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YOK 577.3

Padyerko A. H. UHdopmaLmoHHbIn Kntod K namatu mo3ra // Tpyael CIMMMUPAH. Bein. 3, 1. 2. —
CI16.: Hayka, 2006.

AHHOTaUMA. AHanuaupyromcs peakuyuu HelpoHa Ha KOHGopMaUUOHHble nepexodbl peuermopos.
Bszaumodelicmsysi ¢ meduamopamu, MeMbpaHoU, UOHHbIMU KaHaamu u Mexdy cobol, peuernmopsbi
obpa3sytom Ha nnasmamudeckol membpaHe MOo3auKku UOHOMPOIHbLIX U MemabomporHbiX peuenmus-
Hbix Knacmepos (MPK u MPK). Ux ¢pyHKuyuu — mpaHcMembpaHHasi nepedadya cugHasoe — 3agucsm
om KOHGopMauuoHHOU Mod8UXXHOCMU peuernmopos U JioKkanusayuu Mo3audHbix anemeHmos UPK u
MPK omHocumernbHO MHOXecmea cuHaricos. B 3agucumocmu om membpaHHbIx nomeHyuanos MPK
yHKyUoHUpyrom Kak bucmabuneHsie (W) unu moHocmabusnbHbie (R) MoOneKynspHble mpuaaepsl,
4mo 0380s19em COOMBEMCMEBEHHO 3anuchbigams U 80Crpou3eodums uHgpopmayuro. MccrnedosaHbl
opmuposarHue UPK u MPK u ux peakyuu Ha anekmpudyeckue u xumudeckue cmumyrsi. Coemecm-
Hoe ux delicmeue nepesodum MPK e mpemsbto KoHGopmauuro, 20e adzelus obesdsuxxusaem pe-
uenmopsl. B UPK makoe ymeHbuweHue KOHGopMayUoHHOU nodsuxHocmu uHakmusupyem rnpogoou-
mocmb kaHanos, a 8 MPK — ¢popmupyem anemeHm 3Hepammbl. KoHgpopmayuoHHble ceolicmea MPK
00OBSCHSIIOM MeXaHU3Mbl KpamkoepeMeHHOU u 00si208peMeEHHOU naMsimu u cmpamucbukayuro 3H-
e2pamm o eo3pacmy. Bmecme ¢ cuHanmuyeckum oKpyxeHuem mMHOxecmeo MPK obpasyem cuHari-
muyecku adpecyemyro 3arnoMuHarwyto cpedy, e0e 3anucb U 80CrpPouU38eOeHUE UMIYIbCHbIX MEK-
€moe8 3aKoHOMepHO Yyepedytomcs bnazo0apsi eapuamuEHOCMU 8bI38aHHbIX MOMEHUUAanos u pesyrb-
mupyroweli npocmpaHcmeeHHou nodsuxHocmu R/W pexumos. — bubn. 40 HasB.
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Radchenko A. N. The information key to brain memory problem // SPIIRAS Proceedings. Issue 3,
vol. 2. — SPb.: Nauka, 2006.

Abstract. Neuron reactions produced by neurotransmitters and conformation transitions of receptors
are analyzed. In plasmatic membrane, receptors and integrated channels form the separate mosaics
of iono- and metabotropic receptive clusters (IRC and MRC). They realize transmembrane signaling
that depends on conformation mobility and separate (sub- or perisynaptic) localization of IRC and
MRC. Depending on membrane potential, MRC acts as bistable (W) or monostable (R) molecular
trigger allowing to write down or to read the information respectively. The conformation changes were
researched under electrical and chemical stimuli. It is shown that dual action of the stimuli transfers a
receptive cluster in the third conformation, where adhesion immobilizes receptors in cluster. This de-
creases their conformation mobility in IRC, inactivates channel conductivity, and MRC becomes an
engram element. Conformation properties of MRC elucidate mechanisms of short-term and long-term
memory and clarify engram stratification on age. Together with synaptic environment, the set of MRCs
forms an addressed memory media, where recording and reproducing of neural pulse texts are alter-
nated due to variability of the ERP and slow potentials and resulted space mobility of R/W modes. —
Bibl. 40 items.

1. BBeaeHue

3anncb, XxpaHeHue, n3BrnevYeHne 1 BocrnpousseneHe UHopMauum B HEPBHOWM
cucTtemMe — OfHa 13 rmasHbIX Npobnem nHdopmaTukn B Buodusmke. PelweHmne aton
npobnembl MLWYT, UCCreays NNacTUYHOCTb CUMHaNTU4Yeckon nepepayn. OgHako cy-
LLLEeCTBYIOT U ApYyrne BO3MOXHOCTU, Cpean KOTOPbIX OBbIYHO Ha3bIBaKOT reHeTUYecKne
N MMMYHHble MeXxaHu3Mbl. [locnegHne OCHOBaHbl HA B3avMOLEWCTBUM arOHWUCTOB,
aHTaroHUCToB M 6GrokaTopoB C peuenTopamu, BCTPOEHHbIMM B MNnasmMaTUYeCKyro
meMmbpaHy knetku. B aaHHon paboTe nokasaHo, YTO MeTaboTpOonHble peuenTUBHbIE
knactepbl (MPK) HenpoHa OeWCTBYIOT Kak anieMeHTbl namsatn. OHM pearnpyroT Ha
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BHELUHWE CTUMYIbl U NepefatoT B KMEeTKy CUrHarbl, KOTOpble akTUBUPYIOT BTOPOW
nocpedHuk. OH 3anyckaeT Ceputo SHAOMEHHbIX peakuun, KOTOpbIMU KrneTka oTBevaeT
Ha XUMUYEecKMe W anekTpudeckne ctumynbl. MimewoTca copepxartenbHble 0630pbl
noao6HbIX peakumn [1, 2], B TOM Yncne 3HOOrEHHYI0 reHepaunio cnanka.

B HacTosiwee Bpems AN OCHOBHbIX PYNMn peLenTopoB U3ydeHa cneunduka
B3aUMOAENCTBUS CEHCOPHbIX N 3PPEKTOPHLIX YacTen peuenTUBHOM MOSEKYIbl CO-
OTBETCTBEHHO C BHEKNETOYHbIMW CTUMYSlaMM U BHYTPUKMIETOYHbIMW areHTamun. Ofa-
HaKO MexaHuM3M TpaHcMeMbpaHHOW nepedayn curHana ewe He MOHAT, Npuyem aTa
npobnema sBnaetca obwen Ana peuenTopoB BCcex TMNOB. Mbl HaWNM 1 onucanu B
AaHHoM paboTe KOH(OPMAaLMOHHBIA MEXaHU3M TpaHCMeMOpaHHON Nepeaayn CuUrHa-
noB. Okasanocb, YTO OH OTBETCTBEHEH TaKXe 3a KnacTepumsaumio peLenTopoB B
memMmbpaHe 1 nx B3auMoAencTBme C kaHanamu. Hambonee MHTepeCcHbIMM OKa3anucb
MHeMuYyeckue CBOMCTBa peLenTopoB M CBA3b CO MHOMMMU NPOBneMHbIMU BOMpOcamum
HENPOKNOEPHETMKN N HENPOM3MONOrMuK, BKNoYasi Npobrnembl NaMsTy.

2. WoHoTponHasa u MetaboTponHasa Bo30yAUMOCTb HEMPOHa

B membpaHy HenpoHa BCTpOEHbl ABa TuMa peLenTtopoB — WMOHO- U meTabo-
TPOMHbIE.

MNepBble, B3aMMOAENCTBYSA C MeanaTtopamMmun U KaHanamu, Bbi3blBaloT aNeKTpuye-
ckue peakuum — noctcuHantudeckme noteHumansl (MNCIT). Ux cymma moxeT Bo30y-
AUTb HENPOH M 3anyCTUTb Crawnk, KOTOPbIA Ha3blBaeTcs 8bi38aHHbIM. MeTaboTpon-
Hble peLenTopbl, BOCNPUHUMAA XUMUYECKUE N INEKTPUYECKMe CTUMYIbI, HE Bbi3bl-
BaloT 3HayMmbIX IMCI1, HO C NOMOLLLID BTOPOro MOCPEeLHMKa reHepupytoT Cnauku,
KOTOpble Ha3blBAKTCH «CrMOHMaHHbIMU». O HUX [DK. OKKN3 3ameTun, «cyliectsyeT
MHOrO NpUMepoB XMMWYECKOW nepefadv Bo3byXaeHus, Korga rnocTcuHanTuyeckne
noteHumansl (MCI1) He reHepupytoTcs» [3].

Tenepb N3BECTHO, YTO 3HOO2eHHas akmusHocmb (DA) HEMPOHOB He criyvyanHa.
OHa 3aBMCUT OT BXOAHbIX CUTHANOB MU AeTEPMUHUPYET BbIXOAHblIE peakuuu [4]. DA
AOMUHMPYET npu 6oapcTBOBaHWM, HO NponagaeT B rnybokoM CHe 1 nof Hapko3oMm. B
kneTtkax lonbmpxkn n MNypkuHbe mMo3xeydka QA npeactasneHa B popme 0b6bIKHOBEH-
HbIX crialkos.

"MaBHOE CBOMCTBO MeTaboTpOMHbLIX peLenTopoB — UX 8bicoyalwas 4yyecmeu-
mernbHocmb. Ee AeMOHCTPUPYIOT CEHCOPHbIE KNeTKu: 06oHsHMe obHapyXuBaeT He-
CKOSMBbKO MOJIEKYN, 3peHne — HeCKOJSIbKO KBaHTOB cBeTa: «KoHdopmauus ogHon pe-
LeNTUBHOM MOJIEKynbl akTUBUPYEeT MHOro MOSEKyn TpaHcOyuuHa, Kaxaas U3 HUX
NHaKTMBUPYeET Tbica4n monekyn ulfM® un 1. g.» [5]. CurHan Bo3dpacTtaeT B COTHU Thbl-
ca4 pas. TpaHcOyuuH (POAOMNCUH) aHanorMyeH MHOrMM HerpopeuenTopam, cokpa-
weHHo GPCR — guanine protein-coupled receptors, a UUKNUYECKUA HYKNeoTuAa
u"M® pgencrteyeT kak 8mopol rnocpedHUK, 3anyckasa reHepaumio 3HOOreHHOro cnau-
kKa. bonee TOro, BHyTPUKNETOYHOE yCUNEHMUE NepeHOCUT KOHOPMALMOHHBIA CUrHan
Ha 300-400 MKM OT yaaneHHbIX OeHOPUTOB K come be3 8036yx0eHusi membpaHsbi
O0eHOpumos [6].

HenpoH, kak n ceHcopHas kneTka, bnarogaps ycuneHuio nerko npeogonesaet
rpyboctb MexaHu3ama npsimon genonsapusauun (M0) HenpoHa, 06yCnOBNEHHYO HU3-
KM €MKOCTHbIM UMMNEAaHCOM.

YcuneHve npucylwe n nencMmekepHoMmy MexaHunamy [7]. «CnoHTaHHble» cnamku
BO3HMKAIOT B KyNbType HEMPOHOB, HE MMEILLNX CUHAMNCOB [8], 1 Aaxe Ha hoHe pas-
Butusa TIICI1 B kneTke [9].
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3. Arperauums peLenTopoB 1 KaHanoB

Kaxgbin peuentop obpasoBaH NONUNENTUAHOM LEMNbi, KOTOpas COEAUHAT
BHELLUHIOI N BHYTPEHHIOW cpefbl KNeTkn. BHe- 1 BHYTPUKNETOYHbIE YacTu 3TOMO MH-
TerpanbHoro 6enka B OCHOBHOM MAPOMUIIbHBI, @ COEOMHSAIOWNE UX BHYTPUMEM-
BGpaHHble y4acTkn — rmapodobHbl. TN rMAPOdO6HbIE YY4aCTKM Llenu 3akpyyunBaeTcs
B cnupanu, obpasysa oguMH NN HECKONbKO TPaHCMEMOpPaHHbIX AOMEHOB. CeMb Taknx
cnupanen TM1-TM7, xapaktepHbix ana GPCR peuenTtopoB, nokasaHbl Ha puc. 1A.
OHM coeguHAIT BHE- U BHYTPUKIIETOYHYIO YacTu Mornekynbl. BHewHaa ee vacTb,
B3aMMOAENCTBYOLLaa C MeguaTopaMu, UMeeT yYyacmKu-CeHCopbl, KOTOpble onpeae-
NS0T cneumduky peuenumn. BUOXMMUYECKMMN N TeHETUYECKMMN MEeToA4aMMn BbisSiB-
NeHbl MONEKYNSAPHbIE KOHCTPYKLUMU Liernern MHOMMX peLenTopoB, onpeaerieHbl Mmecta
CBA3bIBaHMSA C arOHUCTaMu, aHTaroHMcTammn n 6nokatopamu, BbIICHEHbI KOHOpMa-
LUMOHHbIE MeXaHMU3Mbl peLenunn Ha BHEKNETOYHON CTOpoHe MeMbpaHbl. Ha cTopoHe
uutTonnasmbl onpefeneHbl y4acmku-3¢hgheKmopb!, akTUBHbIE TPYNMbl KOTOPbIX UHK-
LUMUPYIOT BbIXOAHbIE peakuun, B TOM Yucre, Katanns BToporo nocpeaHuka. Moneky-
NSApHbIE TPYNMbl HA UCMOMHUTENBHON CTOPOHE MeMOpaHbl ONPeaensoT TakkKe Xapak-
Tep curHanusaumn. OT HMX 3aBUCUT BbIGOp MeTabonn4eckon peakumm, Hanpumep
noTeHUMaunn yCUnmTenbHOro MexaHmama KrneTku unv 3anyck cnavka.

| HeipoHo-rnnanbHas wens | PevenTop CmexHblii peLenTop 2

Puc. 1. JlatepanbHoe n TpaHCcMeMbpaHHOe B3amMoAenCTBMe peLenTopoB, opMUpYyloLLee rekcaro-
HanbHblEe peLenTUBHbIe KrnacTepbl. TeMHble 2.5 HM crnou MembpaHbl 06pa3oBaHbl ronoskamu gocdo-
NMNUAOB YN PaCTAHYTLIMW NONMNENTUAHLIMU LiensaMmn. HanbonbLinin pasmep CBETMOro Crios paBeH pac-
CTOSIHUIO MeXAay ronoskamu cocconmnuaos (6.5—7.5 HM), HAaUMEeHbLIUN — onpeaenseTca nepemMeH-
HOW rNYyOMHONM MOTPY>KEHUS 3apshKEHHbIX rpynn (+) U (=) B NMUNUAHLIA CNOW ¢ 00enx ero CTopoH. A —
CTpyKTypa OQMHOYHOrO peuenTopa B MembpaHe 1 ero B3aMMOAENCTBME C OKPYXalLWMMn cpeaamu u
apyrumu peuentopamu. 5 — MoHOMepHas peLenTuBHas monekyna. B — PeuentuBHbii gumep. [ —
BapuaHTbl 06beanHeHns BYX MOHOMEPOB B KOHTaKTHbIN (/) 1 koMBMHaUMOHHbIV (E) anmepsl [10].
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B npuBegeHHOM npumMepe MexcnuparnbHble y4acTKu peuentopa COeANHSTCH
TPeMS BHELUHUMW U TPEMS BHYTPUKNETOYHbIMU NeTnsaMn. OHWM 1 AfIMHHbIE KOHLEBbIE
YacTuU MOMEKynbl CTenaTca no obenm ctopoHam membpaHbl, POPMUPYS BTOPUYHBbIE
CTPYKTYpbl Ha NOBEPXHOCTU pasgena das. AMpudunbHble n rmapodobHble aMUHO-
KACNOTHbIE OCTaTKM 3TUX Uenen YaCTUYHO MNOrpy>XeHbl B OUNUNNOHBLIA MaTPUKC
(BJIM) ¢ obenx ero CTOpOH, a rMapodunbHbIe — NPENSATCTBYIOT MOMHOMY MOrpyxe-
HUto. MoaTomy Lenu pacennaTca Ha NOACNoN, pacTarmeas nonunenTuaHble CBS-
31: TMAPOMUNbHBIE YYACTKU YAEPXKUBAKTCHA B BOAHbIX dasax CHapyXu U BHYTpU
KneTkn, a rmapodobHble — norpyxatotcss B BJ/IM ¢ ob6enx ero CTOpoH HaBCTpeuy
apyr gpyry. Puc. 1A cxematmsnpyeT Takoe paclienseHme n rnokasblBaeT, Y4To norpy-
XeHHble noacnoun conmxkatotca B BJIM 1 moryt TpaHcMemMbpaHHO B3aMMOLENCTBO-
BaTb C TaKMMM Xe LensamMmn CMeXHbIX peuenTtopos. Mpumep ruapodobHbIX npodunen
OBYX peLenTUBHbIX MOJIEKYN NoKasaH Ha puc. 2.
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Puc. 2. T'mgpocobHble Npodrnu ABYX peLenToOpoB. 3aTEMHEHHbIE Y4aCTKN COOTBETCTBYHOT TPaHC-
MeMbpaHHbIM JoMeHaM. A — pOAONCUH (CeMb JOMEHOB), b — peuenTop aueTunxonuHa (NaTe Ao-
mMeHos) [11].

MoaBMXHOCTE GOKOBLIX Fpynn GenKkoBOW LEenuM He 3aBUCUT OT ee BTOPUYHOM
cTpykTypbl [12]. Conuxaacs B ueHTpe BJIM, norpyXeHHble NoACnon B3aMMOLEWCT-
BYIOT C NPOTUBONEXALLMMMN NOACIOAMUN CMEXHbBIX peuenTtopoB. [MybunHa norpyxeHns
3aBUCUT OT MAPOOBHOCTU aMUHOKUCIIOTHBIX OCTaTKOB, UX YepeaoBaHUs B NenTua-
HOW uenun, TpaHCMeMOPaHHOro B3auMOLEMNCTBUSA C ONMO3UTHLIMKM OCTaTKaMu, MOHU-
3aumm COOTBETCTBYIOLWMX Nap U MemMbpaHHOro noTeHumana. Hanbonee rnyboko no-
rpy’>KatoTCs 3BEHbS, HE Nepemexatowmecs rmapodunbHbIMK ocTaTkamu. Hanpumep,
Bonblas Yyactb mMornekynbl 6aktepuopogorncuHa «ToHeT» B BJIM [13]. NorpyxeHue
MOXHO YyrnybnaTb, HEUTPanu3ysa 4yactb BHEMeMOpaHHbIX 3apsagoB NpOTOHaMu (no-
HwkeHnem pH). KanbuneBble n apyrne GuBaneHTHbIEe MOHbI, HE TONBKO HENTPanNu3ay-
0T 3TW 3apaabl, HO Nepe3apsiKalT YYaCTKN MOMOXUTENBHO, N OHWM MOTYT NOrpy3nThb-
CSl JOMNOSNIHUTENBHO Ha BENUYUHY 3TOro MOHA (aHanor rmnepnonspusaumm membpa-
Hbl). Kanbuun-cessbiBaoLMe y4acTKn peuentopa BrUSIOT Ha ero KoHgopmaLMoH-
HYI0 aKTMBHOCTb. TO e NPOUCXOAUT Ha CTOPOHEe LmTonnasmMel. BctpedHoe norpyxe-
HMEe BHYTPMMEMOpPaHHbIX Lenen MOXeT yaBOUTb MX COMMXEHME M yCUnUTb TpaHc-
mMeMbpaHHoe B3aumopgencTeme. B pesynbtate BO3MOXHa OOMNOMHUTENbHAS MOHU3a-
umsa uenen. TpaHcMemMOpaHHOE B3aMMOAENCTBME CMEXHbIX PELLENTOPOB 0ObeanHs-
eT ux B knactepbl. OHO e BNUaeT Ha X KOHPOPMaLMOHHbIE CBONCTBA.

B3anmogencrBys, y4acTkm MoOnekynbl ob6pasyloT BTOPUYHbIE U TPETUYHbIE
CTPYKTYpbl. B ognHoyHOM peuenTtope (npumep Ha puc. 15) Hanbonee CunbHO B3awu-
MOLENCTBYIOT 4Yepe3 MeMbpaHy ANMHHbIEe KOHueBble uenu gomeHoB TM1 n TM7.
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OHM MOryT 3aMKHYTb 4aCTb MOJIEKYIbl B KOMbLO, rAe OKasblBaKTCH OCTalbHble [0-
MeHbl. Mx BGonee KopoTkMe MexOoMeHHble Lenn cBdAsbiBaloTca cnabee, obpasys
CTPYKTYpbl 6nm3kne k rekcaroHanbHbiM (puc. 17). Mapbl MoHomepoB TM1-TM7 cno-
COBHbI K gumepusaumn (npumep Ha puc. 1/]). CmexHble peuenTopbl C pa3obLleHHbI-
MU KOHUEeBbIMW rpynnamu gomeHos TM1 u TM7 moryT B3anmogenctsoBaTtb CUSibHEE
(pnc. 1 B), obpasysa konbuo 13 14-tv gomeHoB. OHWM Takke 00pasylT CTPYKTYpy
6nmskyto K rekcaroHanbHon (puc. 1E). Yem Bbille KOHUEHTpauus peuenTopoB B
meMmbpaHe, Tem 6onee BepoATHbI GONbLUME PELLENTUBHBIE ONIMTOMEpPHbIE CTPYKTYpPbI.
OHu copepxaT COTHW peuenTopoB U UMEeT pa3Mepbl nopsgka 0.5-2 mkm [14]. B
rekcaroHanlbHON CTPYKTYpe Kaxdbli peuenTop MOXET KOHTaKTUMpOBaTb C LUECTbIO
CMEXHbIMUN peLenTopamu, HO YacTb 3TUX CBA3EN MOXET ObITb 3aHATa KaHanamu.

OcHoBHOM npobnemMon KNeTouYHOW CcurHanuaaumm 4BnaeTcs  MpPUYUHHO-
criedcmeeHHasi c8513b MexX0y KOHGhopMaUuusIMu CEHCOPHbIX U 3¢hgheKmMOopHbIX yerneu
peuentopa. ATOT MEeXaHM3M WCKITYUTENBHO BaXXEH HEe TOMbKO AN MNOHUMaHUA
PYHKUMIN peLenTopoB, HO U kaHanoB [15]. MNpuynHy TpaHcMembpaHHOW nepegayu
CUrHanoB OObIYHO YycMaTpuBalT B KOHPOPMALMAX MNPOMEXYTOYHOro 3BEHA —
cnvparnbHbIX MPOTOMEPOB, AS1S Yero aHanu3nMpyrT UX B3aMMHOE MOSTIOXKEHME N B3an-
MOLENCTBME 3apsaoB. Haw noaxon oTnuyaetca Tem, 4TO nepeopueHTauus cnu-
panbHbIX MPOTOMEPOB CYMTAETCA HEe NPUYMHOW, a CneacTBueM NPSMOro TpaHCMeM-
BGpaHHOro 3neKTPOCTaTUYECKOro B3aMMOLENCTBUSA KOHLUEBBIX M OTYACTU MEXCNu-
panbHbIX Lenen peuenTtopa, TO4Hee — UX NorpyxeHHbix B BJIM y4yacTkoB, HecyLmnx
BOpPOTHble 3apsagbl (B3). 3To B3amopenctsne oxBaTbiBaeT CMEXHble peLenTopbl,
CNY>XUT MPUYNHON UX AUMEpPU3aLMM U ONUromepusaumnu, a Takke genaet KoHopma-
LUMOHHbIE M3MEHEHNA 06beanHEHHbBIX MOMEKYN KoonepaTuBHbIMU. HegmumepusoBaH-
Hble peLenTopbl He CNOCOBHbLI yNpaBnsATb MOHHBIMKU KaHanamu [16].
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Puc. 3. ®opmupoBaHme wekeposckoro MK obbeguHeHnem vyeTbipex 6enkoBbix Monekyn [17].

Monekynbl noHHbIx kaHanoB (MK) nmetoT cxogHble ¢ peuenTopamu crnivparbHble
y4acTKu BHYTpM MeMbpaHbl 1 MOryT B3aMMOOENCTBOBATb C peuentopamMu n Mexay
cobown no Tom xe cxeme. Puc. 3 nokasbiBaeT CTPYKTYpPYy OOHOMO U3 KarueBbIX KaHa-
noB, obbeauHsAoLero Yetbipe 6enkoBbix Monekynbl. AHanornyHo MK moryt obbe-
ONHATBCA C peuenTtopamn, obpasys obuue KaHanbHO-peuenTuBHbIe CTPYKTYpbl. B
HUX KOHpopMauuun peuenTopoB MOryT yNpaBrsaTb KaHanamMmm, XoTs HEKOTOpble KaHa-
Nbl, HEe OKPYXeHHble peuenTopamMu, CMOCOBHbI CaMOCTOATENBHO M3MEHATb CBOU
KOH(popmaumn. B npumepe puc. 3 KOHoOpMauun kaHana npegnosaranncb pesyrb-
TaToOM OEeWCTBUS 3MEeKTPUYECKOro CeHcopa, nepemMellarollero cnvparbHble YacTu.
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Mbl He cuMTaeMm, YTO ANEKTPOCTAaTUYECKME CUTbI MEXAY CNUPansiMn AOCTaTOYHbI Ans
KOH(POPMALIMOHHBLIX M3MEHEHWIA KaHamna, HO MPUMEpP NOKa3biBAET CXOACTBO CTPOEHMS
peLenTopoB 1 KaHamnoB M roBOPUT 06 MX BO3MOXXHOW arperauumn B o6LimMe CTpyKTypbl.
OOGbI4HO TakMe arperaTbl He SIBNSIOTCS rekcaroHanbHOM YNakoBKOW NPOTOMEPOB, HO
OHa NPUBNKEHHO OMUCBLIBAET pearibHy CUTyauuto.

4. Mo3nMuMoHNpoBaHue peLenTOPOB U KaHaNoB cpeau UCTOYHUKOB
MeanaTopoB

OaHun 1 Te Xe peuenTopbl MOryT AEACTBOBATb Kak MeTaboTpOnHbIE UK UOHO-
TPOMHbIE B 3aBUCUMMOCTU OT nokanusauuun. OHa xe 3aBUCUT OT natepanbHOW noa-
BMXXHOCTM PeLenTopoB U AUBEPreHumMn MmeanaTopoB 3a npeaernsl cnHancos [18,19],
nccnegoBaHHOM BO MHormx pabotax [1, 20, 21]. PaccmaTpuBasi TpaHCNOPTMPOBKY
MeguatopoB OT cuHanca K MPK, nokasaHHbIX Ha puc. 4, crneanyeT, KpoOMe CUHarcos,
yuMTbIBaTb €lle ABa UCTOYHMKA — CEKpeLuio MeauMaTopoB U3 BapuKO3HbIX 0b6paso-
BaHWM aKCOHOB M HeCUMHaNTUYeCKUX TepMUHanem HenocpeacTBEeHHO B HEWpPOHO-
rmuaneHble wenu. nseprupyrowime Megmatopbl HAaNpaBnsT Apend MHTerpanbHbIX
6enkoB, B TOM 4nCne peuenTopoB U kKaHanoB. CTPyKTypooOpasyroLwmMn aneMmeHTamm
B 3TOM rpouecce ABNATCA noctcuHantuyeckue ynnotHeHusa (MCY). Bxogawwun B
Hero 6enok PSD-95 cesasbiBaeT C-TepMunHanu peLenTopoB U KaHamnoB, YAepXuBas
X B cvHanTuyeckon wenu [22]. Ata dukcauma obecneunBaeT BbICOYANLLYIO KOH-
ueHTpaumo B MPK peuentopoB 1 kaHanoB u obecrneynBaeT MX MOLLHOE WOHOTPOr-
Hoe pgeuncteBue. Ho MNCY npenstcTByeT mMeTaboTponHbIM peuenTopam KOHTaKTUpO-
BaTb C UMTOMNMAa3Moun 1, CrieaoBaTefibHO, akTUBMPOBATb BTOPOW NOCPELHVIK.

-

Ob6patHbeIi
saxear

MocTcuHanTuueckoe i;

ynnoTHeHne

Puc. 4. Myt pacnpocTtpaHeHuss MegmaTopoB 3a nNpeaenbl CuHanTudeckon wenm [21].
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B cuHantnueckon wenu ygepxusatotcs, Hanpumep, NMDA-peuentopbl, a
AMPA-peuenTopbl BbiTECHATCA U3 Hee [23—25]. BMmecTe ¢ HMMU cekpeuus meana-
TOPOB BbITECHAET M3 CUHANTUYECKOWN LLEeNn N HEKOTOPOE KONMUYECTBO He3asiKOpeH-
HbIX KaHanoB. BmecTe oHM OpendytoT OT OKPECTHbIX CMHAMNCOB K KBa3uCTaLMoHap-
HbIM TOYKaM NepucuHanTU4ecKon MemobpaHsbl, rae ctatucTudeckas cymma rmgpasnu-
YeCKUX rpagMeHToB 3a MHOTOAHEBHLIN Nepuog Hyneeas. AT NOKYCbl, Ha3blBaeMble
9 PEKTUBHBIMUN LEHTPAMUN CUHaNmMuU4YecKkux fosyuek [26], brnaronpuatHbl Anga kKna-
cTepusaumm HesaskopeHHbIx 6enkoB 1 obpasoBaHna MPK. OddekT knactepusaumm
nokasaH Ha npumepe rryTamaTHbIX peLenTopos: BOKpyr cuHancos u MPK cdopmu-
pytoTCs 30HbI cBOBOAHbLIE OT peuenTopos [27, 28]. B MPK moryT BkntovaTbCs U Ka-
Hanbl. X cBA3b C peuenTtopammn NposBASETCH B ANEKTPUYECKNX peakuusax, KoTopble,
pasymeetcs, cnabee, yem B WPK, HO 4Mcno peuentop—peLenTopHbIX CBA3EN
yMeHbLuaeTcs.

B «nosywke» MPK coBuvHyT OT ee reoMeTpuyeckoro ueHtpa k 6onee crnabbiv
cvHancam. JTO ypaBHMBAaEeT BfMsiHME Pa3HOPOAHbIX CUMHAMNCOB Ha pPeakTUBHOCTb
MPK n ctabunusnpyeT agpecHble CBOMCTBA €ro CUMHaNTUYecKoW NOBYLWIKW. Ecnu
aghgpekmusHocmb cuHaricog meHsiemcsi, mo MPK medrneHHO cmeuw,aemcsi 8 cuHari-
mu4yeckoU f108ywWwKe mak, 4mo amu U3MeHeHUsi KomreHcupyromcesi. KoHdopmaumm
MPK B noByLuKe MHOYUMPYIOTCH He TOMbKO 3KCTpacMHanTU4ecKMMn mMeamatopamm
AAHHOro HenpoHa, HO U MeanaTopaMn CUHAMNCOB CMEXHbIX KneTok. Kpome Toro, B
MexaHun3ame nosunumoHnposaHna MPK y4yacTByoT MegmaTopbl, KOTOpble HENOCPEACT-
BEHHO CEKPETMPYIOTCA B HEWPOHO-TNManbHble LWeEeNNn HecMHanTU4YeckKuMmn TepmMuHa-
nsaMmn 1 Bapuko3amu akcoHoB [29]. CnegosaTenbHo, B agpecauun MPK yyacTteytoT
BCE OKPECTHbIE UCTOYHUKM MeanaTopoB. [epBonpuymHa pes3koro yHKLUMOHaIbHOro
otnnumnsa MPK ot NPK obycnosneHa cBsasbiBaHMEM peLenTopoB u kaHanos B NCY.
Ha nepucuHantuyeckon membpaHe oHo He npensTctByeT MPK 3anyckatb ycunu-
TenbHbIN MEeXaHMU3M KNeTKU 1 06yCnoBnNnBaeT UX BbICOYANLLYIO YYBCTBUTENbHOCTb.

3-3a pe3koro yMmeHbLUEHUS KOHUEeHTpauun MmegmaTtopoB Npu TpaHCNOPTUPOBKE
n obpaTHOM 3axBaTe, a TaKKe NPUCYTCTBUA TOPMO3HbIX MEANATOPOB HEO6X0aUMbIM
ycrnioguem akmueauuu MPK sensemcs koeepeHmHbIU npuxod 8036y»x0arnuux me-
Ouamopos Kk MPK om mHo2ux pa3HOoydasleHHbIX OKPEeCMHbIX CUHaricog U HecuHarl-
muy4yecKux UCMOYHUKO8. Bce 3T UCTOYHWKM 0OpasyloT CUHAMTUYECKYH JTOBYLUKY.
[ns Kaxgon NOBYLLKM CyLLECTBYET onpefeneHHblin Habop naTtTepHOB HEPBHbLIX UM-
NynbCcoB, KOTOPbIN 0BecneynBaeT Takyt KorepeHTHOCTb. OH Ha3blBaeTCa aApeCHbIM
aomeHom MPK. [danee mbl nokaxem, yTo MPK B cuHanTu4eckom noByLlKe Bbl-
NONHAET (PYHKUMU 3nemMeHTa namaTu. OnTuManbHble XapakTEPUCTUKN KOrepeHT-
Hon agpecaumm MPK 6binv nccnepoBaHbl paHee [30-33].

5. CTpyKkTypHO-(hpyHKUMNOHANbHLIe ocobeHHocTU UPK n MPK

WNtak, peuentopbl obpeTaoT meTaboTponHble CBOMCTBA, NepemMeLlascb U3 cyb-
B NepucMHanTU4ecKyto MembpaHy — B HanpasneHun gUBEPreHunn MegnuaTtopoB N nx
pepuatoB. OcTaBLUMECH B CMHANTUYECKOW LLEenn KaHanbl U CBA3aHHbIE C HAMU pe-
uenTtopbl o6pasytoT PK n obecneunBatoT MOHOTPOMHbIE peakuuun. BelTecHseMble 13
CUMHANTUYECKOWN LLEeNn peuenTopbl U He yaepXaBLUMeca B HeW KaHalbl Knactepusy-
I0TCS B KBasncCTaLMOHapHbIX 0bnacTtsx nepucnHanTudeckon membpansol. B pesynbTa-
Te Ha cyb- N nepucuHanTnyeckon membpaHax obpasyloTcs peLenTMBHO-KaHalbHbIE
cTpyktypbl MIPK 1 MPK ¢ pasHoun nokanusauuen m HacbIWeHHOCTbIO KaHanamu. Ha
puc. 5. oHM npeacTaBneHbl NPUMEPOM reKkcaroHanbHbIX CTPYKTYp (cM. puc. 11, [ v
E). [iByxkaHanbHoe ynpaBneHne HeMpoHOM — CyBCMHaNTMYeCcKoe U SKCTpacuHanTu-
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Yyeckoe — CXeMaTU3NpPOBaHO B NMPaBOMW YacTu PUCYHKA, rae MeanaTopbl akTUBUPYIOT
NPK 1 MPK cooTBETCTBEHHO B CUHANTUYECKNX U SKCTPACUHANTUYECKUX LLEensax.

[na noHoTponHoro ynpasneHus Hanbornee bnaronpuaTHa CTPyKTypa, B KOTOPOW
COOTHOLLEHNE peLenTopoB M kaHanoB 6nmsko k 3:1 (unu 6:1 B nepecyeTe Ha O4uH
kaHan). B cnyyae MPK, rge kaHanbl He Hy>XHbl, 3TO OTHOLLEHWE KPYTO pacTeT, U yrna-
Koska peuernmopos ynnomHsemcs. N3 puc. 5 cneayet, uyto B UMPK yucno cessel
peuenmop—peuenmop npubnuxaemcs Kk yembipeMm, a 8 MPK — Kk wecmu, 4To OT-
MEYEHO 3HAYKOM << B HWXKHEWN 4acTu cxembl puc. 5. Takum obpasom, rmaBHOE OTNK-
4nMe WMOHOTPOMHbLIX U MeTaboTPOMnHbLIX peuenTUBHbLIX KracTepoB, COCTOsLlee B UX
pasnUYHOM fokKanu3aumMm Ha MembpaHe 1 pesko pasfINYHOM YyBCTBUTENbHOCTU, O0-
NONHAETCA mpembUM C80UCMBOM — YCUIIEHUEM MeXpeuernmopHo20 83aumooeu-
cmeus B8 MPK. OHo BnnsieT Ha KOH(OpPMaLMOHHYIO NMOABMXHOCTb PELENTOPOB B Kna-
ctepe. B UIPK obeagBuxeHne peLenTopoB MPOSBNSAETCS Kak MmMobunusaumsa Bo-
POTHbIX 3apsigoB (B3) n nnaktusauusa nposogmumoctu K [34].

| C]/]]—[HI[CLI | | HecuHarnmigecKkHe HCTOYHHKH

MeamnaTopsl
.— O6paTHBIi 3aXBaT

Bogﬁymalom}[e TOPMO3HBIE ArOHHCTEI AHTATOHHCTEL

MeMGpaHa

memGpaHa

CHHaNTHUeCKHe menn == HeﬁpOHo—eram,}mle TITETTH

BIICIT—TIICII Bropoit mocpearmk

7 Merabormrueckoe VCHIIeHHS

CyGcHHAaNTHYECKaA
IlepHcHHanTHYIECKAA

.. .. "CrioHTaHHBIH" criatik
BrrpaHHBLT cTIafx —\ |
Uy > Uy >

| Anresud U TIOTHMEPH3AlHA PELEITTOPOR B KiracTepe |

v v

Mo Grumrsalpa BOPOTHBIX 38PAA0B << KOHCONMTAIIA SHTPAMM

HHH.I{TI/EBaLl]/U{ HOHHBLX KaHAJIOB

Puc. 5. Arperauusa peLientopoB 1 kaHanoB (cBeTnble n TemHble Toukn) B IPK 1 MPK n cxema dopmun-
pOBaHMUS «BbI3BAHHbIX» U «CMOHTAHHbIX» CMANKOB anekTpudeckumun (1) n xummyeckumm (2) ctumyna-
MU. Pasnnume peuenTuBHO-KaHamnbHbIX CTPYKTYP U pyHKumin MPK 1 MPK o6ycnoBneHo nx pasnuyHom
rnokanusauuen Ha membpaHe oTHocutenesHo MNCY.

EcTb ocHOBaHMA cuuTaTb, YTO KOHOPMaLUMOHHAA NOABWXHOCTb pPeLenTopoB
CHWXaeTca u3-3a ux agresnm [35] n nonumepmsaumm [36]. 3Tn npoueccbl 06bLEONHSNA-
0T peuenTopbl B «N3aT4YU», «wanku» [13] n gpyrme ctpyktypbl [37], 3BOMOLUNOHHO
CBsi3aHHble C 3HOOUMTO30M. YeTbipexkpaTHY0 CMeXHOCTb peuentopoB B VIPK ecTe-
CTBEHHO COOTHECTU C MHTEHCUBHOCTbIO MMmobunuaaumm B3 n nHaktusaumm UK, a
LIeCTUKPaTHY CMEeXHOCTb peuentopoB B MPK — ¢ koHconugaumen aHrpamm. [a-
nee OygeT nokasaHo, YUTO yripasrieHUe KOHGOopMayUOHHOU MOO8UXHOCMbIO peuer-
mopoe 8 MPK — ocHoga HelpOoHHOU namsmu.

Cxema pwuc.5 cpaBHMBaeT 3(PEPEKTUBHOCTb IMEKTPUYECKOrO N  XMMWUYECKOro
ynpasneHus. OguHouHbii BICI1 cybcuHanTuyeckoro kaHana Bcerga HegocTaToueH
AN HUMUMaumm crnanka, B To BpeMs kak koHpopmaums oguHoyHoro MPK — pocra-
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ToyHa. bonee ToOro, cymma gaxe mMHoxectBeHHbIX BIMCIT Ha geHgpuTax aHHUrMNK-
pyeT npu cymmaumm ¢ TTCIT ogHOBpeEMEHHO BO3bOYy>XAaeMbIX MHTEPHENPOHOB. OTO
NPaKTUYECKN UCKINIOYaET aNeKTporeHHoe BO3byxAeHne cnanka co CTOPOHbI AeHOpu-
TOB. HO OHO BO3MOXHO OT combl, rae 6anaHc BIICM-TIICI o6blMHO OTCyTCTBYET.
MCI1 combl pacnpocTpaHaTcs B 060Mx HanpaBneHusaxX: aHTUAPOMHO (KOMMOHEHT Uy
Ha puc. 5) — Ha MHOoXecTBO MPK, n opTogpOMHO — K aKCOHY (KOMMOHEHT Us), rae
BIMCIT moxeT koHgopMmunposaTb MPK 1 ¢ noMoLLbl0 BTOPOro nocpenHuka MHULMMPO-
BaTb Cramnk. ONEKTPUYECKN WU/UNN XMMUYECKN NHOYLMPOBAHHbIE KOH(POPMALMOHHbIE
nepexogbl MPK ynpaBnstoT metabonnmamom KneTkm n ee 3H002eHHOU aKmu8HOCMbIO
C MOMOLLbIO BTOPbIX NOCpeaHnKoB. Takum obpasom, oba Tvna curHanoB MOryT UHU-
LMMPOBATb «CMOHTAHHbIE» Crnarku, XoTd B crnyvae 3ameTHbix [NCIT aTtoT TepmuH
MOXHO ocrnapuvBaTtb. UTak, acdbdpektnBHocTb MPK okasbiBaeTcs Bbiwe, yem NPK.

N3 puc. 5 BUOHO, YTO 3BOSIIOLMOHHO MO3LOHUI U MarnoYyBCTBUTENbHbLIN UOHO-
MPOrHbIU MexaHU3M MblTaeTCs pasHONpPasHO B3aMMOOENCTBOBATb CO CBEPXYYBCT-
BUTENbHbIM MemabompornHbiM MexaHn3MoM Onarogapsi: 1) BbiCOYaWLLEN KOHLEH-
Tpauun B CUMHaNTMYECKOW LLenn MeanaTopoB, peLenTopoB M KaHamnoB, 2) pe3koMy
CHWXXEHUIO 3TOM KOHLUEHTpauuu 3a npegenamm cuHanTu4eckom wenu nytem obpart-
HOro 3axBaTa mMeguaTopoB M 3) ocnabneHuto 4yBCTBUTENbHOCTM METabOTPOMHbIX
peuenTopoB n3-3a nx obbeanHeHns B knactepbl. Masias KoHyeHmpauyus meduamo-
pos 3a npedenamu cuHaricoe goameuw,aemcsi ebicovalwel 4yecmeumesibHOCMbO
memabomporHbix peuenmopos. OT NpaAMON Aenonapusaumm KNeTkn U BbI3BaHHbIX
CnankoB 9HOO2eHHOe 8036yx0eHuUe («CrioHmMaHHbIe» craliKu) omsudaemcsi mem,
4Ymo XUuMu4YecKul Iyckoeol CcmuMys U 8bl38aHHbIU UM KOHGbOpMaUuUOHHbIU rnepexoo
Jlokanu3oeaHbl Ha KOHKpemHoMm MPK. Ero agpecaunto obecneumsaeT Bo3byanTernb-
HO-TOPMO3Has KOHMUrypaumsa OoKpyxawLwmx cuHancoB. Manyto KOHUEeHTpauuio me-
AnaTopoB 3a npegenaMmm cuvHantuyeckon wenn Ha MPK oGecneumBaeT obpaTHbIn
3axBaT Mornekyn meguartopa. lNogpasymeBaeTtcs Ux «WTy4YHas» nHTerpauuna Ha MPK,
OT OHOrO—[BYX AECATKOB OKPECTHbIX CUHANCOB U HECMHANTUYECKUX NCTOYHMKOB.

Ha puc. 6 npuBegeHa cxema aktmBauMuM WMOHOTPOMHOW M MeTaboTponHoOM ak-
TMBHOCTM HEWpPOHA, KOTOPY Mbl Byaem Mcnonb3oBaTth, CBSA3bIBAA KOH(OpPMaLMNOH-
Hble nsmeHeHns MPK n MPK ¢ nepemelleHnem BOPOTHbIX 3apaaoB. BHelwHnn curHan
nepefaeTcsa BHYTPb KIETKM C MOMOLLbIO SMEKTPUYECKOrO (A) MU XMMUYECKOTO CTU-
mynoB (6). B nepsom cnyyae genonspusauna memopansl (BINCI) ocnabnsaeTt BHyT-
prUMeMOpaHHY0 3NEKTPOCTAaTUYECKYIO «MPYXUHY», CKUMAIOLLY0 BHYTpMMeMOpaH-
Hble noacnoun peuentopoB. Kak cneactsne, B MPK npoucxoguT ckaykoobpasHbin
AenonapunsaumnoHHbln  KoHopmaunoHHbli nepexoq (OKIM «a — b»). BHyTpumewm-
6paHHblie cnon MPK pa3obuiaioTcsa n NOBEPXHOCTHbIE Crow BbiTankmearTca u3 bJIM
B 06e CTOpPOHBI. [Mpn 3TOM 3HEPIrS «MPY>XMHbI» 0CBOBOXAAeTCS.

AHanornyHble NpPoLecchbl NPOUCXOAAT NPU XMMUYECKON akTUBaLMN peLenTUBHOIo
knactepa. Monekynbl Megmatopa «CcagaTcs» Ha BHEKMNETOYHYH 4YacTb KnacTtepa,
KOH(popMupysa ee n YacTuyHo BbiTArmBaa n3 bBJIM. Takoe npoTuBogencTBUE anek-
TpOCTaTUYECKOMY TPaHCMEMOpPaHHOMY MPUTSXKEHUIO 3apsSA0B UHOYUMPYET XUMUYe-
CKM KoHdpopMaunoHHbIn nepexon (XKIM) n «BbicTpenuBaHue» CONPSKEHHbIX YacTen
Knactepa BHe W BHYTPb KneTku. B pesynbtate genctBne nepBUMYHOrO (BHELLIHErO)
MeamaTopa TpaHcnvpyeTcs BHYTpb krnetku. Oba paktopa CnocoOHblI KaTtanuaupo-
BaTb CUHTE3 8MOpPo20 rnocpedHuka, Hanpumep, ULAM®, n akTmBauuio BHyTPUKIETOY-
HOro yCUNUTEnbHOro MexaHusma. [ns 3T1oro npouecca u3BecTeH KoapPUUMEHT
ycuneHusa: B pesynbTate peakumm cpefHsas KoHueHTpauua LAM® okasbiBaeTcs B
10000 pa3 Gonblue KOHLEHTpauMm nepBMYHOro meamnatopa. lNoxoxe, 4To Takoe ycu-
neHne AocTaToyvHo Ans npeobpas3oBaHMs KOHGOPMAaLMOHHOIO nepexona B cnawk. B
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apyrmx cny4daax apdekt MoxeT ObiTb orpaHnveH cuHTe3oM LAM®. OH moxeT ObiTb
BaXXeH ANdA NOTEeHUnaLumMm KNeTkn 1 3anycka gpyrux KNeToYHbIX MexaHU3MOB.

Bbibop peakumn kneTtkmn nocne cmHtesa UAM® MoXeT HanpaBNATLCA XMMUYECKUM
CPOACTBOM BHYTPUKIETOYHbIX YacTen MPK, koTtopble B pesynbtaTte OKIM mnnun XK1
BbITankneawTcs BHYTPb kneTkn u3 BJIM. CurHanbHoe 3HavyeHue ns 3Toro npouecca
MOryT UMETb COMYTCTBYIOLLNE XUMUYECKME TPYyNMbl BHyTpUMemObpaHHon yactn MPK.,
OHN ceneKkTUpyT O4HY U3 MHOIMMX BO3MOXHbIX BHYTPUKIIETOYHbLIX peakuun, a ATO
cHabxaeT aTn peakumn aHepruen. NMoxoxe, aTO pasnuyue onpenenseT Oonrospe-
MeHHble popMbl NOTEHUMaunn n genpeccun. N3BecTtHo, 4To 6ONbLUNMHCTBO hepMeH-
TOB (pyHKUMOHMpPYET, Byayymn cBA3aHHbIMU ¢ MeMbBpaHamn. [na MHOrMX hepMeHToB
A0Ka3aHo, YTO OHW pacnonaralTcsa Ha MembpaHe B onpefeneHHOM nopsake, KoTo-
pbii onpefensieT nocnefoBaTeNibHOE NpoTeKkaHue peakunin meTabonnyecKkoro Lmk-
na. 9TOT NopsaoK BKNOYAET KOHOpMaLMo U OPUEHTALMNIO aKTUBHBIX LleHTpoB b6en-
KoB oTHocuTenbHo BJIM.

A 5
u L o Meamnatop
- - — — {nepBBIA NepeHocUNK)
A Bren .
) i
MembpaHHbIR noTeHUWan - /
| t

+ + +

»a 2 55 BDHOD
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Puc. 6. Snektpuyeckas (A) n xumudeckas (b) ctumynsaums koHdopmaumi MPK. O6a ctumyna ysenu-
uMBaloT paccTosiHus mexay B3 (A;—Ay), BbidbiBas OKIT unu XKI. O6a TpaHcMeMbpaHHbLIX nepexoaa
BbITankMBaloT Lenu B LMTONNasmy, akTuBnpys BTOPOW NOCPEOHWK 1 3anycK 3HAOTEHHOro cnavika.

CyLLeCcTBEeHHY SICHOCTb B KOH(hOpPMaLMOHHbIE NPOLIECCHI BHOCUT MaTemaTtuye-
CKoe MoJenupoBaHue.

6. KondopmaumoHHaa mopenb

Ha rpaHuuax cpef ¢ pasnuyHbIMU ONINEKTPUYECKMMIN NOCTOAHHBIMW, B HaLLEM
crnyyae mexagy MembpaHon M pacTBopamu, BO3HMKAOT JOHHAHOBCKME MOTEHUMarnbi
[38]. x nonapHOCTbL onpeaenseTcs HEPHCTOBCKUM NOTEHLMANIOM U TEPMUHANBbHBIMU
rpynnamu peuentopa, KOTopble BO BHELLUHEM W BHYTPUKIIETOYHOM pacTBopax npeg-
ctaBneHbl kak —NH3" 1 —COQO™. [loHHaHOBCKME MOTEHUManbl KOMMNEHCUPYHOTCS Mpo-
TMBOMOHAMM BHE M BHYTPU KINeTKW. HO B LeHTpanbHOM 3NEKTPOHHO-NPO3paYHON 30HE
mMemOpaHbl, rae NPOTUBOUOHBLI OTCYTCTBYIOT, MEXAY AOHHAHOBCKMMU MOTEHUManamm
BO3HMKAEeT MOLLHOE 3neKkTpocTtaTndeckoe none (nopsgka 10% B/m [38]). B Hem no-
rPY>XeHHblEe OMNMO3UTHbIE AaMWUHOKMUCIOTHbIE TPYMMbl MOHM3UPYIOTCHA, 0Opa3ys TpaHc-
mMemMOpaHHble avnonu. B ganbHenwem y Hac NosIBATCA OCHOBaHMSA Ha3BaTb WX BO-
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pOTHbIMW 3apsidamn (B3). HekomneHcMpoBaHHble JOHHAHOBCKME MOTeHUManbl BHYT-
py BJIM n membpaHHbI NOoTeHUMan U onpeaensoT 3MNeKTpocTaTuyecknin npodunb
MeMbpaHbl (puc. 7). QnekTpocTtaTnyeckoe NnpuTskeHme peletok B3 gononHuTensHo
norpyxaeT pacliensieHHble uenn peuentopa B membpaHy, cmewasa ruapodunbHo-
rmapodobHble rpaHnLbl BHYTPb Bucnos.

MorpyxeHue uenen peuentopa B BJIM nepemeltaet mexdasHslie rpaHuubl. IMo-
XOXe, YTO OHU NPOXoAAT He no rpaHuuam bBJIM, a BHyTpu ero — no 3apsigam npoTu-
Bonexawmx noacnoes. [lonukap [40] oTmevan, 4YTO CpeaHsaAs 3NEeKTPOHHO-
npo3payHasa «nunuaHas» 30Ha KNeTouHoW MembpaHbl uMeeT ToNwmHy 2.5-5.0 Hm,
BapbMpYHOLLY B 3aBUCMMOCTU OT ycnoBun. Mo gaHHbIM [38] paccToaHne mexay oc-
MUOMUNBbHBIMKU (T.€., BEPOSTHO, N rMAPOMUNbHBIMK) ClOoAMU MeHsieTes oT 1.4 go
2.2 HM Npu nameHeHnn pH cpeagpl ot 7 o 9. B oboux cnyyasax gaHHble UCKaXKeHbI
ocpedHeHneM 1 Janee UCnonb3yTCHA Kak OPUEHTUPOBOYHbBIE.

i

Puc. 7. TpaHcmembpaHHOE B3auMOOeNCcTBME CMEXHBIX peLenTopoB. A — cxema
B3aMMOENCTBUSA pPeLIeToK 3apsiaoB. b — pacnpeneneHne cyMmMm OABYX JOHHAHOBCKUX
W HEPHCTPOBCKOro MOTEHLMAaNoB BHYTpY MembpaHbl [26].

Puc. 1,6 n 7 nokasbiBaloT, YTO peuenTUBHbLIN KrnacTtep NofobeH 3apsiKeH-
HOMY KOHAEHcaTopy C nnacTtuHamu Ha ynpyrou nogaBecke. COTHU TbICAY TaKuX
KnactepoB B BUAE MaronoABWKHbIX OCTPOBKOB OKKYMUPYIOT MEepUCUHaNTUYECKYHO
mMembpaHy HenpoHa. [MonunenTugHbIM Kapkac CBA3bIBAET pacLuensieHHble KOMMO-
HEHTbl PeuenTopoB, 3acTaBnAa MX BHemMeMOpaHHble 4acTu 3epKanbHO MOBTOPSATb
nepemMeLLeHns 3apanoB B LUEHTpe NunuaHon 3o0Hbl. [lenonspusaumsa BbiTankusaeT
KOHUeBble 4YacTu peuentopoB n3 BJ/IM BoBHe M BHYTPb KNeTKM ogHOBPEMEHHO. [1pu
rmnepnonsapusaunm oHn norpyxattca B bJIM BcTpeyHo. DT nepemelleHnsa conpo-
BOXJAOTCA Aenonsapu3aLmMoOHHbIMU U TMNepnonsapu3aumoHHbIMU KOHGOPMALMOHHbI-
mu nepexogamu (OKI u MKM), oHn onpeaensatoT 3akpbiTUE, OTKPLITUE U MHAKTUBA-
LU0 MOHHbIX KaHanos.

BaxHble getanu OKIM n XKI1, B TOM yucne cyuiectsoBaHne Tpex KOHpopmaLmoH-
HbIX COCTOSIHUA pPeLEenTUBHOrO KracTtepa, BbISBISKOT ero BOMbT-KOHPOPMaLUNOHHbIE
xapakrepuctukn (BKX). OHu BbiBOgATCA U3 BanaHca anekTpoctatndeckux P, , XMMun-

yeckux P, v ynpyrux cun Py, AeNCTBYIOLIMX Ha KnacTep:

Pe+FP,+Pn=0 (1)
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Puc. 8 nodcHsieT HanpaBneHue cui U co3gaBaemMoe UMK BHYTpUMeEMOpaHHoe
AaBneHne. J3TU Cunbl 3aBUCAT OT NepeMeHHbiX E, p, A, K u Y — HanpspKeHHOCTU
nonsl, KOHUEHTpauuu 3apsgoB B cpefe, pacCTOodAHUA Mexay pelleTkamu 3apsgos,
KOH(POPMaLMOHHOro orpaHmnyeHms n mogynsa KOHra 60KoBbIX rpynn NONMNenTUAHbIX
Luenen.

A—Khg
_£ U_ITI E 2 _ @_ 7\«—/(7\‘0
Po+Po = (5+ 212, Pn=Y | Y @
Ag—kKhg

30ecb B CkOBKax — KOMMOHEHTHI HanpsA>XeHHOCTU MNoA Um/7\. n p)»/i—:, Bbl-

3BaHHble COOTBETCTBEHHO MeMOpaHHbIM M AOHHAHOBCKMM MOTEHUManamu, € — au-
anekTpuyeckas NOCTOsiHHAsA, A U Ay TeKyllee W HavanbHoe PacCTOsHUS Mexay 3a-

psaamMu.

IC

Puc. 8. banaHc TpaHCMeMOpaHHbIX Cun Ha peuenTMBHOM knactepe. [lonble
CTpenkn — BHyTpuknactepHoe gaeneHue. OHO nepepaetcs kaHany (IC), ecrim
peLenTopbl, OKpyXaloLue kaHan o6beanHeHbl B kractep (QumepnsosaHsl [16]).

XMUYECKMIA KOMNOHEHT P, BbIBOAUTCS M3 ypaBHEHUSA NyaccoHa.

82_‘4’ __P (3)
N e
Ero uHTerpupoBaHue no A AaeT JOHHAHOBCKME KOMMOHEHTbI HANPsKEHHOCTM
nonsa Eg:

vy _p
E.=—2-=E2 4
c= T T (4)
ConpoTuBrieHue nepemeLleHunio 3apsagos P, BbiBegeHO u3 3akoHa lyka, rae Y —

moaynb FOHra; k —orpaHudeHne noasmxHocTn 3apsfos (0 <k < 1); kg — paccTos-

HUe npeaenbHOro COMMKeHWs 3apsaaoB, 3a KOTOpbIM Y — . [lOMonHUTENbHOE
COIKEHNEe BO3MOXHO, T. K. K yMeHbLUaeTcs Npu npucoeamHeHnn noHos H* n Ca?*.
MoactaBnsia 37U AaHHble B GanaHc cun v ucnonb3yst y = A/Lg, NONyYMM ypaBHe-

Hune:

(Um Py 2 =Y n 1k

5
Aoy € e y—-k ©)

OTkyna
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-k
Um =By [In — Ay? (6)

rae A=igp/e 1 B=L1y+/2Y /e — koHcTaHTbl. Ona Ag= 1.4-10°m, & = 10-8.85.107'2
®/m [38],nY = 0.67-10° H/M? [39], nonyunm B = 0.12. BpeMeHHO UCKIMOYMB XUMU4e-
ckne BnnaHna (A = 0) MOXXHO NOCTPOUTL BOJSIbT-KOH(POPMAaLIMOHHbIE XapaKTepUCTUKK
(BKX) y =1f(B,un, k), npeacrtaenenHole Ha puc. 9. Ha npumepe k= 0.23 BKX ge-
MOHCTPUPYET, KaK yBenuyeHue u,, conmxaet 3apsxeHHble nogcnon MPK, npuyem B
nos3vumm 1 NPOUCXOANT CKaAYOK — 2urneprosispudayuoHHbIl KOHGbOpMayUOHHbIU re-
pexod (MKM) B nosuumio 2. JanbHenwee ysenuyenve MIT acuMnToTUYECKN YMEHb-
LIaeT paccTosiHMe Mexay 3apsagamu, npubnmxkasn ero K Hecxknmaemomy croto (KA, ).

BosBpar knactepa B pasobLieHHyl KoHopmauuio — dOerosnsapu3ayuoHHbIU
KOHgopmayuoHHbIt nepexod (OKIM) — npoucxoguT npu MeHbleM MeMOpaHHOM
noteHuunane, Yyem MKr. Mpu k< 0.308 BKX cooepXut ructepesncHbln y4actok 1—2—
3—-4—-1 (3awTtpuxoBaH). Ero wwupmHa 3aBuUCUT OT K — OrpaHWYEeHUn Ha
KOH(POPMaLMOHHY NOABWXHOCTb 3apsfoB. B pa3obujeHHoU KOHghopmauyuu, Kkoz2oa
nodcriou MPK ebimarnkuearomcsi u3 wmembpaHbl, banaHc cus  OorosiHsemcs
MoBEePXHOCMHbLIMU  cunamu  adze3uu U nonumepusayuu [35, 36]. OHu
KoHconudupyrom knactep, ¢ukcupys Bo3poclee 3HadyeHne K. AHanu3  (6)
nokasblBaeT [34], 4TO rucTepesncHble ceoricTBa BKX ncyesatot npu

k=k, =2/(€¥?+2)=0.308 (7
EucTaGUNBHBIA TPUITEP OnHoBMBpaTop (YTeHWe Hynen)
(sanuck eanMHULY) | ‘ __~ MoHoToHHbI# pexum Tpurrep Wntra
V W R M (YTeHWe egMHML)
: D S "MeTty” "Wanka™
1+ d
Pzl k=038
H —
= > ::F" c 0.6
3HAOreHHoe < KN , - 1T — ~—
0.5 |-Bo3ByHKAEHWE 0 4_L
rKn = -+ == = = = =
2 0308 / / .
- 3 aa ] ]
0.23
AN ;‘ .*
0.15
0 ! I \ ! I I ! I
0.04 0. 06 .0 0 010 ——— 012 |
XK Hm B
06nacTh
KOHCONMUAALMM

KPaTKO- M AOArocpoMHEIX
AHrpaMmM

€ ——KoHAMUMOHWUpOBaHWe

Puc. 9. Xapakrepuctuku monekynspHoro tpurrepa (MPK) B 3aBUCMMOCTN OT MeEMBPaHHOro NOTEH-
umana (Up, ) 1 MxX 3BONIOLMSA B 3aBMCUMOCTU OT yMEHbLLIAILENCs KOH(OPMaLMOHHON NOABUKHOCTM
BOPOTHbIX 3apsaoB (1 — k).

HapacTtatowme koHdopMmaumoHHble orpaHndenns k = 0.15, 0.23, 0.308, 0.4, 0.6,
0.8 onpegensatoT koHconuaaunoHHyto asonoumio MPK. B npegenax ructepesncHoro
yyactka MPK pencTByeT Kak MOneKkynspHbin Tpurrep. Ero coctosHusa «a» n «b»
€CTb CrneacTBus Oenonspu3anMOHHOro U rmneprnonspnsaumoHHOro KoHopmMaumoH-
HbIX nepexogos (OKI u IKIM) knactepa. B 3aBuCcMMOCTM OT MeMOpaHHOro noTeHuma-
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na (M) n orpaHndeHnn Ha noaBMXHOCTbL B3, cBoMCTBa peLenTMBHOrO Knactepa
yembipexobl Ka4yeCcTBEHHO MeHstoTcsA: B obnactm W (Bupkn < Bu < Burkn) OH AencT-
BYeT kak 6uctabunbHbIn Tpurrep, B obnactn R (0.308 > Bu > Burkn) — kak ogHo-
BuGparTop, B cnydae k= 0.308 knactep craHoButca Tpurrepom Limutra, a ganee
nepexoauT K KOHTUHYYMY MOHOTOHHbIX BKX (k> 0.308), koTOpble COOTBETCTBYIOT
KOHCONuaaumu.

Hencteue xummnyecknx cun Ha BKX npeacrasneHo Ha puc. 10. OHn 3agaHbl ne-
peMeHHOWN KOHUeHTpauuen megnatopa Ap<Ai< ...<As B LEeHTpe CMHanTU4ecKomn o-
BYLLIKW, OrpaHnYeHneM Ha KOH(OPMaLMOHHY noaBuxHOCTb B3, k= 0.23, n ynpyru-
Mu ceoncteamn MPK nonunentugHbix uenen, B = 1.2. lNoBblWeHMe KOHLEHTpaummn
meanaTopa gecdopmupyet BKX. MNpu nepeceveHnn kpmson A, ¢ MembpaHHbIM 10-
meHyuasomM Uy BO3HUKAET XMMU4Yeckum koHdopmaumoHHbin nepexon (XKI1). Ero
MOXHO BbI3bIBaTb 0715 /1106020 3HavyeHus1 abcyuccel B npegenax ot OKI oo notex-
unana, Kotopbl onpegenseTca Todkon nepernba BKX ana k = 0.308.

"

T AT —
= 1
_AD\_\ Puc. 10. Xumunyeckas vHMUMaLNA KOH-
XK KN dopmaumnoHHoro nepexoga MPK npu
el MOBbLILEHMN KOHLEHTpaumMm meauaTtopa
’ }JKI'I— é A0<A1 <A2<A3.

Ug

0 ] ! | |

05 0.7
09 u B

OcB0OGOXOEHHbIN KBAHT 3HEprun (POHOH, KOH(POPMOH), aKTUBUPYHOLLNIA SHOOrEH-
HbIA YCUNUTENbHbBIA MeXaHn3Mm, NponopuMoHaneH nrowann rmcTepesncHbIX neTensb.
Mctepesnc 3ameTHo Gonblue npu XKI1, yem npu OKI. MpupocT 3Heprum obecne-
YynBaeTCcs XMMMYECKUM cpoacTBOM meaguaTopa m peuentopoB MPK. Oba mexa-
Huama — [OKIM n XKIMT — nHnunnpyoT yanmHeHue aneKkTpoCcTaTUYecKon «MNpPY>KUHbI».
Ho OKI1 aBnseTcs pesynbtatom ee ocnabnenuns, a XKIN — pesynbtatom ee gonorn-
HUTENbHOrO pacTsXeHus. Xumuyeckul 3anyck 3HO02eHHO20 crialika oka3sbieaemcs
b6onee MowHbIM, 4eM B cnydae genonspusauuun. Kpmeble Ha puc. 6 HOCAT KayecT-
BEHHbIN XapakTep, T.K. opMynbl (3—6) He y4nTbIBalOT MexXaHu3M OencTBusa meauva-
TOpa No NPUHLNMY «KIMHOY—3aMOK>.

[Mepeuyncnnm cBONCTBa peuenTUBHOIO Knactepa u ux cneacraus.

1. [MCKpeTHblE KOHGOPMALNOHHbLIE COCTOSIHUS TPaHCMeMbpaHHOro Tpurrepa co-
OTBETCTBYIOT MOrPY>XEHHbIM «@» U BCMMbIBWMM «b» BOKOBbIM Llensam peLenTtopoB no
obe ctopoHbl BJIM.

2. KoHdopmaLMOoHHbIE COCTOSIHUA «@a» U «b» COOTBETCTBYIOT pa3HbIM 3HepreTu-
YECKUM YPOBHAM. QHEpPrusi, akkymynumpyemasi B MexxypoBHeBom nepexoae MKl mn
ocBoboxpaaemas B AKIM vnu XKI (nnowags ructepesncHon neTnum), 3aBUcuT oT K.

3. 3T aHepreTnyeckune (M NyckoBble) CBOMCTBA TEPSAIOTCA B Npouecce MmMoobunu-
3aumn B3, korga k—1, 1 ructepesuncHasa neTnsa ncyesaer.

4. XMMUYECKN UHULMMPOBaAHHbLIN KOH(popmaumoHHbIn nepexon (XKI1) oceo-
6oxaaeT 3HAYNTENbHO GONbLUMMA KBaHT 3Hepruu. [1o3TomMy XMmmnyeckue mexa-
HM3Mbl agpecaunn MPK aBnsitoTCS OCHOBHbIMUW ANSA 9HAOrEHHOro BO30yXaeHUsa Hen-
poHa.

5. OcBoboxaeHne aHeprun, 3anaceHHon MPK MOXHO MHULUMMPOBATL TPEMS CTU-
MyfnamMn — B3aMMOAENCTBMEM KnacTepa MeTabOoTpOnHbIX pPeuenTopoB C aroHUCTa-
MW, yaaneHnem MOHOB Kamnbuus, Hanpumep, AenCTBUEM KanbmoaynuHa (+AK — cMm.
puc. 4 n 5) n genonspusaumen.
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6. buctabunbHble KOHOpMaunoHHble pexunmbl W BnaronpuaTHbel Ana 3anucu
nHopmauumn, a MoHocTabunbHble R — Ans ee cuMThiBaHUS.

NTak, peuenTuBHbIA KnacTep, nepeknoyvas coctosHns «a» n «b», nepexogsa aa-
nee B COCTOSAHUA «C» N «d» Npu obe3aBuxeHun 3apsaoB (+AK — cM. puc. 3 un 4) n
COXPaHssi BO3HUKLLME HErNCTEPE3NCHbIE KOH(DOPMAaLMN, MOXET CYXUTb 3NIEMEHTOM
namatn. ObnacTb KOHCONMaauun — Bo3pacTaroLwme 3HadeHna k= 0.23, 0.308, 0.4,
0.6, 0.8 — BblgerneHbl Ha pucC. 4 3aTeHEHNEM.

[nxoTomunyeckoe ynpaeBneHue KOHgopMauMOHHbIMK npoueccamm MPK, npeg-
CTaBfeHHoe Kak hopmmpoBaHme anemeHToB «0» Unn «1» aHrpammbl, CXemMaTU3npo-
BaHO Ha puc. 11.

3anucb Hyns COOTBETCTBYET HWXKHEW YacTU pUCYHKa, rae obpatumble KOHdopma-
LUMOHHbIE nepexoabl Mexay ABYyMsS AnckpeTHbiMu coctosHuamu MPK (a<b) npownc-
X0OAaT B pexume R, T.e. npn obuwem runepnonsapusaumoHHOM CcMeLeHn membpaH-
Horo noteHumana (MI). 3gecb MPK gencrByeT kak ogHOBUGpaTop: CTUMYI Bbl3biBa-
eT genonsipusaunoHHbIn koHdopMaumoHHbiM nepexod (OKM), a ero cHatne — ru-
nepnosiapmM3aumnoHHbIn KOHopMaunoHHbIn nepexon (IMKIM) — Bo3Bpat B cOCTOsSIHUE
a. AMnnutyga CTumyna, O4YeBUOHO, AOSMKHA MNpeBbIWaTh LUMPUHY MMCTEPE3NCHOM
neTnn Ha BOSbT-KOHOpMaunoHHoM XapaktepucTtuke (BKX), a koHgpopmaunmoHHoe
coctosiHne b gomkHo 6bITb KpaTkoBpeMeHHbIM. CoBnageHne agpecHbiX CUrHanoB c
TMNCI (unun otcyTtcTtBmem BIICIT) BoccTaHOBUT HavyanbHy0 KOHGOPMaLMIO MO CXeme
a—b—a. Takon MPK coxpaHuUT ructepesncHble CBOMCTBA, YTO O3HaYaeT Hyfb 3H-
rpaMmmbl — «0».

KoHgbOpMAaLUMOHHBLIA pexum YW (3annck 1) PeUuenTUBHbLIA
Knactep MaTy Wanka

HMoHoTponHoe AelcTBMe —>

(B CUHANTUYECKON LLEnK) X+U
o CyBCcHMHanNTU4YeCKKne HoHHBbIE u =
o =
=3 peuenTopbl — KaHanbl —» I'ICF‘ > KT = ﬂ
E ; ——— 30+ Ycunenue +[1[ & 2
) MexcHHanTUHeCKne . X AKT ; o £
g » peLenToRbl ! e

MoTeHuMauma
(M BOSMOXHO KaHanbl) e '

" .
R (uTeHue) |MeTaGOTponHoe AeACTEME ‘ .

X§M0TPOHH06 AeHcTBHNE KoHgopMaUMOHHEIN pexrm <
(HeApoHo-rNManbHbIe Wenu) .

W (3anuces 0)

HKopoTREoe FAMBESRHE

Puc. 11. OBontouns koHdopmaunoHHbix coctosHui MPK: X n U — xummnyeckne v anektpuyeckue
ctumynbl, X+U — ux coBmelleHne. Pexumbl 3anmcn W (BepxHUin kaHan) unu 4ytedus R (HWXHUIN Ka-
Han) 3agatTcsa cMelleHmem MI HewpoHa. OH 3anycKaeTcs XMMUYECKU UMW SMEKTPUYECKU MHOYLM-
pyeMbiMu koHpopmauunoHHbiMy nepexogammn XKI1 n/unu OKI. MNMyHKTMp nokasbiBaeT npsaMyo genons-
pusauwuto (M) HelipoHa B 06X04 SHAONEHHOrO YCUIMTENS (BbI3BaHHbIV CMNavik).

B pexume W, T.e. npu noHmwxkeHnn Ml n 6GuctabunbHbix kKOHGoOpMaumsax a—b,
BO3MOXeH HeobpaTtumbii nepexoq MPK 13 b B KOHTUHYYM MOHOTOHHbIX COCTOSIHUIA
c—d no cxeme a—b—c—d (BepxHasa 4acTb puc. 7). ATO Npon3onaeT, ecrivm cocTos-
Hue b coyetaetca ¢ BICI1 Ha Bpems, gocTaToyHoEe A5 NoTepy KOH(OPMaLMOHHON
nogswxHoctTn MPK. Ycnosne coBMeLLEHNA XMMUYECKOrO U 3NEeKTPUYECKOro CTUmy-
noB obo3Ha4veHo kak (X+U). HanomHum, yto coBmeleHne agpecaumu ¢ BIICI1 ycy-
ryébnsaet soitTankueaHue uenen MPK n3 BJIM v gonblue yaepxvsaeT nx B 30He, rae B
GanaHc cun Bkno4arTca agresva n nonumepusaumsa [35, 36]. OHM ymeHbLualoT
KOHbopMaLMoHHY0 noasmXHoCcTb MPK, 1 ero BonbT-KkoHGOpMaUMOHHAA xapakTepu-
ctnka (BKX) ctaHOBUTCS MOHOTOHHOW, nepexoas rpaHnuy KOH(OPMaLUMOHHOIo ruc-
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Tepesuca (k> 0.308, cm. [34]). DTO nNo3BonseT 3anucatb eOVHUYHbIN SNIEMEHT 3H-
rpaMmmbl — «1»

Hes3aBncmMmo oT KoHgOpMaLMOoHHbIX pexumoB R unu W 1 asontounn KoHdopma-
UMOHHbIX cocTtosHun MPK, a nmenHo: a<b (3anuce Hynga) nnn a—b—c—d (3anuce
eanHunubl), B obounx cnyyaax nepexoqg a—b ocBoboxgaet kBaHT aHeprun. OH akTu-
BUPYET BTOPOWN NEPEHOCHNK, BbI3bIBast Mpu 3anucu 3HAOoreHHoe Bo3byxaeHue (OB) un
«CMOHTaHHbIN>» cnank. lNpu eocrpousgedeHuu cnankn B6yayT BO3HMKaTb TOMBbKO Ha
rmcrepesncHolx MPK, T.e. Hynn aHrpamm 6yayT BOCNPOU3BOAUTLCA Kak eauHWUUbI, a
€aAVHULbl — KaK Hynu. Takum o6pas3om, aHrpamMmma BOCMPOM3BOLMTCS UHBEPCHO MO
OTHOLWEHUIO K 3anucu. [NoBTOpHas MHBEPCUS, Hanpumep, C NOMOLLBD TOPMO3HbIX
CMHancoB BOCCTaHaBMMBaeT 3anuchb.

7. 3aknoveHue

[BvXeHne megmaTopoB B HEMPOHO-TNNANbHbBIX LWENAX BMSET Ha NoKanu3aumto
HeMpopeLenTopoB. PeLenTopbl U KaHanbl, yaepXnsaemble NOCTCUHANTUYECKUM Yn-
NOTHEHMEM, OKa3blBalOTCA MOHOTPOMHbIMKU. PeuenTopbl, BbITECHEHHbIE U3 CUHANTW-
YECKOW Lenu, KrnacTepusyloTcsa Yy KBasucTaumMoHapHbIX ToYek, obpa3sys Ha HerlpoHe
MO3auky 13 10*-10° MeTabOTPOMHBLIX PeLenTVBHbIX KNAacTepoB (MPK). Kaxgbin MPK
noaobeH MOnekynspHoOMy Tpurrepy, OAuMH M3 ero KOH(OpMauMOHHbIX MepexoaoB
Bbl3blBAET 3HAOrEHHOE BO30YXAEHNE HEMPOHA U «CMOHTAaHHbIN» CNavik.

Mosaunka MPK xapaktepuayeT 3anac mMeTaboTpOmnHOW aKTUBHOCTWM HEWpoOHa u
NOTEHUManbHyl0 €MKOCTb ero namsatn. ToOpMO3HO-BO3GyauTenbHas KoHurypauus
CMHancoB B OKpecTHoCTU kaxgoro MPK BmecTe ¢ npe- U noctcMHanTUyecknmmn 3a-
Aep>xkamu onpegensietr KoOHOPMUPYHOLWMIA ero MMMNYIbCHbIN NaTTepH — agpec 3To-
ro MPK.

KoHdopmauun MPK 3aBUCAT OT KOHUEHTpaumm meaguartopa, memopaHHoro no-
TeHuMana n KoHopMaLUNoOHHOW NOABUXHOCTU peLenTopoB B Kractepe. Ero BonbT-
kKoHGopMaumoHHas xapaktepuctuka (BKX) moxeT ObiTb ructepesncHon (MoHocTa-
GunbHass unu GuctabunbHass KOHgopmMaunn) UM MOHOTOHHOW. B nepBom cnyvae
06e KoHthopmauun anckpeTHbl 1 0bpaTUMbI; TPETbA KOHpOpMauus HeobpaTuma, HO
€e MOXHO paspywuTb runepnonspusaumen («KoHOULMOHUPOBaHME»), BOCCTAaHOBMB
rmcrepesuc.

MegunaTtopsbl, MHTepdepupyoLWmne 3a npegenaMmm CUHaMNCOB, YNPasnsioT Nokasnb-
HbIMW KOHpopmauuammn MPK, a nonsapusauua membpaHbl onpegenseT, 6yayT nv atn
TpaHcMeMOpaHHble Tpurrepbl BUCTabUNbHLIMU UM MOHOCTabUABHLIMWU. XUMUYECKas
cenekumsa MPK e 6ucmabunsHom pexume B codeTaHum ¢ MNCI1 onpegensaet gopmu-
poBaHue arnemeHTa aHrpammbl. CovetaHne agpecauun ¢ BICI nepesoant MPK B
TpeTbe (HermcrtepesncHoe) KoHdopMaunoHHoe coctosHue. pu otcyteteun BIICTI
nnun genctaum TICIM MPK Bo3BpallaeTcsa B UCXOQHOE MCTEPE3NCHOE COCTosIHNE. B
nepBoOM cryqae oopMupyeTcs «1» 3HrpaMmmbl, BO BTOPOM — «0».

JononHutensHbIM ycnosnem opmMupoBaHus «1» gBnseTcs OnMTenbHOCTb yaep-
XaHus Knactepa B «pa300bLleHHON» (aAenonspm3aLmMoHHON) KoHopmaumn. 3agepx-
Ka QOrkHa ObiTb AOCTAaTOYHOM, YTOObLI agre3ns U nonuMepmusaums peuentopos [35,
36] 06e3nBMKMIM UX ANMEPHbIE CBA3M (MMMOBMNM3auna BOPOTHbIX 3apsiioB, BO3-
MOXHO, C y4acTmem knatpuHa [37]). 3agepxkon ynpasnsawT Bapuauuun [1CI1
(BNCIM — yonunset, TMCIT — ykopaynBaer).

B moHocmaburibHOM pexxume Takue 3afepXXKv OTCYTCTBYHOT, YTO NO3BOSISET Yu-
TaTb SHrpaMmbl 6e3 nx paspyLeHns. 3TOT PEXUM MUHUMU3UPYET BPEMS Pa3obLLeH-
HOro COCTOSIHUA KnacTepa, NpefoTepallas nonMMepusaunoHHble U3SMEHEHMS.
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OpHako «1» n «0» 3HrpaMm nNpu cunTbiBaHUM OyayT NpeacTaBeHbl MHBEPCHO

Kak «0» (rMcTepesnc OTCYTCTBYET U Cnank He BO3HUKaeT) N «1» (Bo3HMKarowmmn XKI1
WHULMMPYET 3HOOrEeHHbI cnawnk). [1ns BOCCTaAHOBMEHMS 3anncaHHOW nocnenoBa-
TeNnbHOCTU B NepBOHa4yanbHOM BUAE NMOBTOPHOW MHBEPCUWU, HAnpuUMmep, C MOMOLLbIO
TOPMO3HbIX CUHAMCOB, Kak 3TO cAenaHo B kreTkax MNypknHbe n Monbokun Mosxeuka.

Takum o6pa30M, MeTa6OTpOI'IHaFI aKTUBHOCTb HelpoHHbIX I'IOI'IW'IFILWIVI no cBoOM

MexaHuM3maMm M CBOMCTBaM Gnvke K KOMMNbloTepaM, YeM K COBPEMEHHLIM HENPOKOM-
nbtoTepam. MnoTesa cMHaNTUYECKON NNAacTUYHOCTM OKasblBaeTcs He BocTpeboBaH-
HOW, HO 3reKTpuyeckass akTMBHOCTb CMHAMNCOB OCTAeTCs BaXXHbIM MHCTPYMEHTOM
hopMMpOBaHNS SHIPaMM.
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