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CUHXPOHM3ALIIMS MONYJAAIMHA HEMPOHOB IIYMONOAOBHBIM CUTHAJIOM

AHHOTALUA

W3BecTHO, YTO CHHXPOHHM3AIMs HEPBHBIX KJIETOK HMMeeT OoJbImoe 3Ha4YeHHWE I (OPMHPOBAHHS IaTTCPHOB
aKTUBHOCTHU Mo3ra. C 1esblo U3yueHUsl MEXaHU3MOB CUHXPOHM3ALUH, B SKCIIEPUMEHTAX 3aMEUEHO, YTO OTBET HEMPOHOB Ha
CJTIOXKHBINH, TIYMOTOJOOHBIH CTUMYJUPYIOIANA TOK OTJIMYAeTCs OONbIIeld BOCHPOM3BOAMMOCTHIO 4YeM Ha MPOCTOH,
CTYIIEHUATHIH CTHUMYN. B Hacrosmeil paboTe MBI BOCIHPOHM3BOIUM TAaKOTO poja SKCIHEPHUMEHTANBHBIC PETUCTPAIH Ha
Mozend. Mogens OTHOCHTCS K KJIacCy YacTOTHBIX MOIyIsMoHHBIX Moxenei (Firing Rate) m moctpoena s HelipoHOB-
moporoBeix mHTerparopoB (Leaked Integrate-and-Fire). Monens mpuOIMKEHHO ONMMCHIBACT KAaK PEXHM CTAIlHOHAPHOH
(pa3CHHXPOHM3UPOBAHHOW) AaKTHBHOCTH HEHPOHOB TaK M CYNIECTBEHHO HECTallMOHApHBIN pekuM. CoriacoBaHHas ¢
JKCIIEPUMEHTOM MOJENb TOKA3bIBAET HACKOJILKO Ba)KHBIM JUJISI CHHXPOHHOI'O CIAHKOBOI'O OTBETAa HEMPOHOB HOMYJISALUU
SIBJISIETCS TIPENCIIaiKoBasi CHHXPOHHOCTh COCTOSIHMSI HelWpoHoB. Kpome Toro, Mspl IMoka3aiau, YTO HECTAlMOHAPHBIN
KOMITOHEHT IOIYJISIIUOHHOM YaCTOThI UTPAET B IIPOLIECCAX CUHXPOHU3ALUU KIFOYEBYIO poiib. TeM caMbIM MOATBEPKAAECTCA
HEOOXOAMMOCTh y4éTa paclpeneleHNus HEHPOHOB IO MX COCTOSHUSAM peppakTepHOCTH B YIPOUIEHHBIX YaCTOTHBIX
MOJIEJNISIX MOMYJISIIUN HEHPOHOB.

1. Beeaenue

ITox BOCTIPOW3BOAMMOCTBIO HIIM TIPENCKAa3yeMOCTHIO MOBEINCHHS OIHOTO HEHpOHAa MBI MOHHMaeM HPHUOIIKEHHYIO
IIOBTOPSIEMOCTb €r0 OTBETA B BUJE IIOCJIEIOBATEIbHOCTU CIIAMKOB IIPU NOJAa4e OJHOIO U TOIO )K€ CTUMYJa. DTO KauecTBO
MBI YIOIOOIIeM CHHXPOHHOCTH OTBETOB HEHPOHOB OIHOH MOIYJAIMH, KOTOPYIO MBI ONpeAeIsieM KakK OOJbIIoe
KOJINYECTBO HEHPOHOB, MONYYAIONINX OJUHAKOBBIM BHEMIHWH CTHMYNT ¥ pa3iIudyaroluxcs 00 COOCTBEHHBIMH
CBOMCTBAaMH JHOO OTOJHUTEIBHBIM IIYMOBBIM CTHMYJIOM. Pasnmudarommecs Ui HEHPOHOB INOMYJSIIHK CHTHAJEI,
HEKOPPEIMPOBAHHBEIE CO CTUMYJIOM, MBI paccMaTpuBaeM B BHe Oemoro myma. Ecim HEHpOHBI, HAXOIAIINECS B COCTaBe
OIHOTHUIHON TONYJISIHMH, B OTBET Ha OONIMHA CTHUMYN HAal0OT CHHXPOHHBIN “3aium” CHaKoBOM aKTHBHOCTH, TO TaKOH
NOIYJSIUOHHBIM OTBET OKaXeT IOMHHMPYIOIIEE BO3IEHCTBUE Ha T€ HEHPOHBI, KOTOPBIE IOIY4YarOT CHUHANTHYECKHE
CUTHAJIbBl OT AaHHOM nomnynauuu. ITonnepskaHue CHUHXPOHHOTO peXUMa B TEUEHUE JOJIIOr0 BPEMEHM MOXET HIpaTh
CYIIECTBEHHYIO pONb B MH(OPMAIIMOHHBIX IPOIECCax, HANPHMEpP, CBSI3aHHBIX ¢ pasnuuueM ctumyna [1]. Hexoropsie
HCCIIEIOBATENN CYMTAIOT, YTO IS MOAAEPKAHUS CHHXPOHHBIX PEKHMOB HEOOXOIUMa IPEACKa3yeMOCTh IMOBEICHHS
HEWpOHA, a OHA YJIy4IIaeTcs IPH «3alIyMIEHHOCTHY» BXOJHOTO CUTHaNa [2].

B skcniepumente [3] BHYTPHKIIETOYHO PETHCTPUPOBAICS MEMOpaHHBIHM MMOTCHIIHAN HEHpOHa B OTBET Ha MOJady B HETO
ToKa. IIpy NOBTOpPEHMM CTYNEHYAaTOIO CTUMYyJa IIOJIO)KEHHE CIAKOB HEWpPOHAa M3MEHSUIOCh BO BPEMEHH, IPUUYEM
pa3coriacoBaHMe CHANMKOB BO3pacTajo IO Mepe YNaJIEHHOCTH OT MOMEHTAa Hadajla CTHUMyJja. B NpOTHBOIOIOXHOCTH
3TOMY, IIPX MOJa4ue CJIIOKHOTO CTHMYJIa, TIOZOOHOTO IBETHOMY IITyMY, Pa3cOTJIACOBaHHUE CIIAHiKOB OBIJIO 3aMETHO MEHBIIE U
HE W3MEHSUIOCh BO BpPEeMEHH. TeM caMbIM OBIIO ITOKa3aHO, YTO CIOXKHBIH NPO(WIH CTUMYJa MOXET CYIIECTBEHHO
MTOBBICUTH IIPEJCKAa3yeMOCTh ITOBEICHHUS HEHpoHa. YHonoOiisis MHOTOKpaTHOE IOBTOPEHHE CTHMYJa THIIOTETHYECKOH
MHO>XECTBEHHOH PErucTpaluy B HEHPOHAxX IOMYJSALMH, MOKHO 3aKJIIOUUTh, YTO CJIOXHBIA CTUMYJ MOXKET CYILECTBEHHO
CHHXPOHHM30BATh MOIYJIAIUI0. B HacTosmelf paboTe MBI paccMaTpHBaeM MHPOCTYIO HOIYJSIHOHHYIO MOJENb, KOTOpas
MOKET BOCIIPOU3BOIUTH OMUCAHHBIN 2P PEKT.

Mogenn eOWHWYHBIX HEHPOHOB MOTYT 0a3MpoBaThCA HA ypaBHEHHAX XOIDKKHHA-XaKCIH, OJHAKO, HE Bcernaa
Heo0XoArMMa CTOJNb BRICOKas AeTainu3anus. I103ToMy B KadecTBE eIMHIYHBIX HEHPOHOB YaCTO MCIIONIB3YIOTCS YIPOIIEHHEIE
MOJZIE€NIY TUIla NOporoBoil. OHa MOKET XOpOILIO BOCIPOU3BOAUTE MOMEHTHI CIIAMKOB 10 CPAaBHEHUIO C IIOJIHOM Mozenblo. B
KauecTBE MOMYJISIIIHA MOKHO pacCMaTpUBAaTh HA00p OOJIBIIOTO YHCIa OTASIBHBIX HeHpoHOB. OmHaKko 6osee 3hGEeKTUBHBIM
SIBJISIETCS. MCIIONIb30BaHMe Mozenell tuma Refractory Density [4-6], a B OTAENbHBIX CIy4asXx MEHee TOYHBIE, HO Oojee
MIPOCTHIE MOMYJISAIHMOHHBIE MoAenu [5-8]. [Ipuuém OHM HOKHBI BOCTIPOM3BOJIUTH KaK OJMHOYHBIE BCIBIIIKH CHHXPOHHOMN
AKTHBHOCTH, TaK U PEKUMBI CO CTAllMOHAPHBIM YPOBHEM 4acTOThl. B TOxke BpeMs BO MHOTHMX MOZEJSAX HE YyUUThIBAECTCA
BKJIaJl CYLIECTBEHHO HECTALIMOHAPHOI'O YAaCTOTHOIO peuleHusl. Mbl Moka3aiad, YTO OHO UIPAaeT BaKHYIO pOJIb BO BpeMs
PEXUMOB 3HAUUTEIIBHON CUHXPOHU3ALUN HEPBHBIX KJIETOK.

2. Onucanne Moje

Bruta moctpoena wacrornas (Firing Rate - FR) Mozmens momynsanuy HEHPOHOB - MMOPOTOBBIX MHTETPATOPOB HEHPOHOB
(Leaked Integrate-and-Fire — LIF) n u3ydeno e€ moBemeHne Ipu BO3ACHCTBUM KaK CTYIIEHBKH TOKA TaK M ITyMOITOI00HOTO
curHana. [TogpoOGHOe M3II0’KEeHNE U BBIBOJ ypaBHEHHH MPUBEACHHI B ClieAylomel paboTe [6], TO3TOMY MBI OrpaHHYNMCS
JIUIIB ONMUCAHUEM MOJETH.
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[Ipu paccMoTpeHNH TMOMYJISAIMA MBI HCIOJIB3YEM CIETYyIONe AOMYIICHUA: 1) CIIOHTaHHBIE TOKH YYHUTHIBAIOTCS B
BHJe Oenoro myma, 2) mopor BceX HEHPOHOB HMMEET OJMHAKOBOE IMOCTOSHHOE 3HAYeHHE 3) BCe HEUPOHBI MONyYaroT
OJIMHAKOBBIN CTHUMYI (TOK).

Mpr npeamnogaracM, 4ro pacCMOTPEHUE MHOXKECTBaA Hpe)I’I)SIBJ'IeHI/If/i CTUMYJa IJid OOHOTO HCﬁpOHa SKBUBAJICHTHO
paccMoTpeHuto aHcambOms. IlomyisimmoHHAs 9acTOTa V CUYMUTAETCS] PaBHON OTHOIIEGHHIO YUCHA CIIalKOB BCEeX HEHpPOHOB
aHcaMOIIs 3a MaJIbId MHTEPBAJ BPEMEHH K KOJIMYECTBY HEHPOHOB H BPEMEHHOMY HHTEPBAITY.

YpaBHEeHUE TSI KQXKIOW KJIETKH MOMYJIISIIUH MOXHO 3aIHCATh CICTYIOIIUM 00pa3oMm:
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B patore [7] 6pu10 TOKa3aHO, YTO BO3MOXKHO MEPEUTH K OMUCAHUIO OOJIBINON momynsanuy HefipoHos tuma [F. [Tpu
JAaHHOM pPAaCCMOTPECHUM OHHU HE pas3IMdaroTCA 110 HX COCTOIHHUIO MEXITY CHaﬁKaMH, a 3HA4YCHHUA IIOTCHIHUAJIOB

pacIpe/Ie/ieHs! CIIYdaifHo B COOTBETCTBHH C MOMYYCHHBIM IIyMOM OKOJIO CPEIHEro 3HAYCHHS {J(f).
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IlonynsimuonHass 4actoTa V(t) ONpPEJIENACTCA  CPEJHUM  HOJNOPOrOBOBIM — MOTEHIHAIOM  {J/(¢), KOTOPBIN

XapaKTepU3yeT BEPOSTHOCTh T€HEPALIMH CIIANKOB MOMYJIAIIIH:
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KoMIOHEHT 4(U/) OmpesienseT 4acToTy B CTAMOHAPHOM pexume; (Obu1 nonydeH B padote [9], Takke OH MpuBEAEH B

pabore [6]), B(U,dU/df) -- B HECTAlHOHAPHOM.
TakuMm 00pa3om, ypaBHEHHs 4—8 ONPEENAIOT MOBEJACHHIE MOMYJISIIUN OJUHAKOBBIX HEHPOHOB, MOJYYAIOIINX OOIIHIA
«CUHANTHYECKUI» CTUMYIL.

3. CuHXpOHU3alUs B MOJEJIM U IKCIIepPHMEHTe
MBI H3y4aeM 1Ba BHa CHHXPOHHOH aKTUBHOCTH, ITPH ITOa4e IIOCTOSHHON CTYNEHBKH TOKA M I[BETHOTO ITyMa. 3aTeM
CpPaBHMBAEM pe3yJIbTATHI, TIOTYYEHHBIE B SKCIIEPUMEHTE U B MOJICIIH.

Okcnepumenm

B skcriepumente [3] BHyTPHKIIETOYHO PETHCTPUPOBAICS MEMOpaHHBIHM MMOTCHIIHAN HEHpOHa B OTBET HA MOJady B HETO
Toka. Ilpu MOBTOPEHWH CTYNEHYATOTO CTUMYJa MOJIOKEHHE CIAKOB HEWpOHAa HM3MEHsuIoch BO BpemeHH (puc.lA,C),
npuuéM pa3corilacoOBaHUE CIANKOB BO3PACTalIO IO Mepe YNal€HHOCTM OT MOMEHTAa Hadajga cTUMysa. JacTora Takou
«MOIYJIILMU» Pa3MbBIBAETCs, IMOCKOJIBKY H3HAYaJlbHO IPHUCYTCTBYET HEKMH ecTecTBEHHBbIM IIyM. Ilosromy choycrs
HECKOJIbKO BPEMEHHBIX MEKCIIaKOBBIX HHTEPBAJIOB JEMOHCTPUPYIOT NOJHOCThIO ACUHXPOHHOE IIOBEJIEHUE, YTO BUJHO HA
puc. 1 C. DTo CcBA3aHO C TeM, YTO M3HAYAJIHHO BO3HHKAET ONPENETEHHBIA CABHUT (a3, KOTOPHI C TEUEHHEM BPEMEHHU
YBEIUYUBAETCA, YTO IPUBOAUT B JAIBHEHIIEM K HENPEACKA3yEMOMY IIOBEIEHUIO.

B mpoTHBOMONIOKHOCTh ASTOMY, MPH TMOjade CIOKHOTO CTHMYJa, MoMo0HOTO mBeTHOMY mymy (puc.1B,D),
pa3corylacoBaHHe CIIaifkoOB OBLIO 3aMETHO MEHBIIE M HE M3MEHSUIOCH BO BPEMEHH. B TaHHOM ciIy4ae MBI MOXKEM BHIIEThH
CTaOMIBHYIO MPEICKa3yeMyl0 aKTHBHOCTb. ABTOPHI Pa0OTHI [2] CUMTAIOT, YTO CHHXPOHHU3AIMS BBI3BaHA OJHOBPEMEHHBIM
caBUroM (a3 BCeX HEWPOHOB MPH KaXI0M HOBOM HMITYJIECE BXOJHOTO TOKA.
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Puc.1 (3aumctBOBaH W3 paboThl [8]). A — MHOXECTBO OTBETOB HEHpOHA Ha TMOCTOSHHBIA CTYNEHYATHIH CTHMYJI
BermunHOH 150 pA, C — pacTporpaMma craifkoB; B - oTBeT Toro ke HelipoHa Ha (UKCHUPOBAHHBINA CHTHAJI, ITOTYYCHHBIH

KaK IBETHOH mym co cremyromumu mapamerpamu: U =150pA, o, =100pA,7, =3ms, D — coorserctByromas

pacTporpamma.

Mooenw
Ha puc. 2A nokasaHsl pemeHus ypaBHEHNH 2,3 IpH pa3sHBIX peasin3aliax myMa. B 000oux ciaydasx HUCIONb3yeTcs OIHA H
Ta K€ BEJIMUYMHA CTYNEHYATOTO CTUMYyJa. BUIHO, YTO MOMEHTHI CHAallKOB B MOJEINH, PUC. 2A, U 3KCIEPUMEHTE, puc. 1A,
npuOIU3UTENbHO coBnanatT. Ha puc. 2C mpeacTaBieHO pelieHrne JUIsi YaCTOTHI TOIYJISIHA, TTOMydalomell MOCTOSHHBIN
curHajg. MoXHO yBUJETb, YTO B MEPBbIE MOMEHTHl BPEMEHHM BO3HMKAET MUK CHHXPOHHOM aKTHBHOCTH, a 3aTE€M 4acTOTa
ITOCTENEHHO MOHMXAETCs J0 CBOEr0 CTAIIMOHAPHOTO 3HAYEHHS. JTO CBSA3aHO C TE€M, YTO B MEPBOE BPEMS CTUMYJISIINHU
CIalKi BO3HUKAIOT OJHOBPEMEHHO, pHC. 2A, a 3aTeM HEHPOHBI IECUHXPOHU3YIOTCS M3-3a N3HAYAIBLHOW pa3HoCTH (a3.
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Puc.2 A - mHoxectBo noreHuuanoB LIF HelipoHOB, MOdy4yaromMX CTYNEHYaThI BXOJHOM TOK M pa3iIuYHbIE
peanmm3aryu myma (7 MTYK); aMIDIUTyJa CIIAHKOB TIOKa3aHa ycloBHO. B — cpennnii motennman LIF HelipoHOB mpu momade
obmrero nrymornono0HOTO CHTHaNa Kak B dKcnepuMmeHTe (puc.1B); C,D — 9acToTsl momymsanuii B peXHMe IMOCTOSIHHOW H
LIYMOBOH CTUMYJISILIUA COOTBETCTBEHHO.

Ha puc. 2B mokazano pemeHue s moTeHImana nomyminuu LIF HelipoHOB mpm momade mrymMornonoOHOTO
CTUMYJIa KaK B dKcrepuMeHnTe Ha puc.1B. BunHo, 4To MOMEHTHI ciaiikoB B Mojienu, puc. 2B, u skcniepumente, puc. 1B,
NpUOMU3UTENbHO coBmanaoT. Ha puc. 2D mpencraBieHo pelieHwWe UIsi 4acTOTHI IMOMYJISIUU. BWIHBI OTYETIUBEIC
BCIUIECKM YacTOThl Ha BCEM HMHTEpBAJE MPEABSIBICHUS CTHMYJIa, YTO TOBOPUT O CHHXPOHHOCTH OTBETOB HEUPOHOB
nonyssiui. CHHXpOHUW3aIus, HabmoaeMasi HaMHd, MPOUCXOIUT BCIIEICTBHE TOTO, YTO NIYMOBOW CHTHAJT yJEpP:KHUBAET
MeMOpaHbl HEHPOHOB aHCAMOJSI B CXOXEM COCTOSHUU pe(@paKkTepHOCTH, KOTOPOE B TEKYIIUH MOMEHT BPEMEHH MOXKHO
OBLIIO OBl XapaKTEePU30BaTh JUIS KAXKIOTO HEMPOHA, HAIIPUMEP, BpEMEHEM, TPOIIEIIAM OT MOMEHTA MPEABIAYIIETO CIIaliKa.

CpaBHUBas MOJIENb U SKCIIEPUMEHT, MBI MOKEM 3aKIIOYUTh, YTO HEBO3MOXHO TPeOOBATH OT YIPOMEHHONW MOJEIH
0oJIbIIIel TOYHOCTH, MTOCKOJIEKY OHAa HE YYUTHIBAET MHOTHE TOKH, MPUCYTCTBYIONINE B peajbHBIX HEHpOHaX, OMHAKO IS
HU3yYCHUS] CHHXPOHHOW aKTUBHOCTH TMOMYJISIIMH MOKHO CYUTATh €€ BIIOJIHE a/IeKBaTHOM.

4. Po1b HeCTALMOHAPHOI'O PellIeHUs
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Puc. 3. A — yactora nonynsuuu vV (t ) (3enenas nuHKSA) TONHAS U €€ CTAMOHAPHAs KOMIIOHEHTa (L)) (KpacHas) mpu

nojaue CTyneHbkd Toka 150 pA; B — To xe Ipu NpenbsBICHUU CTUMYyJa B BHUJE L[BETHOIO IIyMa TAaKOro e, KaKk B
JKCIIEPUMEHTE.

Ha puc.3 npencraBieHbl pewieHMs A8 4YacTOThl HONMYJISALMM HEWPOHOB COIJIAcHO yp. S5, MHOJydaroled Kak
IIOCTOSIHHBIM, TaK W IIYMOBOM BXOJ. Eciu y4uThIBaTh TOJBKO CTAallMOHAPHBIM HIICH Z(U), yp. 6, TO mpu mojaye

CTYIIEHYATOT 0 CTUMYJIAa IPOUCXOJUT 3HAYUTCIIbHAA HEJOONCHKA YaCTOThI B IIEPBBIC MOMCHTBI BpEMCHHU, PUC 3A.B pPEXKUME
LIIYMOBOH CTUMYJIAILIMMA CTallMOHAPHOE PEUIEHHE IIOYTU HE BOCIPOU3BOIUT CYLIECTBEHHONM CHHXPOHHU3aLlUU HEHPOHOB
aHcaMOIIs 1o CPaBHEHUIO ¢ MOJHOI acToTol 3B. B 000X cirydasx 3To CBA3aHO C TE€M, UTO IIPH OBICTPOI CHHXPOHU3AINH
HEHpPOHBI CHHXPOHM30BAaHBI M WX IOTCHIIHANBI PacIlpeieNIeHbl M0 TayCCOBY 3aKOHY OKOJIO cpenHero 3HaueHus U(?), a He

T
aBHOMCPHO PaCHIpCaCICHBI MCXKT I/resgt n V Kak mpenanonaraet GopMyiia 7 WM aHAJOTHYHAS 3aBHCHUMOCTH YaCTOTHI
Y )

OT IIOTCHIIMaJIa HJIKM TOKa (‘IaCTO, CI/IFMOI/IIIHaSI) B OOJIBIIMHCTBE IwIaCTO-yl'[OTpC6J'I5[eMBIX YaCTOTHBIX MOIICJ'ICI\/‘I. Taxum
06pa30M, MBI MOKEM 3aKIIOYUTH, YTO UIA IOJTHOLICHHOTO ONHMCAaHWA BCEX PEKUMOB aKTHUBHOCTU ITOITYJIAIIUN HCﬁpOHOB
HEO0OXOIMMO YUHTHIBAThH KaK CTAI[MOHAPHOE, Yp.7, TaK M HECTAIIMOHAPHOE peIlleHue, yp.o.

4. BeIiBOADI

1) Ionmynsanuyu HEHPOHOB BeAyT ceOsS CHHXPOHHBIM 00pa3oM B TEUCHHE JOJITOTO BPEMEHH IPH IMPEIbSIBICHHH
CTUMYyJIa B BHJIE LIBETHOTO IIymMa, B TO BpeMs Kak JUIMTEIbHAsl CUHXPOHM3ALMs HEBO3MOXHA IIPU I10J1a4e MOCTOSHHOIO
CTHMYJIA.

2) IIpu paccMOTpeHNH CHHXPOHHU30BAHHOTO TIOBEACHUS HEHPOHOB B paMkax FR Momenn HE0OXOAMMO YyUUTHIBATH
BKJIAJI HECTAI[MOHAPHOTO PEUICHHUS AJIS 9aCTOTHI, KOTOPHIN UIPaeT KIOYEBYIO POJIb B IOJOOHBIX MPOIECCaX.
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