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CunTtaercd, 4To NMaTo(GU3NOIIOIMYECKOH OCHOBON HEBPO-
NaTHYEeCKON OOJIHM SIBJISIETCS THIIEPBO3OYIMMOCTD HOLMIICTI-
TUBHBIX HEHPOHOB BCJICJICTBAE W3MCHECHWII B CTPYKTYypax,
CBSI3aHHBIX C MPOBEICHHEM U 00pPabOTKON HOIMICHTHBHBIX
curnayos [1-5]. TIpu 3TOM mapokcu3MasbHas 00JIb, BO3HH-
Kalolasi, HarpuMmep, Py HEBparuy TPOHHUYHOIO HEpBa,
00YyCJIOB/IEHa SKTOIMYECKMMH MAYeYHbIMU pa3psiamu, re-
HEePUPYEMBIMH [OBPEXKICHHBIMI HEPBHBIME BOJIOKHamu [6)].
HopmanbHo HU3KHI YPOBEHb JICKTPHUYECCKON aKTUBHOCTH B
HEWpOHAX NOPCAIBHBIX TAHIJIMEB, OTMEYacMBlid, KaK Mpa-
BUJIO, B 75% HEHpOHOB B BHUAE MEMJICHHBIX pPa3psIOB,
MHOTOKPAaTHO YCHJIMBAeTCs, KOIJa STH paspsabl TpaHC-
(GopMHUpYIOTCS B SKTOIMYECKUE IaYeyHBIE Pas3psiabl IpU
BOCIIPUATAH OOJIEBOTO MOBPEXIAIOIEro Bo3meicTus [7].
OCHOBHOIl BKJIa[l B T€HEPalMI0 HMITYJIbCHONH aKTHBHOCTH,
BO3HHUKAIOMCH B HOLMIEHTUBHBIX HEWPOHAX HOPCAJIBHBIX
TaHIVIMEeB MJICKOIIMTAIOIINX, BHOCAT HATPUEBbIC TOKH, 3a1ep-
kaHHbI Kamuesblit (1) Tok u Tok yreuku (I.) [8]. Cpenu
MHOXKECTBAa HATPUEBBIX TOKOB BBIIEJIAIOT OBICTPHIA HAaTpue-
BBHIIl TOK, OBICTPO aKTUBHPYIOIMNCS W WHAKTUBUPYIOIIANCS
TETPOIOTOKCHH-TyBCTBUTENIBHBIA (| Naf); POMEKYTOUHBINA
HATPUEBBI TOK, OBICTPO AKTUBHPYIOIIMACA M MeEIJICHHEe
uHakTuBUpYommiAcs (Ina); U MEIJICHHBIA HATPUCBBIA TOK
(eme MemieHHee MHAKTHBUpYOIMiics) (lnas), TeHEpHpYe-
mele Nay1.1, Nay1.7 u Nay1.8 xaHajaMu COOTBETCTBEH-
Ho [9]. [Taueynasi akTHBHOCTb HOIIMIIEIITUBHOTO HEHPOHA MO-
JKET ONPENEIATbCA TMHAMUKOM IBYX TOKOB, OTJIMYAIOMINXCS
Hanbosiee MemieHHON kuHeTHKOi (lk U Inas). Ilpu sTom
KJII0YeBas pojib B IeHepaluy OOJIeBOM YyBCTBUTEIBHOCTU
OTBOJIUTCSI MEIUICHHBIM HaTpHeBbiM Kanaiam Nay 1.8 [10],
IIOCKOJIbKY IIOBBHIICHHME CHUHTE3a 3TUX KaHAJIOB CBA3aHO C
HOBBIICHIEM 0O0JIeBOi dyBCTBUTEIBHOCTH [11] M BO3HHK-
HOBEHHEeM Hedpornatmieckoi Gomm [12]. B psime pabot
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YCTAQHOBJICHO, YTO MOBPEXKICHAE aKCOHA HEHPOHOB CIIMHAIb-
HBIX TaHIJINEB MOMKET MPHBOIUTH K CHIKEHHUIO SKCIPECCHH
MPHK kasueBbix kaHaioB [13] ¥ COOTBETCTBEHHO K CHHU-
KEHUIO JIONM KaJUEBBIX TOKOB Pa3/IMYHON KUHETUKH Oosee
geM Ha 60% [14], a G10KaTOPBI KaJMEeBBIX KaHAJIOB (TeTpa-
9THIAMMOHHI U 4-aMMHONMPUANH) MOTYT HE MONABJIAT, a,
Hao0OPOT, yCUINBATh PUTMHYECKYIO aKTUBHOCTb CEHCOPHBIX
HeiipoHoB [15-17]. Is Toro 9Tto0Bl MCKIIIOYMTDH BIIMSIHHE
KaHAJIOB 3a[ICP;KaHHOTO KaJIMeBOro TOKA Ha BO3HUKHOBEHHE
Ma9eYHON aKTHBHOCTH, MBI B OTJIMYHC OT HaIleH HpebITy-
et paboTe! [18], B KOTOpOi maveyHasi aKTUBHOCTh MOMEIIA
HEUpOHa OIpefessylach JUHAMUKOM NBYX MCIJICHHBIX IIe-
PEMEHHBIX, HCKIIIOUMIN BJIMSHUE BTOPOI MEIJICHHOI mepe-
MEHHOM, CBA3AHHOM ¢ KMHETUKOM 3aJ€PXKaHHOIO KaJIMeEBOro
TOKa, Moslaras 3Ha4eHHe MPOBOANMOCTU KaJINEBbIX KaHAJIOB
(gk) paBHBIM HYJIIO, 9TO B 9KCIIEPHMEHTE COOTBETCTBOBAJIO
OBl OJIOKHPOBAHMIO 3TUX KaHAJIOB.

Lemp Hacrosimeit pabOTBI — BO-TIEPBBIX, OIPEIECIIATH
MEXaHU3MBbl U3MEHEHUS PEKUMOB MMITYJIbCHOW aKTUBHOCTU
HOLIMLICTITUBHBIX HEMPOHOB MPU KOPPEKLUHU MOBPEKIAIONIe-
ro 0OJIEBOrO BO3NCUCTBUSA M, BO-BTOPBIX, IOKa3aTb, 4TO
B YCJIOBHSIX OJIOKHPOBAaHUS KaJMEBOIO TOKa IOJaBJICHHE
IMAaYE€YHON aKTUBHOCTH MOXKET OBITh CBSI3aHO HMCKJIIOYUTEIb-
HO ¢ Momu(UKaIell aKTUBalMOHHON BOPOTHON CTPYKTYPHI
MeqUIeHHBIX HaTpueBbix Nay 1.8 kaHaaoB mom neiicTBremM
aHaJIbIe3UPYIOLIETO BEIIECTBA, KOMEHOBOM KUCJIOTBI, IBJISIO-
IIeiics JIeKapCTBEHHOH CyOCTaHIMEel HOBOTO HEOITMOMIHOTO
aHaJIbreTHKa ,,aHonenTuHa” [19].

1. Mopgenb HOUMLENTUBHOIO HENPOHa

Monens mMeMOpaHbl HOIMLENTUBHOTO HEWPOHa B YyCJIO-
BUSIX BOCIPUATHS OOJIEBOTO CUTHAJIA MOXKET OBITH OIKCaHa
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Puc. 1. Dxcnepumentanbaeie 3aBucnMoctd G(t, E) u ¢yHKIME Soo (E) U 75(E) s axtuBarmm kanana Nay1.8, a Taroke 3aBHCHMOCTH
lr(E) u 7 (E) mia ero mxaktuBaimu. CIUTONIHBIE (IITPUXOBBIC) KPHBBIE COOTBETCTBYIOT 3aBHCHMOCTSIM N0 (IOCie) MOIM(UKAIMH

SKCIICPUMEHTAJIbHBIX TOKOB KOMCHOBOH KHCJIOTOM.

CJIEAYIOLIEN CUCTEMON ypaBHEHUN:

dE
E :(l - |Naf (m’ H9 E) - Enatl(b, E)
- EL(E) - INaS(S’ t’ E))/Cm’
dx
i (Xoo (E) — X) /7 (E), x=mh,b,sr, (1)
rme E — Beymamaa MemOpaHHOTO TOTeHIMANa, | — Besm-

YnHa CTUMYJIMPYIOIIECTO TOKA. Wonnbie Toxkn ONPEACIAIOTCA
BBIPpAXKCHUAMU:

INaf = gNam3h(E - ENa),

Enal (b, E) = gnaiMioe (E)D(E — Ena),
|NaS(S, r, E) = gNasS3r (E - ENa),

rae nepemeHHoie M, h, b, S, I ONUCHIBAIOT BOPOTHBIE Xa-
PaKTEpPUCTHKH MPOIECCOB aKTHUBAIMM ¥ WHAKTUBALIMHA HOH-
HBIX KaHAJIOB, KOHCTaHTHI Cmp= 1 ,uF/cmz; Ona = 40 mS/cmz,
Onal = 27mS/em?, gL = 1.4mS/cm?,  gnas = 5 mS/cm?
OTIPENIEIISIIOT EMKOCTh MEMOPAaHbI, MAKCUMAJTbHBIE POBOMIU-
MOCTH KaHAJIOB OBICTPOTO M MPOMEXKYTOYHOTO HATPUEBOTO
TOKOB, KAaHQJIOB YTCUKH, & TaKKe KaHaJIOB MEIJICHHOTO
HaTpUeBOro Toka; Ena = 62mV, E. = —77mV — pasHo-
BecHbIE moTeHnuasbl 11 Nat u noHoB yreuku. [ToreHman-
3aBUCHMBIC CTAIlMOHAPHBIC U IMHAMUYECKHE XapaKTECPUCTH-
KM BOPOTHBIX MPOIIECCOB BCEX KAHAJIOB, KPOME KaHAJIOB

Nay 1.8, nerasnpHo ommcansl B padore [8]
My = 1./(1. + exp(—(34.1 + E)/9.1)),

he = 1./(q. + exp((56.4 + E)/72)),
Moo = 1./(1. + exp(—(25.3 + E)/9.1)),
be = 1./(1. 4 exp((72.5 + E)/8)),

Tm = 0.01 4+ 0.11 exp(—0.5(((E 4 28.7))%)),
h = 0.24 + 1.63 exp(—(((E + 61.9)/15.3)?)),
Tm =0,
= 0.22 exp(—0.07E).

DyHKIMA Soo (E), ' (E), 7(E) u 7 (E) mns akTuBanmn
U UHAKTUBAllUM MEMJICHHBIX HaTpHEBbIX KaHasoB Nay1.8
ObUTH OIPENENCHBl 10 MEUICHHBIM HATPUEBBIM TOKaM, 3a-
PETUCTPUPOBAHHBIM B J1abopaTopny (pU3nNOJIOrud BO30YymH-
MeIX MeMmOpaH MuctutyTa dmsmonornn nm HII. IlaBoBa
METOZIOM JIOKIBHO!N (DUKCAIMH MOTEHIHAIA B YCJIOBUSX
IUIOTHOTO KOHTaKTa B KOH(urypauuu uesnoit kiaerku [20] Ha
KyJIbTUBAPYEMBIX H30JIMPOBAHHEIX HEHPOHAX CHMHAIBHBIX
TaHIJIIEB KphICc. McKimoueHne U3 BHe- U BHYTPHKJICTOYHOTO
pacTBOpa MOHOB KaJIsl M HAJIMIIE HOHOB (hTOpPA BO BHYTPHU-
KJICTOYHOM pacTBOpe 00ECIICUNBAJIO YCTPAHEHHE KaIMEBBIX
Y KaJIbLIEBbIX TOKOB [21].

KypHan TexHuyeckoli cduauku, 2019, Tom 89, Boin. 3
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OkcnepumenTanbabie 3apucumoctd G(E, t) = Inas(E, t)/
(E — Ena), HOJSTyYCHHBIE 0 W IIOCTIC BO3MEHCTBHSI Ha MEM-
OpaHy HEHpOHa S5-THIPOKCH-Y-TUPOH-2-KapOOHOBOI (KoMe-
HOBOI) KHCJIOTHI, SIBJISIIOIIEHCS JICKAPCTBCHHOM CyOCTaHIIH-
eif pa3pabaThiBAEMOr0 HOBOTO HEONMOMIHOTO AHAJIBI€THKA
marorenruaa“ [2], B xkonrenrparmu 100 nM/1, mpencrasiie-
HHI Ha puc. 1,a,d.

i1 HaxO)KICHUsI TapaMeTPOB IOTEHIMAJIO-3aBUCUMBIX
byHKImit Soo (E), roo(E), 7%(E), 7 (E), obecneunBarommx
HAWIy4Illee COOTBETCTBHE SKCIEPUMEHTAIBHBIM 3aBHCHAMO-
cram G(E, t), GblI MCIOIB30BaH MHOIOMapaMeTPUYCCKUI
METO[l HAaMMCHBIIMX KBapaToB. MUHHMMHM3AIWS (YHKIU-
OHaJla OCYIIECTB/SUIACH METONOM TPAIMEHTHOTO CITyCKa.
CHavaa 3TUM METOIOM Ha OCHOBAHMH (hOPMYJ

G(E,t) = gmaxS’ (E, t)r (E, 1),

S(E, t) = Soo (E)(1 — exp(—t/75(E))),
FE, 1) = o (E) + (1 = 1o (E)) exp(—t/7 (E)),

ObUTH HAWIEHBI IOTCHIMAIO-3aBUCHMBIC (QYHKIMH Soo(E),
ro(E), 7s(E), & (E), xapakrepusyolme IUHAMHUKY IpPO-
I[eCCOB aKTUBAIMH U WHAKTHUBAIIMH MEIJICHHOTO HaTPHUEBOTO
kaHata Nay1.8 mo m mocie Momudukanuy >KCIepUMEH-
TaJbHBIX TOKOB KOMEHOBOH Kucioroit (puc. 1,5, ¢ ef),
Jajyee OIPENEIISUTICh 3HAUCHUS IapaMeTpoB, BXOHAIINX B
3TN QYHKIMH 1 00eCICINBAIOIIX HAMJIYYITYIO aIlIpOKCAMAa-
muto. IToreHrman3aBucuMple GYHKIUH AJIS aKTHBALOHHON
U VHAKTUBALIMOHHOH BOPOTHBIX CTPYKTYp Nay 1.8 kaHasos
IO paccMaTpHUBaecMOil MOIH(DUKAIIN HMEITN BHJ

Swo(E) = 1/(1 4 exp(—(E + 22)/16)),

roo(E) = 1/(1 + exp((E + 34)/11)),
17s(E) = 2 + 25exp(—((E + 50)/65)?),
7 (E) = 50 + 250 exp(—((E + 21)/31)?),

a mocsie MomM(pUKaIK
Seo(E) = 1/(1 + exp(—(e+ 1-)/25)),

r(E) = 1/(1 + exp((e + 32)/11)),
75(E) = 2 + 30 exp(—((E + 30)/85)?),
7 (E) = 45 + 250 exp(—((E + 19)/31)?).

OtMeTnM, YTO U3MEHEHHUSI B MHAKTUBALIMOHHOH BOPOTHON
CTPYKType 3THX KaHaJIOB MOCJIe BO3JCHCTBUS KOMEHOBOII
KHCJIOTBl HE3HAYUTENbHBI (puc. 1,¢,f), ¥ 3TO BelIecTBO B
OCHOBHOM BJIMSUIO Ha aKTHBALIOHHYIO BOPOTHYIO CHCTEMY
MmeutenHoro kanasma Nay 1.8 (puc. 1,b,¢). Ha ocHoBanun
9TUX 9KCIEPUMEHTAIbHBIX (DAKTOB B JajIbHEHIIEM Ha MO-
mes ObUIM IPOAHATM3UPOBAHE! PEe3y/IbTaThl MOIU(BHKAINK
TOJIKO aKTHBAalOHHOW BOPOTHOM CHCTEMBl HATPHEBOIO
kanaja Nay1.8.
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2. PasnoxeHue cuctemMbl Ha MeaJIeHHYI0
N 6biCTPYIO NOACUCTEMDI

1 ycTaHOBJIGHHS CBSI3eil MEKIY THUIIOM YCTOHYHUBOIO
peleHnst ucciaenyeMoit cucreMsl (1), omuceBaroImei uM-
MYJIbCHYIO aKTUBHOCTb B HOLMLIENITUBHBIX HEHpOHAX, 3Ha-
YeHUsAMH €€ IIapaMeTpPOB M BEJIMYMHON BHEIIHEro CTHUMYJIa
10 U IIOCJIe aHAJIbIeTHYECKON MOIM(UKAIIMY aKTUBALIOHHOM
BOpOTHOH cuctembl kaHaia Nay 1.8, Heobxomumo HaiTu
I'paHuLly, Pa3eJIAIONIYI0 MHOKECTBO 3HaYCHUII IIapaMeTpOB
MOfIeJII Ha O0JIaCTH KaueCTBEHHO PAa3JIMYHBIX THUIIOB pe-
IICHNH (CTAlMOHAPHBIX COCTOSIHMIL, B KOTOPBIX KOJIeOaHUS
OTCYTCTBYIOT WJIM SBJISIIOTCS 3aTyXalOIUUMH, M YCTOWYH-
BBIX IIEPHOAMYECKUX PEIICHUMH, IPU KOTOPHIX HalOJIIofaeTcs
nepuopndeckasi ummysbcamus) [22,23]. s mocTpoeHwmst
9TOi I'paHULBI IPUMEHSJICA MeTol OudypKalOHHOTO aHa-
sm3a [24] n naker nporpamm MATCONT [25]. YuciieHHblE
pemenus cuctemsl (1) Haxommnmuck MetonoM Pyrre—KyTTet
YeTBEpPTOro NopsAaKa, MOOU(UIPOBAHHBIM aITOPUTMOM 1 1-
pa ¢ BEIOOPOM IepeMEHHOr'0 11ara MHTerpupoBanus. [Ipume-
pbl pelIeHuil CUCTeMBl B BUe NMEPUOAUIECKUX U MayeUHBIX
KoJIe0aHHUil ¢ Pa3IMYHON MJINTENBPHOCTBIO MayeK M YUCIIOM
CIAKOB B IpefiesiaX OMHOH Ia4KU MPeACcTaBJIeHbl Ha pHC. 2.

Tak xak B pexxuMe Na4eYHON aKTUBHOCTH HEPEXOIBI MEX-
Oy aKkTHBHOH (pa3oif, B KOTOpOIl HaOJIIONAIOTCH IavyevHble
pas3psabl, U $a3oil UX OTCYTCTBHUS, CBA3aHBI C B3aMMOICH-
CTBUEM OBICTPBIX M MEIJICHHBIX KoyleOaHuil MeMOpaHHOro
NOTEeHIMaNA, U1 HaXOXKICHUS TPaHUIBl O0JIacTH IMavey-
HOIl aKTMBHOCTH, KaK MPaBWJIO, IIPUMEHSIETCS pas3JIoKeHHe
HCXONHOI CHCTeMBl Ha [BE IOACHCTEMBL MENJICHHYI0O U
ObicTpyto [26]. B paMKax Takoro Momxoia BO3HHKHOBCHHE
OBICTPOII KOMIIOHEHTHI IIaY€YHOI0 paspsiia paccMaTpUBaeT-
csl Kak pes3yJbTaT Oudypkauuu ObICTPON MOICHCTEMBI IPH
N3MEHEHUH 3HA4YeHUH ME[UICHHBIX IIePEMEHHbIX, KOTOpPbIE
BBIIOJIHSIIOT POJib OU(YPKAIMOHHBIX MapamMeTpoB [27]. Otu
napaMeTpsl ABJIAIOTCH (a30BbIMH KOOpPAMHATAMU MeJJIeH-
HOI TOACHCTEMBl, a HayaJo M KOHeI| IIa4e4YHOro paspsma
OIIPEeNesIAIOTCH POXOKACHUEM TPAEKTOPUM MEPUOINIECKO-
ro pelIeHns: OBICTPOIl MoACHCTeMBl Yepe3 OudypKaloHHble
3HAYCHHUS TAPaAMETPOB MEMJICHHO! TOfICUCTEMBI [27).

B cBsA3u ¢ TeM, YTO MENJICHHBIII HATPUEBHII TOK MMeEeT
MOCTOSIHHYIO BpPEMEHH (7; ), 3HAYMTEJIBHO IPEBHINAIONIYIO
MOCTOSIHHBIC BPEMEHHU ISl IPYyruX TOKOB (pHC. 3), B Kade-
CTBe OBICTPOU MOACUCTEMBI OyIeM paccMaTpUBaTh CHUCTEMY

b%E — (1~ Inas (M. h. E) — I (b. E)
dt
- ||_(E) — |Nas(3, r, E))/Cm,
Y e e(®) - x/n(®).  x=mhbs (@)

B KOTOpOﬁ NICPEMECHHAasA MHAKTUBAlUW MEIJICHHOIO HaTpHUe-
BOT'O TOKa I' IBJIIETCA MEOJICHHO MCHSIOIINMCSI 6H(byp1<au1/1—
OHHBIM ITapaMETPOM. B takom CJIyda€ MEUICHHas MOACUCTE-
Ma MOKET OBITh 3aIMcaHa B BUIC

I - INaf (m7 h’ E) - INaI(b, E) - IL(E) - INas(S, r’ E) = 07

dr
it = (=B = 1)/n ().
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Pwuc. 5. Konebanus Monem npu pasimysbix | mocie Mopupukay HaTpueBbX kaHasioB Nay 1.

IIpu passioxkeHUM HMCXONHOW CHUCTEMBI Ha MEIJICHHYIO U
OBICTPYI0 MOACHCTEMBl HayaJlo aKTUBHOH (ha3bl Ma4eqHOro
paspsiia COOTBETCTBYET IOTEPE YCTOHYMBOCTH CTaIlOHAp-
HOT'O COCTOSIHUSI OBICTPOY MOICHCTEMBI, @ OKOHYaHHUE aKTHB-

KypHan TexHuyeckon comnsmku, 2019, Tom 89, Bbin. 3

HO# (ha3bl COOTBETCTBYET MOTEPE YCTOHIHMBOCTH MpPEfeIbHO-
ro muksia OeicTpoii moxcuctemsl [28]. Takum 06pasom, s
aHaJTM3a M3MCHCHUI, IPOUCXOISMIX B ITATTEPHAX MMITYJIbC-
HOH aKTHBHOCTHU HOIAIICIITOPOB B OTBET Ha MOBPEK/AIONICE
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OoreBoe BO3EHCTBHE, HEOOXONMMO MCCIICTOBATh COOTHO-
IIEHHUs] MEXy THIOM YCTOIYMBOIO PEIlCHHs HCCIICLyeMOil
MOICIM M BEJIMYMHON BHEIIHEro CTUMy/Na O H MOcJe
MOAU(UKAIME MOJEIM IyTeM MOCTPOCHHUS OHOMApaMETPU-
4ecKnX OM(pypPKAMOHHBIX IHarpaMm HOJHOU cucteMbl (1)
Ha 1wiockoctd (I, E). Jlyisi BBISICHEHNS] MEXaHH3MOB BO3HHK-
HOBCHUS MTAYE€YHOH AKTHBHOCTU HEOOXONUMO MOCTPOEHHUE
OfIHOTIAPAMETPUUYECKUX OM(YpPKALMOHHBIX AUarpamMM ObICT-
poii moxcuctemsl (2) Ha wiockoct (r, E).

3. Pesynbrars

3.1. CpaBHeHMe UMMyYNbCHOW aKTUBHOCTM MoOAEeNM
Mem6paHbl HOLMLIENTMBHOIO HelipoHa Ao
n nocne ee mopaudnkaummn

[Ipumeps! Kostebanmii MofesTt MeMOpaHbl HOLAICTITHBHO-
ro HeiipoHa 10 MoAM(UKALUKM aKTUBALOHHOHI CTPYKTYpHI
HaTpueBbIX KaHajioB Nay1.8 mpu pasjnyHbIX 3HAYCHUAX
CTUMYJIUPYIOLIEro Toka AaHwl Ha puc. 4. [lpu | = 8,uA/cm2
MOJIeJTb AEMOHCTPUPYET CHHIJICTHBIC KoJieOaHWs, B KOTO-
PBIX OIMH HMITYJIbC OOJIBLION aMIUIHTYIBl Yepenyercs ¢
ABYMSI TOIIOPOTOBBIMH KOJICOAHHSMH MAJIOW aMIUIATYIbI
(puc. 4,a). Ilpu | =9.1 ,uA/cm2 HabsonaoTcs KojebaHusa
B BUJE JYIUIETOB, B KOTOPHIX MPOHMCXOOUT YeperoBaHUE
ABYX WMIIYJIbCOB OOJIBINON aMIUIUTYABl C OIHUM ITOATIO-
poroBeiM kosteGanneMm (puc. 4,b). Ilpu yBennueHun CTH-
MYJIIPYIOIIEr0 TOKa BO3PACTAeT YMCIIO Pa3psiioB B TIavKe.
Hanpumep, npu | = 9.5,uA/cm2 HabJronaeTcd 1WecTb UM-
IyJIbCOB B IIa4Ke, a YKMCJIO HOINOPOTOBHIX KoJieOaHWi He
MeHfeTc NP 3aJaHHBIX 3HAUYCHUSAX OPYTUX IapamMeTpoB
(gna = 40 mS/cm?® u ONas = 5.7mS/cm2) (puc. 4, c). 3atem
PEXHUM TMAYCYHBIX KOJICOAHMU CMEHSICTCS HA PEXHUM PHT-
MHUYECKHX Pa3psioB. YBeJIUYEHUE CTUMY/IUPYIOLIEro TOKa
COIPOBOXIAETCA BO3PACTAHUEM YaCTOTBl 3THUX Pa3psIoB.
IIpu | =20.75 ,uA/cmz MepPUOANYECKIE KoyieOaHusl CTaHo-
BSITCSL aMIUINTYIHO-MOXY/IMpoBaHHbME (puc. 4,d), a mpu
| = 20.85 yA/cm2 HaOJToffaeTes mepexof OT aMILTATYIHO-
MOJYJIIPOBAHHBIX KOJICOAHMII K Ma4dedHON AKTHBHOCTH C
OOJIBIIMM YHCIIOM HMMITYJIbCOB B mauke (puc. 4,e). Haib-
Helilllee yBEJIMYCHHE CTUMY/IMPYIOLIEro TOKa MPHUBOMUT K
VIJIMHEHUIO HHTEPBala MEX/Iy MMavKaMH, aMIUTATYA ¥ JIJTH-
TEJIbHOCTh MAaYeK B STHX KOJICOAHUSIX M3MEHSICTCS HE3HAYH-
TesbHO (puc. 4, f—h).

[Ipumeps! Kosebanmii Mot MeMOpaHbl HOLAICTITHBHO-
ro HelipoHa IMociIe MOIM(HKAIMH aKTHBAIMOHHONW BOPOT-
HON CTPYKTYphl HaTpueBbX KaHaoB Nay1.8 mpm pasmmd-
HBIX 3HAUYCHUSAX CTUMY/IMPYIOIIEro TOKa [JaHBl Ha pHuc. 5.
Ipu | =7.54, 13 un 20,uA/cm2 MofesIb  JeMOHCTPUPY-
eT ObIcTpble KosieOaHus OOJIBLION YaCTOTBHI M aMIUIUTYJIBI
(puc. 5,a—c). Tlpu | = 26.26 u 26.3 uA/cm® mozens mpo-
SIBJISICT aMILTATYTHO-MONY/IMPOBAaHHBIE KOJIeOaHHsl, KOTOPbIC
MepexosaT B IayveyHble Kojiebanusa mnpu | = 26.5,uA/cm2
(puc. 5,d—f). Tlpu nanpHEHIIEM YBEIMYCHUN CTUMYJIAPYIO-
IIEro TOKa aMIUIMTYAa MadeK pes3ko CHibkaercs (puc. 5,g
| =26.51ud/ cmz) U OCTAalOTCS HU3KOAMIUIUTYIHBIC BBI-
COKOYaCTOTHBIC MONY/IMPOBAaHHBIC KojieOanusi (puc. 5,7,

I =26.75 ,uA/cmz). Takum oOpaszom, mocse MomuduKamn
HaTpueBbIX KaHaoB Nay 1.8 mauednas akTMBHOCTb IIEPBOTO
THIAa (B KOTOPOM MMIIYJIbCHI OOJIBINONA aMIUTUTYIbl Yepemy-
I0TCSI C TOMIIOPOTOBBIME KOJICOAHHMSIMHU) HCYe3aeT; HabJIio-
IAI0TCST IEPEXOMBl OT OBICTPBIX HMEPHOANYECKUX KOJICOaHMi
K aMIUTMTYIHO-MOIYJIIPOBaHHBIM KOJICOaHMSM H OT HUX K
MaYevyHOI aKTHBHOCTH BTOPOTO THIIA (C MEIJICHHBIMU KOJIe-
OaHusIMM MeMOpPaHHOIO HOTEHIMajla B MHTEpBajlaX MEKLY
[avyKamMy ¥ OOJIBIIMM YHCJIOM HMITYJIbCOB B MAadvKe).

3.2. BudypkaunoOHHbIN aHanNM3 CMeHbl PEXNUMOB
VIMIMYJIbCHOM aKTUBHOCTM Mogenun MmemMm6paHbl
HOLMLIENTUBHOTO HelpoHa Npu U3MeHeHun
BeJINYMHbI CTUMYNa

JJ1s1 TOrO 4TOOB! OIPEEIUTD 3HAYCHUST CTUMYJIUPYIOLIETO
TOKa, IIPH KOTOPBIX MPOUCXOIAT M3MCHEHHSI PEKIMOB M-
MYJIbCHOIl aKTUBHOCTH MOJIEJIM MeMOpaHbl HOLMIEITUBHOTO
HEeWpoHa, U CPaBHUTb ITH M3MEHEHUS 10 M IIOCJIe MOMU-
¢buKanuy Moienu, NocTponM OndypKarOHHbIE AUAarpaMMBbL
HoJtHO#t cucteMsl Ha tutockoctH (I, E). Ha puc. 6 nansl e
Takue OrpypKaIMOHHBIE TUArPaMMBI 10 (puc. 6,a) U mocie
(puc. 6,b) momubpmkanmm HaTpmeBbix KanamoB Nayl.8.
bu¢ypkanmonsasle nuarpaMMbl COCTOSAT M3 KPHUBBIX CTalld-
OHApPHBIX COCTOSIHHII (TOHKHE KPHBBIC) M MEPUOTUYECKUX
opOuT (TOJICTHIE KpHBBIC). YCTOWYMBBIC BETBH CTAIMOHAp-
HBIX COCTOSIHMH (CIUTOIIHBIC JINHUK) COOTBETCTBYIOT THIICP-
MOJIIPU30BAHHOMY COCTOSIHUIO TOKOSI MeMOpaHbl HelpoHa
IpY 3HaUYCHUH MeMOpaHHOro moreHumana E ~ —61mV u
IETOIAPU30BaHHOMY COCTOSIHHIO TTOKOSI MeMOpaHbl HelipoHa
P 3HAYEeHNH MeMOpaHHOro moTeHImana E ~ —34mV.

PaccmoTpuM monpoGHO OH(YpKAMOHHYIO IHarpaMmy,
n300paKeHHYI0 Ha puc. 6,d, IPU YMEHBIICHUU BEJIMYUHBI
cTUMyJMpylolero Toka. I[loTepsi ycToiUMBOCTH CTalMOHApP-
HOTO COCTOSIHUSI IIPOMCXOIUT B TOYKE CYNEPKPUTHICCKON
oudyprannu Aunpornoa—Xorda (H;) npu sHavennn cru-
myna | = 23.49 ,uA/cmz, MPUBOAAIIEH K BO3HHUKHOBEHHIO
YCTOMYMBOTrO TPEIETbHOTO IMK/Ia ([IEPUOANYECKOil OpOu-
TH) MaJlodl aMIUTUTYasl U Oosbmioir 4yactoTel Ilo Mepe
YMEHBIICHUS CTUMYJIa aMIUTHTYa YCTOMYUBBIX MEPHOIAIC-
ckux opout (|Emax — Emin|) BO3pacraer (puc. 6,a). Ilpu
| =23.483uA/ cm? MIEPUOMYECKIAE OPOUTHI TEPSIIOT YCTOMU-
9UBOCTh B TouKe Oupyprammn Heiimapka—Caxkepa (6udyp-
kamusi Topa) (TR;) W BMECTO HEPHOMMYECKHX KOJICOAHHIA
BO3HUKAET CJIOKHOE KBAa3HIICPHOIMYECKOE NBIDKCHHE HA
nHBapuaHTHOM Tope. KosebaHus moTeHImana MeMOpaHBI
B 3TOM CJIy4ae SIBJIIIOTCSl aMIUIATYIO-MONY/IMPOBAHHBIMA.
IIpu | =20.75 ,uA/cmz cyliecTByeT BTopas Oudypkanus
Heiimapka—Cakepa (TR;). Takum oGpasom, mpu 3Haue-
HUSIX CTUMYJia BHYTpu wuHTepBana [ltri, | TRy] = [20.75;
23.483] pA/ecm? HabmonaoTes ITyJIbCUPYIOLINE TTaTTEPHBI C
TIOTIEPEMEHHO BO3PACTAIOIIEeH W yOBIBAIOIIECH aMITJIHTYIOH
nMnynbeoB. [Ipu | < |Tr; BO3HHMKAIOT YCTOHYMBEIC MEpH-
oyeckue kojiedaHus ¢ OoJiee BBICOKON aMIUIUTYHOH, HO
MeEHbIIIEil YacTOTOM, YeM B uHTepBase [l TRy, Hi]. TIpn nams-
HellleM YMEHBIICHUH BEJIMYUHBI CTUMYJIMPYIOIIETO TOKa
onpenessiioTest e oudypranmm ynoerus: mepuoma (PD;
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Puc. 6. BudypkauyonHble IuarpaMMbl MOJHON cucTeMbl Ha Imiockoctd (I, E) mo (a) m mocye (b) Momubukaimm HaTpHEBBIX
xanasioB Nay1.8.
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Puc. 7. Kosebanust Geicrpoil (E) u MemteHHOi () MEpeMEHHBIX CHCTEMBI M OM(YypKalMOHHasi JuarpaMma ObICTPOil MOICHCTEMBI Ha
wiockocty (r, E) mpu 3nauenusx napamerpos | = 9.4 uA/cm?, gas = 6.3 mS/cm?.
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Puc. 8. Kosebanust Geictpoit (E) u MemteHHOH () MEpeMEHHBIX CHCTEMBI M OM(YypKalMOHHAsi JquarpaMma ObICTPOil MOICHCTEMBI Ha
mwiockocty (r, E) npu 3navenmsax napamerpos | = 21 yA/cm?, gnas = 6.3 mS/cm?.

mpu | = 10.5,uA/cm2 u PD; npu | = 8.95,uA/cm2). [Ipn
| =7.72 ,uA/cm2 HabmonaeTcd cyOkpuTHueckas Oudypka-
st AunponoBa—Xonda (H,), a BO/m3nm Hee HaxomuTcst
cemio-y3soBast 6udypkamus npenenbaoro mukta (LPC mpu
| =6.59 ,uA/cmz), B CWJIy 4Yero B HHTepBajic 3HauYCHU
crumyia [l pc, |H2] COCYIIECTBYIOT YCTORYMBBI M HEYCTON-
YUBBI NTpe/ie/IbHbIE LIUKIIbL, @ B CEJIO-y3JI0BOU OudypKanuu
TIPEIEIBHOTO UKJIa 9TH EPHOIMYECKIE OPOUTHI CIIMBAIOTCS
¥ ACYE3AI0T, YCTYIasi MECTO CTAI[MOHAPHOMY COCTOSTHHMIO.

Ilocne momupukanuu HatpueBbIX KaHasioB Nay 1.8 Ou-
(dypkalmoHHasi aUarpaMma IIOJIHOW CHCTEMBI HE COmep-
JKHT TOYEK YIOBOCHHUS IIEpUOIa, a HHTEpBajl 3HAUYCHUIA
[ITR2s ITRI] = [26.26; 26.52] uA/cm?® Mexay mBymst Gudyp-
KallusIMA TOpa PE3KO Cy)KaeTcs, OATOMY OOJIBLIYIO YacTh
obsyracTu 6u(pypKaIIOHHON AXarpaMMBbl 3aHUMAIOT OBICTpHIE
nepuonndeckue Kosebanusi (puc. 6,b). Takum oGpasom,
MOKA3aHO, YTO IOCJIC MOAU(HKAINH aKTHBALOHHOIN BOPOT-
HOM CTPYKTYpPBI MEIJICHHBIX HATPUEBBIX KaHAIOB ITa4CYHbIC
pa3psabl ¢ MOANOPOrOBBIMU OCLMJIIALMAMU B HMHTEpBasIax
MEXIy MavyKaMy UCYe3aloT, a JUala30H 3HAUCHUI CTUMYIIa,
B KOTOPOM CYIIECTBYIOT OBICTpEIE PUTMHUYECKHUE KoJleOaHus,
3HAYMTEJIbHO yBesmmumBacTcsi. CIIeoBaTeNIbHO, B YCJIOBUSX
OJIOKMPOBaHUS KAJIMEBOTO TOKA MOCJIe MOIU(UKAIIN KOMe-
HOBOH KHCJIOTOH MEMJICHHBIX HaTpHeBBIX KaHasioB Nay 1.8
nayeyHasi akTUBHOCTb II€PBOT0O THIIA IIOAABJIAETCH, a Mavey-
Hasg aKTUBHOCTb BTOPOIO THUIIa COXPAHSETCs, HO IHUara3oH
3HAYCHUH CTHMYJIA, NPH KOTOPHIX OHa BO3MOXHA, 3HAYH-
TEJIbHO YMEHBIIACTCS.

3.3. MexaHn3M BO3HUKHOBEHMUA NaveyHon
aKTMBHOCTM B Mogenu MmembpaHbl
HOLMLIENTUBHOIO HellpoHa

PaccMoTpyM MexaHHW3M BO3HMKHOBEHUS TNAYeYHOH ak-
TUBHOCTH IIEPBOrO THUNA B MOAEIU HEUPOHA NOPCAILHOIO
rauryms. s 9Toro moctpouM OgHONApaMETPUIECKyo Ou-
($ypKaIMoHHYIO ArarpaMMy OBICTPOI MOICKCTEMBI Ha IIJI0C-
xocti (r, E) npu 3Hauennsix mapamerpos | = 9.4 uA/cm?,
Onas = 6.3 mS/em?® (puc. 7, ¢), Ha KOTOPOHA Be/IMUMHA [ SIB-
ngercd OudypKalMOHHBIM MapameTpoM. bugypkarmoHHas
JuarpamMMa BKJIIOYAeT B ceOs BETBU CTALMOHApHBIX COCTO-
sHuil (KpuBBEE, oTMeueHHble, dE/dt = 0¢ u ,dr/dt = 0°)
u mepuomndeckux opbut. HeycToitumpele mepuommdecKue
opbutsl 00o3HaueHwl unstable limit cycle®, ycroitunBble
opOuTHL »stable limit cycle”. Ha Oudypxamuontyio
IHarpamMMmy HaJIOXKCHA TPACKTOPHS ITOJTHON CHCTEMBL

Konebanust 6pictpoit (E) u MensieHHo# () mepeMeHHBIX
CHCTEMB], COOTBETCTBYIOIHE IMOCTPOCHHOU OH(YpKalMOH-
HOW OuarpaMMme, IpefacTaBjieHbl Ha puc. 7,a, b. Bo Bpems
MaYeyHOTro pa3psifa 3HAUYCHHE MEPEeMEHHOM [ Iajiact, B TO
BpeMsi KaK B MEPHOAbI MKy NMadKaMH IIEpEMEHHAs I Mell-
JICHHO HapacTaeT. B mHTepBasie MexIy MauykaMu TPacKTOPHS
TIOJTHOM CHCTEMBl IBIDKETCS B CTOPOHY YBEJIMYCHHUS Iapa-
MeTpa I BIOJb BETBH CTALMOHAPHBIX COCTOSHHUN OBICTPOM
nozcuctemMsl (puc. 7,¢). AktuBHasi (pasa madevuHON aKTHB-
HOCTH HAaYMHAETCsl, KOIIa 9Ta TPAeKTOPHs MIPOXOMUT 4yepe3
TOUYKy cyOKkpuTHuyeckoil Omdypkarmu AngpoHOBa— XoIha
ObicTpoil moxcucTeMsl (o6osHaveHnyio H). B aroit Touke
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CTAIIMOHAPHOE COCTOSTHHE IMOJIHOM CHCTEMBI TEepsieT YCTOM-
YUBOCTb, U CHCTEMa C HEKOTOPOH 3afepXKoil HNepexomuT B
PEXUM YCTOMYMBBIX IEPUOAMYECKUX KoyieOaHuil OOJIbIIOi
aMIUIATYAbl. 3aTeM TpPaeKTOpHs OBIDKETCS BJIEBO, MOKa He
IDOCTUTHET CeIJI0-Y3JI0BOI OMypKaIlyy MperesIbHOroO IHKIa
( obosnauenHoi ,,fold cycle”). HakoHer, Tpaexropust mos-
HOW cucTeMbl Bo3Bpamaercss k E-wympkimue (dE/dt = 0)
U 3aTyXalolUM KojieOaHUAM Majloil aMIUIUTYABl, a OT HUX
cHOBa uepe3 Ougypkammioo AHApoHOBa—Xompa K KoJje-
OaHMsIM OOJIBIION aMIUTUTYIBL PaccMOTpeHHas IMHAMHKa
MO3BOJISICT YTBEPKAATb, YTO HCCICAYEMBId THUIl MaYeHHON
AKTHBHOCTH MPEICTAaBJIICT COO0i TUII MAaYedHOTo paspsiia
HXomd/cknanka“ (,,subHopf /fold cycle burster) mo Tomo-
JIOTWYECKON KJIacCHUKaluu Mofesiell MayedHOH aKTHUBHO-
cru WkukeBuua [29], Tak kak akTHBHas (pasa madedqHoil
AaKTHBHOCTH HAaYMHAETCS B TOUKE CyOKpUTHUYECKO Ondypka-
1 AHIpoHOBa— XoI(ha 1 3aKaHIMBACTCS B CEMIJIO-Y3JIOBOM
Ondypxauuy NPefeNbHOro IUKJa ObICTPOM IOACHCTEMBL
OTMeTHM, YTO MMEHHO TaKOH THIl ITaY€YHOH aKTUBHOCTH,
Kak IpaBUJIO, Pa3BUBAETCA B IOBPEKICHHBIX CEHCOPHBIX
HEWpOoHaX MOCJIC TPAaBMBI U WHUIMUPYETCS TTOANIOPOrOBBIMA
KosiebaHusAMH MeMOpaHHoro norennuana [19,30].

PaccMoTpyM MexaHW3M BO3HMKHOBEHHUS IAYeYHOH ak-
TUBHOCTH BTOPOrO THIA, IOCTPOUB OM(YpPKAILMOHHYIO [Ha-
rpamMMmy OBICTpOIl TOICHCTEMBI Ha IUIocKocTH (f, E) mpm
3HaYCHMAX nmapamerpos | = 21 ,uA/cmz, ONas = 6.3 mS/cm?
(puc. 8,c). Konebanust Owvictpoit (E) m memrennont (r)
MEPEMEHHBIX CUCTEMBI, COOTBETCTBYIOLIME IOCTPOCHHOI OH-
(dypKalMOHHON AuarpaMme, IpeAcTaBjIeHbl Ha puc. 8,a, b.
Bo Bpemsa mnadeuHoro paspsdma 3HaueHHE NEPEMEHHOH I
ME/IJICHHO BO3PacTaeT, a B IIEPUOIBI MEXIY MavyKaMhd —
najaeT, OfHAKO 3Ta OHM(ypKAIMOHHAS OHMArpaMMa HMEIOT
TaKylo JKe CTPYKTypy Tuma ,Xomnd/ckraaka® [29], xak n
auarpamma, IpefcTaBjieHHas Ha puc. 7,c. AKTuBHas (a3a
[IaYeYHO! aKTUBHOCTH HAYMHAETCS IPH MPOXOXKICHUU Tpa-
EKTOpUM IIOJIHOM CHCTEMBI 4Yepe3 TOUKY CyOKpUTHYECKOU
oudpypranmmm AngpoHoBa—XoIpa OBICTPOH HOACHCTEMBL
B 9Toif TOYKe cucTeMa CKaYKOM MEPEXOIUT B PEXKHUM KO-
JiebaHuil ¢ HapacTaolell aMIUIUTYIOH U MOCjIe HEKOTOpon
3afepKKH (Ha puC. 8,¢ 3TO IBHKCHHE BJIEBO) HOCTHIacT
BETBU YCTONYMBBIX IEPUOAMYECKUX KosjieOaHMil OOJIbIIOi
AMIUIATYIBL 3aTeM TPaeKTOPHS ITOJTHONW CHCTEMBI IBHKETCS
[0 CEeIIO-y3JIOBOi OmbpypKamy MpeneibHoro ImKia (Ha
puc. 8, ¢ 3TO IBWKCHHE BIIPABO ), IIOCTIE Y€ro aKTUBHasI (asa
[a4yeyHOIl aKTUBHOCTH 3aKaHYUBAETCS.

4. BbiBOAbl

B ocHoBe M3MeHeHHs NAaTTEpHOB UMITYJIbCHOI aKTUBHO-
CTH HOLMIENTOPOB IPU KOPPEKIHH MOBPEKIAIOIIEro 00-
JICBOTO BO3ICUCTBHUS JISKAT IMEPECTPOMKUA BO BPEMEHHOM
OpraHu3aliy MaTTEPHOB 3a cueT Ou(ypKalmil cTaluoHap-
HBIX COCTOSIHUM M IpefesbHbIX LUKJIOB, NPUBOALIMX K
HIOSIBJICHUIO Pe)KMMa MaueyHol aKTUBHOCTH. MexXaHu3M BO3-
HUKHOBCHUS ITAYeYHOM aKTHBHOCTHU B YCJIOBUSIX OJIOKMpPOBa-
HUSI KaJJUEBOTO TOKA CBSI3aH C MPOXOXICHHEM TPacKTOPHH
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cucremsl yepe3 Ondypkammio ArnporoBa—Xomda u cenjo-
y3JI0BYIO OM(ypKammio MpefeIbHOro NUuKjIa. DTOT MEXaHN3M
XapaKkTepeH Kak /Ui IEepBOro, Tak W I BTOPOTO THUIIA
HabJTromaeMoil maveyHoi akTUBHOCTH. B ocHOBe MexaHM3Ma
KOPPEKIUH MOBPEKIAIOIET0 O0JIEBOTO BO3ICUCTBHS JICKHT
MOJICKYJIIPHBII MEXaHU3M ITO/IaBJICHUS ITAYCYHBIX Pa3psIoB,
CBSI3AHHBI C MOMU(UKANMCH aKTUBAIMOHHONH BOPOTHOMU
CTPYKTYpHl MeJIeHHbIX HaTpueBbiXx Nay 1.8 kaHamoB mon
IEeWCTBUEM aHaJIBI'e3UPYIONIETO BEINECTBA, IPH 3TOM BaX-
Helmas ¢usnosorndeckasi (QyHKIMA TeHepaluy HMITYJIbC-
HOU aKTUBHOCTH HE OJIOKHPYETCS] OJHOCTBIO.

Pabora BhimosiHeHa npu (rHAHCOBO# momuepxkke I[Ipo-
rpamMMbl (DYHIAMEHTAJIbHBIX HAyYHBIX HCCJICIOBAHMN TO-
cymapctBenHbix akamemumit Ha 2013—2020 romer (I'TI-14,
pasmen 64).
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