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Annomayusn. [Jens HACTOSINETO HCCIEJOBAaHUS — PACCMOTPETh KONBIEBYIO CTPYKTYpY W3 HEHPOHOB THIIOKAMIIA, KOTO-
past MOKET OBITH OTBETCTBEHHA 3a I'€HEpalUi0 OCHOBHOIO PUTMa IPU JIMMOHYECKOW SIuiencuu. Memoowi. YpaBHEHUS
MOJIENIN PELIATINCh YUCICHHO. YTOOB!I ONpeneuTh 00IacT CyNIeCTBOBAaHHS KOJIeOATeNbHBIX U BO30YIUMBIX PEKHMOB IS
OTZIEBHOTO HEeHpoHa, O caenan 6u(ypKanMOHHBIN aHAIN3 110 TAapaMeTpy MPOBOAMMOCTH YTEUKH. 3alla3AblBaHUE B CBA3SIX
MOZIEIMPOBAJIOCH HHEPIIMOHHOCTBIO CHHATIca Oe3 BBEAEHUS SIBHOM 3aiepKKH. [ onpeneneHns npeaeinoB yCTOHINBOCTH
reHepalyy Pa3phIBAJICh HEKOTOPBIE CBS3H, a TAK)Ke BBOAMIACH PACCTPOIiKa IO IapaMeTpaM MeXIy HeilpoHaMHU B KOJIbLIE.
Pesynomamer. B Monenu oTaenbHOT0 HelpoHa oOHapykeHa 001acTh OMCTaOMIBHOCTH, MIPU KOTOPOH yCTOWYMBBIN (OKYC
COCYIIECTBYET C IIMKIOM. B Komblie 0OHapy>KeHBI IBa OCHOBHBIX peKMMa CHHXpoHH3armu. OANH U3 HUX HACleqyeT JacTOTy
WHJUBUYJIBHEIX KOJI€OAHMH NP MaJOM OTHOCHTEIBHO Ieproza (pa3oBOM CIIBHI€ MEXKIy OTACIbHBIMH HelipoHamu. Bo Bro-
POM peXHMe 4acTOTa 3aBUCHUT OT YMCJIa HEHMPOHOB, a (a30BbIil CABUT MEXIY COCEIHHUMH HEHpPOHAMM PaBEH OTHOLICHHUIO
Meprosia K YMCITy HEHPOHOB B KOJNbIE. BTOpO peskuM ¢ pa3nWIHBIMU 9aCTOTaMH MOXKET Peasli30BBIBATHCS KAk JUIS Iapa-
METPOB OTAETHHOTO HeliPOHA, COOTBETCTBYIONIUX OMCTaOMIBHOMY PEXHMY, TaK U JUIS ITapaMeTpoB, KOTJa UL OTAEIBHOTO
HEMpOHa CYIIECTBYET TOJNBKO yCTONuuBhIA (okyc. [Tpu Manoit paccrpoiike (mopsiaka 2% mo abCOMOTHON BEIUYHHE) 11O
rmapaMeTpaM BTOPOIl CHHXPOHHBIA PEKUM COXpaHseTcs. 3axniouenue. [lokazaHo, 4TO B MaTeMaTHYeCKOM MOJENN KOJIbIa
HEWPOHOB THITIIOKAMIIa, Te A OTAENBHBIX HEHPOHOB yUTEHBI BCE OCHOBHBIE CYIIECTBEHHBIE TOKH, 8 UX IMapaMeTPhl MOTYT
pa3nu4aThCs, B OTHOCHTEIBHO MIMPOKOIT 00JIACTH 1O MapaMeTpy IPOBOJMMOCTH YTEUKH CYIIECTBYET KoJieOaTeIbHBII PeXHM,
4acTOTa KOTOPOTO ONpeAeNseTcs ANMHON KOJblia U CHHANTHYECKOH MPOBOIMMOCTBIO, a HE MapaMeTpaMH OTAEIBHOTO HEHpOHa.
ITpn 3TOM HebombIIOe M3MEHEHHE CHHANTHIECKOH MPOBOIUMOCTH MOXKET IPHBOIUTE K pe3koMy (B 2—7 pa3) H3MEHEHHUIO
YaCTOTHI T€HEPaIHy.

Knioueswle crosa: monenb XomxknHa— Xakciu, HSHPOHHBIC CETH, KOJUICKTHBHAS TUHAMHUKA, THITIIOKAMIT, TUPAMUIHbIA HEHPOH,
SIUJICTICHS.
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Abstract. This study aims to consider an ensemble of hippocampal neurons coupled in a ring, which may be responsible
for generation of the primary rhythm at limbic epilepsy. Methods. Model equations were solved numerically. To determine
the areas of oscillatory and excitable regime existance for a single neuron, the bifurcation analysis for the leakadge
conductivity parameter was performed. The coupling delays was not implemented directly, instead, inertia in the synapse was
introduced. To determine the stability of generation some couplings were removed and parameter detunig was introduced.
Results. In the single neuron model the bistability region was detected, in which a stable focus coexhists with a limit cycle. Two
main synchronous regimes were detected. The first regime inherits frequency of individual oscillator, with a relatively small
phase shift between oscillators in the ring. The frequency of the second regime depends on the number of neurons in the ring,
with the phase shift between neighbor oscillators being equal to ratio of oscillation period and number of neurons. This second
regime can occur both for the parameters corresponding to bistabler regime in the individual neuron and for the parameters at
which the only existing attractor is stable focus. The second synchronous regime is preserved for parameter detuning of 2%
from their absolute values. Conclusion. It was shown that in the mathematical model of the ring of hippocampal neurons,
where all the main significant currents are taken into account for individual neurons, and their parameters can vary, there is an
oscillatory mode, the frequency of which is determined by the length of the ring and synaptic conductivity, rather than by the
parameters individual neuron. In this case, a small change in synaptic conductivity can lead to a sharp (2-7 times) change in
the generation frequency.
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BBenenune

Onunencusi — KOMIUIEKC Pa3iIndHON Mpupoabl (YHKIIMOHAJIBHBIX HapyIIEHWH, TMPUBOISIINX
K c00sM B HOpMaJIbHOH paboTre mMo3ra. OOGIIM MECTOM BceX (DOPM AMIIIETICHU SIBIIETCA TeHEpaIus
OTHOCHUTEJIbHO CUHXPOHHOM, BRICOKOAMIUIUTYJHON NAaTOJOTMYECKON 3JE€KTPOMAarHUTHON aKTUBHOCTH
HEHpOHAMHU OTHOHM WITM HECKOJIBKHX CHUCTEM MO3Ta, HAIPUMeEp, TATaMOKOPTUKAIBFHON WITH JTUMONYECKOH.
Paznuanbie popMBI SMTHITIETICHN HMEIOT Pa3HYIO THOJIOTHIO (MPOMCXOXKICHIE) M Pa3INIAIOTCsS KaK 10
3a/ICCTBOBAHHEIM B TCHEPAIIUU MMATOIOTHYECKON aKTUBHOCTH 00acTAM, TaK U MO CIEHAPHIO BO3HUK-
HOBEHHUSI U PAa3BUTHSI SMUICOTUYECKON akKTUBHOCTH [1]. B cBsI3u ¢ 3TUM MOJEIUpPOBaHHUE PA3TUIHBIX
THUIIOB 3MUJICIICUU C TOUKHU 3PEHUS TEOPUU TUHAMUYECKHX CUCTEM — 3TO pa3HbIC 3aJa4H, U ONMCAHUE
SMUIETITHYECKON aKTUBHOCTH TPH KOHKPETHOH (hopMe MOXKET OBITh JOCTUTHYTO 32 CUET MPUBIICUCHUS
crienuUYHBIX MoHsITHI. Tak, Mg MoaeNupoBaHus a0CAaHCHOW SMUIICIICUU Ba)KHA CTPYKTYpa CBSA3CH
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B TaJJaMOKOPTUKAJIBHOM CEeTH, IPU 3TOM TalaMycC M KOpy HeJb3s paccMaTpUBaTh H30JIMPOBAHO: Kojeba-
HHS BO3HHKAIOT cpa3y BO Bcell cucteMme. [TMK-BOIHOBEIE pa3psiabl MpH aOCaHCHOM SMMIIETICHU SIBIISIOTCS
CHWJIBHO HEJIMHEHHBIMU KOJICOaHUSAMH cO crienudrueckuMu (HOpMOIO U CIIEKTPOM, COXPaHSIOIIIMUCS
Ha MPOTSHKEHUH Bcero paspsiaa. [lostomy Gombimoe yucio paboT MOCBAIICHO MIaBHBIM 00pa3oM BOC-
MPOU3BEJICHHUIO ATHX 0coOeHHOCTei [2]. [Ipu 3TOM Ba)KHO, YTO MPOLIECCHI B MO3Te, OTBETCTBEHHBIC 32
MpeKpalleHue NaToJIOrMUeCKONH aKTUBHOCTH, JI0 CUX HOp He OOHApPYXEHBI, YTO NMPHUBEJIO K CO3AaHUIO
psaa MoAeei NUK-BOJIHOBBIX pa3psiioB HA OCHOBE MOHATHUS O NEPEXOHBIX Iporeccax [3,4] B omnuue
ot OoJyiee paHHUX MOJIENeN, TOCTPOCHHBIX Ha MEPEKIIOUEHUN MEXY aTTPaKTOpaMH, OIUH U3 KOTOPBIX
OTBEYACT 32 HOPMAJIbHYIO, @ BTOPOI — 3a 3nuienTU(GOPMHYIO aKTUBHOCTH [2,5]. B To ke Bpems npu
JIMMONYECKOM SMMIIENICUU IaTOJOTHYeCcKasi aKTUBHOCTh IIEPBOHAYAIBHO U JIOJIT0€ BPEMSI COCPENOTOUEHA
BHYTPH THUNIIOKaMIIa, ¥ BaKHBIM SBJISIETCS BOIIPOC O TOM, KaK ()OPMHUPYETCS U IBOIIONUOHUPYET OCHOB-
HOW PUTM, ITOCKOJIBKY 4acToTa U opMa KojeOaHUi CHILHO MEHSIOTCS B MpOLecce pa3psiga U MOTYT
JlaKe Ka4eCTBEHHO OTJIMYAThCs Y pa3HbIX cyObekToB [60]. [Ipu 3ToM pacnpocTpaHeHne NaTONOrHYeCKOn
AaKTHBHOCTH 32 TIpeJieNIbl IePBUYHOM CEeTH TMIIoKaMia (BTOpUYHAs TeHEepaTU3aIisl) — 3TO OTIEIbHBIH
MPOLECC, KOTOPBI MOXKET MPOHUCXOUTH Yepe3 MECSIBI U TOAbl mmociie GOPMUPOBAHUS MIEPBHYHOTO
TeHepaTopa MaTOJIOrHYECKON aKTUBHOCTH U UMEET CBOM MEXaHU3MBI [7].

B paborte [8] ObuIO MOKA3aHO, YTO FeHEPATOP FMWIENTH(GOPMHON aKTUBHOCTH MOXKET OBITh peau-
30BaH B BUJIE€ KOJIbIIAa HEHPOHOB, KAKABIH N3 KOTOPHIX HAXOJUTCS B IMOAIIOPOTOBOM HEKOJIEOATEITHEHOM
pEeXHMe, a UTOTOBasi aKTUBHOCTh €CcTh (DYHKIMS CBA3CH M BPEMEHHM 3ala3IblBaHUs B CHHAICE: BO3-
OyXIEHHBIM BHELIHUM BXOIOM (IpyrdM HEHPOHOM, HE BXOISIIUM B KOJIeOaTeNbHOE KOJIBLIO) UMILYIIBC
MTOCJIEIOBATEIHHO MPOOeraeT Mo BCeM KJIETKaM KOJIbIla M CHOBa BO30Y)KJaeT MEepBBI HEHPOH U T. 1.
[Ipennoxennas B [§] MoIenb UMena psiJi HEAOCTATKOB, a UMEHHO:

® IS ONMCAHMS OTIEJIBHOTO HelipoHa OBbIIM MCIIOIb30BaHbl YpaBHEHHS XOMKKHHA—XAaKCIH B UX
MCXOTHOW (opMe, B TO BpeMs KaK KJIETKH THIIIOKaMIIa HMEIOT 3HAYUTENBHYIO CIIeNU(HUKY H
OIMCHIBAIOTCS 00JI€€ CIIOKHBIMU MOJIENIIMH € OOJIBIINM YHCIIOM ypaBHEHHMH, IpyTUMH 3HAYSHUSIMH
napamMeTpoB ¥ OTIMYHBIMHA HEIMHEHHBIMU QYHKIMAMH [9];

e 3ama3zbIBaHue ObLIO 100aBICHO B (YHKILHUIO CBSI3M HANPSAMYIO IJIS IPOCTOTHI, B TO BpeMs Kak
B JICHICTBUTENHHOCTH 3ala3bIBaHue — 3TO (PYHKIUS WHEPIUOHHOCTH CHHAIICA;

e BCE HEHPOHBI B KOJIbLE OBUIM MACHTUYHBI MO MTapamMeTpam.

Paccmotpenue 3ana3iblBaHus KaK JIMHUH 3aJEPKKU B PAAUOTEXHUUECKOM ITeHepaTope M03BOJIMIO B pabo-
tax [8, 10] uccnenoBars 0odbIION HAOOP PEXKUMOB M TIOIYYUTHh aHATUTUIECKYIO 3aBUCUMOCTD YaCTOTHI
reHepalyy oT 3aJlep’KKU U BpeMeHHM 3ana3abiBaHus. Ho eciu roBoputh 06 McXoaHON Guoiorndeckoit
CHCTEMe, TO Ba)KHO MOHSTh, B KAKUX IIPEAEIaX MOXKET MEHATHCS 3alla3iblBaHUE — 3TH IPeesibl BaXKHBI
JUTSl TIOHUMAHHSI TOTO, KaKWe 9aCTOThl MOTYT OBITH AOCTUTHYTHL. MACHTHYHOCTh HEHPOHOB B KOJIBIIE
OYEBHJIHO CIIOCOOCTBYET CHHXPOHH3AIMH KOJICOaHUI C JIaroM, paBHBIM B PACCMOTPEHHBIX CIIydasx
T/D, tne T' — nepuox konebanuii, a ) — 4uCI0 OCIIUIATOPOB B Kojblie. Ho B peanbHO# cucteme Bce
HEHPOHBI OyAyT pa3HBIMH, U BaXKHO 3HATh, HACKOIBKO YCTOWYMBBIM OKa)KETCS MCCIICAOBAHHBIN PEXHM.
Takum 00pa3om, pemeHne BCcex 3TUX BOMPOCOB HEOOXOAMMO JUTS MTOATBEPKACHHS MPUHIMITHATBFHON BO3-
MOKHOCTHU CYIIECTBOBaHUS OOHApYXeHHBIX B [8, 10] pe:kUMOB B CETSAX THIIOKAMIIA, YeMy M MOCBSILIECHA
IaHHas padora.

1. Moaean

1.1. Mogens y3aa. B kadecTBe y371a ceTH MCIIOIb30Balach OJHOKOMIIAPTMEHTHAs (OHOKaMep-
Has) Moaens XomkkuHa—Xakenu [11], HanmcanHast B cooTBeTcTBHHA C [12, 13] mIst MApaMUIHBIX KIIETOK
nonsg CA3 runmnokamna (1). Cnenyer oTMETUTD, UTO MIPU 3alMCH YPABHEHHH CYIIECTBYIOT J[Ba OCHOBHBIX
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IIOJIX0/1a K Pa3MEPHOCTH MapaMeTpOB EMKOCTH U MPOBOAUMOCTHU. [1epBhIil OIX0/: 3HAYCHUSI TUIITYTCS
JUTSL BCETO HEHpOHa LETHKOM, KaK OyITO OH SIBJISIETCS COCPEIOTOYCHHBIM 3JIEMEHTOM (MOXHO TaKKe
CUHTaTh, YTO MAPaMETPhl COOTBETCTBYIOT PE3yJIbTaTy WHTETPUPOBAHUS IO TIIOMIAINA BCETO HEHpPOHA).
BTopoii momxoa: 3amuchIBaOTCS YASTHHBIE TIPOBOANMOCTH U EMKOCTH Ha €IUHUITY IUIomanu [9], aro
MOXKET OBITh MOJIE3HO, HAIIPUMED, MPHU MEPEX0/e OT OJHOKOMIAPTMEHTHBIX K MHOTOKOMITAPTMEHTHBIM
MozeNsiM. B maHHO#M paboTe MBI UCIIOJIb3YeM MHTEIPHUPOBAHHBIC BEJIMYUHBI, TOCKOJIBKY 3HAYCHUS B3SATHI
HaMu u3 padoTsl [13].

dV;
C i —INai — Icai — Icagow); — Ik(DR); — Ik(A); — Ik(anp); — Ik(c); — Ini — Lsyn;, (1)

rae V; — noreHuuan Ha MeMOpaHe i-ro HelpoHa, ¢ — pa3MepHoe Bpems, ' — EMKOCTh MeMOpaHbI
(B mannoit padore C' = 0.1 Mk®). Tokr HOHHBIX KaHAJOB PACIIHCAHBI HUXE.

INa — Hampuesblll MoK:

INai = gNaym2hi(Vi — VNai),

dm;
dt o (Vi) (1 —m;) — Bm(Vi)my,

I7ie MaKCUMallbHasl AJIEKTpUYecKas MPOBOJUMOCTh HATPUEBOTO KaHala gy, = 1.0 MKCM, paBHOBECHBII
noTeHuMan (MOTEHIMAJ PEBEPCHU) HATPHEBOTo KaHama VN, = 50.0 MB. Jlng gy, ¥ VNa YKa3aHbl
CpelHue BEIUYUHBI, TaK KakK Jajgee B paboTe B TOM 4ucie OyleT OIUCAaH SKCIEPHUMEHT C PacCTPONKOM
10 3TUM TIapaMeTpam. m, h — BOPOTHBIE TIEPEMEHHbIE HATPUEBOTO KaHana, o U 3 — QYHKIWUH OTKPBITUS
U 3aKpPbITHS BOPOTHBIX NMEPEMEHHBIX (TIEPEXONIOB):

—0.32(V; +51.9)
exp(—(V; +51.9)/4) — 1’

0.28(V; + 24.9)
exp((V; +24.9)/5) — 1’
4
1+ exp(—(V; +25)/5)

ﬁm(vz) =

am (Vi) =

an(V;) = 0.128exp(—(V; + 48)/18),  Pun(Vi) =

I, — Kanvyueswlii mox:

Ica; = gCaisgri(Vi - VCaz')a

)~ )~ BV
% = o (V))(1 = 15) = Be(Vi)rs,

e Go, = 0.13 MKkCM, Vo = 75.0 MB, s, 7 — BOPOTHBIE EPEMEHHbIE HATPMEBOTO KaHaa, QyHKIMH
MIEPEXO/IOB:

0.2 0.0025(V; + 13.9)
V; = ) VZ = )
o (V2) 1 + exp(—0.072V;) Bs(V3) exp((V; +13.9)/5) — 1
exp(—(V;i + 65)/20) 4
o (V;) = 1600 (Vi > =65),
0.000625 (V; < —65),
0.005 — 80, (V;) Vi > —65)
ﬁr(VZ) = 8
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Ica(iow) — HUBKONOPO2OGLIU KANbYUEBBLLL MOK:
2
ICa(low)i = gCa(low)Z-SCa(loW)irCa(low)i(‘/i - VCai),

dsca(low);
T = Oscagiow) (V;) (1 - sCa(low)i> - BSCa(low)(W)scaUOW)i’

drCa(low)i
—a Cr iy 1wy (Vi) (1 - Tca(low)i) = Breagom (Vi)TCaflow) ;

TI€ JCa(low) = 0.03 MxCw™m, Vi, = 75.0 MB, SCa(low)s TCa(low) — BOPOTHBIE IIEPCMCHHBIC, GyHKITUH

HEePEXO/I0B:
0.02(V; + 53.9)

~ exp((Vi +53.9)/5) — 1’

1.6
Vi) = :
Gscuaon (Vi) = T exp(—0.072(V; + 40))’ Bcaion) (V2

exp(—(V; 4+ 105)/20) (V; > —105)

)

arCa(low) (‘/7’) = 200
0.005, (Vi < —105)
0.005 — Gy oy (Vi)s (Vi > —105)
BrCa(low) (‘/7’) -
0, (Vi < —105)

Ik (pR) — ObiICMPpYLIL KaAUEBbL MOK 3A0EPHCAHHO0 GLINPAMIACHUS

Ixpr);, = gK(DR)ini(Vi = Vki),

dn,-
e gg(pr) = 0.08 MkCw, Vk = —80 MB, n — BOpOTHast epeMeHHasi, KOHCTaHTBI TEPEXO0JIOB:
—0.016(V; + 29.
0.016(V; +29.9) Bu(Vi) = 0.25exp(— (Vi + 45)/40).

an(Vi) = exp(—(V; +29.9)/5) — 1

Tk (a) — kanueswiii mox A-muna:

Ixay; = 9r(a),aibi(Vi — Vki),

d(li
T = a1 - a) = Bu(Vi)a,
db;
il an(Vi)(1 = b;) — Bu(Vi)bi,
e JK(A) = 0.17 MmxCwMm, Vi = —80 MB, a, b — BOpPOTHBIE TIepeMeHHbIE, KOHCTAHTHI EePEXO0IOB:
—0.02(V; + 51.9) 0.0175(V; 4 24.9)
a sz = s a ‘/z = )
W) = o mirsroin -1 V)= vt 249)/10) — 1

(Vi) = 0.0016exp(~(V; + T8)/18).  Bi(Vi) = - +exp<_(<)i25+ S
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Ik (anp) — MeOnennvlil KanbYULi-3a6UCUMbLU KATUEBbIL MOK NOCIE 2UNEPRONAPUIAYULL

Ixanp), = gx(anp);¢(Vi — Vki),

dq;
ditl = aq(Vi)(1 — @) — Ba(Vi)ai,

e gg(app) = 0.07 MKCwm, Vi = —80 MB, ¢ — BopoTHas nepeMeHHas, (yHKIUU EPEXOIOB:
0, ((xs — 140) <0)

aq(V;) = € 0.00002(y; — 140), (0 < (y; — 140) < 500)
0.01, (500 < (y; — 140))

Bo (Vi) = 0.001.

Ik (o) — bvicmpblil kKanbyuli-3a6UcUMbILL KATUEBbLU MOK:

Ix(cyi = 9gx(oy,min (1,%/250)c; (Vi — Vi),

dci

— = a(Vi)(1 —¢i) — Be(Vi)ci,
b V)1~ ) BelVi)e
dyi

— = —¢lca; — PyXi>

e gx(c) = 0.366 MmxCm, Vk = —80 MB, ¢ = 50 mc 1, B, = 0.075 Mc L, ¢,” — BOPOTHBIE
IIepeMECHHBIE, KOHCTAHTHI TIEPEXOJIOB:

(Vi) = 18.1)75 exp(((Vi +55)/11) = ((V; +58.5)/27)) (Vi < —15),

2exp(—(V; + 58.5)/27) (V; > —15),

2exp(—(V; +58.5)/27) — ae(Vy) (Vi < —15),
ﬁc(vz) =
0 (V; > —15),

I, — mox ymeuxku:
I = gu;(Vi — Vi),
re MPOBOIUMOCTD YTEUKHU gy, MEHsJIach B 3aBUCHMOCTH OT IOJIO)KEHHS HEHpOHa B CETH, paBHOBECHBII
MOTEHIIMAJl YTEUKH Vi = —65 mB.

Isyn — cunanmuueckuii mox:
Isyni = gsyni(v% - Vvsyn¢) E Py, (2)
[JIe IPOBOJMMOCTE BO30YKIAIOIIETO CHHATICA Jsyn U3MCHSUIACH B XO/I€ 9KCIICPUMCHTOB, PABHOBECHBIN
HOTEHIHAI BO30ykaaromero cunanca Ve, = 0 MB, p; — BOPOTHBIE ITEPEMEHHBIE, OTHOCSIIMECS K
MPECUHANITHYSCKIM HeHpoHaM:
dp; _ (1-pj)
= Up
dt 1+ exp(—(V; —2)/5)

— Bppj 3)
KOHCTaHTBI Iepexonos o, = 1.1 Mc ! m [Sp = 0.19 MC_l, Vj — noTeHuman npecHHanTHYeCKOro

HEUpOHa.
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1.2. Moaejab ceTH.

HelipoHbl ObUIM 3aMKHYTHI B KOJIBIIO, CBSI3aHBI OJHOHAIPABIECHHOW BO3-

Oyxmarorieit cBsa3pio (puc. 1). KommaecTBo amemMeHTOB MEHUTOCH OT 2 1o 35. [TapaMeTpsl HEpoOHOB

KOJIbITa OBUTH YCTaHOBJIEHBI TaKUM 00pa3oM, 4TO
OJMTHOYHBIN AIIEMEHT HaXOJMJICS B HEKoJeOareb-
HOM TOJIIIOPOTOBOM pekume. CTapTyroIui Hel-
por NeQ Haxomuics B KOJeOaTEIBHOM PEXHME.
Co craprytomero HelipoHa NeQ) Ha HEHpOH Konbla
Nel momaBasioch KpaTKOBPEMEHHOE BO3/ICHCTBUE
(ATUTENTBHOCTH BO3JEHCTBHS W MEHSJIACH B IHa-
nasone [100; 500] mc).

MaremMatudeckass MoAeNb cuHarca (2, 3)
Obuta B3aTa U3 [9]. B ommnume ot panee omyOunu-
KOBaHHBIX padot [8, 10] monomHUTETBHOTO Bpe-
MEHHOTO 3aIa3bIBaHus B (JOpMYITy CHHAIca He
BHOCHJIOCH. BMecTo 3TOrO0 Hcmonp3oBaigachk cod-
CTBEHHAasi MHEPUHUOHHOCTh Moxaenu. Ha puc. 2
[IOKa3aHbl BPEMEHHBIE pealii3aluy OTEHIMaNa
Ha MeMOpaHe OIHOTO W3 HeHpoHOB Koibla V)
W 3HAYEHUW BOPOTHOW IEPEMEHHOW P TOTO XKe
HelpoHa (OHa MPOMOpLUOHATbHA TOTEHIMATY Ha
aKCOHE ATOT0 HEMpOHa), a TakKe MOTeHIMANI Ha
MeMmOpaHe CIeAYIOIero HeipoHa B KOJbIle V.
[Tokazano omHO KojeOaHMEe MOCTE MPOMycKa 6 ¢
OT HayaJia 3KCIIEPUMEHTA, TO €CTh IOCJIE MPOITyC-
Ka BCEX MEPEXOAHBIX MPOLECCOB U YCTAHOBICHHUS
KOJIeOaTeIbHOTO peKuMa B Kojblle. Pe3ynbrars
MIPUBENICHBI IIPY 3HAYEHUH CHHANTHYECKOM MpOoBO-
AUMOCTH Jgypy = 2.9 1073 MxCwm. Mccrenosanne
MIPOXOXKACHUS CHTHAJIA Yepe3 CHHAIC MPH JPYTUX
3HAYCHUSIX Jgyy TIO3BOJIMIIO OLPECIHTD, YTO YeM
OoIbIlle 3HaUEHHE CHHAITHYECKOH MTPOBOIUMOCTH,
TE€M MEHBbIIE 3aMa3IbIBAaHUE MEXIYy BPEMEHHBIMU
peanu3anusIMu IBYX COCEAHUX HEUPOHOB.

3nech U fajee cUcTeMa ypaBHEHHH Kak I
OTAENBHOTO HEHPOHA, TaK ¥ JUIS KOJbIIA PEIIaiach
metonoMm Pyrre—KyTTsl mopsaka 5(4), mpu koto-
POM IIaru AeJaloTCs B COOTBETCTBUH C (popMyIoro
5-ro mopsiaka, HO OMHOKa KOHTPOJIUPYETCS II0
4-oMy mOpAAKY TOYHOCTH. [y 3TOr0 MCHonb30Ba-
Jlach peanu3alus U3 Makera scipy.integrate
[14]. ConocraBneHue ¢ pe3yibTaTaMu MHTErpH-
POBaHMSI CUCTEMBI ypaBHEHUH MeToI0oM Anmamca
8-ro mopsiaKa TOYHOCTH MOKa3aJI0 He3HAUYNTEb-
HBIE PACXOXACHUS B JUIMHE MIEPEXOIHOrO MPOIeC-
ca, HE BIMAIOLINE Ha XapaKTEPUCTUKU YCTaHOBHB-
LIETOCS PEXKUMA.

Puc. 1. Crpykrypa paccMarpuBaeMoil CeTH U3 HEHPOHOB THIIIO-
kammna. Hetipon Ne O ucrosib3yeTcst TOJIbKO /1Sl 3ammycka kojeba-
TEJIbHOW aKTUBHOCTH U B reéHepalr puTMa HENMOCPEACTBEHHO
HE y4acTByeT

Fig. 1. The structure of the considered network of hippocampal
neurons. Neuron No. 0 is used only to trigger oscillatory activity
and is not directly involved in rhythm generation

0 5 10 15 20 25

t, ms
Puc. 2. UnepunonHocts cuHanca. CHHEH JIMHUEH MOKa3aHO
M3MCHEHNE 3HaYeHHS MOTCHIMANA Ha MeMOpaHe [PeCHHAITH-
YECKOTo HeWpoHa oT BpemeHu Vi (), 3enéHoi muHneit — 3aBu-
CHMOCTB BOPOTHOM TTepEMEHHO# MPECHHANTHYECKOTO HEeHpOHa
OT BpeMeHH p(t), OpamKeBOil THHUEH — H3MEHEHNE 3HAYCHHUSI
MOTeHIHa a Ha MeMOpaHe MOCTCHHANTHYECKOTO HefpoHa OT
Bpemenn Va(t) =2.5-10"2 MxCym, w = 100 Mc (uBeT
OHJIAIH)

> gsyn

Fig. 2. Synapse inertia. The blue line shows the change in
the value of the potential on the presynaptic neuron membrane
on time V4 (¢). The green line shows the dependence of the
gate variable of the presynaptic neuron on time p(t). The
orange line shows the change in the value of the potential
on the postsynaptic neuron membrane on time V> (¢)

> s gsyn =
=2.5-107% uS, w = 100 ms (color online)
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2. Pe3yabTaThl

2.1. /luHaMHKa H30JIMPOBAHHOIO HelipoHa. JlyId QUarHOCTHKU IPEJENIOB CYIECTBOBaHUS
KOJIe0aTeIHHOTO M BO30YIMMOTO PEXUMOB OBLI MPOBEAEH YAaCTHUHBIN OH(YpKAIIMOHHBIN aHAIH3 MO-
JIeNy 110 MapaMeTpy NPOBOAMMOCTH YTEUKH gf,, HOCKOJBKY 3TOT IapaMeTp Hauboliee SIBHO OTBEYAET
3a moTepu B cucteme. |11 3TOoro Oblia MOCTPOEHA 3aBHCHMOCTh YacTOTHl M aMIUTUTYAbI KoJeOaHUi
OT IPOBOAMMOCTH YTE€UKH ¢y, [UISI OXHOTO M30JUPOBAHHOIO HeipoHa (puc. 3) A ABYX Pa3iIMYHBIX
HAYaIbHBIX YCIIOBHI 10 TIEPEeMEeHHOM V': GIHM3KOro K paBHOBecHOMY moteHnuany V (t = 0) = —62 MB
Y BBI3BAHHOTO BHENIHUM umityiabcoM V (t = 0) = 20 MB. HauanbHble yCIOBHS IS BCEX OCTaJIbHBIX
HNEPEMEHHBIX OBLIN BBICTABIECHBI COOTBETCTBYIOIIUMH YCTOMUUBOMY IOJIOKEHUIO PaBHOBECHS, HAOMIO-
naemomy nipu gr, = 0.040 MmxCwm. U3 puc. 3, b BuaHO, uto Ha orpeske g1, € [0.0376;0.0404] MrxCm
nMeeTcsi OUCTaOMIBHOCTD: yCTOWYMBas TouKa, focturaemas npu V (¢t = 0) = —62 MB, cocyuectByer
¢ KoJeOaTebHBIM PEXKUMOM, KOTOPBIA MOKeT ObITh momyde mpu V(¢ = 0) = 20 mB. Ilpu sTom

caM Kosie0aTeNbHBIN PEeXHUM SIBIISICTCS HACJICAHU-

T KOM (aMIUTUTYZIa ¥ 9acTOTa MEHSIOTCS HEpephIB-

145 = TN - HO TIPH YMCHBIIICHHUH ¢r,) KOJICOATeILHOTO PEKH-

14.0 4 N Ma, CyIIECTBYIOILIETO IIPX MEHBIIHNX 3HAYCHHUSX (.

e 13.5 4 V(t=0) AN Takast cuTyarust MOKET OBITh OOBSICHEHA TEM, UTO

g 13.04f —— —61 mV mpu 0.0374 < g1, < 0.0376 npoucxoaut cyokpu-

12.59 20 mV THieckas oudypkanus AsapoHoBa—Xonda, B pe-

1201 , , , 3yNbTaTe 4ero U3 HeycTOWYHBOTO (hOoKyca poxaa-

0.01 0.02 0.03 0.04  ercs HeycTOWUMBBINA UK, @ GOKYC MpUOOpeTaeT

ycToituuBocTh. [anee npu g, ~ 0.0406 ycroii-

100 g YMBBIN LMK MCYE3AET, MPHYEM €r0 aMILIUTYIa

. 80 1 nepes 3ITUM KOHEYHa, YTO MOXKET ObITh OOBSICHEHO
Eﬁ 60 €r0 CIUSIHUEM C HEYyCTONYMBBIM LIUKIIOM.

E 40 A B panee omy0inukoBaHHBIX paborax [8,10]

= 20 reHepanys B KOJbLe BCErja paccMaTpuBaIach Mpu

0 - L napaMeTpax OTHEIbHOTO HeHpoHa, COOTBETCTBY-

0"01 0'62 0.'03 0"04 IOIIMX BO3OYIUMOMY pexXumy (ycTOHYMBOMY (o-

g1 Kycy). Ho Hammaue OMCTaOMIIEHOCTH Ha OTpe3Ke

gL, € [0.0376;0.0404] MkCM MOATONKHYIIO HAC
K TOMY, YTOOBI paCCMaTPHBaTh CHCTEMY IPHU JIBYX
paszabix gr: 0.040 MmxCm u 0.043 mxCwm, uro-
OBl OTpeNeTNTh, HACKOJIBKO COCYIECTBYIOIIHM
C YCTOWYMBEIM (POKYCOM IpENETbHBIA ITUKI MO-
JKET MCKA3UTh TUHAMHKY B KOJIBIIE.

Puc. 3. 3aBUCUMOCTb OCHOBHOM 4acTOTHI U aMIUTUTYbI KOJIe-
OaHUil PN U3MEHEHUH TPOBOTUMOCTH YTEUKH gi, A1 OTHOTO
W30JIMPOBAHHOTO HEeHpoHa (I[BET OHJIAH)

Fig. 3. The dependence of the main oscillation frequency and
amplitude with a change in the leakage conductance gr, for one
uncoupled node (color online)

2.2. CeTb U3 OJHOPOIHBIX jIeMeHTOB. (CHauaja paccMaTpUBalach CETh, COCTOALIAS U3 UACH-
TUYHBIX HEWPOHOB, TO €CTh 0€3 PacCTPOWKH MO MapaMeTpaM. YPaBHEHHUS MOJACIH PEIIaUCh NPHU
PasHbIX 3HAYCHHUAX MPOBOAMMOCTH CHHAICA fgyy, YTO B HEKOTOPOM POJE MOKHO CUMTATh aHAIOTOM
KO QHIUKMEHTA CBA3U MEXKLY DIIEMEHTaMu CeTh k U3 pabotsl [8]. IlapameTp gy, MEHAICS B Auana3oHe
210734 - 1073] MxCwm.

Ha puc. 4, a moka3zaHa 3aBHCUMOCTb 4aCTOTHI KojeOaHuil B KoJblle f OT KOJIMYECTBA HEHPOHOB
B ceTd D Npy pasHbIX 3HAYCHHAX CHHANTHYECKOH MPOBOJMMOCTH Jgyy, VI MPOBOJUMOCTH YTECUKH
gr, = 0.040 MxCwm. ITpu manom D HaOmromaeTcsi KBAa3UCUHXPOHHBINA peXUM (CM. puc. 5, a), yacToTa
KOTOPOTO HE 3aBHCHUT OT KOJIMYECTBA HEHPOHOB B CETH U CHJIBI CBSI3U. DTOT PEXXKUM — MPAMON HACTEIHUK
[MKJIA B OTAEIFHOM HEHPOHE, COCYIIECTBYIOIIETO C YCTOWYMBBIM (POKYCOM, OH UMEET Ty )K€ YaCTOTY
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Puc. 4. 3aBucuMoOCTb 4acTOTHI KoJieOaHUH B Koiblle f OT KOJMYECTBAa HEWPOHOB B ceTH ) MpH pa3HbIX 3HAUCHUSIX CHHAII-
THYECKOH TPOBOIUMOCTH Jy,,. w = 100 mc. Ilposogumocts yreuku: a — gy, = 0.040 MxCwm, b — g;, = 0.043 MrkCm
(LBET OHJIAKH)

Fig. 4. The dependence of the oscillation frequency in the ring f on the number of neurons in the network D at different
values of synaptic conductance g, w = 100 ms. Leakage conductance: @ — g;, = 0.040 wS, b — gy, = 0.043 uS
(color online)
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Puc. 5. Bpemennble peanusauuy 0pu g, = 4.0 - 1073 MxCM, w = 100 Mc. @ — KONMYECTBO HelipoHOB B Koyble D = 8.
b — xonmyecTBO HEHPOHOB B Konblie D = 9 (uBeT OHIAIIH)

Fig. 5. Time series at gy, = 4.0 - 107 S, w = 100 ms. a — the number of neurons in the ring D = 8. b — the number
of neurons in the ring D = 9 (color online)

1 amIuuTyny. HabmiomaeMblii mpu 3TOM BpeMEHHOMW JIar MeXAy HEMpOHAMH B KOJIBIIE OOYCIIOBIIEH
KOHEYHOI0 MHEPLIMOHHOCTHIO cuHarca. Heliponsl B popMupyeMoii nauke Kak Obl BEICTPanBalOTCS OIMH 32
JIPYTHM, TIPUUEM BIIEPEAN MO0 BPEMEHH UAET TOT HEMPOH, HAa KOTOPHIN MPHUIIEN BO30YKAAIOMINI HMITYIIBC,
a 3aTeM BCe MpoYMe MO MOPSAAKY CJIEA0BAHUS B KOJNBLE C MaJbIM BPEMEHHBIM JaroM. KBa3HCHHXpOHHBIN
pexuM, OMM3KHN K peXMMY MOJTHOW CHHXPOHHU3ALIWH, pa3pyliaeTrcsa ¢ ypenndennem D). Uem MeHbIe
CHUHANTHYECKas TPOBOAMMOCTD Jgyy, TEM MEHBIIEC OOJIACTb €r0 CYMECTBOBAHUS: JUI Jgy, = 2 OH
ucyesaer yxe npu D = 6, B To BpeMst KaK Wil Ggy, = 4 — TOMbKO 1pu D = 9. D0 HabmoneHne
€CTECTBEHHBIM 00pa30oM coracyercs ¢ o01ero Teopuei [15], mocKkonbKy CHHANTHYECKas! IPOBOAUMOCTh
Yy paccMaTpuBaeMOM MOJEIN UIPAacT POJIb CUIIbI CBS3H.
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[Ipu Gonpinx 3HaYeHUAX [ HAOMIONAETCS CEMENCTBO PEKHUMOB, KaYECTBEHHO CXOIHBIX C PEXKH-
Mamu, HaOmomaBmuMucs B paborax [8, 10] (cMm. puc. 5, b). B HUX Bce OCHMILIATOPHI CABHUHYTHI IO (hase
OINH OTHOCHUTEJIFHO JAPYIOTO Ha paBHBIE MPOMEXYTKH TaKUM 00pa3oM, 4TO CYMMApPHBIN CIIBUT IO KOJBILY
COCTaBJISIET 27, TO €CTh CyMMa CIBUIOB II0 BPEMEHU COOTBETCTBYET Iepuomy KosneOaHuid. YactoTa
KoJieOaHui MaJaeT ¢ poCTOM YUciIa OcuUuIATOpoB. OHAKO TaKUe PEKUMbI OKa3bIBAIOTCS YCTONYHBBI
TOJIBKO B Y3KOM JTHaINa30HE YacTOT. BUIHO, YTO C POCTOM KOJMYECTBAa HEHPOHOB YacTOTa BHAYAJIE HENHU-
HEHHO majaet (Kpusas Uisl gy, = 4 Onu3Ka K runepoosie), 3aTeM pe3ko CKa4KOM BO3PACTAET U OIATh
HaYMHACT najarh. [IpuuéM YeM MeHbLIC G, TO €CTh YeM OJIMKe HEHPOHBI K KOJICOATEILHOMY PEXKHUMY,
TeM vaie (o ocu abCcuuce) MPOUCXOASAT CKauku. Panee ckauku B 3aBucumocth f (D) Habmromanuch
B Konblie u3 HeiipoHoB durtiiXeio—Harymo B pabote [10], HO Tam Bo3pacTaHue 4acTOTHI OBIIO OoJee
3HAYMUTEIbHBIM: [P IIEPBOM CKauyKe OHA MOJHUMAJIACh IPUMEPHO BIABOE, YTO COOTBETCTBOBAIO PEXUMY,
KOTJIa 110 KOJIbILy OJIHOBPEMEHHO paclpOoCTpaHIIOTCA /1Ba UMITyJIbca B MpoTHBOGasze. B manHol cucreme
UMITYJIbC OCTAETCsI OAMH.

st mpoBogumoctu yreuku gy, = 0.043 MxCwMm, Ipu KOTOpPOH IUKI A OTAENBHOTO HEeMpoHa
YK€ paspymmics, 3apucuMoctd f (D) uMeroT cymectBenHble omnuus. Jist g ,, = 2 Konebanus
BoOOIIE He BO30OYkaaroTcsa. BeposiTHO, cuiia cBsi3eil B KOJIbLie HEOCTaTOuHa, YTOOBI KOMIICHCUPOBATh
satyxanue. IIpu gy, = 3 HaONIOAAIOTCS PEXKMMBI, KAYECTBEHHO MOXOXKHUE Ha TO, YTO MMEIO MECTO
mpu g, = 0.04 MxCM, UMEIOTCS U cKaukH 4acToTel. Hanbomnee nHTEpecHas TuHaMHuKa HaOJII0aeTCs
IpH Ggyy, = 2.5, HaunHast ¢ D > 11. Ilpu nepexope or D = 10 k D = 11 4acrora pesko majxaer
¢ 12.5 mo 6.5 I't u mpomomxkaeT Aajee CHUXKAThCI ¢ pocToM DD 10 MeHee ueMm 2 ' mpu D > 25.
Ananorudnbie usmenenus f (D) HaGMOAIOTCS U JUIsL Gy, = 3, HO IPU OYEHB GOMBIIOM YHCIIe HEHPOHOB
B KosblLie: HaunHas ¢ D = 33. Takum 00pa3oM, OTHOCUTENBEHO HEOOJBIIOE YMEHBIIEHUE CHHAITHYECKON
MIPOBOAMMOCTH MEXJy 3HadeHUsIMH 3 ¥ 2 MKCM MOTYT HPHUBOAWUTH CHayalda K Pe3KOMY MaJCHUIO
4aCTOThI FeHEepaLuy, a OTOM U K rubenu kojiebanuid. IMeHHO Takoe noBeneHue (pUKCHPOBAIOCH paHee
B HEKOTOPBIX HEeHpodHU3HOIOrniecKux sxkcrnepumenrtax [16,17].

2.3. YcToiiYuBOCTh CHCTeMbl K M3MeHEHMSIM apXMTEeKTyphl cBs3eil. Bompoc o npupone
PEeXMMOB, BO3HHKAIOMINX B KOJbIlE, HEJB3sI CUNTATh PEIMIEHHBIM Oe3 HMCCIeAOBaHUS TOTO, KaKk Ha
BO30YX/I€HHE BIUSAET U3MEHEHUE CTPYKTYPbI CBA3EH, B EPBYIO OUepe/lb OTKIOUEHUE U MPEPHIBAHUE
HEKOTOPBIX U3 HUX.

[TepBriit Bompoc, KOTOPBIM OBLI MOCTaBICH: YTO OYIET, €CliM TOCIe BO3ICHCTBUS BCE CBS3ZH
pazopBarh (3aHYIUTh Jsypn)? OCOOEHHO BaKHO IMOHUMATH 3TO B OMCTAOMIIBHOM PEXUME, HAPUMED,
npu gr, = 0.04. B npuBeaéuHoMm Ha puc. 6, a mpuUMepe CBEpXy IMOKa3aHO (BPEMEHHOW psif cpasy
TocJie BO3ACUCTBUS), uTo 3a Bpems B 100 MC BO3IEHCTBUS YCIIEBAIOT MOCIEIOBATEIHLHO BO3OYAUTHCS
7 HEHWpOHOB, TMOCJE Yero BO3JAEHCTBUE OTKIIIOYAeTCs, KaK M CBI3W MEXIy HUMU. BumHO, 9TO TIpH
3TOM OCTaBIIMECH TpU HeHpoHa He BO30YXAAIOTCs, a BO3OYIMBIIMECS HEHPOHBI NEepPEeCTpPanBarOTCs
B PEKHM COOCTBEHHBIX KOJICOAaHU, KOTOPBIN U3-32 OTIIMYHSA 110 MTApaMeTpy g, OT CTApTYIOIIEro HelpoHa
(00o3HaYeH YEPHBIM) UMEET APYTyI0, 0ojiee HUBKYIO YacTOTy (CM. puc. 3, b), 4TO XOPOIIO BUAHO Ha
puc. 6, a cHU3y (psAA MOCIe AIMHHOTO MEePEXOAHOTO MpoIiecca), Tie YEPHBIA UMITYJIbC HYJIEBOTO HeHpoHa
(g1, = 0.35) cHadana cneayer 3a CUPEHEBBIM UMITYJILCOM CEIbMOTO HEWpOHa, a MOTOM YK€ OOTOHSET €ro
(B cepenune rpaduka mpu t ~ 9.9 ms).

Ecnu npu npepbsiBaHUM BO3IIEHCTBUSL pa3opBaTh HE BCE CBSI3U, a4 TOJNBKO OJHY (MEXKAY 4-bIM
1 5-pIM HelipoHamH Ha puc. 6, b), KONBIO MpeBpamaeTcs B Ienouky. [lockonbpKy BO30yXaEHHBIE
BHEIITHUM BO3JICHICTBHEM HEHPOHBI YCIEBAIOT MIPUBECTH B KOJIEOATENBHBIA PEXUM OCTaBIIHECS, B pe-
3yabTare (popmMupyeTcs mayka UMITYIbCOB, I IEPBBIM HAET HEHPOH, Mepes] KOTOPhIM pa3opBaHa CBA3b,
a TOCJIETHUM — €r0 COCell, TTOCJIe KOTOPOro CBs3b pasopBaHa. llpu sToM cama yactora KoleOaHHA
MO-TIPE)KHEMY HAcCJIEAyeTCsl OT MPEAETbHOTO IIUKJIA OTAENbHOIO HEHPOHA, HO CBA3b B IIEMOYKE MPUBOAUT
K CHHXpOHHM3aIH 110 (aze ¢ PUKCUpOBaHHBIM CABUTOM, 00YCJIOBIEHHBIM WHEPIIMOHHOCTHIO B CHHAIICE.
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Puc. 6. Bpemennsie peanusaunu kojebanuii B kojble u3 10 HEHPOHOB cpa3y mociie Bo30yxaeHus konebaHuil (BepXHuit
PHCYHOK B Kak1ioM (parmente) u uepe3 10 ¢ (YCTaHOBHBIIHUICS PEKUM — HIKHHH PUCYHOK) (L[BET OHJIAHH)

Fig. 6. Time series of oscillations in a ring of 10 neurons immediately after the excitation of oscillations (upper figure in each
fragment) and after 10 seconds (steady-state mode — lower figure in each fragment) (color online)

Ecnm ke cBsI3b MekIy HelipoHaMu ObliIa pa3opBaHa M3HAYAIBEHO (CM. pHC. 6, ¢), BO3OYIUTCS TOJIHKO
4acTh LICTIOYKH JIO Pa3pbhiBa, HO BCE BO30YKAEHHBIC HEHPOHBI MO-TIPEKHEMY CTPYIITUPYIOTCS POBHO
C TEeM JKe 3ama3JabpIBaHueM, 9TO U Ha puc. 6, b.

Hakowner, eciii Bce CBSI3M B KOJBIIE COXPAHSAIOTCS, B HEM BBICTPAMBACTCS PEKUM, 4aCTOTA
KOTOPOTO 3aBHCHUT KaK OT COOCTBEHHBIX IMapaMETpPOB OTIEIHHOTO HEWpPOHA, TaK M OT KOJIHMYECCTBA
HEHPOHOB B KOJbIle. JTO XOPOIIO BHJHO Ha pUC. 6, d, 4TO BHa4alse, cpa3y Mociie BO30YXKICHUS,
paccTosiHue MO BPEMEHHM MEXKIy CIIaKaM{ COCETHUX HEUpPOHOB OONbBINE, YeM B YCTAHOBHUBIIIEMCS
pexxume. [Ipu 3TOM BpeMeHHOH COBUT MEXKIY JECATHIM H IEPBbIM HEHPOHAMHU OKA3bIBACTCS CIIHIIKOM
MaJbIM, YTO ¥ IIPUBOAMT K JATbHEHIIEH MOICTpOKe KoneOaHui.

2.4. Cetb ¢ paccTpoiikoii mo mnapamerpaM. UToOBI MOHATH MPEEIH YCTOMYMBOCTH OOHAPYKEH-
HBIX B KOJIbIIE KOJIEOATEIbHBIX PEKUMOB, ObLIa BBElIeHA HEOOMbINAs paccTpoiiKa Mo BCeM IapaMmeTpam,
kpoMe C' (MPOU3BOIIEHOE W3MEHEHHE 3TOTO MapaMeTpa HEBO3MOXHO, MOCKONBKY (aKTHUECKH BENET
K TIGpEHOPMHPOBKE BPEMEHH B MEPBOM ypaBHEHUH cHCTEMHI (1)), g1, (Bceraa UCIONb30BaIOCh 3HAYCHUE
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gL, = 0.043 MmxCm) u Vy = 0 — mopsiaka 2% mo abcomtoTHON BenmumHe. PaccTpolika BBOAWIIACH
Clly4aitHO. B nelcTBHTENFHOCTH HE SICHO, HACKOIILKO TaKas PacCTpOHKa COOTBETCTBYET PacIpeleICHHIO
Yy peanbHBIX KIeTOK Mo3ra. OCHOBHEIE PE3yNbTaThl 10 M3YUCHHUIO pa3dopoca 3HAYCHUH mapaMeTpoB IS
HEHPOHOB THUIIIOKaMIIa, B ToM uucie moiisi CA3, U3BECTHBI B MIEPBYIO ouepelb sl MOPHOJIOTHUSCKUX,
a He AekTpodusnonorndeckux mapamerpoB [18]. Tem He MeHee BBEIEHHE PACCTPONKHA BaXKHO IS
MMOHUMAaHUsI TOTO, HE SIBIISIOTCS 1M HAOIOIAEMbIC PEKUMBI BHIPOXKICHHBIMU.

3HaueHus TapaMeTpoB 71l HEHPOHOB C PacCTPOWKaMU TeHEPHUPOBAJINCH CIIYYaliHO B 33/IaHHOM
AuarnasoHe +2% I0 KaXIOMy U3 MapaMeTPOB gNa, YCas JCa(low)> JK(DR)> JK(A)» IK(AHP)> JK(C)
WNa» Voa, Vi, Veyn, Vi, ¢ n B,. Beero 6b110 crenepuposano 600 nabopos nmapamerpos. M3 Hux
ObUTH O0TOOpaHs! 35 HEHPOHOB, AEMOHCTPHPOBABIINX OMCTAOWIBHBIA PEXXUM (HECMOTpPS Ha TO, UTO
ucxonHo 3HayeHue gy, = 0.043 MkCM COOTBETCTBOBANO PEXXUMY C OHUM aTTPAKTOPOM), U 35 HEHpPOHOB,
JI€MOHCTPHUPOBABIINX BO30YANMBINA PEKUM C €IMHCTBEHHBIM aTTPAKTOPOM B BHJIE yCTOWYHMBOTO (poKyca.
Jiist Tex U Apyrux ObUIA MOCTPOCHBI 3aBUCUMOCTHU YaCTOTHI TeHEepaIuu f OT YUClia HeMPOHOB B KOJBIIE
D mipn pa3snuyHbIX 3HAYEHUSAX CHHANTHYECKOH IPOBOJAMMOCTH (syn 1O aHATIOTHU C puc. 4 — cM. puc. 7.

Comocrasnenne puc. 4, a U puc. 7, a TMO3BOJSAET CMEIarh BBIBOI, YTO IS CIydas HEHPOHOB,
HaXOJUBIINXCS B OMCTAOMILHOM peKHMeE, BBEICHUE PACCTPOMKH I10 IMapaMeTpaM KayeCTBEeHHO HU Ha
YTO HE BIHAET: MO-TIPEKHEMY UMEETCS MHUHUMAIILHOE 3HAUCHUE YHCcIia HEHPOHOB, B TAHHOM CITydae
D = 8, npu KOTOpPOM PEeKUM KBa3UCUHXPOHHBIX KOjeOaHUH pa3pylaeTcs, a Jiajee 4acToTa 3aBUCUT
OT YHCJa 3JIEMEHTOB B CETH MPUMEPHO IO THIEPOOIe C MepecKoKaMu, 00yCIIOBICHHBIMH TEM, YTO
oOITMi1 YacTOTHBIN Wana3oH AOKEH ObITh B mpeaenax 13...14.7 I'm. lns Bo3OyauMbIX HEHpOHOB
(cM. puc. 4, b) 3aBUCUMOCTH BBIIIAIUT CIOKHee. Hukakoro pe3koro maJieHus 4acToThl, Kak Ha puc. 4, b
IS Gsyn = 2.5, HA HEUPOHAX € PACCTPOMKOI0 He HabmonaeTca. Bmecre ¢ TeM, €CliM NOHU3UTE Gsyn,
TO IpU 3HAYCHUAX 2.2 < ggyn < 2.4 MKCM npu OTHOCHTENBHO Oombmmx D (0T 24 Wi geyn =
= 2.2 MxCm 10 27 114 gsyn = 2.4 MkCM) HaOmoaeTcs pe3koe najeHue 4acToTel 10 2 I'n u Menee,

= Gom = 2.0 By =5
14.50{ T30 g
1425 203
14.00 |
W13.751

an)
*513.50

13.251

13.00 1

B0 05 %0 25 30 35 5 10 15 20 25 30 35
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Puc. 7. 3aBUCHMOCTh 4acTOThI KojiebaHuil B KoJblie f OT KONMYECTBAa HEHPOHOB B ceTH [ MpH pa3HbIX 3HAYCHHUSIX CH-
HANTUYECKOH NMPOBOIMMOCTH Gy, ISl HEHPOHOB, PACCTPOEHHBIX 110 napamerpam. w = 100 mc. IIpoBogumocTs yredku:
gr. = 0.043 MxCm. @parmenT (@) MOCTpOeH AT HEHPOHOB, HAXOAUBIIMXCSA B OMCTAOMIBHOM pexuMe, (pparMeHT (b) mocTpoeH
JUTSE HSWPOHOB, HAXOMUBIIUXCS B YHCTO BO30OYAMMOM PEKHUME C SAMHCTBEHHBIM aTTPaKTOPOM B BHJE YCTOHUMBOTO (hoKyca
(uBeT oHIAlH)

Fig. 7. The dependence of the oscillation frequency in the ring f on the number of neurons in the network D at different
values of synaptic conductance gsyn. w = 100 ms. Leakage conductance: gr, = 0.043 pS. Subplot (@) was constructed for the
ring composed from bistabkle neurons, subplot (b) was constructed for the ring of excitable neurons (the only attractor in the
form of stable fucus was available) (color online)
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KaK M JUIA CiIydasl MIeHTHYHBIX HEHpPOHOB, HO MpH OOJBIIeH cHHAaNTHYeCKOi nmpoBoguMocTH. Takoe
TnoBezieHHe 3aBUCHMOCTH f (D) NPU PasIMYHBIX syn YKa3bIBACT HA TO, YTO HEMACHTHYHOCTh HEHPOHOB
MPUBOAUT K YMEHBIIICHHIO 00JacTH CYIIECTBOBAHHS MCKOMOTO PEXHUMa W HEOOXOIMMOCTH IUISI €To
JIOCTMD)KEHUSI YMEHbBIIATh CHHANTUYECKYI0 MPOBOAUMOCTh, TO €CTh B MHBIX TEPMHUHAX CHJy CBSI3H.
Tem He MeHee peXUM MEJICHHBIX KOJIeOaHHH, YaCTOTa KOTOPBIX OMPEeNseTcs NCKITIOYNTENHHO YHUCIIOM
OCIIWJITISITOPOB B CETH M MPOBOAMMOCTBIO CBSI3M M HE MMEET OTHOILIEHHUS K 4acTOTaM aBTOHOMHBIX
KoJIeOaHWI HEHpOHa, OKAa3bIBACTCS CTPYKTYPHO YCTOWYMB Ia)ke IIPH Bapuanwu 14 mapameTrpoB. D10
MIO3BOJISICT HAJIEATHCS, YTO PE3KOE TMEePEKITIOUeHNE YacTOTHl KONeOaHUH B KONbIle HEWPOHOB THIMIOKaMIIa,
BO3HHKAIOLEE TIPU OTHOCUTEJIEHO HEOONBIIOM U3MEHEHUH CHHAITHYECKOI MPOBOAMMOCTH (B HallleM
cirydae Mexny 3HaueHHIMH 2.4 MKCM u 2.5 MkCM) sgBisieTcs (pU3NOIOTUIHBIM U JCHCTBUTEIFHO MOXKET
OTIPENENATh NMEePEXO/bl MEKAY PA3INIHBIMU CTATUSAMU JIMMOMYECKOTO 3MUIIENITHYECKOrO pa3psia.

3akiaoueHue

MaremaTtrniyeckoe MOAEIMPOBAHNE CUTHAJIOB MO3Ta IpH JIMMOUYECKOH (BUCOYHOMN) SMUIICTICUU —
CIOXHas 33j1a4a B MEPBYIO odepenb MOTOMY, YTO CaMH IO cebe 3TH CHUTHAIIBI MOTYT OBITh OYEHb
pasznuuHbl. Hanbomnee u3BeCTHBI pe3yabTaThl MPUMEHEHHUSI MaKpOCKOIIMYECKOTO MOAX0/1a, KOTa JIH-
JIETITUYECKasi aKTUBHOCTh OIMCHIBAETCA B LIEJIOM, a OTACNIbHBIE HEHpOHBI He Moaenupyrorcs [19].
[Ipu TOM, uTO TIOTy4YeHHBIE B paboTe [19] BpeMeHHBIe psAAbl BEChbMa HEIIOXO COOTBETCTBYIOT Pas3yind-
HBIM THIaM SIS TH()OPMHON aKTUBHOCTHU TPH (POKATBHBIX IPUCTYIIAX, BCE )KE TAKOW MOIXO SBISIETCS
ckopee (eHOMEHOJIOTHYECKUM, TIOCKOIBKY HTHOPUPYET IVIaBHYIO MPUUYNHY BO3HUKHOBEHHS (hOKaIHHOM
SMUNENICUN — HAJIMYMe MAJIBIX HEHPOHHBIX aHcamOmel (KOHTYPOB), UMEIOIINX CIeNU(UIECKYIO NaTolo-
rudeckyto cTpyktypy [20]. CymiecTByIOT OTACIBHBIC MTOIBITKA PACCMOTPEHUS THMONIECKON SIMUIICTICHU
C TOYKH 3peHHS Me3oMacITabHbIX Mozenei [21], B ToM Yucie ¢ TOYKH 3peHHs] BO3SMOKHOTO KOHTPOJIS
noBeJieHUs (IPEAOTBPAIICHUE WM KyITUPOBaHUs pa3psaoB) [22]. OnHAKO JOCTUTHYTHIE K HACTOSIIEMY
MOMEHTY Pe3yJIbTaThl HOCAT CHIIBHO TIPEIBAPHUTEIBHBIN XapaKkTep B MEPBYIO OYepeNb H3-3a CIOKHOCTH
MOZEIHPYEMOTO SIBICHHUSI © MHOTOOOpa3usl THIIOB aKTUBHOCTH MPH JTUMOMYECKOH SMUIICTICHH.

B nmaHHO# paboTe MBI ClieyeM paHee MpeMIoKeHHOMY HaMu moaxony [8, 10] — pa3outs Bech
npolecc MOICITUPOBaHUS Ha YacTH. B mepByro odepenp HYyKHO CMOZCIUPOBATh ITHICNITHICCKUH QOKyC,
KOTOPBIA B OOJIBIIMHCTBE CIydYaeB HAXOOUTCSA B THHMokamiie [23]. DTo MoXeT OBITh OYeHb Majas
ceTh OyKBaJIbHO M3 HECKOJIBKUX TN HECKOJIBKUX AECITKOB HEHpoHOB. Ero enuacTBeHHAs (pyHKIHS —
3a/1aBaTh OCHOBHOM PUTM MATOJOTUYECKON aKTUBHOCTH. [Ipu 3TOM Hanmuyue U pacmpocTpaHEHHOCTh
aTbHUX CBSA3CH B THIIIOKaMIle, B TOM 4duciie B ero gopmarun CA3 [24], mpeamonaraet, 9To Takou
KOHTYpP MOXET C(POPMHUPOBATHCS HE B KAKOM-TO KOHKPETHOM MECTE, a OBITh YaCTHYHO pachpeneséH 1o
BCEMY T'MIONOKaMITy, 4YTO OTBEYAET IMPEICTABICHUSIM O IOBTOPHOM BO3HUKHOBEHHMH AIUJIECIICUH MOCTE
yOQICHHS MIIENTHIeCKOTro (hokyca [25].

Panee B paborax [8,10] HamMu ObLIa MpeIOKeHa OTHOCUTEIBHO MPOCTas MaTeMaTuieckass MOJIEIb
TeHepaTopa OCHOBHOM YacCTOTHI AMIIECNTH()OPMHON aKTUBHOCTH, TPEACTABISIOMIETO COO0I0 KOJIBIIO
HEHPOHOB C OIHOCTOPOHHUMHU CBSI3sIMH. UHCIIEHHOE U PaAMOTEXHUYECKOE MOJICIMPOBAaHUE N10KA3aNI0, YTO
TaKOW reHepaTop MoXeT dPPEKTHBHO IepecTpanBaTh CBOI YaCTOTY B 3aBUCHMOCTH OT YMCJIa HJIEMEHTOB
B KOJIBIIE U BPEMEHH 3ara3AbIBaHus B CBA3sX. [[pu 9ToM B kKadecTBe MoJeNel OTAENbHBIX HEHPOHOB OBLTH
HCTIOJIb30BaHbl OTHOCUTENBHO MpocThle ypaBHeHUs PutuXpto—Harymo B [10] nimm XomxkuHa—Xakcau
B OpPUTHHAJILHOM BHUZE B [8], TO €CTh MO/IENH, HE OTpaKarouie crennuKy HelHpoHOB rummokamma. [1pu
MEe30MacIlITaAOHOM MOJICIIMPOBAHUU CBOMCTBA OTIEIBHBIX HEHPOHOB HE TaK BAYKHBI U OMPEACIISIONTIM
(haKkTOpOM SIBISIETCA CETeBask CTPYKTYpPa, MOCKONBKY KaXIbIi y3el B CETH B PEeabHOCTH MPEACTaBISIET
OOIBIIIOE YMCIIO CXOMHBIX 110 TapameTpaM y3ioB [26,27]. Hampotus, B ciay4ae MOJCTHMPOBAHUS SUIIET-
THYECKOTO (pOKyca B THUIIOKaMIIe MBI peajbHO UMEEM JI€JI0 ¢ MUKPOMACIITa0OHBIM MOJETHPOBAaHUEM,
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TO €CTh C COOTHOIIICHHEM YHCJIa MOJCJIBHBIX U PealbHbIX HEeHpoHOB, Omu3kuMm k 1:1. [Ipu Takom
COOTHOIICHUH BBIOOP MOJIENH JIJIsl OTJEIBHOTO HeHpOHa CTAaHOBUTCS KIII0YeBBIM (akxTopoM. [Toatomy
B JIaHHOHM paboTe ObLIa MOCTABIEHA LIEb ONMPEACIUTh, KAKHE CBOICTBA MPENIOKEHHOM paHee KOIbIEBOM
CTPYKTYpPBI MOTYT OBITH 3()()eKTHBHO IMTOBTOPEHBI C HCIIOIB30BAaHUEM MOJIENEH, BOCTIPOU3BOASIIINX BCE
OCHOBHBIE TOKHM B mupamugax moyisi CA3 runmokamna. OnHa U3 KIIOYEBBIX 0COOEHHOCTEH TaKoro
MOJICIIMPOBAHUS — OTKa3 OT SIBHOTO y4UéTa 3ama3[bIBaHUS B CHHAIICE W TEPEXOd K yPaBHEHUSAM IS
CHHANTUYECKON NEPEeMEHHOM, TIe POJb 3ala3bIBaHUs BBIINOIHAECT HHEPIIUOHHOCTb.

YUTtoOBI TUHAMHKA CETH OINPEIEIUIACh TJIAaBHBIM 00pa3oM YHCIIOM 3JIEMEHTOB B KOJIBIIC U ITa-
pameTpaMu CBSI3H, HY>KHO, YTOOBI OT/IENIbHbIE HEWPOHBI HaXOAWIUCH B BO30OyTMMOM pexnme. MHaue
COOCTBEHHAsI YacTOTa TEHEPAIIMU OTACIIBHOTO HEelpoHa OyIeT CHIBHO OTPaHHYHUBATH BO3MOXHOCTH
MEPECTPOMKH TI0 YacTOTe B KOJbIIEeBOM reHeparope. [lostomy ObLT poBenéH OMQypKaIMOHHBIN aHAIH3
JUTS OTACIHFHOTO HEWpOHa 10 apaMeTpy IPOBOAUMOCTH YTEUKH ¢y, KOTOPBIN TIOKAa3all, YTO P IEePexXoie
OT KOJIeOATEIBHOTO PeXKUMa K BO30OyIMMOMY TIPOUCXOAST JiBe OndypKaruu: cHadana cyOKpuTHIecKas
oudyprauns AaapoHoBa—Xormga, B pe3yasrare KOTOPOi U3 HEyCTOMYMBOTO OKyca POKIAeTCs LHKII,
a caM (OKyC CTAaHOBUTCS YCTOWYIHMBEIM (B CHCTEMe HAONIOMAIOTCsl OMCTa0MILHOCTD U KECTKOE BO3OYXIe-
HUe KolieOaHMi), a 3aTeM — OudypKalus CIUSHUS YCTOWYMBOTO M HEYCTONYUBOTO IIMKJIOB, B PE3yJbTaTe
9ero yCTOMIMBHIN (POKYC OCTAETCS SAMHCTBCHHBIM aTTPAKTOPOM.

YuciieHHOE MCCIIeIOBaHNE 3aBUCMOCTH YaCTOThI KOJICOAHUH B KOJIBIIE OT KOJNMYECTBA HEHPOHOB
B HEW B OMCTAaOMIEHOM PEXHMME MOKAa3ajlo, YTO YACTOTA MOXKET MEHSTHCS B OTHOCUTEIHHO Y3KOM
muarnaszone 12.7...14.8 I'. DTo CBA3aHO C CYIIECTBOBAHUEM KOJIEOATEIILHOTO aTTPAKTOpa I OTACIEHOTO
HeHpoHa. DTOT peXUM OCTa&Tcs CTabWIIeH W MPH paccTpOiike HEHPOHOB KOJIbIIA IO MMapamMeTpaM Ha
BEJIMYKHY TTOpsaKa 2% OT X abCOMOTHOTO 3Ha4eHus. OTHAKO TaKoe MOBEeIeHHE MOXKET ObITh WHTEpeC-
HO TOJIBKO IS MOJCITHPOBAHUS OTHOCUTEILHO IJIABHOTO M3MEHEHHS YaCTOTHI HA HEKOTOPHIX CTAIHSIX
SMWIENITUYECKOTO MPUCTYyIa. bonee MHTEpECHBIM SABISIETCS PEKUM, JOCTUTAEMBbIM P HEKOTOPBIX 3HA-
YEHUSAX CHUHANTUYECKON NMPOBOJMMOCTHU AJIi MOJENEH, KOrlia OTAENIbHbIA HEMPOH UMEET €AMHCTBEHHBII
artpakTtop. OH XapakTepU3yeTCsl PE3KUM HaJleHUEM YacTOThI C YBEJIUUYECHUEM YHCIIA SIEMEHTOB B KOJIBLE
BBIIIE ONPEACIEHHOTO YPOBHS TaK, YTO MOXKHO JOCTUTHYTH 4acToT B 2 ['11 1 HIKe, XapaKTepHBIX IS
(asel nenpeccuu mocie paspsaa. B TakoM pexume KoneOaHU epHo NeHCTBUTENHHO TIOUTH JTHHEHHO
3aBUCHUT OT YHCJa HEHPOHOB, KaK 3TO OBUIO B MOIEJSAX, MPeIIoKeHHbIX paHee B [8, 10]. [Ipu atom
CTAHOBHUTCSI SICHO, UTO HanboJIee TIEPCIICKTUBHBIA C TOYKH 3PCHUS (BPU3HOIOTHN MEXaHW3M BapHAINH
Y4acTOTHI KOJeOaHUH 3aKIFoYaeTcsl He B N3MEHEHUH YHCIIa HEHPOHOB B KOJIBIIE WIIM BPEMEHU 3ama3/lbiBa-
HHS B CUHAIICE, 4 B U3MEHCHUM CUHANTUYECKON IPOBOAUMOCTH Jsyn, KOTOPOE MOXKET IIPUBOAUTH KaK
K Pe3KOMY IaJIEHUIO MM POCTY YacTOThl Te€Hepalli B HECKOJIBKO pa3 (Hampumep, ¢ 14 I'u mo 2 '),
TaK U K THOENH KojaebaHuil (4TO MOXKET COOTBETCTBOBATH MPEKPAIICHUIO pa3psiaa) IpHu JadbHEHIIIeM
HAJCHUH Gsyn -
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