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HWccnenoBanbl MeXaHM3MbI IEpexXoda OT PUTMHYCCKOM aKTMBHOCTH K MAYCYHONM B MOJECJIM MEMOpaHbl HOLM-
[ENTUBHOIO HEHpPOHAa NPHM M3MEHEHHWH BEJIMYMHBI BHEIIHEIO CTHMY/Mpyomero Toka. OOHapyXeHO, YTO HaJIM4ue
CelJI0y3JI0Boi OnypKarmy mpeesbHOro MUKJIa B CTPYKType On(ypKaIMOHHON AUarpaMMBI OBICTPOI MOACHCTEMB
u Oudypkamym TOpa B CTPyKType OH(YPKAIMOHHOW AMArpaMMbl IOJIHOW CHCTEMBI NPUBOASAT K BO3HUKHOBEHHIO
0cOOBIX peIICHUi TuUma forus canards TpU 3THX Mepexofax. OTO IOATBEPXKAACT MPEANOJIOKEHHE O TOM,
9TO pemeHHsl TUMA forus canards TIPeACTaBIIAIOT COOOU 00S3aTeNIbHYI0 OCOOCHHOCTh I IMEPEXOOB MEXIY
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BBepeHune

M3BecTHO, YTO HEWPOHBI MPOSIBJIIIOT PA3HOOOPA3HBIC TH-
bl MOBEICHHS, BKJTIOYAs PUTMUYECKYI0 aKTUBHOCTb W Ia-
YeYyHbIC Pa3ps/Ibl pa3InIHON (HOPMBL, aMIUIATY/IB! X 9aCTOTHL.
MewmbpaHa HOIMIENITHBHOTO HEMPOHa TOPCAIBHOTO TAHTJINS
MJICKOIIMTAIOIIMX TAKKE MOXET TIeHepUpPOBaTh IAYeUHbIS
paspsiapl IpU ONpENESICHHBIX YCJIOBHAX. Takas SKTOIHMYe-
CKasl TavyevHas aKTUBHOCTb, HE CBOMCTBCHHAs 3TUM HEi-
pOHaM HpH HOPMAJIBHBIX YCJIOBUSIX, CHTHAJIM3MPYET, Kak
IPaBUJIO0, O BOCHPHUATUM OOJIEBOTO MOBPEKAAIOIETO BO3AECH-
crBus [1,2]. TTosTOMy MOHUMaHHE MEXaHH3MOB BO3HHKHOBE-
HHS 3TOU aKTMBHOCTU CBSI3aHO C NOHMMAaHHEM MeXaHH3Ma
BO3HUKHOBEHHUS HEMPOIIaTHIECKOi OOIH.

PutMudeckasi u madeyHasi aKTUBHOCTb, BO3HHKAIOIIAS B
HOIIMICNITUBHBIX HEHPOHAX TOPCAJBHBIX TaHTJINEB MJIICKO-
MUTAIONMX, TeHepupyeTrcs B ocHoBHOM Nay 1.1, Nayl.7 n
Nay 1.8 kaHamamMm W KaHajlaMy 3a[epKaHHOTO KaJIHMEeBOTO
ToKa [3—6]. B cBsi3u ¢ TeM 4TO B psific IKCIIEPIMEHTAIBHBIX
paboT OBLIIO MOKa3aHO, YTO MOBPEKICHHE aKCOHA HEHPOHOB
HDOPCAJIbHBIX T'aHIJIEB MOXKET MPUBOIUTD K CHIKCHHUIO IKC-
npeccun MPHK kanmeBbix KaHaioB [7] ¥ COOTBETCTBEHHO
K CHIDKCHUIO J[OJM KaJMeBbIX TOKOB Pa3/IMYHON KHHETHU-
ki [8], B mpempimymieii paboTe Mbl WCKJIIOYIIA BJIMSIHHC
KaHaJI0B 3a/IepKaHHOTO KaJMEeBOro TOKAa HAa BO3HUKHOBEHME
[IaYe4YHOI aKTUBHOCTH U JOKa3aJIy, YTO IIpocTeiiIas Mofiesb
MeMOpaHbl HOLIMLIENTUBHOTO HEUPOHA, YUUTHIBAIOIIAS TOJIb-
KO HAaTpHEBbIe TOKU Pa3sHON KMUHETHKU U TOKH Yepe3 KaHaJIbl
YTEUKH, MOKET 'eHEPUPOBaTh U PUTMUYECKYIO, U TAUYCUHYIO
akTUBHOCTH [9]. BBUIO YCTAHOBIICHO, YTO MPH YBEIUYCHHUM
CTHMYJIIPYIOIIET0 TOKa MOTEepsl YCTOWYMBOCTH CTAIlHOHAp-
HOTO COCTOSIHHSI IIPOMCXOIUT Yepe3 CYOKPHTHYECKYIo Ou-
¢yprammio AanpoHoBa—Xomnda, B OKPECTHOCTH KOTOPOM
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HaOJTI0aI0TCs CUHIVIETHBIE KOJIEOaHHsl C YepPEOBAHIUEM HM-
IMysbca OOJIBIION aMIUIUTYABI C ABYMsl MOANOPOTrOBBIMU KO-
JieOaHUAMHI Majlofl aMIUIATYJBL. YBEJIWYEHHE CTHMYJa MpHU-
BOIMT K OM(ypKaluy yIBOCHHUS NIEPHOA U BOSHUKHOBEHUIO
MaYeyHbIX Pa3psAfoB B BUME AYIUIETOB, B KOTOPHIX IPOUCXO-
IUT 4YepeoBaHUe JIBYX MMITYJIbCOB OOJIBIION aMIUTUTYHBI C
OJIHIM TIOAIIOPOTOBBIM KoslebaHueM. JlasbHeliee Bo3pacTa-
HHUE CTUMYJIMPYIOIIEro TOKa 00ECIeYnBaeT yBEJIMUCHUE YHC-
Jla pa3psAmoB B IMAUKe, 3aTEM PEKNUM MadeyHBIX KoJIeOaHWi
CMCHSICTCSl HAa PEXXAM PUTMHUYECKUX paspsnos. Crenyromiee
TIOBBIIIICHUE CTHMYJIa COMIPOBOXKAACTCS IMOTEPEil yCTONINBO-
CTH TepHOAWYCCKUX KosiebaHmil depe3 Omdypkarmmio Topa
1 TIEPEXOoM K aMILIHTY/IHO-MOYIMPOBAHHBIM KOJICOaHUSM
(IysIbCHPYIOIIMM BOJTHOOOPA3HBIM MATTEPHAM C MOIEPEMEH-
HO BO3PACTAIOIICH 1 yOBIBAIONIEH aMILTUTYION MMITYJIBCOB),
a OT HHX CHOBA K NAYE€YHOH aKTUBHOCTHU C OOJIBIINM YHCIIOM
HUMITyJIbCOB B TMAYKe W [VIMHHBIMH HHTEPBAJIAMU MEXKIY
naukamu [9]. [pu aHammse OMYPKANMOHHBIX IHATPAMM
OBICTPOIl TOACHCTEMBI OBLJIO ONPEREICHO, YTO MEXaHU3M
BO3HUKHOBEHHS MTaY€YHON aKTUBHOCTH B YCJIOBHSX OJIOKH-
pOBaHMsl KaJIMEBOTO TOKAa CBS3aH C NPOXOXKICHUEM TpPAaeK-
TOpPUU CUCTeMBbl 4depe3 Ou¢ypkammo AHgpoHoBa—Xormda
U CEUIO-y3JIOBYIO OuypKalwio mpemesibHOro mukia [9].
B pabote [10] Gbut0 MOKa3aHO, YTO MOMOGHBIC W3MECHEHHS
PEKUMOB UMITYJIbCHOU aKTUBHOCTH MEMOPaHbl HOLUIICTITHB-
HOrO HEHpOHA XapaKTEepHbl Ul OTHOCHTEIBHO IIMPOKOTO
Iyana3oHa W3MEHEHHsS 3HAa4eHMH IUIOTHOCTH MEIJIEHHBIX
HaTPHUEBBIX KaHAJIOB.

Monenn HEeHpOHOB, KOTOPBIE IMEIOT B CTPYKTYype Oudyp-
KaIlIOHHON AHMarpaMMBbl OBICTPOH MOICHCTEMBI CYOKpUTHYC-
CKylo Oudyprammo AHapoHoBa—Xomda i CTannoHaApHO-
TO COCTOSIHUSI M CEIUIOY3JIOBYIO OM(pYpKanuio MpemeIbHOro
IIMKJIa, @ TaKKe B KOTOPBIX IOTEPS YCTOHYMBOCTU IICPH-
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OIMYECKNX KOJIeOaHWil MpH M3MEHEHHH On(ypKanmoHHOTO
napaMeTpa MPOMCXOOUT B TOUKe Oudypramu Topa, MOTYT
UMeTb 0COObIe pelIeHHs TUIA ,,yTKU™, KOTOpble B MHOCTPaH-
HOW JITEpaType HasbBaloTcs forus canards [11]. Pemenus
Trma torus canards TpPeICTaBISIOT COOOH OPOWTHI, MPOBO-
ISAIIHE UINTEIPHOE BPeMsl BOJIM3HU MPUTATUBAIOMINX (yCTOM-
YMBBIX) M OTTAIKUBAIOIINX (HEYCTONYIMBEIX ) IEPHOMMICCKAX
op6ur [12] n BaxKHBI U151 IOHNMAHUSI MEXaHU3Ma [Eepexoaa
MEKIY PUTMUYECKAMHE U TTaYe4HBIME paspsiiamu [11-14].

Lenp Hacrosmeil paboTel — J0Ka3aThb, YTO MEXaHU3MBI
nepexofia OT PUTMUYECKONW aKTHBHOCTH K MAYeYHOU B MO-
IeJIA HOLMIECTITUBHOTO HEMpOHa BKJIIOYAIOT PEIICHHs THIIA
»YTKH.

1. Mopgenb HoUMLENTUBHOrO HENpPOHa

Kak mokasano B pabore [9], mpocreiiinasi MOIEIb MeM-
OpaHbl HOLMIICNTUBHOTO HEHPOHA [OPCAJIbHBIX T'aHIJIMEB
KpBIC MOXeT BKIo4YaTb TOK yreuku (I ) u Tpm HaTpme-
BbIX TOKa: ObICTpbIil (INaf), OBICTPO aKTHUBHPYIOIIMICS U
MHAKTUBUPYIOLIMIACS TOK, MPOMEKYTOUHBIA (INai), OBICTPO
aKTUBUPYIOIIUICA U MEJUICHHEE MHAKTUBHPYIOLIUHCS TOK,
1 MeuteHHBI (| nas), 3HAYUTESIBHO MeJUICHHee WHAKTHUBH-
pytomuiica Tok, reHepupyembie Nay 1.1, Nay1.7 u Nay1.8
KaHaJlaMH COOTBETCTBEHHO [15]:

‘jj—'tz = (I = Inar (n, E)
— INaI(b’ E) — ||_(E) — INaS(S’ r, E))/Cm,
% = (Xo(E) = X)/%(E), x=h,b,s,r, (1)

rae E — BenmunHa MeMOpaHHOro MmoTeHuuana, | — cTuMy-
JIMPYIOIINNA TOK,

INaf = gNamSOOh(E — ENa),
Inal (b, E) = OnaiMNaiMioo (E)D(E — Ena),

INas(S, T, E) = gnasS’T (E — Ena)s

rie Cm = 1uF/em?, gna = 40 mS/cm?, gnai = 27 mS/cm?,
gL = 1.4mS/cm?, gnas = 5.7 mS/cm? — emkocTh MeMOpa-
HbI, TIPOBOIVIMOCTH KaHAJIOB OBICTPOrO M MPOMEXKYTOYHOTO
HATPHUEBOTO TOKOB, KAHAJIOB YTCUKH U KAaHAJIOB MEIJICHHOTO
HaTpUeBOro Toka; Ena = 62mV, E. = —77mV — pasHo-
BecHbIe moTeHmasbl it Nat u nonos yreuku. [ToreHmman-
3aBUCHMBIC XapaKTEPHCTUKHA BOPOTHBIX MPOIECCOB KaHAJIOB
AMEIOT BUJ

My (E) = 1/(1 + exp(—(34.1 + E)/9.1)),
hoo(E) = 1/(1 + exp((56.4 + E)/7.2)).
Moo (E) = 1/(1 + exp(—(25.3 + E)/9.1)),
boo(E) = 1/(1 + exp((72.5 + E)/8)),
Sise (E) = 1/(1 + exp(—(E + 22)/16)),

ro(E)=1/(1+ exp((E + 34)/11)),
h = 10.24 + 1.63 exp(—0.5((E + 61.9)/15.3)?),
m = 0.22exp(—0.07E),
75(E) = 2+ 25exp(—((E + 50)/65)?),
7 (E) = 50 + 250 exp(—((E + 21)/31)?).

YucieHHble penieHns: cucteMs! (1) HaXOMUIUCh METOIOM
Pynare—KyTThl "WerBepToro mopsiaka, MOIU(GUIMPOBAHHBIM
aIropuT™MoM [Mpa ¢ BBHIOOPOM IMEPEMEHHOro Imara WHTe-
IpUpOBaHuA. MexaHu3Mbl Ilepexona KojieOaHuii MOJEIH OT
PUTMHMYECKMX K Ia4e4HbIM OBLIM OHIpelesieHbl METOIOM
Oudpypranmonsoro aHanmsa [16]. st HaxoXmeHus 3Hade-
HUU TapaMeTpoB MOICIH, NMPU KOTOPBIX IMPOHUCXOHAT Ou-
(bypKanuy IpefebHbIX UKIIOB, IPIMEHSIIOCh Pa3JIOKeHUE
WCXOTHOHM CHCTEMBI Ha MEUICHHYIO 1 OBICTPYIO ITOICHCTEMBI
U aHAJIU3 [IPOXOXKICHUSA TPACKTOPUHU NIEPUOIUIECKOro pele-
HUA OBICTPON HOACUCTEMBl Yepe3 OudypKalMOHHBIE 3HAYeE-
HHSI TAPAMETPOB MEUICHHOI ToicucTeMsl [17] ¢ moMormpio
nakera nporpamm MATCONT [18].

B cBsi3sM ¢ TeM 4YTO MENJICHHBII HATPHUEBBIA TOK MMeEeT
MOCTOSIHHYIO BpPEMEHH (7; ), 3HAYUTEJIBHO IPEBHILAIONIYIO
MOCTOSIHHBIE BpeMEHH i1 Apyrux TokoB (7 < 300 ms;
T < 2ms; 7, < 20ms; 75 < 25ms), B KayecTBe OBICTPOI
MIOJICUCTEMBI pacCMaTpUBAaJIaCch CHCTEMa

dE
5 = (1= nar (0 E) — Inai (b, E)
—IL(E) — Inas(s, T, E)) /Cm,
dx

G (B )/m(E), x=hbs

B KOTOpOfI NICPEMECHHAasA MHAKTUBAlUW MEIJICHHOI'O HaTpHUe-
BOIrO TOKa I SBJIIETCA MCOJICHHO MCHSIOIUMCS 61/1(1)ypKa—
IIMOHHBIM ITapaMETPOM. MeneHHas mopcucTemMa Oorpeneis-
JIaCb YpaBHCHUAMU

| — INaf (h, E) — |Na| (b, E) — ||_(E) — INaS(S7 r, E) = 0,

z—z = (r(E) = 1) /% (E).

CoOTBETCTBEHHO IIOCTPOEHNE OfHONIApaMeTPUIECKUX Ou-
(ypKaLMOHHBIX AWarpaMM OBICTPOM MofpcHcTeMbl (2) Ha
wiockocta (I, E) mMo3BoJMIO ONpenenTs MeXaHU3MBL CMe-
HBl PEKUMOB UMITYJIbCHON aKTHMBHOCTH B MOJIEJIM HOLMLEI-
TUBHOI'O HEHpPOHA.

2. Pesynbrarsbl

2.1. [OumHamuKa NONIHOW CUCTEMbI:
AByXnapameTpuyeckuin 6udpypKaLmnoHHbIii
aHanus

HByxnapamerpudeckasi OuypKaloHHasi [uarpaMma Ha
wiockocTH (1, Onas) MOKasaHa Ha puc. 1. O6yacTb puT™MIYe-
CKHX KOJICOaHUiT OTpaHNYCHA IBYMSI KDHUBBIMH, COOTBETCTBY-
oMy oudyprarmn Arnposoa—Xorda (0603HaYCHHBIMA
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Puc. 1. budypkarmonnsie kpusbie cucteMsl (1) Ha wiockoctd (I, Onas) M IPUMEPHl MadedHBIX paspsinoB. O6JIaCTh MAYeIHBIX Pa3psIoB
nepBoro Tuma (b) HaxomuTcsh Mexmy KpuBbMH 2 M 3 (a), COOTBETCTBYOLIMMH OubypKauyy yaBoeHus: mepuona. OOJIacTh MavyeyHbIX
Pa3psiioB BTOPOTO THIA (C) HAXOOUTCS MEXIY KpUBBIMH 4 U 5 (@), COOTBETCTBYIOIMMHE Ondpypkaumy topa. Kpusele /,6 cOOTBETCTBYIOT
oudyprarmu ArnporoBa— Xora 1 OrpaHMIMBAIOT 00JIACTh PUTMIYECKHX Kostebanmii cuctemsl (1).

Ha puc. l,a muppamu I u 6). Dta 007aCTh JICKAT B
npefesax 3HauYeHUH MPOBOIUMOCTH MEIUICHHBIX HAaTpPHEBBIX
KaHAJOB gnas OT 4 10 12 mS/cm? 1 3HaYeHHit CTUMYTUPYIO-
mero Toka ot 7.8 mo 25uA/cm? (puc. 1,a). 3a npenenamu
IIOCTPOCHHOII 00JIaCTH CTAaLMIOHApHOE COCTOSIHUE CHCTEMBI
YCTOIYHBO, YTO COOTBETCTBYET TUIICPIIOISPH30BAHHOMY CO-
CTOSIHMIO MEMOpPAHHOTO IOTeHIMaaa (CjieBa OT MOCTPOECH-
HOW TPaHUIbl) M IEMOJIAPU30BAHHOMY COCTOSIHHIO (CIipaBa
OT TPaHHUIIBL).

[Naveunsle pa3psigpl CYIIECTBYIOT B OBYX 00JIACTSIX, IPE/I-
CTaBJICHHBIX Ha pHc. 1, a. PopMa MaveyHsIX paspsioB B ITUX
obsactax pasnuuHa. [layeyHas akTUBHOCTb IEPBOrO THUIIA
B (opMe IYIUIETOB HJIM MYJIbTHIUIETOB C IOANIOPOTOBBIMA
KoJIe0aHHUSIMH B MHTEpBaJIaX MEXIY HMayKaMH HaOJIIomaeTcst
IpY 3HAYCHUAX [ApaMeTpoB QOnas M |, JIeKammx Mexmy
IBYMsI KPUBBIMU OupypKaimu ynBoeHus: mepuona (IITpux-
MYHKTHPHBIC JIMHAX, 0003HaYeHHBIC HA pUC. 1, a mdpamu 2
u3).

B nuanaszone 3HaueHH apaMeTpoOB MEKIY KpUBOH Ou-
¢ypranmm AnnpoHOBa—Xompa u Onpypranueil yaiBoeHUs
NepHro/ia PUTMHAYECKAsT aKTUBHOCTD CYIIECTBYET B BHJIC CHH-
IJICTHBIX KOJIeOAHUii, IPH KOTOPBIX OMH UMITYJIbC OOJIBIION
AMIUIATYIBl 4Yepefyercs ¢ IBYMs IOAIOPOTOBBIMH KoJie-
OaHMAMHM Majioil amMIUIUTY#bl. Ilpy yBesIMYeHHHM CTHUMYJHU-
pylomero Toka Oudypxaiys yIBOSHUs MepUofa IPUBOIUT
K TOSIBJICHUIO ITaYeYHOI aKTHMBHOCTU B BHJIC AYIUIETOB, B
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KOTOPBIX MMPOHCXOOHUT YEePEIOBAHUC OBYX MMITYJIbCOB OOJTb-
IIO# aMIUTUTYABI C OMHUM ITOAIIOPOTOBBIM KosiebanueM. [1pn
JaJbHEeHIIeM YBEJIMYEHHUHM CTUMYJIa 4YUCJIO HMILYJIbCOB B
navke Bospacraer (puc. 1,b).

[ladeyHasi aKTHBHOCTb BTOPOrO THIA HaOMOmaeTcs B
IMara3oHe 3HAYeHWH MapaMeTpoB Qnas U |, Jexammx
MEXIy KpUBBIME OuQpypkammu Topa (IITPUXITYHKTHPHBIC
JIMHUK, O0OO3HadYeHHble Ha puc. l,a uuppamu 4 u 5).
Jy1 maveyHsIX pa3psAmoB 3TOrO TUMA XapaKTepHbI OoJbIIoe
YHCJI0O WMITYJIbCOB B IaYKe M OTCYTCTBHE ITOAIIOPOTOBBIX
KoJIeOaHMI B MHTepBaslax MeX iy nadykamu (puc. 1,c¢).

Mexny KpuBbIMH OHQYpKalMy YIBOSHUS IepHoa |
Oudypkanuy Topa B CUCTEMe CYLIECTBYIOT TOJIBKO ObICTpHIC
Kosiebanus. OO6J1IacTh PUTMHYECKUX KOJICOaHMI Cy)KaeTcs
OpH yBeJMIeHUH Qnas (puc. 1,a), HO obyacT mMavedHbIX
paspsaoB 00OMX THUIOB COXPAHSIOTCS.

2.2. MexaHu3M BO3HMKHOBEHMSA Navye4vyHom
aKTUBHOCTWU B Mopenu

MexaHu3M BO3HHUKHOBEHHSI IIA4€YHON aKTUBHOCTH B MO-
Ies MeMOpaHbl HOLMIICNITUBHOTO HEepoHa MOIpOOHO pac-
CMOTpeH B Hamieil npempiaymieii paGore [9]. Puc. 2 wi-
JIOCTPUPYET 3TOT MEXaHM3M [UI Ia4e4HOH aKTUBHOCTH
MIEPBOr0 W BTOPOro THIOB. buypkanmoHHas nuarpamma
OBICTPOH TOfICHCTEMBI Ha TutockocTH (I, E), rme r ciyxur
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Puc. 2. Tpaexropum cucremsr (1) B mpocrpanctBe (r,S, E) s madedHoit akTuBHOCTH IepBoro (a) u Broporo (b) THIOB U
OudypKalmMoHHasi IuarpaMMma OBICTPON MOACHCTEMBI Ha IUTocKocTH (I, E) ¢ Halo)XeHHOW Ha Hee TPAeKTOpPHEW IOJHOW CHUCTEMSBI (c).
budypkalmonHasi [uarpaMMa CONICpXKUT BEeTBHM CTalMOHApHBIX coctosiuil (kpuBble JE/dt =0) M yCTOHYMBBIX M HEYCTOMYHMBBIX
nepuonuuecKux opour (stable limit cycle w unstable limit cycle) u nonydena npu 3uavenmn | = 23.5 uA/cm?.

On(ypKanMoOHHBIM TTapaMeTPoOM, BKJIIOYacT B ceds BETBU
cranuoHapHeX cocrosiHuii (kpuBsle dE/dt = 0) (Heycroii-
YUBBIX, OOO3HAYCHHBIX INTPUXIYHKTUPHBIMU JIMHUAMH, U
YCTOMYHMBBIX, 0003HAYCHHBIX CIUIONIHBIMU JIMHUSIMH ), ¥ BET-
B ICPUOIMICCKAX OPOUT (HEYCTONYMBBHIX, 0003HAYCHHBIX
Kak unstable limit cycle, u ycroiumBbx — stable limit
cycle).

Hecmorpss Ha pasmuuusa B (opMe MNayeyHbIX pasps-
IOB, MEXaHM3M HUX BO3HMKHOBEHUS MU Ia4e4HOH aK-
TUBHOCTH IIEPBOIO M BTOPOIO THIIOB €OHH W CBf3aH C
NPOXOXKICHAEM TPACKTOPHU CHCTEMBI depe3 Oudyprarmio
AnpponoBa—Xonda (H Ha puc. 2,¢), B KOTOpoH cTa-
IIMOHApHOE COCTOSIHUE CHUCTEMBI TepseT YCTOHYMBOCTb, U
CHCTEMa TICPEXOUT B PEXKUM IIEPUOIMYCCKIX KOJIeOaHWid, a
OKOHYaHWC aKTUBHOI (pa3bl MAYCYHON aKTHBHOCTH CBSI3AHO C
HPOXOXKACHUEM TPACKTOPUM CUCTEMBI 4epe3 CelJIOy3JIOBYIO
Oudyprarmio mpenesibHoro wukina (fold cycle va puc. 2,¢).
Takmm oOpa3oM, oba THITa TAYEYHOUW AKTHBHOCTH TIPEN-
CTaBJIAIOT cOOOH THI Mavye4yHOro paspsna ,,Xomd/ckaagka
(subHopf/fold cycle burster) mo TONOJIOTHYECKO# KITACCH-
¢uxarmm mopeseil madedHoit akrusHoctr Voknkesuda [19].

2.3. [lepexop OoT pUTMUYECKON aKTUBHOCTU
K MnavyeyHoOW BKJIoYaeT B cebs pelwieHns Tuna
»YTKW“ (torus canards)

[Toxaxkem, 4TO mepexof OT OBICTPHIX PUTMUYECKHUX KO-
JiebaHnil K TaveqHoi aktuBHOCTH THIA SubHopf/fold cycle

burster Ipy NI3MEHEHNH BEJIMYMHBI CTUMYJIPYIOIIETO TOKa |
BKJIIOYAET B ce0s1 0CcOOble pelIeHUsl TUIA ,,yTKH*, KOTOpBIE B
MHOCTpPAHHOI! JIUTepaType HasblBaloTcs forus canards [11].
Pemenus tuna torus canards mpencTaBisioT co00i OpOHUTBHI,
MPOBOMISAIIME [UIUTEIIBHOE BpeMsi BOJIM3H NPHTSATHUBAIOLIAX
(YCTOMYMBBIX) M OTTAJKUBAONMX (HEYCTOWYMBBIX) MEPUO-
nuyeckux opour [11,12].

Takue pelreHus] BOSHHKAIOT BO MHOTMX MONEJIAX Heil-
POHOB IpH Iepexofax OT peXuMa INepHOANYECKUX KoJie-
OaHMiI K MAYeYHON AaKTWBHOCTH. Pemmenws tmma ,yTkn™
OOHapy)XKeHbl B MOJIEJIM HMIIYJIbCHOH aKTHBHOCTH KJIETOK
Iypkunbe [12], B momerm Xunpmapmi—Pose, B Momesnn
Moppuca—Jlekapa—Tepmana u B Mopmenu Buicona—Ko-
BaHa—IDxexeBuya [13]. OTMUMTENbHBIMA OCOOCHHOCTSIMU
9THUX MofeJiell ABJIAI0TCH pa3HooOpasHble Oudypkauuu, Be-
OyIFe K MOSBJICHUIO MAaveyHblX paspsgoB. [Ipm 3Tom Mo-
nenp XunaMapi—Pose gaBisgeTca Monesbio Tuna subcritical
elliptic burster, monem> Moppuca—Jlekapa—Tepmana —
Monenbio tumna circle/fold—cycle bursting, a moness Buiico-
Ha—KoBana—xekeBnua — Monerpio THma fold/fold—cycle
bursting [13]. O6umM [UIs1 paCCMOTPEHHBIX MOJIENICH SIBJISI-
I0TCS HaJIYre OBICTPOil M MEIUICHHON TMHAMUKH, a TakkKe
HaJIM4YKe CelJIOy3JIoBOU OnpypKary npefesIbHOro MKia B
CTPYKType On(pypKallOHHON AuarpamMMbl OBICTPOIl IOACHU-
CTeMBbl U OugypKaiu Topa B CTpyKType OnpypKanuoHHON
auarpamMmel nosiHoit cuctemsl [13]. MHoroo6pasue monerei,
B KOTOPBHIX BCTPEYAIOTCSl YTOUHBIC pEIICHHs, CBA3AaHHBIC C
MepexofilaMi OT PEeKMMa MEPUOIMICCKAX KOJIeOaHWil K Ia-

JXKypHan TexHuueckol cdouauku, 2020, Tom 90, Bbin. 3
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Puc. 3. KoneGanust Tuna headless torus canards n 6upypKalyioHHas: [uarpamMma GbICTpOIl IOICUCTEMBI Ha IIocKocTH (f, E) mpu 3sHaYeHH!
| =22.82uA/cm?. Konebamua BequmuuHBl E IIPeICTABIAIOT aMIUIMTYTHO-MONY/IMPOBAHHEIE KOJIEOAHHA C MEUICHHO OCILMUIHPYIOLIE
orubatoweii (a). Ha OudpypranroHHylo [uarpaMMy HIOXKEHA TPaeKTOPHsl TOpa ¢ OTMEUEHHOM Kak envelope oeubatoweti (b). Tpaekropus
headless torus canards BOJI3YM IPUTSATHBAIOINEH (stable limit cycle v oTTankusaiomeii (unstable limit cycle) BeTBell OTMeUECHa INTPUXOBOI

JHKeH (¢ MapKkepaMi B BUIE KPYKKOB) (c).

YEYHOI AKTUBHOCTH, TIO3BOJIHJIA PsILY MccIienoBarerneii [11—-
14] mpenrnoNoKUTh, 9TO PEINCHHs TUTIA foFus canards Tpe-
CTaBJIAIOT CO0OI 0053aTEIbHYI0 0COOEHHOCTD, XapaKTEPHYIO
IJIS1 IEPEXOIOB MEKY PUTMHUYCCKUMH U TTaY€YHBIMU pa3psi-
HaMH.

B paccmatpuBaemoii Mopesin MeMOpaHbl HOLMIEITUBHO-
ro HeifipoHa TaK)Ke NMPUCYTCTBYIOT XapaKTepHble 0COOCHHO-
CTH, KOTOpbIe MOT'YT YKa3blBaTh Ha HaJM4Ue PEIeHUH Tuma
forus canards. Bo-lepBbX, 3TO HajJW4he B CTPYKType Ou-
($ypKalMOHHON UarpaMMbl OBICTPOI TOACHCTEMEI CEIIIOY3-
JIOBOY OH(ypKaI|y U1t HOTEPH YCTONYMBOCTH IPEIEIIBHOTO
UKJ1a. BO-BTOPEIX, 3TO MOTEpsi YCTOMYMBOCTU MEPHOANYE-
CKOMl OpOWTHI TOJTHOM CHUCTEMBI NPH M3MEHEHMH Omdypka-
IIMOHHOT'O TIapaMeTpa B TOYKe OM(pypKaluu TOpa, YTO MpPH-
BOJIUT K IIOSIBJICHUIO IYJIbCUPYIOIIUX BOJHOOOpa3HBIX I1aT-
TEPHOB C IMOIEPEMEHHO BO3pacTaiolleil U yOblBaoIeil am-
IUIUTYAOH HMITYJIbCOB, T.€. aMIUIUTYIHO-MONY/IMPOBAHHBIX
KosieOanuit [14].

B nenom B paCCManI/IBaCMOfI Moae/m Mpu yBEJIMYCHNN
CTUMYJIa HaOJIomaeTcs cjIeaymomasa JuHaMuKa IEPEXOHOB:
TUNEepIoIApu30BaHHOEC COCTOSITHUE MeM6paHI>I CMCHSACTCA
TMEPUOANICCKUMU I(O.II€621HI/I$[MI/I7 3aTEM ITAaYCYHBIMU DPa3psi-
JaMu B BHIOC AYIUIETOB W MYJIBTUIUIETOB, pHTMquCKOﬁ
AKTUBHOCTBIO, aMIUIUTYAHO-MOIYJINPOBAHHBIMI KoJIcOaHusI-

KypHan TexHuyeckon comnsuku, 2020, Tom 90, Bbin. 3

MH, CHOBa IAYCYHBIM DPEKAMOM KOJICOAaHWH W, HAKOHEIl,
JET0JIIPU30BaHHBIM COCTOSTHUEM MEMOpaHBL.

budypkanusi Topa cosmaer Top, OKpy:KaOmMil CemIoy3-
JIoByI0 Om(ypKanuio IpefesbHbIX IUKJIOB OBICTPOH moncu-
CTEMBl. DTO MPUBOAUT K CJIa00H aMILUIMTYIHON MOIYJIALIN
nepuognueckux opobur. JlajbHeiilee yBeIMYEHUE CTUMY-
JIIPYIOIIEr0o TOKA YBEIMYUBAET aMIUIUTYAHYIO MOMYJIALHIO.
B »TuX yci0BHAX TpaeKTOpusl MOJHOM CHCTEMBbI Homepe-
MEHHO HaxOHUTCs BOJIM3M OTTAJIKUBAIOLICH (HEYCTONYHBON )
U MPUTATUBAOIIEH (YCTOMYMBON) BETBEH MEPHOTMICCKUX
opouT OBICTPOIl ONCHCTEMBL.

VBenuueHue CTUMY/IUPYIOIIETO TOKA BBI3BIBAET CHavasa
MOSIBJICHIE TPACKTOPHIl THIA ,,yTKK Oe3 rosoBe (headless
torus canards), a 3aTeM TPACKTOPUIi TUIA ,,yTKHA C TOJIOBOIL
(torus canards with heads), 1, HaAKOHell, IEPEXO K Mavey-
HOI1 aKTHBHOCTH THIA ,,Xord/cknanka“ (subHopf/fold cycle
burster) [13].

B cnywae Tpaekrtopumit headless torus canards xomneba-
HUSI MEMOPaHHOr0 IOTEHIMajla HalIOMUHAIOT aMILIUTY/IHO-
MOMYJIMPOBaHHbIEC KojieOaHusi (puc. 3,a), B TO BpeMs Kak
torus canards with heads HanoOMUHAIOT I1a4€4HYIO AKTUB-
HocTh (puc. 4,a). AMIUIMTYIHO-MOIYIMPOBaHHbIE Kojieba-
HHUS COCTOAT U3 OBICTPBIX MMILYJIbCOB M MENJICHHO OCLIII-
smpytomeil yactu. ITockonbKy cemelcTBa MPUTATHBAOIINX
7 OTTAJKHMBAIONINX BETBEH MEPUOIMYECKHX OPOHUT BCTpe-
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Puc. 4. Kosebanus tuna torus canards with heads w oudypkarmonHasi muarpamMva OBICTPOil MOICHCTeMBI Ha twiockoctu (I, E) mpu
sHauennn | = 23.12 uA/cm?. KoneGanns Be/muuHE E TpecTaBisioT coOoil mavednbie KoeGaHus (a). Tpaexropus torus canards with
heads BO5m3u mputsruBaoeil (stable limit cycle) u orrankusalowmeil (unstable limit cycle) BeTBeil IepHOINYECKUX OPOUT OTMEYeHa

IITPUXOBOM JIMHICH (C Mapkepamu B BUE Kpyxkos) (b).

YaloTCSl B CEMJIOY3JIOBOM OM(ypKaliy HpeebHbIX [UKJIOB
OBICTpOIi TOACKUCTEMBI, 0003HAaUeHHO! Ha puc. 3, ¢ u 4, b xak
fold cycle, yrounbie pemenusi torus canards BOSHUKAIOT B
OKpECTHOCTH MMEHHO 3Toil Oudypraruu.

B ciywae headless torus canards TpaeKTOpHS TOJTHOMN
CHCTEMBl ITIPOBOJUT HEKOTOpPOe BpeMs BOJIM3M BHEIIHENH
(MpUTATUBAIOIIEH) BETBH MEPHOMMICCKUX OPOHUT OBICTPOM
CHCTEMBI OKOJIO CEHJIOY3JIOBOW Oudypkauuu IpenebHbIX
[IWKJIOB, 3aT€M IIPONOJDKAET [IBIKCHHE K BHYTpPeHHEH (OT-
TaJKMBAIOIICH) BETBU mNepuoanyeckux opbut (puc. 3,b),
B pe3y/bTaTe 4Yero M CO30AaeTCS TPACKTOpHUS THUIA ,,yTKU
6e3 rojoBe‘. ODTa TpaeKkTOopWs OTMEYeHa Ha pHc. 3,C
HPEPHIBICTOl JIMHKEH (C MapKepaMyl B BUIE KPYXKKOB) H T10-
JiyueHa Kak orobpaxenue Ilyankape Ha rutockoct (I, E) B
OKPECTHOCTH CEIJIOY3JIOBOM Ou(ypKalMy NPeNeIbHbIX IMK-
JIOB. DTO OTOOpakeHWE MOCTPOCHO TaK, YTOOBI WTeparyu
COOTBETCTBOBAIN JIOKAJIBHBIM SKCTpEMyMaM BeJIMYMHBI E
TPaeKTOPUH IOJHON CHCTEMBL

B ciywae torus canards with heads TpaekTopHs MOJHON
CHCTEMBI OCTaBJISICT OTTAIKUBAIONIYIO BETBb IEPHOINIESCKUX
opbur u npubmmKaeTcsd K NPUTATUBAIONICH BETBH CTalld-
OHApHBIX COCTOSIHMII, 3aTeM TPACKTOpPHUsS OCTaBJIET BETBb
YCTOIYMBBIX CTAllMOHAPHBIX COCTOSIHHN M IOCJIe HEKOTO-
POl 3amepKKHU BO3BpallaeTcsd K BETBU YCTOMYMBBIX NEPU-
ofMIecKnX opouT depe3 Oudypkammio ArgpoHoBa—Xormda

(puc. 4, b). IIpu 3TOM BpeMsi, B TEYCHHE KOTOPOI'O TPACKTO-
pusi yTOYHOTO pEIICHUs] HaXOAUTCS BOJIM3U BETBH HEYCTOII-
YUBBIX MEPUOTNIECKUX OPOHT, 3HAYUTENILHO OOJIBIIE, YEM B
citydae headless torus canards.

BbiBOAbI

Mexaan3Mbl Tepexoqa OT PUTMHYECKOW aKTHBHOCTH K
MaYeYHbIM pa3psaaM B MeMOpaHe HOIMIEITUBHOIO HeHpo-
Ha BKJIOYAIOT PELICHUs TUna forus canards, KOTOpbIE B
3aBUCHMOCTH OT BEJMYMHBI CTHMYJIMPYIOIIETO TOKa MOTYT
HallOMUHATDh aMILTUTYAHO-MOY/IMPOBaHHBIE KOJI€OaHUA WIIN
MaYeYHYI0 aKTHBHOCTb.
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