIM TpaHcMeMOpaHHoro Tpurrepa (B3 cOmmkeHbl — «a») U
(B3 pazobmiensr — «by»). B cocTossHUN «a» aKTUBHBIE IIEHTPHI PEIIENTOPOB U30JIUPO-
BaHbI OT cpef o o6e ctoponbl BJIM, a B coctosinnu «by» B3aUMOJICHCTBYIOT C STUMU
cpenamu.

2. KonopManrioHHBIE COCTOSTHHAS «a» U «b» COOTBETCTBYIOT pa3HBIM dHEPreTH-
YECKHUM YpPOBHSIM. JHEepPrus, akKymyJupyemasi B Me:xkypoBHeBoM nepexone I'KII u
ocBodOoxknaemasi B JIKII nan XKII (Totomans rHCTEpe3nCHON METNH), 3aBUCHUT OT
napamertpa k.

3. DT 3HepreTUyecKue (M IyCKOBBIE) CBOMCTBA TEPSIOTCS B IPOIlECCe MMMOOU-
mm3anmu B3, xorma k—1, u rucrepesucHas netisi ucdesaeT (KOHTHHYYM MOHOTOH-
HBIX BKX 0T «c» 1o «d»).

4. XuMH4ecKH MHUIINHNPOBaHHBIN KoHpopMmannoHHbIH nepexon (XKII) ocso-
o0o:xnaer ooabmnii (mo cpapHenuio ¢ JIIIK) kBauTt ’Hepruu. [looTomy xmmmude-
cKkre MexaHu3Mbl aapecaunu MPK sSBiIsoTCS OCHOBHBIMM IS 9HJIOTEHHOT'O BO30YK-
JeHUsI HEHpOHa.
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5. OcBoboxaeHue Hepruy, 3anaceHHoit MPK, MO)XHO HHULIMMPOBATH TPEMSI CTH-
MyJIaMU — B3aUMOJIEHCTBHEM KJlacTepa MEeTaOOTPOMHBIX PELENTOPOB C arOHUCTaMU
(puc. 12), ynaneHueM HOHOB KaJlbIIUsl, HATIPUMED, NCHCTBHEM KaIbMOAyIHHA (—AA Ha
puc. 10) u nenossipuzanueii (puc. 11).

6. bucrabunpHble KOHGOPMAIIMOHHBIC PEKUMBI W OJIArONPHSATHBI Ui 3alUCH
nHpopManyy, a MOHOCTAOWIBHEIE R — miia ee cuuTeiBaHuA. [lepexmioueHne >THX
PEKMMOB 3aBHCHT OT CMEIICHUsI MeMOpaHHBIX NoTeHInanoB oTHocuTenbHO ['KIT (cm.
puc. 11).

Hrak, nepekiiroueHne perenTuBHOro KjacTepa U3 COCTOSIHUS «a» B «b» u me-
pexon B «e» u «d», conmpoBokaaeTcs: 00e3ABmKeHNeM 3apsaoB (Ha puc. 11 mapamerp
k m3mensiercst ot 0.23 mo 0.8, Ak = 0.77). Ilepexonx MPK oT rucTepe3nucHoro K MOHO-
TOHHOMY cocTosiHuIo 3anaercsi BIICII. Ero niuuTenbHOCTh TOJHKHA OOECIIEYUTh WHH-
LHMAIWI0 aJAre3UOHHOIO Ipolecca. B mpoTuBHOM ciydae u, Tem Oosiee, npu TIICII
TUCTEPE3UCHOE COCTOsIHME coxpaHsiercs. B 3aBucumoctu ot moaspHoctu IICII co-
crossiue MPK GyneT nmpeAcTaBisiTh 3JIeMEHT SHrpaMmbl «1» u «0». O61acTh KOHCO-
nUaanuu — Bo3pacraronue 3Hadenuss k= 0.23, 0.308, 0.4, 0.6, 0.8 — BbIZIEIICHBI Ha
puc. 11 3arenenuem.

3.3. DBosronusa KoHpopMauuoHHbIX cocTosinuiit MPK

JuxoroMuyeckoe yrpapieHHe KOHGopMarmoHHbIMH npoueccamu MPK, mipen-
cTaBJIeHHOE Kak (hopMupoBaHue 3JIeMEHTOB «0» Wi «1» dHrpaMMbl, CXeMaTHU3HPO-
BaHO Ha puC. 13. 3anuch HyJIs COOTBETCTBYET HM)KHEH 4acTH pUCyHKa, Ie o0paTu-
MbIe KOH(GOPMAIIMOHHEIE ITEPEX0abl MEXIY IBYMs ITHCKPETHBIMHU cocTostHUsIMEH MPK
(a<>b) npoucxomsiT B peowxcume R, T.e. IpU OOIIEM T'HIEPIIOISAPU3ALHMOHHOM CMelle-
HuM MeMmOpaHHoro noreHuuana (MII). 3nece MPK neiictByer kak omaHOBHOpartop:
CTHMYJ BBI3BIBACT JCHOJSIPU3AIMOHHBIN KOHpopMarmoHHbIi nepexon (AKII), a ero
CHSITHE — TUIEPIOJISIPU3AMOHHBIN KoHbopMarmonublii nepexon (I'KIT) — Bo3Bpart B
COCTOSIHME a. AMIUIMNTYyJa CTUMYJIa, OY€BUIHO, JOJDKHA IIPEBBINIATh IIUPUHY THUCTE-
PpE3UCHOI1 eT/IM Ha BOJIbT-KOH(popManroHHOH xapakrepuctuke (BKX), a kondpopma-
LIMOHHOE cocTosiHue b nomKHO OBITh KpaTkoBpeMeHHBIM. CoBHaJeHHUE aJpPECHBIX
curanoB ¢ TIICII (mum orcyrctBuem BIICIT) BoccTaHOBUT HadalnbHYIO KOHpOpMa-
ouio o cxeme a—b—a. Takoit MPK coxpaHuT ructepe3ncHble CBOWCTBA, 9YTO O3HA-
4yaeT HyJIb SHTpaMMbl — «0».

B peoicume W, T.e. ipu noHmwkeHud MIT u OuCTaOMIBHBIX KOHGOpMAIUIX a—
b, Bo3moxxeH HeoOpaTtumslii nepexon MPK u3 b B KOHTHHYYM MOHOTOHHBIX COCTOSI-
Huii ¢—d no cxeme a—b—c—d (Bepxusas dacte puc. 13). DTo mpousoiiner, eciu
coctosiHue b coueraercs ¢ BIICII B TedeHHe BpeMEHH, NJOCTATOYHOIO IJIsl MOTEpU
koH(popMmanmoHHo mnoaBmwxkHOocTH MPK. VcnoBue coBMmelIeHHS XHUMHUYECKOTO U
3JIEKTPUYECKOTO CTHUMYJOB 00Oo3HaueHO kak (X+U). HamomHHM, 4TO COBMEICHHE
anpecanuu ¢ BIICIT ycyryonser BoiTankuBanue nerneit MPK n3 BJIM u nombiie
yIOep>KUBaeT UX B 30HE, e B OaJaHC CIJI BKIIIOYAIOTCS alare3us W MOJMMEPHU3ALUs
[35, 36]. Oan ymeHspmamT KOH(MOpMaMOHHYIO noaBWKHOCT, MPK, u ero BonbT-
koH(popmanmonHasi xapakrepuctuka (BKX) craHOBUTCS MOHOTOHHOHM, Iepexois
rpaHuily KoHpopMarmonHoro rucrepesuca (k> 0.308, cm. [37]). DTo mo3Boiser 3a-
McaTh €AMHUYHBIA 3JIEMEHT dHIpaMMbl — «1»

HeszaBucumo ot KOHGOPMAIMOHHBIX PEKHUMOB R miu W U SBONIOUHMH KOH-
dopmarmonnsix cocrosiunii MPK, a umenHo: a<>b (3anucey Hyins) win a—b—c—d
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(3amuch eAUHUIIBI), B 000X citydasix nepexoa a—b ocBoOoxaaeT kBaHT sHeprun. OH
aKTUBHPYET BTOPHYHBIN NEPEHOCUHK, BBI3BIBAS 1puU 3aNuUcU DHIOTEHHOE BO30YXKIe-
Hue (OB) u «cnoHTaHHBINY» craiik. [lpu 6ocnpouseedenuy Criaiiku OyayT BO3HUKATb
TOJIBKO Ha ructepe3ucHelx MPK, T.e. Hynu sHrpamMm OyayT BOCHPOW3BOJUTHCS KakK
€IMHULBI, a €AUHUIBI — KaK HynH. Takum o0pa3oM, SHrpaMMa BOCIIPOU3BOIHUTCS HH-
BEPCHO IO OTHOLICHUIO K 3amucH. [loBTOpHas MHBEpCHSs, HAIPUMEP, C ITOMOIIBIO
TOPMO3HBIX CHHAIICOB BOCCTAHABIIMBACT 3aIIUCh.

KoH¢popMaUMOHHbIA pexm W (3anuck 1) PeuenTUBHBIA
KnacTtep MaTy LWanka
WMoHoTponHoe AercTBUE ( G
(B cMHaNTMYecKoM Lenm) X+U a
— ~
] Cy6GcMHanTHYeckmne HoHHbI8 U = o
g peuenTopkl ncn > XKT 52
5 30+ Ycunenuwe -+ m >
g ! aKT ac
) MexcuHanThueckmne . X ' &3
'
§ peuenTopbl MoTerumaums '

(1 BO3MOXHO KaHanbl)

| MeTaGoTponHoe ASHCTBUE

R (4TeHUWe)
W (sanucb 0)

XemoTponHoe gelicTBNE
(HeHApoHoO-rMMankHbIE LWenw)

KoHthopMaUMOHHBIA peXxum <

' KopoTRoe zaMplRague”

Puc. 13. Dpomonus koHGopManuoHHBIX coctossHuil MPK: X u U — Xumuueckue U 31eKTpU-
yeckue ctumyiibl, X+U — ux coBmelienue. Pexxumsl 3anucu W (BepXHUH KaHa) WIM YTCHUS
R (mmwxHuil xanam) 3amarorcs cMmemnieHuem MII Heidipona. OH 3amyckaeTcsi XMMHUYECKH MIIN
3JIEKTPUYECKH MHAYyLHUpyeMbIMU KOH(popmarmonubiMu niepexonamu XKIT w/unm JAKIIL. ITyHk-
THp MOKa3bIBaeT npsimyro aenosspusauuto (I1/]) Helipona B 006X0x HIOT€HHOIO YCHIIMTEIS
(BBI3BaHHBIN CHIAMK).

3.2. @opMupoBaHNe JIEeMEHTA IJHIPAMMBI U CTATUH IK30I[MTO3a.
IIpoYyHOCTH KOHCOIUAALMH KPATKOBPEMEHHOM U 10JIrOBPEMEHHOM NaMATH

TTocne KOHBEpreHIMN PEelenTOPOB K LEHTPY CHUHANTUYECKOW JIOBYHMIKU chOp-
mupoBaHHbIii MPK BeInIoHAET QyHKIMK deMeHTa naMsaTh. Ero koHpopMamoHHbIe
nepexonsl MPK Bupa a<>b ckaukooOpa3HO H3MEHSIOT pacCTOsHHUS Mexny B3
(A <>)y). TIpu runeprnionsipusainuu nputsbkenue B3 Bospacraer, nnuiuupyercs I'KII,
enu norpyxatorcs B BJIM (A;), ¥ ©X KOHTaKT ¢ 00eMMH BHEeMeMOpaHHBIMHU Cpe/laMu
yMmenbmraeTcsi. CesizpiBanrie MPK ¢ aroHncToMm minum nenosisipusanust MeMOpaHEl, T. €.
XKIT wim JKII, BeITamkuBaeT menu peuentopoB u3 BJIM (A,) HapyXy U BHYTpb
KJeTkH, 3actaBisii MPK koHTakTHpOBaTh ¢ 00enMMH cpenamMu. DTO MHHUIUUPYET JIBa
npouecca: 1) B HUTOIUIa3Me aKTUBUPYETCS BTOPUYHBIN MOCPEIHHK M T'€HEPUPYETCS
SHAOTEHHBIN craiik; 2) Ha noBepXxHOCTsIX BJIM akTHBHpPYIOTCS MPOLECCH aare3uu u
rnojMMepu3anui. Eciam oHu IiuTenbHBI, TO TpaHCMEeMOpaHHas MOJBUKHOCTh pellel-
TopoB (B3) ymeHbpmaercst mnu Onokupyercs (mporecc a—b—c¢ Ha puc. 11). danee
MOJIMMEpPU3aIus YBEJINUYUBACT KecTKOCTh "moasecku'" B3 (c—d), u kiactep tepsieT
THCTEepEe3UuCHbIe CcBo¥icTBa. Ero BombT-kOoHGOpMaimoHHas xapakrtepuctrka (BKX)
CTAaHOBHUTCSI MOHOTOHHOM (061acTh M), 4TO cooTBeTCTBYyeT 3amucu "'1" sHrpamMMBl.

Cekpenyst MEIMaTOPOB U PEAKLMH PELUENTUBHBIX KJIACTEPOB COOTHOCSTCS KaK
9K30- ¥ SHAOUUTO3. MeXaHM3M MaMsTH ClIeAyeT HadalbHbIM (pa3aM 3HJIOLUTO3a: I10-
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cJie KoHpopMaMoHHOTO Tepexona A;—>A, MPK mpeo6pasyercs B "mata" u "manky",
TJIe aare3ust ¥ 3aTeM MOoJUMEpPHU3alusl C IOMOIIBIO, HAIPUMED, KJIATPUHA MOCTEIEHHO
YBEJIMYUBAIOT XECTKOCTh noaBecku B3. Jlanee "mamnka" npeobpa3syercs B "sSMKy',
OHA MHBarvHUPYET B KJIETKY, 00pa3ys BE3UKYJy, IPOUCXOINUT €€ OTPHIB U T. II. B CO-
OTBETCTBUH C pHuc.l4, rae 3tu ctaguu conocrtasiieHsl ¢ 3Boironueii BKX. Mexann3m
MaMsATH SKCILUTyaTHPYeT TOJBKO YacTh Tpoduuecknx (yHKiui kneTkn. HagampHOU
cTaaueil KOHCOIUAALMU, TOX0XKe, ABJseTcsd "mata", a noctatrouHoid — "manka". [Ipu
3TOM JUCKpETHBIC KOH(popmanroHHble cBoiicTBa MPK 3aMeHSIOTCSI MOHOTOHHBIMU
(kpatkoBpemenHast namsaThs), MPK Tepsier cnoco6nocTh 3anacats (I'KIT) u oTrnaBaTh
(AKIT wm XKII) snepruto. Ecnu rucrepesuchsie cBoiictea MPK He Obutn BoccTa-
HOBJICHBI 3JIEKTPUYECKOM aKTHMBHOCThIO Mo3ra, unaynupyromeit I'KII, To nanbHei-
mIasi oJIMMEpH3aIus PelenTopoB nocreneHHo ynpodyHut MPK, u nmamsate 6yner goi-
TOBPEMEHHOU.

Dopuup INEMEHTA IHTPIMMEI
Knagrep PeBepCHBHEIA OAHOCTOROHHUA
MaTafeTRPONHEIX “Wanka®”
PauenTepon )tKI"II an XKL+ BI)
@ @ @
T T & & 0 2 QD WHmarMHaLMn,
— AgreIva — NoNMMEPHIALMA opeE N
D ® & ® @ rkn oooeo Apyrus craguu
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Puc. 14. DBomouns koHpopmanroHHbIX cocrosinnii MPK ot 3anucu (W) k yrenuto (R) u xpa-
Henuto (M) surpamm [4, 8]. XuMudecKkne WM 3JIEKTPUUYECKHUE CTUMYJIbI B 00acTd R BhI3bIBa-
10T peBepcuBHble KOHpopmaruu a <> b (XKII—I'KII nnu JAKII <> I'KIT). Coueranune XKII u
BIICII B o6nactu W BKIIIOYaeT B MPOIECC aAre3nio W noimmepusanuo (a—b—c—d), xoro-
pbie Moguduuupyror MPK B "maTa" U 3arem "manky" (moka3aHsl ckobamu). Bo3moxHa 1uxo-
Tomusi: 1) wmHBarmHUHaLMs, oOpa3oBaHue '"sAMKH" U TOCJICAYIOIIME CTaJAMH SHIAOLMTO3a,
2) Bo3Bpar (d—e—>a) — pacnan "m3Tua" WK paszpyleHue "manku" runeprospusanuei.

IIponomxeHrne TPOPHUIECKOTO IIMKIIA HE M3MEHSET pe3ysbTar: OuT mHpopma-
W, COOTBETCTBYIOMMKA "1", coxpaHseTcs B MaMsITH TaKXe I10CJIe BaKyOJH3alluu U
pacnaza BaKyoJIM, — Ba)KHO, YTO IIEHTP JaHHOW CHHANTHYECKOH JIOBYILIKH IE€PECTaeT
OBITh UICTOYHUKOM 'CHIOHTAHHOU'" aKTHUBHOCTH. JJIs1 mOCTOSIHHOTO XpaHeHus "1" xe-
JIaTeJIbHO, 4TOOBI BaKYOJIb HE OTphIBAJIACH OT MEMOpAHbI WM PELENTOPHI, pEreHepH-
pOBaHHbBIE HA MOCIEAYIOMMUX CTAAUAX dHAOIUTO3a, HE BO3BPAIIAINCH OBl ITOJHOCTHIO
B JaHHYIO CHHAIITHYECKYIO JIOBYIIKY. B 3TOM cirygae 3a0pIBaHHE MOYKHO IIPEICTaBUTH
Kak TOSBJICHHE W KJIACTEPHU3AIMIO Ha MecTe ObIBIICH "MIANKW'" HOBBIX PEIENTOPOB.
Torna mamsTh OKa)KETCsl KpaTKO- MJIM CPEIHECPOYHOM.
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Takol BO3BpaT MaJOBEPOSITEH, T. K. PET€HEPHUPOBAHHBIC PELENITOPHI, CKOpee
BCETO, paBHOMEPHO pacCIpenessiTCsa MeXay MHOTUMHU TeicstaaMu MPK manHOTO Heii-
poHa. bosee Toro, ecth JaHHBIE, YTO TAKHE PELENTOPHI BCTPAUBAIOTCS B YK€ CyLIECT-
BYIOIIME KJIACTEPhI, & HE B OCBOOOMBIIIEecs] MecTo ObiBiIel "manku". Takue name-
HEHHs B CHHAIITHYECKOI JIOBYIIIKE CIIOCOOHBI YAECP>KUBATHCS BCIO KU3HB. OTHAKO IS
YTEHHUSI SHIPAMM B HUX JOJDKHBI COXPAHHUTHCS HE TOJBKO €IMHULIBI, HO U HYJIH —
ructepe3ucusiec MPK, T. e. neiiponst ¢ MPK ¢ BAX B o6nacTsix R u W.

[Ipu orcyrcTBUmM Takoro cmemeHus (pexxuM R) miam cmemennu B oOpaTHOM
HAIPaBJICHUH IIPOLIECC HE TOCTUTAET CTaauH "TITUYA", U KOHCONHUIAIMUS HE yCIIeBaeT
HayaTbcs. ['ucrepesucuHeie cpoiictea MPK B 3TOM ciiydae coxpaHSAIOTCS, 4TO COOT-
BeTcTBYeT 3amucu "0" (a—>b—a). s 3amucu "0" GnaronpusiTeH MOHOCTaOMIIBHBIN
pexum — obnacte R, rae konpopmammu MPK peBepcuBHBI: mpH moBbiieHHOM MIT
HEHpOH "OTKa3bIBaeTCs OT MHUIIHU'", MpepbiBas dHAOINTO3. CTaOMILHOCT HYJICH SH-
rpaMmbl (MHTaKkTHbIE TrHcTepe3ucHble cBoiictBa MPK) u crabuiabHOCTH e€e eMHUIL
(moHoToHHBIE coctosiHusg MPK) onnuakoBo BaxkHbI it nmamatd. [loatomy Heob6xo-
JIMMO YYHUTHIBATh BCE JIeCTaOWIN3UpYIoIIue (pakTopshl.
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Puc. 15. Paccioerne »>HrpaMm 10 BO3pacTy M IIOTEHOHMalaM KOHIWIIMOHUPOBAHHS,
ug<u; < ...<u, Ilapamerpsl BO3pacTalomnx KOHPOPMALNOHHbIX OTPAaHUYCHHUI k U KECTKOCTH
TIOJIMIIEITUAHBIX Ieneld Y COOTHECEHBI ¢ aAre3neii U noinumepusanuei pernenrtopos B MPK.

PaccMoTtpenHBIe cTagum SHAOIMTO3a — KiacTepH3amus, o0pa3oBaHHe 'TMIT-
geit", "manok", "aMok" U T. . — OpUCYIIN BceM KiieTkaM. HepBHBIE kileTn oTimda-
FOTCSI TEM, YTO OHM IOJABEPraroTCs AIEKTPUUECKUM BIMSHUIM, HAllpUMEpP BO BpeMs
CHUHXPOHHOH PUTMHYECKOH aKTHBHOCTH Mo3ra. Ee rumepnossipuzallMOHHBIE MOJIY-
BOJIHBI MOT'YT JICIOJINMEPHU30BATh perenTopsl 1 BepHyTh MPK B HauansHOE THCTEpe-
3ucHOoe cocrtosinue, d—e—>a. [lapamerpsl Takoro "KOHAMIMOHHpOBaHMs" MeMOpaH
HM3y4aJUCh MPHU UCCIICIOBAaHUHA BOPOTHBIX 3apsnoB [19]. Om orumenvnocmu npoyec-
coe 61026‘31114 nojaumepusayuu Ha uHmepealiie c—d 3a6ucum nomeHyuan Konduuum—tupo—
6AHUA, a, CJleC)OG‘ame]leO, eo3pacm u npo4YHoOCmbs IHSPAMM. Yetkoe pasrpaHu4cHuec
KpaTKOCPOYHOH M JTOJTOBPEMEHHON NaMsTH Bpsij JIM BO3MOXKHO, HO CBEXXHE IHIPaAM-
MBI MOKHO YCJIOBHO COOTHECTH C OIpaHHYCHHEM KOH(GOPMAIMOHHON ITOIBHKHOCTU
(k - 1), a MPOYHO KOHCOJIMIAUPOBAHHBIE — C BO3POCIIEH KECTKOCTHIO MOJIUIENTH/-

HBIX Ienel (yBenudueHue moayis FOHra Y B mpoliecce NoJiuMepr3auy perenTopoB).
OTHU OTHOLIEHUSI CXEeMaTU3UPOBAHbI Ha puc. 15.

HezaBucuMo oT KOoH(MOpPManMOHHBIX peXuMOB R wim W U 3BoNOLMH KOH-
dopmannonnsix cocrosauii MPK, a umeHHo: a<>b (He3aBeplIEeHHOCTH KOHCOJIWIA-
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v — 3anuck "0") nmu a—b—c—d (3anuce "1"), B 000ux ciaydasx nepexoansl a—b
0CBOOOKIaIOT KBAHTHI YHEPIUH, MPONOPLHOHAIBHbBIE IIIOIIaN TMCTEPE3UCHON IeT-
. OHU COACHCTBYIOT aKTHBAIlMU BTOPUYHOI'O MOCPEIHUKA, UHUIUUPYS NPU 3ANUCU
SHJIOTeHHOe BO30YykKIeHue U '"crioHTaHHble" crnaiiku. OgHAKO npu 60CcnpoussedeHuu
cnaiikul OyZayT BO3HHKATh TOJBKO HpH aapecanuu rucrepesucHsix MPK, T.e. Hymm
SHrpaMM OyJyT BOCHIPOMU3BOAMUTHCS KaK €IMHUIIBI, a €AMHULIBI — KaK HyJIu. Mueepcus
OHESPAMMBL NPU BOCNPOU3EEOEHUU NO3B0JISAem USHOPUPOBAMb 3AKIIOYUMENbHbIE CINA-
OuU DHOOYUMO3A. COXPAHUMCS UMY UCHe3Hem 8 cuHanmuyeckou nosyuike "wanxa"
unu "amka" — coseputenno bespaznuuno o 3anucu "1". B mroGom cirydae ona Oynert
BOCIIPOU3BOAUTHCSI UHBEpCcHO Kak "0", T. e. mpaBuibHO. OgHako octansHbie MPK ¢
rucrepe3ucHbiMu BKX (1. e. "0" u MHTaKTHBIE KJIACTEPHI), NOJDKHBI OBITh COXpaHe-
HBl — OHHU 00ECNeYnBalOT NPaBHJIBHOE MHBEPCHOE BocnpousBeneHue "0" sHrpaMMbl
kak "1". TlepBoHauanpHas popMa 3ammuCH JIETKO BOCCTAHABIMBACTCS, HAIPUMEp, TO-
BTOPHOI MHBEpCHEH NpH repenade nHGoOpManny yepe3 TOPMO3HBIE CHHATICHI.

Konconmumanms MPK, conpoBoxnaemas yeenuuenueMm k (aaresus) u Y (mo-
JIMMepH3alysi) B COOTBETCTBUH C pHUC. 15, cTpatnduupyeT SHrpaMMEI 110 IOTEHIIHA-
JIy KOHIUOHOHHpOoBaHus. CTapble SHIpaMMBI OyIyT YCTOHYMBEE K pa3pylIalOmUM X
TUNEPOJSIPU3ALMOHHBIM BO3AEHCTBUAM. MOXHO OXHIATh, YTO JJIUTEIBHOCTH KOH-
COJIMJALIMOHHBIX MPOIECCOB — BCs XKU3HB [46]. Ho y HElipOHOB C BO3pPOCIINM KOJIH-
gecTBOM "TTUeit", "mamnok" u "aMok" TOKOmpOBOISIIAs MOBEPXHOCTh YMEHBIIIAETCS,
U moAjaepskaHue oOMeHa nocturaercs: mosbimenneM MII. DTo nmpubnmxaeT 3acrape-
JIbIe SHIPaMMBbI K TPaHHULIE KOHIUIIMOHUPOBAHUA, T/I€ AMHECTHYECKHE MTPOLIECCHI, UH-
IyUUpYEMbIE THUIEPIOISIPU3ALMOHHBIMU TIOJIYBOJIHAMH PUTMHYECKON aKTUBHOCTH
MO3Ta, "'3aCTaBISAIOT OJICTHETh N300paXkeHus B KiIagoBou namstu'" [14].

3.3. AapecHblii MeXaHU3M: NATTEPHbI KOTe€PEeHTHOM aapecanyy ¥ OMO3HAKOMIAs
BBIOOpKa

IIpocTpaHcTBEHHBIC MTapamMeTphl KaXKIOW CHHANITHYECKOHW JIOBYLIKH U €€ Bpe-
MEHHBIE CBOWCTBa (Ipe- U MOCTCHHANTHYECKUE 3aJEP>KKH) ONPENEISIIOT UHIUBHUILY-
anpHy10 HacTpoiiky MPK Ha "cBou" addepenrnsie narrephsl [35,36,48]. [1aTrrepHsl,
koH(popmupyromue MPK , MOxHO BbInUcaTh Kak TabnuyHyo Gopmy OyneBoi pyHK-
mun. Ha puc. 16 paccrosaust or MPK k okpecTHBIM cuHaricaM IpOHYMEpOBaHBI Be-
JIMYMHON 3aJ€PKKH CUTHAJIOB. 3Has 3a/IepKKH, JIETKO yKa3aTh NaTTePH KOT€PEHTHOTO
MIpUX0oJa BCeX BO30ykaaromux curiaoB k MPK u orcyrcTBue X0TsI GBI OTHOTO TOP-
Mo3HOro. OnuH 13 3¢ (PEeKTUBHBIX MATTEPHOB BRINUCAH IO puUcyHKOM. Ha paccros-
HUsIX (3amepikkax) 14, 16, 17 u 19 (otMedeHBI OyKBOH Z ) HE OKa3aJloCh HU BO30YX-
JAIOIINX, HU TOPMO3HBIX CHHAIICOB. OTH IMO3ULUMH KOJIa MOXHO 3aIllOJIHATH IIPOM3-
BOJIbHO. B pe3ynbrare B OyneBy popmy Boiiner 16 nmarrepHoB.

B oOwmem cnywae, xorga Z -mo3Wnyii MHOTO M KOH(pOpPMaUMOHHBIH HOpOr
MPK HeBBICOK, IOIIYCTUMO MpONajaHue YacTH MMITYJIbCOB MaTTEpHA MIIN IOSBJIICHUE
JIMIITHUX UMITYJIbCOB (€IMHUI) Ha MecTe Hysnel. Takue maTrepHbl — TOUYKH OYJIEBOTO
(ampecHOro) mpocTpaHCTBa — IMPHUCOEAUHSIIOTCS K IEPEYHCICHHBIM MaTTepHaM, 00-
pa3ys BBINYKJIOE MOJMHOXKECTBO — aodpecHblil domeH. YUCI0 nepeMeHHbIX 3TOi Oy-
JIeBOH (YHKIIMM PAaBHO YHCIYy HEPBHBIX BOJIOKOH, BIMSIOIIMX Ha KOH(OpPMAIHIO
MPK. Oxnako B o0iieMm citydae 3Ty OyseBy (YHKIHIO HY)KHO paccMaTpHUBaTh B pac-
IIMPEHHOM IPOCTPAHCTBE, BKJIIOYMB B HErO BCE HECYIISCTBEHHbBIC IEPEMEHHBIE. DTO
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IIOMOXET OTpa3uTh KoH(popmaunu Bcex MPK nanHoro Heiipona u npeodpasoBaHue,
3a/laHHOE€ Ha MHOTOMEPHOM BXOJHOM IIOTOKE HEPBHBIX UMITYJILCOB.

B oOmem ciryyae xoHurypamus narrepHa, aapecyromero nanisiii MPK, 3a-
BHCUT OT AKTUBHOCTH MHOTHX OKPECTHBIX BOJIOKOH, BKIIOUAS CUHANCLI CMEINCHbLIX
Helponog N OIIMKHHUE HECHHAIITHUECKUE TepMUHAIN. B pesynbpTaTe anpecHbIil BEKTOD
3aMEHsIeTCsl MaTPULIEH ¢ YUCIIOM CTPOK, PABHBIM UHUCIIy KOHBEPIHPYIOIINX BOJIOKOH.
B kaxmoit ctpoke agpecHO MaTpHIbl OyayT 3HAYUMBIE IMO3WIUH C dieMeHTamMu
niny 1. VIX 9ucino paBHO KOJIMYECTBY TOPMO3HBIX M BO3OYKIAIOIINX CHHAIICOB (M He-
CHHAINITHYECKUX HCTOYHHUKOB), aKTUBHPYEMBIX JTaHHBIM BOJIOKHOM IIPSIMO WJIA Yepe3
BCTaBOYHbIE HEUPOHBI. [To3unun 3HaunMeIx 0 1 1 B kaXka0#l cTpoKe MaTpHULIbI 3aBUCAT
OT cyMMapHbIX ad(PepeHTHBIX 3aJIep>KeK, BKIIIOYasi BpPEeMsl paclpOCTpPaHECHHS] Meaua-
TOPOB OT BO30YXKJAIOIIUX U TOPMO3HBIX MCTOYHHKOB B HEHPOHO-TIIMAIBHBIX IIEIAX.
Jasa kaxxnoro MPK cymiecTByer HaGop aapecyloluX ero MHOrOMEpPHbIX MaTTep-
HOB HEPBHBIX HMIIYJIbCOB — aJIPeCHbIH JOMEH. Y CIIOBHE KOT€PEHTHOCTH U 3aJal0-
M€ ero yHUKaJbHbIE MPOCTPAaHCTBEHHO-BPEMEHHbICE OCOOEHHOCTH OKPECTHBIX CH-
HAIICOB OIPENEIISIIOT CUCTEMY aJpecaliii HEMPOHHOM MMaMsTH.

L - . i
20 30 & T ®
- [
7 = 1
1o *
- o

1 SapepKKW pacnpocTpaHeHWA MeQUaTopoB
0 [MMarrepH KerepeHTHore BosbyiaeHnA MPK

Puc. 16. MPK B noBymike Bo30y>kKIaromux (cepble KPY>KKH) U TOPMO3HBIX (3au€pHEHbI) CUHAII-
coB Mx HOMepa oToOpakaroT 3anmepkku npuxona curHainoB k MPK. CBoGoaHbie penentopsl
(Oenble KPY)KKHM) BHYTPH CHHANTHYECKOH JIOBYIIKM OTCYTCTBYIOT. BHHM3y BBINHMCAaH NAaTTepH,
o0ecreunBaroIfil KOrepeHTHBIN puxoj Bo30yxaeHuit k MPK. Z-no3unuu narrepHa mMoryt
ObITh M00bIMH — O wtm 1.

Amnanusupys aapecauuro kaxyoro MPK Helipona u HelipoHHOro ancamOis, mo-
JIYYUM uUx npeobpaszyrowue QyHKyuu, KaKk OusvboHKmusHyo oynegy ¢opmy. Ee enu-
HUIBI COOTBETCTBYIOT TOYKAaM IMPOCTPAHCTBA, MOKPHITBIM aJAPECHBIMHM JOMEHaMH, a
HYJIH — CBOOOIHBIM To4dkaM. CKONB3sImasi MociaeaoBaTeIbHOCTh ad(epeHTHBIX MaT-
TEPHOB MOPOXKJAAET TPASKTOPHUIO aJIPECHBIX TOYEK B OyJIeBOM (aApecHOM) IPOCTpaH-
crBe. [lonaganne 3TUX TOUYEK B MOKPBITHIE M HEMOKPBITHIE JOMEHAMHU OOJIACTH 3TOH
($byHKIIMN 3acTaBiseT HEHPOHHBINH aHCaMOJIb BOCIPOU3BOAUTE SHIPAMMY, T€HEPHPYS
"1" 1 "0" COOTBETCTBEHHO.
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Jakirouenue

JIBMKeHHE MeIMaTOpOB B HEHPOHO-TIIMAJIBHBIX IIEJIAX U 3asIKOPEHHOCTh KaHa-
JIOB U PEUENTOpPOB Ha IOCTCHHANTHYECKOE YIUIOTHCHHE ONpeieNsieT cyO- U dKCTpa-
CHHAIITHYECKHUE JIOKYCHI KJacTepHU3alluyi HeHpopeuenTopoB U uxX (PyHKIMU — HOHO-
TPOIIHBIE UJIM METaOOTpONHBIE. PerienTopsl 1 KaHaIbI, yASPKUBAEMbIe TIOCTCUHAIITH-
YECKHUM YIUIOTHEHHMEM, OKa3bIBAIOTCS MOHOTPONHBIMH. PenenTopsl, BEITECHEHHBIE U3
CHHAIITHYECKOM IIENIH, KJIACTePU3YIOTCS y KBa3UCTAIIMOHAPHBIX TOYEK CHHANTHYe-
CKHX JIOBYIIIEK, 00pa3ysi Ha HEHpOHE MO3auKy W3 10*-10° MeTabOTPOIHBIX PELeTITHB-
weIX KiactepoB (MPK). Kaxasiit MPK nogo6eH MOJIEKyJIIpHOMY TPHUITEPY, OJUH U3
ero KOH(GOPMAaIMOHHBIX IIEPEXO0J0B BBI3BIBAET YHIOTCHHOE BO30YKIESHHE HEHpOHA U
«CIIOHTaHHBIN» CHalK.

Mo3zauka MPK xapakrepusyer 3anac MeTabOTpOIHOW aKTUBHOCTH HEMpOHA U
MIOTEHIHAIEHYIO €MKOCTh €ro HaMsTH. TOopMO3HO-BO30yauTeNbHass KOH(PUTYyparus
CHHAIICOB B OKpecTHOCTH Kaxaoro MPK Bmecre ¢ npe- ¥ mOCTCHHaNITHYECKUMU 3a-
JIep’)KKaMH omnpenessieT KOHPOPMUPYIOMUK ero UMITYJIbCHBIH MaTTepH — aJpec 3TO-
ro MPK.

Kondopmannun MPK 3aBucST OT KOHIEHTpALUK MeIuaTopa, MEMOPaHHOIO T10-
TeHIHaNna U KOH(GOPMAaIHMOHHON MOIBIKHOCTH PELenToOpoB B KiacTepe. Ero BoibT-
koH(popmanmoHnHas xapakrepuctuka (BKX) moxer ObITh rucrepe3nucHoil (MoHOCTa-
OunbHas WM OucTadwibHasi KOH(GOpPMAaIMK) WX MOHOTOHHOW. B nmepBoMm ciydae o6e
KOH(pOpMaIN JUCKPETHBI K OOpaTUMEI; TpeThs KOH(OpMannsi MOHOTOHHA U HeoOpa-
THMa, HO €€ MOXHO Pa3pylINTh THIEpIosipu3anueil («KOHIMIIMOHUPOBAHUEY), BOC-
CTaHOBMB T'MCTEPE3HUC.

Menuartopsl, nHTepdepUpyoIMe 3a MpeesiaMid CHHAIICOB, YIPaBIISIIOT JIOKAJb-
HBEIMH KoH(MopManmsimu MPK, a mossipusariust MeMOpaHbI onpenesieT, OyAyT JIH 3TH
TpaHCMEMOpaHHbBIC TPUTTEPhI OMCTAOUILHBIMU WM MOHOCTAOMJIbHBIMH. XHAMHUYECKast
cenexuust MPK ¢ 6ucmabunvrom pescume B coueranuu c I1CIT onpenenser popmu-
poBanue s3nemeHTa 3Hrpammsel. Couetanue aapecanuu ¢ BIICII nepesogutr MPK B
TpeThe (Heructepe3ncHoe) KoHdpopMmanuoHHoe coctosiuue. [Ipu orcyrctBum BIICIT
wnu nevicteun TTICIT MPK Bo3Bpaiiaercsi B KICXOJHOE THCTEPE3UCHOE COCTOsIHME. B
nepBoM ciydae popmupyercs «1» sHrpaMMBbI, BO BTOPOM — «0».

JonosHuTeNbHBIM ycoBUEeM (GopMHUpOBaHUs «1» SIBISETCSA JIMTEIBHOCTH YIEP-
JKaHUS KJIacTepa B «pa300IICHHOW» (AeMoIsIprU3alHOHHON) KOHpOopMaIiu. 3aiepKKa
JIOJKHA OBITh JOCTATOYHOM, YTOOBI aAre3us U MoJIMMepr3anus peruenTtopos [35, 36]
00€3IBIKIIIM UX TUMEPHBIE CBS3M (MMMOOMIN3AIMs BOPOTHBIX 3apsOB, BO3MOYXKHO,
¢ ygactueM knatpuHa [37]). 3aagepxkoit ynpasmsrotr Bapuanuu [1CIT (BIICII — ymmm-
astet, TIICII — ykopaunBaer).

B monocmabunvnom pedxcume Takue 3aJepKKH OTCYTCTBYIOT, YTO IO3BOJISICT
YATATh DHrpaMMBbI 0€3 WX pa3pylIeHus. DTOT PEXUM MHUHHUMH3UPYET BpeMsl pa3o0-
IIEHHOTO COCTOSIHMS KJjacTepa, NpedoTBpallasl IMOJIUMEpPHU3allMOHHbIE W3MEHEHUS.
OpnHako B 3TOM pexxume «1» u «0» HrpamMM MpU CYUTHIBAHUHU OYIyT IpEJICTaBIICHBI
HHBEPCHO Kak «0» (THUCTepe3nc OTCYTCTBYET M CITaiik He BO3HHKAeT) U «1» (BO3HH-
katoruid XKII nuHUIIMHpPYET 3HAOTEHHBINH cnalk). I BOCCTaHOBJIEHUS 3allMCaHHOU
[0CJICIOBAaTEIbHOCTH B IIEPBOHAYAJIBLHOM BHUJIE CJEAyEeT NPUOETrHYTh K MHOBTOPHOU
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WHBEPCHH, HAIIPUMEP, C IIOMOII[bI0O TOPMO3HBIX CHHAIICOB, KaK 3TO CAEIAaHO B KJIETKaX
ITypxunse u I'onbaku Mo3kedka.

TToaBoas UTOr, OTMETUM, YTO HauOoOJIee OBICTPHIMHU B ATHUX IPOLIECCAX JOJHKHBI
ObITh KOHGOpPMAIMOHHBIE MexaHu3MbI (i1). FIX CKOpOCTh HE 3aBHUCHT OT BPEMEHHOMH
MHTETPallMOHHON 0a3bl aJpecHOro MeXaHu3Ma, KOTOpasl ONpEeAessieTCs] CKOPOCTHIO
pacupocTpaHeHHUs] MEIUAaTOPOB U BPEMEHEM HX yAEepKaHHS B HEHPOHO-TIHAIbHBIX
IIEJISAX.

Bonee nnurenbHO MPOTEKAarOT MpoOIecChl KOHCOJMAAnMU. Bpems yaep>kaHus
pa3oO01IeHHOro KOH()OPMAIMOHHOTO COCTOSIHUS «b» TOIDKHO OBITH TOCTATOYHBIM JUIS
HayaJla aJre3MOHHO-ITOIMMEPHU3aIMOHHBIX IpoleccoB (ii). DTo KpUTHYecKash TO4YKa
KoHconuaauuu 3HrpamM. Ilocnenyromuii nepuon (iii), mocie KOTOPOro IMpouece cra-
HeT HeOOpaTHMBIM, OTACISET KPATKOBPEMEHHYIO ITaMsITh OT JOJIrOBpeMeHHOoH. OnHa-
KO BpeMs ITOCIISYIONIETO YIIPOUYHEHHUS SHIPAMMBI He orpanudeHo (iiii).

HauGonee MHEPUMOHHBIMH MOTYT OBITH MEPEKIIOYEHHS PEXKUMOB 3aIlHCHU-
BOCIPOM3BEACHHS SHIPaMM. DTH 3a/Iep>KKU HE JOJDKHBI CYIIECTBEHHO YJUIMHSATH I10-
HCK U BOCIIPOM3BEICHNE HOBBIX YHIPAMM.
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