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Annomayua. Cocrapisiercsi KIacCHMHUKAILHS CyMIECTBYIOMINX MOAENeH HeHPOHHBIX MOIIYJIsi-
Uil 1 Mojenel eJUHUYHBIX HEHPOHOB, UCIOJIB3yEMbIX B IOMYIALUOHHBIX Mogeisax. IIpuso-
JITCSL YpaBHEHHS] THIIMYHBIX OJHOMEPHBIX IIONMYJIIIHOHHBIX MOJIENeH, T.e. KOHTHHYaJIbHBIX
MoJIeJIeH, pa3IUYarolX COCTOSIHUE HEUPOHOB MEX]y CIIaiKaMU 10 OJTHOMY [IapaMeTpy, B TOM
YHCIIe IBYX MOJIEJIEN aBTOPOB CTaThU.

1. BBeaenmue

CornacHO cyObEKTUBHOMY IPECTaBICHHUIO aBTOPOB B JIF0OOW KOHKPETHBIH Ipolecce
00paboTkn MH(MOPMAIIMM MO3TOM BOBJICYEHBI CHCTEMBI HEHPOHOB PAa3HOTO YPOBHSL.
[To-BumMoMy, Ba)KHBIMH SIBISIOTCSI aKTUBHOCTh HEHPOHHOW CETH, COCTOSIICH W3
OTPaHWYEHHOTO YKCIa HeHPOHOB, HanboJee CreluGUIHBIX U TAaHHOTO TIpoIiecca, U
(hoHOBAs aKTUBHOCTH TOMYJALNN HEHPOHOB, 3axBaThIBaroOImas OoONbIHE 00JIACTH
Mmo3ra. [losTomy ams MonenupoBaHus WHGOPMAMOHHBIX IPOIECCOB MO3Ta HEO0XO-
JUMO COYETaHWE MOJENeH pa3HOro ypoBHsS moapoOHocTH. B Hacrosmee BpeMs H3-
BECTHBI MOJIENIN €IUHUYHBIX HEHPOHOB, MOAETH HEHPOHHBIX MOIYJISAINA M MOICIH
anekTposHedarorpapuueckux curHanoB. OQHAKO TPYAHO MPOCICTUTH CBSA3b MOJIC-
Jiel pa3HbIX YPOBHEH APYT C IpyroM. 3HAUMTENbHAS 1011 paboT B 00JaCTH BHIYHCIH-
TEBHOW HEHPO(PHU3UOIOIUH TMOCBAIICHA MOCTPOCHUIO MOJENICH MOMYJISIHUNA HEeHpo-
HOB. Llespto 3THX paboT SABIISETCS MaTeMaTHYECKOe OMMCAaHNE aKTUBHOCTH OOJIBILIOTO
YHCa MOJOOHBIX HEWPOHOB B OTBET Ha IMOJy4aeMblid obumi ctumyi. Ilepexox or
OMUCaHMS OTAEIBHBIX KJIETOK K OMHCAHUIO MOIYJAILUH, T.€. MEePEeX0] OT MUKPOCKO-
MTUYECKOTO OIMHCAaHUA K MaKpOCKOITMYECKOMY, TpeOyeT BBEIEHHMS psijia JOIYIICHUH,
HE €MHCTBEHEH U JIOMyCKAaeT HECKOJIbKO Pa3HbIX MOAX0JO0B. ITo 3TuM nmpudmnHam 1o
CHX TIOp HE CYMIECTBYET OOMIETIPHUHSTON MOMYJIAIAOHHOW MOJEIH, U HEeT oOmenpu-
HATOTO BBIBOJA YPaBHEHHM TaKMX MOJENEH W3 ypaBHEHUH €JUHUYHBIX HEHpOHOB. B
HACTOSIIEH CTaThe MPUBOIUTCA KIACCH(PHUKAIMS CYIIECTBYIOIIUX IMOMYJIIIIHOHHBIX
Mojenel, MPUBOIATCA ypaBHEHHS HauOojee THUIMYHBIX Mojenel M COOCTBEHHBIX
MO/IeJIE aBTOPOB CTAThHU.

PaccMoTpuM myTh HOCTpOEHHS MOJENEH MaKpOCKOIMUYECKOro YPOBHS W3
MoJieiel eTMHNYHBIX HelpoHoB. O0mmii GopMabHEIA MyTh BBIBOJA yPaBHEHHH aK-
TUBHOCTH MONYJsUMU HelpoHOB u3BecteH [l]. OH HocuT Ha3Banue Density
Approach. Tlon nomynsiuueit OynemM noHUMaTh HAOOp OECKOHEYHOTO KOJIMYECTBA MO-
JIOOHBIX HEHPOHOB, PA3MUYAIOIINXCS MO0 CBOMMH HapamMeTpaMi, HampuMmep, mopo-
TOM BO30YXIeHHA, OO0 (PIyKTyannsMH BXOJHBIX BO3ICHCTBHI, HANPUMEp, CHHAII-

* PaGota BeImonHeHa Ipy (rHAHCOBOI motepkke PODH (mpoext Ne 04-01-00048).
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THUYECKHX TOKOB. B 00miemM TakoM ciryyae MOXHO 3alicaTbh ypaBHEHHE €IMHUIHOTO
HEHpOHa B BULE

av_ F@)+S§ »
dt
TAe y — BEKTOp COCTOSHHUS HEHpoHa (I KIACCHYCCKUX YpaBHEHHH XOMKKUHA-
Xakcam 3T0 — BEKTOp ¢ KoMIoHeHTamH (V,m,h,n), T.e. MeMOpaHHBIM MMOTEHIINAIOM U
6e3pa3sMepHBIMU ITapaMeTpaMy aKTHBALUKM M MHAKTHBAIlMM HATPHEBBIX M KaJIMCBBIX
KaHaNoB); F — OJMHAKOBAs s BCEX HEHPOHOB YaCTh MPABOM YACTH ypaBHEHMH, S —
OCTaBIIasiCsl 4acTbh, OTPAKAIOIIAs pa3Inuusi COOCTBEHHBIX TapaMeTpOB HeHpoHa 00
pa3nuuMsl BXOJHBIX TapaMEeTPOB.

[Momymnsiunst HEWpPOHOB MOXET OBITH IPEICTaBIEHAa paclpeelieHneM Hei-
POHHOH IUIOTHOCTH B HMPOCTPAHCTBE NMApaMETPOB COCTOSHHSA, T.6. B (Pa30BOM Ipo-

CTPAHCTBE, COCTABJICHHOM U3 KOMIIOHEHTOB BEKTOPA v . YpaBHEHHUE I HEHPOHHOU
IJIOTHOCTH p(¢,7) MOYKHO 3aITMCATh, NOJb3yACh (HOPMANTU3MOM IIEPEXOJIA OT ypaBHe-

Hus JlamkeBeHa JUIS €OMHMYHON «4acTHIBD»-HEHpoHa K ypaBHeHuro ®oxkepa-
[Tranka-Kommoroposa It BEpOSTHOCTH HAXOXKICHUS STOH YaCTHIEI B ()a30BOM TIPO-
CTPaHCTBE COCTOSIHUH 3TOH yacTuisl [2]. Takum oO6pa3om, U3 ypaBHEHUS ¢TUHHIHOTO
HEeWpoHa MoTyJaeM ypaBHEHHE JUIsl HEHPOHHON IJIOTHOCTH THUIIA

PO (Fw)p)

ot ov
rae wieH J TpencTaBiseT coOOW CyMMY JHMCCHIIATHBHBIX WIEHOB, OTPaXKArOIIUX
BIUSHHUE S, KOTOPbIE MOTYT ObITh ABHO BHIMTMCAHBI C TIOMOIIBIO (hopMy u3 [2].

OnHako MoJTy4yuBLIeeCs YpaBHEHHE MHOTOMEPHO, YTO JIeJIaeT TaKoi OOLIHid

noaxo/ Hed((PEKTUBHBIM B CIy4ae IPUMEHEHHS K CIIOKHBIM MOJEJsIM HelpoHa. Pe-
JYKLUSI, B CMBICJIE TIOHMDKCHUS pa3MEPHOCTH 3THX YPaBHEHHH, COCTABIISICT OCHOBHYIO
3a7a4y TOMYJIALHOHHOTO MOJICIUPOBaHUA. B OCHOBE pemayKIM{ MOIMYJISIUOHHBIX
YpaBHEHUH JICKUT peyKIus 0a30BOH MOJIENIN €IMHUYHOTO HefpoHa.

2. Knaccndukanus moaesieil eIMHUYHBIX HEHIPOHOB

KpaTko paccMOTpuM 3Tambl pPeAyKUUH YpPaBHEHHH CIMHMYHOIO HeEHpoHa
(6onee monmpoOHOE ommcanue cM. B [3,4]). B Hanboee peaTMCTUYHBIX MOJACISIX CJIH-
HUYHBIX HEHPOHOB BOCCO3/1AETCSl TEOMETPHS JICHIPUTHOTO U aKCOHHOTO JIEPEBBEB U
pelarTes pactpeaenéHHble ypaBHeHUsT THIAa XOMKKHHA-XAKCIIH, YPABHCHUS B 4a-
CTHBIX TIpom3BOAHEIX [3,4,5] (puc.l). B Oomee ympomEHHBIX MOMEIAX OTICIBHBIC
HEBETBSAIIMECS BOJIOKHA JIEPEBHEB 3aMEHSIOTCS dJeMEHTamMu (compartments), uis
Ka)XKJJOT0 U3 KOTOPBIX PEIIAOTCSl COTJIACOBAHHBIC OJHOTOYCYHBIC YPABHEHHUS THIIA
Xomxkuaa-Xakciu. CormacHo Teopun Poma [5] oTnenpHbIE BETBH JSHAPUTHOTO U
AKCOHHOTO JIEPEBLEB MOTYT OBITh 3aMEHEHBI SKBUBAJICHTHBIMH IIWIMHAPAMH B JIOITY-
LIEHUH O MACCUBHOCTHU ITIPOIECCa AIEKTPOTOHNYECKOTO PACcIpOCTPaHEHUSI M NPU CO-

3/2 3/2 3/2
OurofieHny 3aKOHa BetBIeHus «3/2»: R™° =7~ +r ", roe R — paguyc Berssi-
miencs BeTBH, 7', ¥, — PaJUyChl JOUEPHUX BETBEM.
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Pacnpenenénnas mo-

nmenmp X-X
Bnoynas (koMmapTMEHTOBAS) Ornucanue JeHIPUTHBIX U aKCO-
Moienb HelpoHa X-X HBIX BETBEH DKBHBAJCHTHBIMH
LHUIHHAPAMA

¥

Spiking Neurons:
TOYeUyHast Mojiesib X-X + MOpPOroBbIe MOJIe/IH:
LIF, SRM, t-moz¢b,
noporoast 6e3HaTpueBas Moaenb X-X, ...

.

| Firing Rate |

Puc.1. Uepapxust moaeneil HeHPOHOB, UCIIOIB3YEMBIX B MOMYJISLMOHHBIX MOJIEIISIX.
CTpesiki yKa3bIBAIOT HAMpaBlicHHE YIpoieHus mozeieid. COKpalieHus: «MOACb
X-X» — momens Xomkkuna-Xakcan, LIF — Leaked Integrate-And-Fire, SRM —
Spike-Response-Model. TlosicHeHus — B TeKCTe.

Knacc Spiking Neurons Bxinodaer B ceOsi MOJAENbHbIE HEWPOHBI, Te€HEPU-
pyIoIIMe UMITYJIbChI-criaiiku [3]. B 3TOT kj1acc BXOIST OJHOTOYEYHBIC MOJETH THUIA
XopKkKkruHa-XaKciu, JTUHEHHbIE W HEJIMHEHHBIE MOJEIH MOPOTrOBBIX HHTEIPATOPOB
(Leaked Integrate-And-Fire (LIF)). YpaBHeHHS IMHSHHOTO TIOPOrOBOTO HHTETPAaTOpa
3aITUCHIBAIOTCS CIEAYIOIINM 00pa3oM:

r‘%:-mma), V. <V<T, ()

m reset

rae V' — MmeMOpaHHBIN MOTeHIHAl, / — BHEIIHAN WM CHHANTHYECKUH TOK, T, — Bpe-
MEHHAas MOCTOsSIHHAasE MeMOpaHbl, R — BXOJHOE COIMPOTHBICHHUE FUIH IOIHOE COIPO-
THUBJICHHE MeMOpaHbl HelipoHa. [loTeHnman oOperaer 3HaYCHUE Vg, TIPU JTOCTHNKE-
Huu nopora 7.

OTHOCsmAsCs K 3TOMY ke Kiaccy Spike-Response-Model (SRM) [3] paciue-
IIsIeT MeMOpPaHHBIN TOTSHIIMAT HA €r0 COCTaBIISIONIUE, OTpaXkaronue GopMy craika,
IoCJe-CHailkoBYIO peiakcalldio M NocTcuHanTuueckuil noreHuuani. [locrcunantuue-
CKMI TOTEHUHANl BBIUMCISAETCA MOCPEICTBOM HWHTErpalia-CBEPTKH, SAPO KOTOPOTO
ANMpOKCUMUPYET CBOMCTBA HEMpOoHa XOMKKUHA-XaKCIU. A UMEHHO,

V=) Trle—7.0) He)ar- @

rae V' — MeMOpaHHBI TOTEHITUAN, # — CIIAWKOBBIA M peJaKCAIMOHHBIN MOTEHIIHA,
ANMpPOKCUMUPYIOHHA (OpMy THIIMYHOTO cHaika, k — siIpo MOCTCHHANITHYECKOTO I10-
TEHLUAJIA, BBIYUCIAIOLIEECS 110 MIOJHOM MOJENIN HEHpOHa, / — BHEIIHUN WIM CUHAIl-
THYECKHUI TOK, { — MOMEHT BPEMEHH MPEABIAYIIEro craiika. MOMEHT craiika ompe-
JIeNIeTCsl 10 YCIOBHIO JOCTIKEHHS MOTEHIMAIoM nopora 7.
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K xmaccy Spiking Neurons npuHaIIEKUT TakKKe TMPEATIOKEHHAs aBTOPAMH T-
Mozenb [6,7], xapakTepusyrolasi HeHpOH €IUHCTBEHHBIM MapaMeTpoOM — Mperosa-
raeMbIM BpEMEHEM JI0 CJIeyIolero cnaika (cM. m. 3.2.3). Moenb moporoBoro nHTe-
rparopa, SRM-Monenb W 7-MOJIENb SIBJISIOTCS MOPOTOBBIMU MojensMu. Hammenee
peayuupoBaHHas IOPOTroBas Mojieb TUNa XOKKUHA-XAaKCIIU MpeanoxeHa B [8]; aTa
MOJIENTb 3aMCHSET JICHCTBHE HATPHEBBIX KAaHAJIOB JHHAMUYCCKUM ITOPOTOBBIM KPUTE-
pHEM Ha IMOTCHITUAIL.

3aBepImacT mocieI0BaTeIbHOCTD YIIPOLICHUH MoAens Tuma Firing Rate. OHa
CBOJUTCS K anreOpandecKoi 3aBUCHMOCTH YacTOTHI CHIAHKOB OT CHJIBI CTUMYJIHPYIO-
IIETO TOKA, PACCYMTAHHOM AJIsI PEKUMa CTAMOHAPHOM reHepatuu f = f(I).

3. llonyasinMOHHBbIE MO/IEJTH

dopmanbHOE ypaBHEHUE ISt
MJIOTHOCTH p(t, \7)

v==U,m,n,h,..)
Mopgenu, He paznuyaromue da3sy OnHOMepHbIe ypaBHEHUS IS IJIOT-
aKTUBHOCTH HEHPOHOB, THIIA HOCTHU
Firing rate
Vp. Pokkepa- Vp. s p(t t*) Vp. 1 MIOTHOCTH Vp. U1 IIIOTHOCTH
Tnama ans p(t,V') (¢ - Bpemsa OT cnaiika) pt,t) p(t,7)
nuist LIF-neiponos u1st SRM-HelipoHOB (¢ — Bpems OT cnaiika) | (z— Bpems JIO craiika)
JUIsl TOPOroBOro H-Ha XX JUIsl T — HEHPOHOB

Puc.2. Uepapxus mOmyIALHUOHHBIX MOAEIEH. YKa3aHHbIE MOAEIH OXapaKTEPU30BaHbI B COOT-
BETCTBYIOIIHX ITyHKTaX.

3.1. Mopens nmomyasiuuu Firing Rate. Kpaitauii cmydail pemyknum ypaBHEHHH —
NONYJISIMOHHAS Mozenb Tuna Firing Rate (puc.2). DTa MOJEIb COBIAAACT C aHAJO-
THYHON MOJIETIBIO UL AWHUYHOTO «CPEIHEro» HeHpoHa M CBOIUTCS K anrebpande-
CKOH 3aBHCHMOCTH YacTOTHI CIIAHKOB HEWPOHOB IMOIYISLMHU (AaKTMBHOCTH) OT CHIIBI
CTUMYJIMPYIOLIETO TOKa,

/=1 (3)
Takasi 3aBUCHMOCTb MOXET OBITh paccuuTaHa C TOMOIIBIO MOJIENN OJHOTO HelpoHa
KaK 3aBHCHMOCTb YaCTOTHI I'€HEepaluy CIIaiiKOB OJHUM HEHPOHOM B CTallMOHAPHOM
ciyyae. OpHaKo, 3Ta MOJENb XOPOIIO ANNPOKCUMUPYET AKTHBHOCTH IOIYJISIIHN
TOJIBKO B TOM ClIy4ae, Kor/ia HeHpOHBI JIe-CHHXPOHU3UPOBaHbl. B mpoTuBHOM ciydae,
HarpuMep, IPH BHE3AITHO W3MEHHBILIEMCS, CTYIICHYaTOM CTHMYJE, IepBBIC CHAHKH
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HEPOHOB CHHXPOHHBI M aKTUBHOCTH MOIYJIAUM MOXKET UMETh SIPKO BBIPA)KCHHBIE
MaKCHUMYMbl U1 MUHHMYMBI, B TO BpeMs Kak Monenb Firing Rate naér moctosHHBIN
ypoBeHb aktuBHOCTH (puc.3). K stomy kinaccy mopeneit tuna Firing Rate oTHOCsTCS
Mojenu tuna Bunicona-Koyana u mozmenu 931 [9,10,11].

e o A T Firing Rate
LIF net

Activity, Hz

1 J
o 100 200 300
t, ms

Puc.3. OTtBer momynsuuy HEHPOHOB-TIOPOTOBBIX HMHTETPATOPOB M MoIenu Firing-
Rate Ha BHe3anHO BO3HUKAOIUI B MOMEHT /=0 cTHMyJ. AKTUBHOCTb HEHPOHOB
(Activity) npeactaBiser co00i cyMMapHOE KOJIMYECTBO HMITYJIbCOB-CIIAHKOB BCEX
HEHPOHOB B €IMHUIYY BPEMEHU, HOPMUPOBAHHOE Ha YKCJIO HEHPOHOB.

3.2. OnHOMepHBIE MoOIeJIN pacnpeneaeHus mioTHocTH. Hanboee a3 pekTHBHBIMU
MOXXHO MPU3HATh OAHOMCPHBIE MOJCIIN, B KOTOPBIX HeﬁpOHbI MomyJidiu pasjin4da-
FOTCS TOJIBKO IO OJTHOMY MapaMeTpy COCTOsHU. [Ipu 3TOM COCTOsIHHE HEHPOHOB MO-
JKET XapaKTePH30BATLCS TOJBKO ITHM OJHHUM IapaMeTpoM JHOO0 HECKOIBKHMU Tepe-
MCHHBIMH, TIApaMETPU30BAHHBIMH 3THM CIUHCTBEHHBIM MapaMeTpoM. KirroueBbiM
JUTS TAKUX MOJICIICH SBIISICTCS BHIOOP 3TOTO €AMHCTBCHHOTO MapaMeTpa.

3.2.1. Ypasnenue @oxxepa-Ilnanka ona p(t,V). Haubonee u3BecTHbI BapuaHT

BEIOOpa mapamerpa cocTossHUS — nmotennuan V [1,12,13]. CymecTBeHHBIM HeocTaT-
KOM 3TOTO BBIOOpA SIBIISETCA TO, YTO MIOTEHIIMAN HE MOXET OJHO3HAYHO XapaKTepH30-
BaTh COCTOSIHWE HEHpOHA, €CIM IMOTEHIMAJ HEMOHOTOHEH Ha MEXCIIAaiKOBOM HMHTEp-
Baye. [1o 3Toif mpuumHe Takoil moaxox paboTaeT TONBKO ¢ YIPOUIEHHBIMUA MOISISIMU
€IMHUYHBIX HEHPOHOB, HAPUMEP C MOJEIBIO IMHEHHOTO0 MOPOTOBOTO MHTETPATOPA.
Ilyctp BXOIHOW cHTHAN A HEHpOHA, OMHCHIBaeMOro ypaBHeHueM (1), coctouT u3
TOKa, OTMHAKOBOTO JIJIsl BCEX HEMPOHOB MOMYJSIUH, I(f) 1 rayccoBa myma #(f), T.e.

r %/ = V+RI(O+n(1), <n(t)>=0, <nt)n(t)y>=z, 0 5(t—1)>#)

m

rae §(-)— AenbTa-(QyHKIHs.

DT0 ypaBHEHHE MOXKET OIUCHIBATH CHHANTHYCCKH CBSI3aHHBIC WM HECBSI3aHHBIC HEil-
POHBI MOMYJSLKMK. B ciiyuae CBSI3aHHBIX HEWPOHOB TOK /(f) MOJDKEH MpPEACTaBIIATH
c000if CyMMy BHEIIHEr0 TOKa, OMMHAKOBOTO UL BCEX HEHPOHOB, H CPEIHEro MO II0-
OyJSAIAN CHHATITHYECKOTO TOKA; (IIYKTYallnd CHHANTHYECKOTO TOKA JOKHBI yIIOB-
JIETBOPATH YCIOBUSIM rayccoBa mryma #(f). Toraa ypaBHEHHE DBOJIOINH [UIOTHOCTH
pacnpesiesieHHs] HEHPOHOB IO 3HAYCHHSIM MeMOpaHHOro moteHiwana p(f,V) Oyaer
MpenCcTaBIsTh co00it ypaBHeHHe Dokkepa-Ilnanka-KoiaMoroposa, cCOOTBETCTBYOIIEE
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ypaBHeHHIO JlamkeBeHa Al OMHOM «4acTUIBD», T.e. ypaBHeHHIO (4). CooTBeTCT-
Bytoiee ypaBHeHne Poxkepa-IInanka-Konmoroposa umeer Bua:

a 6 02 62
O (UG 0| RN R (R ©)
o’ op
r=2-2 .
2 V),

rae f— aktuBHOCTh nomyJisinuu (firing rate), paBHasi MOTOKY HEHPOHOB uepe3 MOpor.
I'panuunsie ycnosus: p(t,—o) =0, p(t,T)=0.

3.2.2. Ypaenenue ona nnomnocmu p(t,t*) ona SRM-neiiponos. JIpyroit passo-

BUAHOCTBIO Tozxona Density Approach sBnsercs mnounxon Refractory Density Ap-
proach [14,3], paccMaTpuBaronuii pacmpeneicHne HeHPOHOB MO0 BpEMEHH, TPOIIIeI-
eMy OT MOMEHTa MpEeJbIIYIIEro craika t (puc.4). YpaBHeHue miisi HEHUpOHHOU
TIIOTHOCTH p(1,f ) HMeeT BUA:

ot or
pt0) = fO =] p.c)d >

rae H — GyHKOUs BEPOSTHOCTH TEHEpAIllUH CIlaiika OJHUM HEHpPOHOM, TaK Ha3bIBae-
Mast hazard function. OOBIYHO, 3TO (PYHKIHS MMEET B KaueCTBE CBOETO apryMEHTa
MEMOpaHHBIH TMOTEHIMAN, KOTOPBI CPABHUBAETCSI C MOPOTOBBIM 3HAYEHHEM, T.C.
H=H(V(¢),T). Bun ¢dyaxmun H 3aBUCHT OT IPEAIIONIOKEHHS O pa3dpoce mapaMeTpoB
HEWPOHOB BHYTPU HOMYJIALUM WIM OT MOJEIH IIyMOBOH YacTH BXOJHOTO CHTHAjA.
[Mpocreiimmii Bua Gynkunu H — curmounguas gynkuus. Haubonee uzBectHa peanu-
3anus Refractory Density noaxona ¢ SRM-ueiiponom [3], korja MOTEHIHAT HAXOIUT-
Cs1 COTJIACHO ypaBHEHHIO (2), T.e.

V(e )= ry(t*)+j:k(t*,t') 1(t)dr" - ™

Henocratku 3T0#l peanusanuy MoaX0Aa 3aKIIOYEHBl B HEAOCTaTKax mMoaenu SRM, a
TakKe B HEeTOYHOCTH (PyHKIHMH H. SRM—Monens He MOXKET B IOJIHOW Mepe ammpoK-
CHMHUPOBATh CBONCTBA pealbHOrO HeHpoHa. Tak, cHHaNTHYeCKOe BO3CHCTBHE BhIpa-
JKEHO TOJIBKO B JICHCTBUM TOKa B NMPEHEOPE)KECHUN HIYHTUPYIOMMM 3P (PEKTOM, a TaK-
e MOJeNb JaéT OmMOKY B UyBCTBUTEILHOCTH HEWPOHA MPH MOAAYe CTUMYJa B pas-
HyI0 (ha3y ero akTUBHOCTH MeXIy craiikamu. K tomy xe, SRM—Monens IpuBOIUT K
CJIOKHOMY MHTETPAJIbHOMY BHIY YPaBHEHUIL.

PP,y (6)
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V rest

0 r*

Puc.4. CxemaTnueckoe npeacTaBiIeHHE BOITIOLUN HEHPOHHOIO KOHTHHYyMa B (a-
30BOM IIPOCTPAHCTBE NMEPEMEHHOM - BpeMEHM OT Ipeablayliero cnaiika. Pacope-
JETICHUI0 HEWPOHHOI IIOTHOCTH p COOTBETCTBYET pacHpejelieHHe CPeIHEro IIo-
ternuana U. OTnenbHbI HEHPOH «ABMKETCS» BIOJIL OCH ¢* JIO NEpeceueHust Io-
teHnuanoM U mopora 7, KOrjja OH BO3BPAIACTCs B COCTOSIHUE Craiika 1*= (.

3.2.3. Ypagnenue ona nnomnocmu p(t,7). Cpenu CKaIApHBIX EPEMEHHBIX, HaU-

6oJiee MMOTHO OMMCHIBAIONINX COCTOSHHE HEMpPOHA M MMEIOUINX (DU3UIECKUN CMBICI,
comtacHo paboram [7,15] MOXHO HpU3HATH BPEMs 7, OCTaBIICECS IO OXKUIAEMOIO
crnaiika. COOTBETCTBEHHO, MOJIEJIb HEHPOHA 3aIIMCHIBACTCS B BUJIE YPABHEHUS JUIA T
£:_1+dg5 LE(Z-’gE)_F@LI(T’gI)’ ®
dt dt dt
TE[O’TMAX(gE>g1)]; if ©=0 then T:TMAX(gE’gI)’
rne dynkunn Lg(gg, gr) v Ly (g5, ) alpOKCUMHPYIOT 4yBCTBUTEIBHOCTh HEHpOHA
Tna XOPKKHHA-XAaKCIH K M3MEHEHHMSIM BO30YKIAromeil M TOPMO3HOW CHHANTHYC-
ckuxX mpoBoamMocTedt g u g Kak mokaszano B [6], t-momens TouHee, yeM SRM-
MOJIENTb BOCIIPOM3BOJUT YyBCTBUTEIBHOCTH HElpoHa Trma XO0KKIHA-XaKCIH K BO3-
MYIIEHUSAM CHHANTHYECKHUX MPOBOJANMOCTEH, MPUXOAAIINX B Pa3HYyIO (pa3y akKTHBHO-
CTH HEMpOHA MEXAY cHailkaMu.
JanHas Monens HeHpOoHa MPUBOIUT K MOJICNN TOMYJISAINH, T.€. K YPaBHEHUIO
®doxkkepa-Ilnanka uist WOTHOCTH p(Z,7) pacripeeieHUs] HEHPOHOB 10 MapamerTpy 7.
p_20 [1 dg; dgfL) o*(2p) ©)
= - £~ Pt 2
ot Or dt dt or
rae O(r,g,.g,) — Koaddumment auddysuu, 3aBUCSIIIIA OT T1apaMeTPOB CHHANTHYE-

CKOT0 LIyMa.
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JlaHHas MOJENb MOIYIISIMU XOPOIIO COTIAacyeTcsl ¢ pacuéTaMu MPSMbIM MO-
JIETMPOBAaHHUEM, T.€. C pe3yJbTaTaMi MOJEIMPOBAHUS OOJIBIIOIO YHCIIA €AMHHUYHBIX
HelpoHoB THNa XoKKHHA-Xakcnu (puc.5). Hegoctatku aToi Mosienu 3aKiI04aoTcs
B TOM, YTO 7-MOZENb PaboTOCIOCOOHA TOJIBKO B PEXKUME IeHEepaluu CIaiKoB, a Tak-
K€ B TOM, YTO TaKHe OCHOBHBIC ITEpEMEHHbIE KaK MEMOpaHHBIH MOTEHIIMAT U IPOBO-
JUMOCTH MOHHBIX KaHAJOB HE 33/I€lICTBOBAHbI SIBHO B YPaBHEHUSIX MOJAEIH.

60 —— T-model
HH net

o 1 1
o 50 100 150

Time, ms

Puc.5. CpaBHenue 1T-Mozen aHCAMOJIS ¢ IPSIMBIM Pacd€ToM OOJIBIIOrO YUcia Hel-
POHOB THIAa XO0JHKKUHA-XaKCIIH.

3.2.4. Ypasuenue ona naomumocmu p(t,t*) ona Heiponoe muna Xo0XHCKUHa-

Xakcnu. YpaBHeHHE Ul HEHPOHHOW IUIOTHOCTH OCTAHETCS OJXHOMEPHBIM, €CIH
NPEIoNIOKUTh, YTO EPEMEHHBIC COCTOSHHUS BCEX HEHPOHOB MOTYT OBITH MapamMer-
PU30BaHKI OJHOH TepeMeHHOH (puc.4). B pabotax [8,16,17] npemmoxkeHo peayupo-
BaTh ypaBHEHHs THIA XO/KKHHA-XaKCIH 10 IIOPOTOBOW MOJICIH U ITapaMeTPH30BAaTh
TUIOTHOCTh, MEMOpaHHBIM MOTEHIINAN U 0e3pa3MepHbIe IepEMEHHbBIE aKTUBAINH (X) U
MHAKTUBALIMH (V) MOHHBIX KAHAJOB MEPEMEHHOM / - BpeMeHeM, IPOMIE/IIM OT MO-
MEHTa HpeIbIIyIero croaika, T.e. p= p(t,t), V=Vt), x=x(t1"),
y = y(t,¢t") . Torna nmomynsiuonHas Mozienb OyeT COCTOATh U3 YPABHEHHUS JUIS TLIOT-

HocTH (6) U YpaBHEHUH JUIS NMOTCHIMATA U KaHAThHBIX MEPEMCHHBIX, 3alIHCAHHBIX B
TepPMHHAX YACTHBIX MPOU3BOIHBIX IO BPEMEHHU f U ITapaMeTpy ¢*. OcHOBHBIE ypaBHe-
HUS 3TOM MOJAENH LTS MOMYJISIIAN THpaMHUIHBIX KieTok obomactu CAl rummokamiia
TIPUBEICHBI HITKE.

st 6a30BOM OTHOTOYEUHON MOJAETH HEMpOHA THUMA XOIKKHHA-XaKCITH HC-
MOJIB3YIOTCSA aNMPOKCUMAIM KHHETUKM HATPHUEBBIX W KAJIMEBBIX HMOHHBIX TOKOB

IyosIpgs1 45 1,,,1,, ¥ 3HAYEHHS NPOBOAUMOCTEH U3 paboThl [18], cymmapHbiii BKias

KaJIBIIUEBBIX TOKOB BBIPAKAETCS B TOKE IMOCIJIECIIAMKOBON runepnoyisspusanuu Lyp ,
anmpoKCUMAaIUs Uit KoToporo npuseneHa B [19]. Tloporosast 6e3HaTprieBast MOJCIb
THna XOJKKUHA-XaKCIIM TOIy4aeTcss OOHYJICHHEM HATPHEBOTo Toka. [lpw 3tom uist
OTpeJIeJIeHHsI MOMEHTA FeHepalliu criailka oTeHIuan V' cpaBHUBaeTcs ¢ Moporom 7.
[IpubnmmxEéHHAs 3aBUCUMOCTH MOPOTa OT MApaMETPOB COCTOSHHS HEWpOHa Iepen
CIallkOM BBIpaK€HA B OJHONAPAMETPUUECKON 3aBUCUMOCTH T = T(dV / dt), xoTopas

BBIYHCIISIETCS CPABHEHHEM TIOJTHOW W IOPOTOBOM MoOJieNei W mpuBelAeHa Ha puc.6.
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HOHy‘ICHHaﬂ TaKUM 06pa30M moporosass MOA€JIb O4Y4€Hb TOYHO BOCIHPOU3BOIWUT MO-
MEHTHI CIIAMKOB M MOTCHIIMAT Ha MEKCIIaMKOBBIX HUHTEpBaJax, YTO BUJAHO HA pI/IC7

201

0 i 2 3 4 “ -
dV/ dt, mVims z

Puc. 6. Anmpoxcumupyronme 3aBHCUMOCTH U AWHAMUYECKOro mopora 7' W st

BCIIOMOTaTeNbHON (PyHKINN A4, annpOKCHMHUPYIOMEH (YHKIUIO BEPOSITHOCTH T'eHe-

panuu craiika A B ypasaenuu (10).

20 | = 500 pA —— full model
' ===+ threshold model

0

:E_ -20
40+
-60
-80

0 100 200 300 400 500 600
ms

20 |, = 1000 pA
0
-20

mV

-40
-60

80 100 200 300 400 500 600

ms
Puc.7. CpaBHeHHe TIOTHOW ¥ TOPOTOBOI O€3HATPHEBOM MOIEIH THIIA XOIKKIHHA-XaKCIIH.

ypaBHeHI/Iﬂ B YAaCTHBIX MNPOU3BOJAHBIX IS HCﬁpOHHOfI IJIOTHOCTH p, MEM-
6paHHOFO IIoTCHIHaia Vu 6e3pa3MepHLIx NEPEMCHHBIX aKTHBAllUM WU MHAKTHUBALIUU
HMOHHBIX KaHAJIOB X U ) UMCIOT BU/:

op Op
iy =—pH,
o o P
ov. oV
C(at+at*j:_1DR_IA_IM_IH_IL_IAHP_ID (10)

ox ox _x,(V)-x

ot ot .(V)

.y _ .-y

ot ot 7,(V)
rae C — meMOpaHHast éMKOCTb, [; — TOK yTEUKH, /; — BHEIIHUI WM CHHAIITHYCCKUN
TOK; aIlIpOKCUMAaLust Uit pyHKOuU H MMeeT BUL:

b}

i
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H(V)—(A(z) T, F‘(Z)J Z:H,
o

m

7, = CHgpr(tt )+ g, (1) + 8y (1) + 8y (1) + 81 + L (1)),
A(z) ompenenseTcsi KpUBOH Ha puc.6;

exp(—z’

71+ erf(z)

I7e 0 — AUCHepcHs MOTeHIMaNa, COOTBETCTBYIOMIAs MapaMeTpy LIyMa MpH MpsSMOM
MO/ICTIMPOBAHNY €IMHUYHBIX HeiipoHoB. OOOCHOBaHKE anmpoKcuManuy Uit H BbIXO-
JIUT 32 paMK{ HAaCTOSILEH CTaThH.

I'pannunble ycnoBust:

o0
p(t0)= [pFadi*
+0

V(1,0)=V"" = —40mV, Ipe: X™=0262, y™=0473;
x(£,0)=x", y(,0)=y"™" ona I, 1,1, 1,: x™=0743, y™ =0.691;
x(,0) = x(t,¢7) + Ax" ona I,,; I,: ¥ =0.002

x(1,0) = x(1,£7) + Ax" onst 1 s I,: AX™ =018 (1-x);

(T v,y =T@v (e, dr). Iyt AX™ =0.018(1- x).

3Ha4eHus YUCIEHHBIX APaMETPOB x| 1™ Ax’“* M3MEPEHBI 110 IIOJHOH MOIEIH

€IMHUYHOTO HEeWpOoHa Ha craiike npu V = —-40mV .

A B
1001 -
—— Phase model, p(t,0) 200 500 pA, with |, and |, .
Ensemble of neurons with noise
Individual HH-neurons
150+
Population model
¥ 50t
T N q00}
50H
O 50 100 150 200 0 b ol S e
0 100 200 300 400

ms
ms

Puc.8. CornacoBanue NOMyIALUOHHON MOJEIU € PacyéToOM IPSMBIM MOJECIMPOBAHHEM €IH-
HUYHBIX HEHpPOHOB Npu ¢ =2mV. A: HeajanTupymouyecs HeUpoHbl, TOK cTuMyssiuuu ;=300
PpA; B: anantupytomuecs Helponsl, ;=500 pA.

IIpuBenéunass MOIEIb CPAaBHHBAIACH C PAcYETOM MPSIMBIM MOJCIMPOBAHHUEM O0O0JIb-
mroro yucina (4000 mTyk) equHUYIHBIX HeHpoHOB. [Ipu mpsMoM MOAEIHPOBaHUH pa3-
Opoc mapaMeTpoB HEHPOHOB M BXOIHBIX IMapaMETPOB BHIPAKAICS B JIOTOIHUTEIFHOM
6e10M rayccoBOM IIyMe-TOKE C HYJIEBBIM CPEeJHUM 3Haue€HHEM U JHclepcuelt o, T.e.
<n(t)>=0, <n@)nt')>=r,c’ 5(t—t"). llonynauuonnas Monenb OYEHb TOYHO
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BOCIIPOM3BOANT AKTUBHOCTD MOITYJISIIUN HEAAANTUPYIOIMXCS KIETOK, T.€. B OTCYTCT-
BUE TOKOB Iy, Lyyp (puc.8A). B cioydae yu€ra amantanuu HOMYJISIMOHHAS MOJENb
CTaHOBUTCA rpy0ee, HO TaKOe COTIACOBAaHHE C «TOYHBIM» PELICHHEM MOXHO IpH-
3HATh BIOJHE YAOBIETBOPUTENIBLHEIM (puC.8B).

4. 3akaoueHue

Jna ommcanust m060i GOHOBOI aKTHBHOCTH HEMPOCETH, a TAK)KE YHCTO MOITYJISIIH-
OHHOUM PUTMHUYECKOW WJIK BOJIHOBOW aKTHBHOCTH aKTyaJbHO MCIIOJb30BAHUE MOMYJIs-
OHHOW MoJiesi ancamOuisi HeiipoHoB. Takasi MoJieb JOJDKHA BBIOMPATBCS M3 CO00-
paXeHU TOYHOCTU OMUCAHUS €AUHUYHBIX HEHPOHOB MOJEIUpyeMoil HeilpoceTu. B
HACTOSIICH CTaThe MPUBEAEH 0030p CYIICCTBYIONIUX MOMYJISAIUOHHBIX MOJECICH U
aHaM3 UX MPUMEHUMOCTH B paMKaX BBIOPAHHOW MOJICNIM EAWHUYHOTO HEHpOHA.
KpaTko MOXHO caenaTh BEIBOJ, YTO €CIIH JIOIyCTAMA YIPOIIEHHAsS MOJCTh HEHpOHa
TUIIA TTOPOTOBOTO WHTETPATOpa, TO MOKHO HCIIOJIB30BaTh IMOIYISIIHOHHYIO MOJEIH
JUTS TUIOTHOCTH pacTpe/ie]ICHHs] HeHPOHOB 10 3HAYCHISIM MEMOpPaHHOTO MOTEHITHANA.
Ecmu Tpebyetcs paccMaTpuBaTh OoJiee MOAPOOHYI0 MOJENs eINHIYHOTO HEeHpoHa, TO
B KadecTBE YIPOIIEHHONH MOJENN MOIYJSINA BCETAa aKTUBHBIX HEHPOHOB MOXKET

OBITh MMOPEKOMEHIOBaHA 7 — MOJIENIb aHCaMOJIs U3 paboThl [7], paccMaTpUBarOIas

pacripeieneHie HelpOHOB MO TPE/IoIaraeMoMy BPEMEHH JI0 0JKHJIaeMoro criaiika. B
KadyecTBe HanboJiee Mo IpoOHOM MOIeNH MOMYJISIHHA PEaTHCTUIHBIX HEHPOHOB MOXKET
OBITH PEKOMEHJIOBaHA MOJICITh U3 PA0OTHI [§], paccMaTpuBaromiasi pactpeeyicHue o
BpPEMEHH, IPOIIEAIIEMY OT MOMEHTa INpPEIbIIYLIEero Claiika, IOpOroBbIX HEHPOHOB
Trmna XoKKUHA-XaKCIIH.
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