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Tema ucciuenoBanus. [IpencraBieH 0630p OCHOBHBIX JMHAMUYCCKUAX MOJICIICH HEHPOHHOI
aKTHBHOCTH M OOCY)XIAIOTCS HHAMBUAYaJbHbIE 0COOCHHOCTH X IIOBEJCHHUS, KOTOPBIC MOTYT
OBITH B IOCJIEAYIOLIEM HCIIOJIB30BAaHBl KaK OCHOBA IPH pa3paboTKe U MOCTPOCHUH Pa3IUYHBIX
KOH(Urypanuii HelpoHHBIX ceTeil. PaboTa cOIepKUT Kak HOBBIC OPUTHHAIIBHBIC PE3YJIBTAThI,
Tak U 00O0OLICHUE YK€ M3BECTHBIX, OMyOIMKOBAaHHBIX paHee B pa3HbIX XypHanax. Lleas —
[IO3HAKOMUTh YUTATeNs ¢ 0a30BBIMH TUHAMHYECKHIMHU CBOWCTBaMH HEHPOHOB, TAKUMH KaK Ha-
JIMYUE COCTOSIHUS TIOKOS W TeHepalus MOTeHIMana JeHCTBUS; cOPMUPOBATh Y HEro oodiiee
MpeCTaBleHHe O AMHAMHUYECKHX MEXaHH3Max, JIeXKalluX B OCHOBE OTMEUEHHBIX CBOWMCTB U
HCHOJb3YEMBIX IIPU IOCTPOESHUN MOJENIEH HEHPOHHON aKTUBHOCTH Pa3JIMYHOIO YPOBHS J€Ta-
m3anun. Mccaenyemble Mogenu. C MaTeMaTHUeCKOW TOUKH 3pPEHUS MOJETH HEHPOHOB Jie-
JIATCS Ha JBa Kiacca. [lepBblii Kjlacc MpeACTaBiIeH MOAEISMH C HENpPEpbIBHBIM BPEMEHEM B
(hopme cucteM 0OBIKHOBEHHBIX JU(p(PEepeHIMAIBHBIX YpaBHEHUH. MoiensM 3Toro Kiacca mo-
CBSIIICHA BTOpas 4acTh JAHHOTO 0030pa. OTKpBIBAET 3Ty YacTh HauOoOJee JeTATHM3UPOBAHHAS
MoOJIeNb XOJUKKUHA—XAaKCIH, SBJSIOMAsACS KaHOHUYECKOM MOJENbl0 HEHPOHHON aKTMBHOCTH
B HEJIMHCWHOW JAMHAMUKE. 3aTeM MPUBOIATCS YIPOLISHHBIE MOJCIH — JBYMEpHas MOJIEINb
Moppuc—Jlekapa st criaikuHra M TpexmepHas Mozxenb XuHamapmia—Poysa st 6épcTuHra.
Hawub6omnee mogpo6HO onmcana Moaens PurnXero-Harymo, s KoTopoil MpoBeeH AeTaIbHBII
oudyprannoHHbit ananu3. Takke TPUBEICHBI MOJIEIH, OMUCHIBAIOIINE HEUPOHBI CO Crieudu-
YECKUMH CBOMCTBAMH — MOJIEJIb HEHpOHA ¢ MOCTACTONApU3alreil U MOJeNIb HEWPOHA HUKHUX
oNHMB. 3aBepUIaeT 3Ty YacTh Hamboliee MpocTas MOJIETb TUIA «HAaKOILIeHHe—cOpocy. Bropoit
KJ1acc 00pa3yloT MOAENHU C TUCKPETHBIM BpeMEHeM, MIPeACTaBIgIoIuUe co00i TouedHble 0T00-
paxenus. Takue Mozeny B MOCHEAHEE BpeMsl NPUOOPETAIOT BCE OOJBINYIO MOMYSIPHOCTh B
BUAy OOrarcTBa IEMOHCTPHUPYEMBIX IHHAMHYCCKHX PEXHMOB U TPOCTOTHI YHCIEHHOTO MO-
JlenupoBaHus. MozessiM 3TOro Kiacca IOCBAIIEHa TPEThs YacTh AaHHOTO 0030pa. B vactHo-
CTH, IIPUBE/ICHBI TaK1e MOJIeNH Kak Mozens Kuanso, Mmonens MxukeBuua, Mozaens PynbkoBa u
Mozenb Kypbaxa—Hexopkuna. Pe3yiabraTrhl. U3noxeHsr 6a30Bbie Gpr3ndecKkre TPUHIUIBI 0~
CTPOEHHS MaTeMAaTUYECKUX MOJIENe HEMPOHHOW aKTUBHOCTH, OCHOBaHHbIE HA MOHHOM TpaHC-
nopre. Ha npumepe monenu ®@uruXesio-Harymo uzyueHsl OCHOBHBIE CBOMCTBA U MEXaHU3MBbI
BO3HHKHOBEHHSI PEKHMOB MYJIBTUIIOPOTOBOTO BO30YXKIEHHS B HEHpOHAX. PackphIT MexaHN3M
dhopmupoBanus 6EPCTOBBIX KoacOanuii B Momenu XunamMapiira—Poysa. Onucan AuHaMUYeCKUi
MEXaHU3M BPEMEHHOTO MMOHWKEHHS MOpPOra BO30YKICHUS M BO3HHUKHOBEHUS MEPHOIMICCKHX
Kose0aHuil B Mozenu HeifpoHa ¢ moctaenoisipusanueil. Onrcano GopMupoBaHUe B HEHPOHAX
HIKHUX onuB (Ca2+)- u (Na2+)-3aBUCHUMBIX craiikoB. OIUCaHbl AUHAMUYECKUE MEXaHU3MBI
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Topic. A review of the basic dynamical models of neural activity is presented and individual
features of their behavior are discussed, which can be used as a basis for the subsequent
development and construction of various configurations of neural networks. The work contains
both new original results and generalization of already known ones published earlier in different
journals. Aim is to familiarize the reader with the basic dynamical properties of neurons,
such as the existence of a rest state and the generation of the action potential; to outline
the dynamical mechanisms underlying these properties which are used in the development of
neural models with various levels of detailing. Investigated models. From the mathematical
point of view, neuron models are divided into two classes. The first class is represented by
models with continuous time described by ordinary differential equations. The section devoted
to continuous-time models starts from the most detailed Hodgkin—-Huxley model, which is
a canonical model for neural activity in nonlinear dynamics. Further we describe simplified
models, such as a two-dimensional model of Morris-Lecar for spiking and a three-dimensional
model of Hindmarsh-Rose for bursting. The FitzHugh-Nagumo model is described in detail,
and detailed bifurcation analysis is presented. We also present models for neurons with specific
properties, namely a neuron with afterdepolarization and an inferior olives neuron. The last
and the simplest model is the «integrate—fire» model. The second class of neural models
are systems with discrete time represented by discrete maps. Such models have recently
gained increasing popularity due to the richness of the demonstrated dynamics and the ease of
numerical simulations. We describe such models as the Chialvo model, the Izhikevich model,
the Rulkov model, and the Courbage-Nekorkin model. Results. The basic physical principles
underlying the construction of mathematical models of neural activity, based on ion transport,
are outlined. Using the FitzHugh-Nagumo model as an example, the main properties and
mechanisms of the emergence of multithreshold excitation regimes in neurons are described.
The mechanism of formation of burst oscillations in the Hindmarsh-Rose model is outlined.
A dynamic mechanism for temporal decline of the excitation threshold and the emergence
of periodic oscillations in a neuron with afterdepolarization are described. The formation
of (Ca2+)- and (Na2+)-dependent spikes in inferior olive neurons is described. Dynamic
mechanisms of formation of the major regular and chaotic regimes of neural activity in discrete
models of Chialvo, Izhikevich, Rulkov and Courbage-Nekorkin are described. Discussion.
In the Conclusion we briefly summarize the content of the survey.
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BBenenune

HetipoHb! (M1 HEpBHBIE KIICTKH) SIBISTFOTCSI OCHOBHBIMY CTPYKTYPHBIMHU U (DYHKIIH-
OHAJILHBIMH IMHUIIAMH HEPBHOH cucTeMbl. Kak u mobast Ouonornyeckas KIeTka, HeHpoH
MIpeaCTaBisaeT co00i KIeTouHOoe Teo pasmepoM nopsaka 10-100 wm, orpanrnyeHHOE CHA-
pyXH MeMOpaHOH — HEMPOHUIIAEMBIM JIBOMHBIM CJIOEM JTUMHUIO0B. OTIHYUTEIHHBIM CBOM-
CTBOM MeMOpaHBI HEPBHBIX KJIETOK SBIISECTCS HAUYHE PA3HOCTU DIEKTPUUCCKUX MOTCH-
[MAJIOB MEXJy BHYTPEHHEW W Hapy>KHOW MOBEPXHOCTAMHU. JTa Pa3HOCTh, Ha3bIBaeMas
MEMOpPaHHBEIM TTOTEHITUATIOM, UIMEET B COCTOSIHIS TIOKOSI HEKOTOPOE MOCTOSHHOE OTPHIla-
TEJNbHOE 3HAaYeHHE W MOXKET M3MEHSTHCS BO BpeMeHH. | eHepupyeMble MeMOpaHOW dIiek-
TPUYECKUE MMITYIIBCHI CIYXKaT Ui KOJUPOBAHUS U Iepenadn HHGOPMAIUU B HEUPOHHBIX
cetsx. llepenaua mMexxy HepoHAMH SIEKTPHUECKAX CHTHAIIOB CBS3aHA C MX PAacIpoCTpa-
HEHHEM 0 CHEIHAaJIbHBIM OTPOCTKAM, OTXOSIIUM TO TeJia KICTKH B BUJIE TOHKUX TPYO-
YJaThIX BOJIOKOH. M3BECTHO JBa BHJA TaKMX OTPOCTKOB — aKCOH M JNCHIPUTHL. AKCOH —
JUIMHHBIA OTPOCTOK, MPEeIHA3HAYCHHBIA IS Tepeladd IeKTPHUSCKUX CUTHAJIOB OT Te-
Jla HEWpOHA K JIPYTHUM KIleTKaM. J[eHIpuThl — OOBIYHO 0OJiee KOPOTKHE, Pa3BETBICHHEIC
OTPOCTKH, Yepe3 KOTOPhIe Ha HEMPOH MMOCTYNAIOT BXOSIIUE CUTHAIBI. AKCOH 3aKaHYHBa-
€TCSl MHOTOYHCJICHHBIMU TEPMHHATLHBIMHA BOJIOKHAMHE, KOTOPBIE MOTYT KOHTaKTHPOBATh C
JNEHIIPUTaMU, aKCOHOM HIIM TEJIOM JIPYroro HeHpoHa. DTOT KOHTAKT OCYIIECTBISIOT CIIe-
[MagbHBIC YCTPONCTBA — cHHAICH (puc. 1). CuHAC cocTOUT W3 ABYX MeMOpaH (mpecu-
HaNTHYECKOH M TTOCTCHHANTUYECKOH) KOHTAKTHPYIONINX HeWpoHOB. OCHOBHBIMU BUAAMU
CHHAIICOB SBJISIFOTCS TaK HAa3bIBACMbIe XUMUYECKHE U DJICKTPUUECKHE CHHAINCHL. B 3mek-
TPUUYECKOM CHHAIICE PACCTOSIHHE MEXTy MeMOpaHaMH MPECHHANTHIECKOTO M TIOCTCHHAII-
TUYECKOTO HEMPOHOB COCTABISIET OPSAIKA 2—4 nm, a UX B3aUMOJCUCTBUE OCYIIIECTBIACTCS
C TIOMOIIBI0 OCOOBIX OeNKOBBIX 00pazoBaHMi. COBEpIIEHHO WHAYe MPOUCXOAUT KOHTAKT
MEXIly HeHpOHaMH B CIy4ae XMMHUYECKOTO cHHarca. MeMOpaHbl B3aWMOJICHCTBYIOLIIX
HEHPOHOB B 3TOM Cilydae yHaJeHbl ApPYr OT Jpyra Ha paccrosHue nopsuaka 20-40 nm
1 00pa3yloT TaK Ha3bIBACMYIO CHHAINTHYECKYIO Ienb. Korja anekTpuueckuid CUrHai J0-
CTUTAeT MPECUHANTHISCKOTO OKOHYAHHS M3 €r0 MeMOpaHbl BEICBOOOXKIAETCSI 0c000e Be-
mecTBo — Helpomenuarop. HeiipoMeauaTop moctymaer B CHHANTHYECKYIO IEb, PO
KOTOPYIO HauWHAET JEHCTBOBATH HA PEIENITOPHI MOCTCHHANTHYCCKOW MEMOPaHbI, U3MEHSIS
e€ TOTEeHIMA, U TeM CaMbIM OCYIIECTBISET CBI3b MEXTy HelipoHamu. CHHAICHI paz-
JMYAIOTCS KaK 10 THITy HMCIOJIb3yeMOro HEHpOMENuaropa, Tak U Mo (PyHKIMOHAILHBIM
cBoiicTBaM. Eciu mox melicTBreM HelpoMmemuaropa MeMOpPaHHBIA TOTEHITHAT TTOCTCHHAIT-
TUYECKOTO HeMpoHa MpUOIIKaeTcsa K MOPOTrY, TO €CTh MPOUCXOIUT ICHOJSPU3AIMS €T0
MeMOpaHBI, TO CHHAIC Ha3bIBAaeTCS BO30YXTAOIMKM. B MpOTHBHOM ciydae, KOrma MEM-
OpaHHBII MMOTEHIIMAJ MOCTCHHANITHYSCKOTO HEHPOHA ylaseTcs OT MOpora M MPOUCXOIUT
THUTEPIIONIIPU3AIINS €T0 MEMOpAHBI, CHHAIIC HAa3bIBACTCS TOPMO3HBIM WM TIOJABIISIFOIIIAM.
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Puc. 1. Cxemarnueckoe n300paxkeHne HEHpoHa U CHHaIca

Fig. 1. Schematic representation of a neuron and a synapse

OcHOBHOM (HOPMO IIMEKTPUICCKOW aKTUBHOCTH HEHPOHA SABJACTCS TaK Ha3bIBae-
MBI TIOTEHIIMAT JEHCTBUS — JJIEKTPHUUECKUN MMITYJIbC WIH cHaik. B HeB030yxIeHHOM
COCTOSIHUM MeMOpaHa HelpoHa MOJsIpU30BaHa — e€ BHYTPEHHSS MOBEPXHOCTh UMEET OT-
pULATETIbHBIA MOTEHIMA IO OTHOLIEHUIO K HapyXHOU. DTO TaK Ha3bIBA€MBbIH MOTEHIUAI
nokost, paBHbId 00bIYHO (—70)—(—90) mV. Ilpn BO3HUKHOBEHHH TOTEHIMANA JACUCTBUSL
cHavasa HaOnromaercs (pasa HapacTaHus, BO BpeMsl KOTOPOH MeMOpaHHBIH IMOTEHITUAI JI0-
CTaTOYHO Pe3KO HapacTaeT 1m0 mukoBoro 3HadeHus (+20)—(+40) mV, mocie 4ero HEKOTO-
poe BpeMst HaOMroAaeTcs MUK BO30YKIeHH. 3aTeM HAcTymaeT (a3a pernoysspr3aliy, Korua
MeMOpaHbIil MOTEHIMANl BHOBb CHIIKACTCS J0 3HAYCHHUS, YyTh MEHBIIET0, YeM HCXOHOE.
CyMmMmapHas JIMTEIbHOCTh MOTEHIMANa NEUCTBUS B HEPBHBIX KJIETKaX COCTAaBISET IIO-
psaaka 1 ms, mocie gero emg B TedeHHe 1-3 ms B MeMOpaHe HaONMIONAIOTCS HEKOTOPBIC
OCTaTOYHBIC SBJICHUS. JTO TaK Ha3bIBACMBIN MEpUOJ] PePPaKTEPHOCTH, BO BpeMsi KOTOPO-
ro MmeMOpaHa HeBo30yuMa. XapaKTePUCTHKH MTOTECHINAJIOB JICHCTBUS IPAKTUYCCKH UJICH-
TUYHBI BO BCEX HEPBHBIX KIJIETKAX OpraHU3Ma U SBJISIIOTCS YHUBEPCAIBHBIMU HOCUTEISAMHU
uH(popManuy B HEHPOHHOH CEeTH.

TToTenmman geicTBUS BO3HUKAET MO BIMUSHUEM PAa3IHYHBIX CTUMYJIOB — Kak Ipa-
BUJIO, TIPU JEHOJSPU3AINHN, TO €CTh CMCIIEHHH MEMOPAHHOTO MOTCHIMAalda B TIONOXKHU-
TEJIBHYIO CTOPOHY. BO3HUKHOBEHUE MOTEHIIMAA ACUCTBUS TOAUUHSACTCS 3aKOHY «BCE WM
HUYero». To ecTh CyIIecTByeT MOpPOr BO3OYKICHUS M MEMOpaHa KICTKU MPU CIHIIKOM
ciaboM cTuMyJe (He MpPEeBBIIAoIIeM OPOr) Ha HET0 He OTBEYAET, a P CUIBHOM CTUMY-
sie (IIPEeBBIIIAIOIIEM OPOr) OTBEYAET UMITYJIbCOM (PUKCUPOBAHHON aMILIUTY/bI, KOTOPBIN
HE 3aBUCHUT OT aMIUTUTYABI CTUMYIIA.

Kpome mHaynupoBaHHON reHepaluy NOTEHLIMAIOB JEHCTBUS B Pa3IMUHBIX HEPB-
HBIX KJIETKax HaOJIOmaloTCsl Takxke Jpyrrue (GopMbl AIEKTpHUecKol akTUBHOCTH. Harmpu-
Mep, y HEKOTOPBIX KJIETOK T€HepaIysl 3JIeKTPUIECKUX UMITYJIBCOB ITPOUCXOANUT CIIOHTAHHO
0e3 BHemrHero BO30YXKICHHSA. DTO TaK Ha3bIBaeMbIe MEHCMEKephl — KIETKH, 3aJaroIine
PUTM U JIeXKAIle B OCHOBE COOCTBEHHON PUTMHUYECKYIO aKTHBHOCTH HEHPOHHBIX CETEH.
BHemHAS CTUMYISIEST TaKOW KIETKH MOXET NMPHUBOJAUTH K IOICTPOHMKE PUTMA, H3MEHE-
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HUIO aMIUTUTYIBI WM YacTOThl TeHEPUPYEMBIX HMITYIbCOB. J[pyruM pacrpocTpaHeHHBIM
BHJIOM 3JICKTPUYECKOW aKTUBHOCTH SIBIISIETCS CIIOHTAHHAS M MHIYIHPOBaHHASA TeHEepa-
usi 6EPCTOB, TO €CTh IENBIX Madek WMMYIbCOB. [lepHonsl reHepanuu UMITYJIbCOB TpU
9TOM dYepenyroTcs C NepuojaMu 3aThiibs. HaOmromaercss kak peryispHas, Tak U XaoTH-
yeckas reHepanus 0EpctoB. HelpoHHBIH OEPCTHHT HWIpaeT BaXKHYIO POJIb B IpoIeccax
nepeayn wHQGOpMAaIK, TeHepalud U CHHXPOHU3AIlUH PUTMOB HEHMPOHHBIX CETEH.

[lepeuncienHbie BUIbl HEMPOHHOW AKTUBHOCTH OTHOCATCS K BO30YXKIEGHHBIM CO-
CTOSTHHUSM HelpoHa. OJJHAKO YacTO UMeeT 3HaYeHHE AMHAMUKAa MeMOPaHHOTO MOTEHIIHala
HWKe TIopora Bo30yKaeHus. Harmpumep, B HEKOTOPBIX THUTIAX HEHPOHOB MOTYT HaOIIOATh-
Csl CIIOHTAaHHBIE TIOATIOPOTOBEIE KOJeOaHUsI MeMOpaHHOTO MmoTeHuana. [Ipu crumynsnuu
TaKWX HEHPOHOB Ha MUKaX MOJIOPOTOBBIX KOJeOAHMI MOTYT BO3HHKAThH CITAWKH Pa3ind-
HOW aMIUIATYIBL. Takoke 3a cUeT MOAMOPOrOBOH TUHAMUKH MEMOPAHHOTO MTOTEHITHAIA MO-
KET U3MEHSThCS BO30YIMMOCTh HEpBHOW KJeTKH. Harmpumep, mocie reHepamnuy IMOTEeH-
nuana JedcTBusS MeMOPaHHBIA MMOTCHIMAT MOXKET HCIBITHIBATh BPEMEHHBIC OTKIOHECHUS
OT PaBHOBECHOTO 3HauYeHHA. /[JaHHOE OTKIIOHEHHE MOXET OBITh KaK IMOJIOKUTEIbHBIM (I10-
CTIENOISIPU3aIMs), TaK U OTPHUIIATEIILHBIM (IIOCTTUIEpHOsipu3anus). B mepBom ciydae
nociuenyoiee Bo30OyxaeHne HelpoHa 00JIeryeHo, BO BTOPOM — HAllPOTHB, 3aTPYIHEHO.

MopenupoBaHue akTUBHOCTH HEHPOHOB UMEET JaBHIOIO ucTopuio. CyliecTByroImuye
B HACTOsALIEE BpeMsl B HEMPOHAyKe MOAEIN HEMPOHOB MOXKHO Pa3felIuTh YCIOBHO Ha JBa
knacca. OarH U3 HUX 00pa3yloT Tak HasbiBacMble (POpMabHBIC HEHPOHBI WM HEHpPOIOo-
JOOHBIE DIIEMEHTHI, @ BTOPOH — MOZAETH B (JOpME HETMHEHHBIX THHAMHYCCKHX CHCTEM.

BriepBrie nonsiTHe opManbHOrO HEHpoHa OBUIO CHOPMYITHPOBAHO B cTarke Mak-
Kamnoka u Ilutca [1]. ®opmanbHble HEHPOHBI PEACTABIAIOT COOOH MOPOTOBHIE AIIEMEH-
ThI, OCYIICCTBJISIIOINNE PeoOpa3oBaHKe BXOA-BhIXON. Takoll HEHpPOH IMOJydaeT Ha BXOJHE
BEKTOpP BXOAHBIX CHUTHAJIOB, MPEIBAPUTENEHO YMHOKEHHBIH Ha BEKTOP BECOBBIX K03((u-
LIMEHTOB, UMUTHPYIOLIUX JEHCTBHE CUHAIICOB. 3aTeM MPOUCXOIUT CyMMHUPOBaHUE KOOPAU-
HaT BXOHOTO BEKTOpa M HaJl MOJYYEHHOW CyMMON BBINOJHSETCS HEJMHEHoe mpeolpa-
30BaHue. B pesynbrare Ha BbIXOAE (POPMAIBLHOTO HEHpOHA MOMYy4aeTcss CUTHaJ, KOTOPBIH
MOXeT OBITh KaK CKaJsIpHOW NEepeMEeHHOM, Tak M BeKTopoM. [lanee 3TOT CUrHal MOCHI-
JaeTcs Ha BXOIBI APYTHX HEHPOHOB, GOPMHUPYS TEM CaMbIM HMCKYCCTBEHHYIO HEHpPOHHYIO
ceTb. B Hacrodiee BpeMsl Takue€ CETU IIMPOKO HCIHOJB3YHOTCS U PELICHHsS HAYUYHBIX
Y WH)KEHEepPHBIX 3a1ad. OmHAKO I MOAETUPOBAHUS MPOIECCOB aKTUBHOCTH MO3Ta, BO3-
HUKAIOIINX, B YaCTHOCTH, NIPU BBIITOJTHEHUH KOTHUTHBHBIX (YHKLUH, TpeOyIOTCS MOJAEIN
HEeHpOHOB OoJee afeKBaTHBIE ¢ HEMPO(YHU3MONIOTHIECKOW TOYKH 3peHus. MBI IPUAEM K Ta-
KHM MOJIENISIM, HallpuMep, eClii yuTéM Halludre y HeWPOHOB MOHHBIX KaHAJIOB, Omaromaps
KOTOPBIM BO3HUKAIOT HOHHBIE TOKH M NMPOUCXOANT N3MEHEHHE MEMOPAaHHOTO MOTEHIHANA.
ITockonpKy 3TH IPOLECCHI SIBISIFOTCS YBOJIOLUOHHBIMU, COOTBETCTBYIOIIAE UM MAaTEMaTH-
YecKHue MOJeNH UMEIOT (HopMy HETHMHEWHBIX JUHAMHUYECKHX cHcTeM. B manHOM 0030pe
paccMaTpuBarOTCA HEHPOHHBIE MOZAEIN UMEHHO 3TOrO KJacca, HAYMHAsl ¢ U3BECTHOW MO-
nenn XomKKruHa—XaKCIIH.

Cratpsi OpraHn3oBaHa cleAyromuM obpa3oM. B Pasnene 1 ommcanbl dusudeckue
MIPUHOMUIIBI, JICKAOIUEC B OCHOBEC BO36YI[I/IMOCTI/I HEPBHBIX KIIETOK. Pa3;[en 2 IIOCBAIIICH
MOICISIM C HEIIPEPBIBHBIM BPEMCHEM. B nem NPpUBEACHBI OCHOBHBIC CBCIACHHUA O MOJCIIN
XomxkuHa—Xakcnu. [Janee paccmorpensl moaenun Moppuc—Jlekapa, @uruXsio-Harymo,
Xunamapia—Poy3a, Mojenu HeWpoHa ¢ MOCHeAENoNsApU3aleii, MOAelIn HelpoHa

A.C. Amumpuyes, /[.B. Kacamxun, B.B. Knunvwos, C.FO. Kupunnos,
O.B. Macnennuxos, /].C. Lllanun, B.A. Hexopxun
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HIDKHUX OJIMB W MOJIENIM THIIA «HaKoIleHne—cOpocy. B Pasmene 3 w3moxeHbI MOIX0abI
K OIMCAHUIO TUHAMHUKHA HEHPOHHOB C UCIOIh30BAHNUEM CHCTEM C IUCKPETHBIM BPEMEHEM.
PaccMmoTpeHsl pa3nmudHbIe MOJBI HEMPOHHOW aKTHBHOCTH, BOCHPOHM3BOAMMEIE B MOIEITH
Kwuanso, monenu MokukeBuua, Monenu PymbkoBa n Momenn KypOaxka-Hexopkuna. B 3a-
KITIOUEHUH KPaTKO OOCYKIAIOTCS MareMaTWdecKhe acleKThl NMPEACTaBICHHBIX B 0030pe
MOJIEJIEMN.

1. ®usnyeckue OCHOBBI HEHPOHHOII BO30YyIUMOCTH

DUINKO-XUMHUUECKYIO0 OCHOBY BO30Y)KICHHS HEPBHBIX KJIIETOK COCTABJISIFOT MPOILIEC-
CbI HOHHOI'O TPAHCIIOPTa Yepe3 KIETOYHYI0 MeMOpaHy. B maHHOM TpaHCIOPTE y4acTBYIOT
B OCHOBHOM ueTsIpe Buja noHoB: K+, Nat, Ca®t, Cl~. HecMoTps Ha To, 4TO MeM6pa-
Ha KJIETKU NPEACTaBIseT COO0M HEIMPOHUIIACMBIN IS THX WOHOB JIMIHUIHBIA OMCIION, B
HEe BCTPOEHBI CIIEIUAIN3UPOBAHHBIE OCIKOBBIE CUCTEMBI, KOTOPhIE 00ECIICUUBAIOT TPAHC-
IIOPT MOHOB Yepe3 KIEeTOUHYI0 MeMOpaHy. CyIlecTBYyeT JBa THUIIA TAKUX CUCTEM — HOHHBIC
HACOChI M MOHHbIE KaHajbl. MIOHHBIE HACOCHI (IIOMIIBI) — HHTErPabHbIE OCIIKH, KOTOPHIC
00€CIICYNBAIOT aKTUBHBIN [IEPEHOC HOHOB MPOTHUB I'PaJleHTa KOHIIEHTpauuu. B pesynbra-
T€ pabOThl HOHHBIX HACOCOB CO3MAIOTCS U IOAACPKHBAIOTCS TPaHCMEMOpPaHHbBIE HOHHBIC
IPaMeHThl: KOHLIEHTPAIMS HaTPUs, KAJIbIKA U XJI0pa BHYTPH KJIETKU HIDKE, YEM CHAPYKU
(B MEKKJICTOUHOM KHMIKOCTH ); KOHIIEHTPALIUS KaJIKs BHYTPH KJIETKH BBIIIE, YEM CHAPYKH.
Pa3HOCTh MOHHBIX KOHICHTpAIMii BHYTPH M CHAPYXXM KJIETKH IPUBOIWT K BO3HUKHOBE-
HUIO HEHYJICBBIX ITOTEHI[HAIOB PEBEPCUH VIS JAHHBIX TUIIOB HEHPOHOB U, CJIEI0BATEIILHO,
OTJIIMYHOIO OT HYJISI MEMOPaHHOTIO MMOTEHIHAIA.

HonHnbie KaHAIBI — HWHTETPAJILHBIC 6CHKI/I, KOTOPbIC 00€eCIIeunBalOT ITaCCUBHBIN TpaHC-
IOPT MOHOB I10 I'PAAUCHTY JJICKTPOXUMHUYCCKOI'0 NOTECHIMAJIA. PazanuaroT HeCEICKTUBHEIC
KaHaJIbl, KOTOPbIC MPOITYCKAOT BCC THUIIBI HOHOB U XapaKTCPUIYIOTCH IIOCTOSIHHOM IpoBO-
JUMOCTBIO, U CCJICKTUBHBIC KaHaJIbl, KOTOPBIC ITPOIYCKAIOT TOJBKO OAWH onpeneneHHHﬁ
BHU MOHOB. Z[J]SI KaXXJ10ro BJJa MOHOB CYHICCTBYIOT CBOM BHUABLI KaHAJIOB, KOTOPBIC MOTYT
HU3MEHATH CBOIO MPOBOAMMOCTE NUHAMHNYCCKH, OTKPBIBATHCA U 3aKPBIBATHCA. Nsmenenne
COCTOSIHHS CEJIEKTUBHOI'O KaHajia 00eCIIeunBacTCsI pa60T0171 TaK Ha3bIBa€MbIX BOPOT — OCO-
ObIX OEJIKOBBIX MOJICKYJI, UBMCHAIOUINX CBOIO KOH(bOpMaHI/IIO B OTBCT HAa CUT'HAJIBI pa3jiny-
HOT'O THIIA.

Ilo Tuny curnana, BBI3BIBAIOLIETO OTKPBITUE U 3aKPBITHE CEIEKTUBHBIX KaHAJIOB, HX
MOXKHO pa3liesIuTh Ha HECKOJBKO OCHOBHBIX KiaccoB. Hambomee BaskHBIE KJIACCHI CEJIEK-
THUBHBIX KaHAJIOB 00Pa3yloT NOTEHMAI3aBUCUMBIE U XEMOUYBCTBUTEIbHBIC HOHHbBIE KaHa-
nb1. COCTOSIHME MEPBBIX 3aBUCUT OT BEJIIMYMHBI TpaHCMEMOpaHHOTO NoTeHIuana. Kanamsr
JAaHHOTO BHJa WIPAIOT BAXKHYIO POJIb B Mpolieccax IeHepaluu MOTEHLUANIOB NEHCTBUSL.
CocTosiHME KaHaJOB BTOPOTO KJlacca MEHSAETCS B pe3ysbTaTe MPHUCOETUHEHUS K acCOIM-
MPOBaHHOMY C KaHaJloM OeJKy-pelenTopy MOJIEKyJbl JHUraHia, HampuMep, HelpoTpaHc-
MuTTepa. KaHasibl 3TOro BHAa UIparoT CYLIECTBEHHYIO pOJb B MpOLECCaX XUMHYECKOH
cUHanTH4eckol nepenayun. CyIiecTBYIOT TaKKe CEIEKTUBHBIE KaHaJIbI, CBOMCTBA KOTOPBIX
MEHSIOTCA 10J, JEHCTBUEM MEXAHHYECKHX CHII, CBETA, I[P U3MEHEHHUH TEMIIEPATypbl WU
naBieHus u p. Kananel 3TuX BUAOB KpaifHe BaXXKHbI B Tpolieccax MOJIyYEeHUsI CEHCOPHOU
uH(opManuy, HanpruMep, B CEHCOPHBIX HEHPOHAX.

A.C. Imumpuues, /I.B. Kacamxun, B.B. Knunvwos, C.FO. Kupunnos,
O.B. Macnennuxos, /].C. lllanun, B.U. HexopkuH
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CBOHCTBO KJIETOYHOW MEMOpaHBI

HaKaliiBaTh Ha CBOEH BHYTpEHHEHW Io- v
BEPXHOCTH 3apsil TMO3BOJACT PACCMATPh-  ~ g, 2, &
BaTh €€ KaK DIIEKTPHUYECKUH KOHIEHCATOp . 7

ext

onpenenéHHoil emMkoctd. VIOHHBIE TOKH, T] By T] By i T By
MIPOTEKAOIIUE Yepe3 MeMOpaHy, TPUBOIAT T g

K 3apsKe WIK pa3psake TaHHOTO KOHJCH-
catopa. Mcxonss W3 cKa3aHHOTO, HEHPOH
MOXeT OBITh MPEACTABICH YKBUBAICHTHOMN
INEKTPUICCKON CXEMOM, N300paKCHHON Ha
puc. 2. 3anmuckiBas ypaBHeHHe Kupxrodda
JUTSL TIPOXOASIIIIUX Yepe3 MOBEPXHOCTh KIETOYHON MEMOpPaHbI TOKOB, IOyYUM CIIEAyIOIIee
ypaBHEHHUE:

Puc. 2. DxBUBaneHTHAsI cxeMa HEHPOHHON MeMOpaHbI

Fig. 2. Electronic equivalent circuit for a neural
membrane

N
dv
Cdt ext j§:1 VR ()

rjae V — BIeKTpUYeCKUil MOTEHIMAN KIETOYHOW MeMOpanbl; C' — 3leKTpudecKas eMKOCTh
MeMOpaHbl; [e;¢ — BHEMIHMH TOK; [; — HOHHBIE TOKH, IIPOTEKAIOLIME YEPE3 HOHHBIE Ka-
HaJbl Pa3IMYHBIX TUIOB. BeTnunHa KaXJI0ro HOHHOTO TOKAa OMPEEISIeTCS IOTCHIIMAIOM
pesepcur E; U COOTBETCTBYIOIIETO TUIIA HOHOB M IIPOBOAUMOCTBIO COOTBETCTBYOIIUX
KaHAJIOB g

Ij :gj(V—Ej). (2)

VYpaBuenus (1)—(2) sBASAIOTCS OCHOBHBIMH ypaBHEHHSIMHA TPAaHCMEMOPaHHOTO WOH-
Horo TpaHcnopta. CyIecTByeT MIMPOKHIA KIIacC MOJIeNiell HEMPOHOB, OCHOBaHHBIX Ha JaH-
HBIX YPaBHEHUSX. DTH MOJICIU OTIMYAOTCS KOJMYECTBOM M TUIIOM YYHUTHIBAEMBIX HOHHBIX
KaHAJIOB, a TAKXKe CIIOCO0aMH OMKCAHUS MPOBOIUMOCTH CEIIEKTUBHBIX KaHAJIOB, KOTOpas
JUHAMUYECKUM 00pa3oM M3MEHSETCSl BO BPEMEHU Olarofapsi UX OTKPBITHIO U 3aKPBITHIO.

2. Mopenu HeHPOHHO! AKTHUBHOCTH C HENPEPbIBHBIM BpeMeHeM

2.1. Mogear XomkkuHa-XaKcau. Jcropuyecku MepBo W HaUOOJIEe H3BECT-
HOI MOZENbI0, OCHOBAHHON Ha MOHHOM TPAaHCIIOPTE, SIBJSIETCS MOZECIb, IPEIOKEHHAS B
1952 romy aHDIMiickuMU HepodusnomoraMu A. XomKKHHBIM U D. Xakcau [2]. B cBoux
SKCIIEPUMEHTAX, BHIIIOJIHEHHBIX HA TUTAHTCKOM aKCOHE KaJlbMapa, OHU HCCIIEI0BAIN MeXa-
HU3MBI BOSHHKHOBEHUSI U TIepeadrl HepBHOTO BO30OyxeHus. B cBoux paborax XomKKUH
1 XaKCiIu TMOKa3aliH, YTO MPOBOAUMOCThH CEJICKTHUBHBIX KaHAJIOB OMpPEIENSIeTCS] COCTOs-
HUEM HX TaK Ha3bIBAEMbIX aKTUBHUPYIOIIUX U MHAKTUBUPYIOLIUX BOPOT. AKTUBHUPYIOIIHE
BOpPOTa IMOCTEIIEHHO OTKPBIBAIOTCS MPHU HOBBIIMICHHH MEMOPAHHOTO MOTEHIUANA, & HHAK-
TUBUPYIOILIKE BOPOTA, HA0OOPOT, MPHU STOM 3aKphIBatoTCs. [IpoBOAMMOCTH KaHAJIOB j-TO
THUIIA OIPEIENIETCS CIEAYIOMNUM BRIPAXKEHUEM:

g =g;a7b%, 3)

e gj — MakKCHUMaJibHasg NPOBOAUMOCTE KaHAJIOB B OTKPBITOM COCTOSIHUU, a; u b] — COO0T-
BETCTBCHHO AKTHUBAIIMOHHAA W MHAKTUBALMOHHAA IEPEMEHHBIC, XapaKTECPUIYIOIHUE BEPO-
STHOCTH OBITH B OTKPBITOM COCTOSHUH aKTUBHUPYIOIINUX WU WHAKTUBUPYIOUINX BOPOT, p; u

A.C. Amumpuyes, /[.B. Kacamxun, B.B. Knunvwos, C.FO. Kupunnos,
O.B. Macnennuxos, /].C. Lllanun, B.A. Hexopxun
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¢j — TOJIOKUTENBHBIE LIEJIbIE YKMCIIA, ONPEAEIIAIONINE YHCIIO AKTUBUPYIOIINX U WHAKTUBH-
PYIOLIMX BOPOT Ha MOHHBIN KaHal. [lo mpeamonoxxennto XoMKKHHA U XaKCIH, TUHAMHKA
AKTUBAIIMOHHON M WHAKTHBAIIMOHHOM IMEepPEeMEHHBIX OMUCHIBAIOTCS MU epeHITHaTbHBIMU
YpaBHEHHSIMH TIEPBOTO MOPSAKA

dr  z5(V) -2

dt (V) @

3neck ¢ = aj,bj — BEKTOp NEPEMEHHBIX; Too(V) M Too(V') ONpenensior cTanuoHapHbIe
COCTOSIHHSI TIEPEMEHHBIX M BpPeMsl pellakcalliyl MPOLecCoB, KOTOphIe B 00IIEM ciydae 3a-
BUCST OT BEIMYMHBI MEeMOPaHHOTO MOTEHIMaNa. XOMKKUH W XaKCId YCTaHOBHJIH, YTO
[JIaBHYIO POJIb B MIPOIlecCce MOHHOTO TPAHCIIOPTa MIPAIOT MOHBI HATpUs U Kaius. VIMEeHHO
HATPHEBBIC M KAJIMEBBIC KaHAIBI JICTAIBHO ONHMCHIBAIOTCS B MPEUIOKEHHON UMHU MOJICIIH,
a BKJIJI OCTAJBHBIX MOHOB XapaKTepU3yeTcsl OOIIMM TOKOM yTEUKH. XODKKUH M XaKCIH
IKCIIEPUMEHTAIBHO TIOKA3aJIH, YTO JIJIsl HATPHUEBBIX KAHAIOB XapaKTEPHO HAJMUUE TPEX aK-
TUBHUPYIOIINX M OJHUX MHAKTHBUPYIOIIMX BOPOT (PNg = 3, GNg = 1), @ U KaJTHeBbIX —
HaJMYMe YETHIPEX aKTUBUPYIONIUX BOPOT Ha KaHan (px = 4, qx = 0). Jlanapie gyucia
MOAOUPAFOTCS SMIIUPHYESCKH TaK, YTOOBI HAMITYUIIUM 00pa30oM ONHCAaTh KHHETHUKY TOKOB.
DysKIn oo (V) 1 Too (V) Tarke mombuparotcs sMnmMpudecKu. B pesynbrare momernsb
XoKKMHA—XaKCId NPUHUMAET CIAEAYIOIIMN BUI:

av

CE = Teot = G (V = Vi) = Gnam’h(V = Viva) = g (V = Vi), ®)
d
= a(V)(1 - 2) = Bu(V)a, ©

3neck V' 0003HauaeT MeMOpaHHBIM MOTEHIMAN B MV, OTCUUTHIBAEMBIN OT MOTEHIMAla
TIOKOS, BEKTOp = = n, m, h, TA€ n U M — aKTUBAIIMOHHBIC MIEPEMEHHBIC JUIS KaJHEBBIX U
HATPUEBBIX KaHAJIOB, /i — MHAKTUBAIIMOHHAS ITIEPEMCHHAsI HATPUEBBIX KaHAJIOB.
UucneHHoe HHTErpUpOBaHUe CUCTEMEI (5)—(6) mpu OUOIOTHMYECKH PEJIeBAaHTHBIX Ta-
paMeTrpax MOKa3bIBaeT, YTO JaHHas MOJIENb aJ[eKBATHO BOCHPOHM3BOAMT JUHAMHUKY MEM-
OpanHOro noteHIMana HepoHa. OCHOBHBIM CBOWCTBOM CHCTEMBbI SIBJISICTCS] TEHEPAIHsI [10-
TEHI[MAaJa JCWCTBUS, IPOUCXOJIAIIAS 110 3aKOHY «BCe WJIM HUYeroy». Ha puc. 3 mpuseneHs
JUISL CPaBHEHUS TpadUKH, WILUTFOCTPUPYIO-
Me JTUHAMHMKY MEMOpPaHHOTO MOTCHIIMA-

W, mV Jla THTaHTCKOTO aKCOHA KalbMapa W MOJIe-

L experiment mu XomkkuHa—Xakcnu. Buano, uto ¢op-
50 Ma HMITyJIbCa, JEMOHCTPHPYEMOIO MOJie-
model Jbt0, Onu3ka K (opme CHrHAIOB, TOIY-

5 T — 2_t_m,s YEHHBIX YKCIIEPUMEHTAIBHO, U TIOTCHIHAI

NEACTBHUS TAKKE COMPOBOXKIAETCS IIEPH-
Puc. 3. CpaBHeHHe dKCIiepUMeHTalIbHO Habmonaemoro  0ioM pedpakrepHoctu. Habmromaercs He
MoTeHIuana e
[(HaJia ICHCTBIA B TUTAHTCKOM akCOHC KallbMapa 1o pko KaueCTBEHHOE, HO M KOJIMYECTBEH-
N PE3YJbTAaTOB YHCJICHHOI'O MHTCTPUPOBAHUA MOACIIU
HOE CXOJICTBO JIMHAMHKH MOJEIU H IIO-

XomxkuHa—Xakciu. Moanpunuposano u3 [2]

Fig. 3. Comparison of the action potential BEZICHWA PEaNbHOH MeMOpaHBL: JTHTEb-
experimentally observed in the giant squid axon HOCTb M aMINIMTyJa IIPCACTABIICHHBIX Ha
and the results of numerical integration of the pHC. 3 UMITYJIbCOB COBIAIAIOT ¢ XOPOIIEH

Hodgkin-Huxley model. Modified from [2] CTENEHBIO TOYHOCTH

A.C. Imumpuues, /].B. Kacamxun, B.B. Knunvwos, C.FO. Kupunnos,
O.B. Macnennuxos, /].C. Lllanun, B.U. HexopkuH
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[IpuHIMTIBL, TIONOKEHHBIE B OCHOBY MOJIENIN XOKKHHA—XaKCIIH, ObUTH HUCIIOIH30-
BaHBI JIPYTHMHU aBTOpPaMHM ISl CO3/IaHUs LEJOTo psiia Monenel momoOHoro tuma (CM., Ha-
npumep, [3-5]). DTH MomeTH OTINYAIOTCS KOJIMYSCTBOM U THIIOM YYHUTHIBAEMBIX MOHHBIX
KaHaoB. HecoMHEHHBIM TOCTOMHCTBOM Mojelieil Tuna XomKKuHa—XaKCIH sSBISIeTCS Je-
TaJbHOE ONMHMCAHNE IMHAMUKH HOHHBIX KaHAJIOB, OMOIOTHYECKasl aJleKBaTHOCTh U HAJTUYHE
COOTBETCTBUSI MOJICIBHBIX U (PU3UOIOTHYECKUX MapaMeTpoB. OIHAKO CI0KHOCTh aHAJIH-
TUYECKOTO M YUCIIEHHOTO WCCIICIOBaHHS PUBENIa K HEOOXOIUMOCTH UCIIOIB30BaHUS APY-
r'ux, Ooyiee MPOCTHIX MOJENe HeWPOHHOW aKTHBHOCTH.

2.2. Moaear Moppuc-Jlekapa. /[Ipyras mmMpoko M3BECTHas MOJENb, OMUPAIO-
masicss Ha ¢opmanm3M XomKKkuHa—Xakciu, Opuia mpemnoxera K. Moppuc u I Jleka-
poM [6] i ommicaHWs PAa3NIWYHBIX PEKMMOB OCHMWJUIITOPHOM aKTHBHOCTH, HaOIomae-
MBIX B OKCIIEPUMCHTAX C TUI'aHTCKHUM MBIIICYHBIM BOJIOKHOM YCOHOI'OTO paka. Ha ocHose
AKCIIEPUMCHTAILHBIX JaHHBIX [7] OblIa MOCTPOCHA TpeXMEpHas JUHAMHYCCKAs MOJIEIb,
YUUTBIBarouiasd HaJINM4YuE€ NBYX IMOTCHIIUAI-3aBUCHUMbIX MOHHBIX KaHAJIOB — KaJIbIIUEBOI'O U
KaJINEBOTO, KOTOPHIE HUKOT/A TOJTHOCTHI0O HE MHAKTHUBUPYIOTCSA. B pabore [6] mpemcras-
JICH aHaJIN3 BO3MOXHBIX PEKXUMOB, MPEACKA3bIBAECMBIX TeOpeTH‘ICCKOﬁ MOICIIBIO, U UX CO-
IOCTaBJICHUC C JJaHHBIMH, IMOJTYUYCHHBIMU SKCIICPUMEHTAJIBHO. HpI/I IIPOBEACHUN aHalin3a
PEXKUMOB, OTBECHYAIOMINX OCHUIUIATOPHOMY IMOBCACHUIO ITOTCHIHAJIA MBIIICYHOT'O BOJIOKHA
OBLTO C/IETaHO TPEATIONIOKEHNE, YTO IPOBOIUMOCTH KaJbIIHEBOTO M KAJIMEBOTO KaHAJIOB
HMMEIOT Pa3JINYHbIE BPEMEHA Peslakcalui. DTO MO3BOIWIIO OJIYYUTh PELYLIUPOBAHHYIO MO-
JIeNIb BTOPOTO MOPsAKA IPU YCIOBUH, YTO IPOBOJUMOCTh KaJIBLIMEBOIO KaHAla MTHOBEHHO
[NPUHUMAET CTALlMOHAPHOE 3HAYCHUE,

av
C = Leat = 91(V = Vi) = g0uMoc(V)(V = Vou) = gxn(V = Vi), ()
dn _ neo(V) —n
dt (V)

ITepemenHbie V' ¥ m UMEIOT TOT K€ CMBICH, YTO M B Mofein XomkkuHa—Xakciu. Crara-
eMbIe B MMPaBO YacTH MEPBOTo ypaBHEHUsI (7) OMPEAEISIOT, COOTBETCTBEHHO, BHEIIHUI
TOK, TOK yTEYKH, KaJbILHEBbI U KaJHEeBbI TOKH, TEKyIIHe 4yepe3 MeMOpaHy. DyHKIHH
Moo (V), o (V) 1 1,,(V) UMEIOT CIeRYIONIHI BHI:

Mayo(V) = 0.5 {1 + tanh <V‘_/2V1ﬂ :

neo(V) = 0.5 [1 + tanh <V;4V3ﬂ ,

= [ocasn (G 2)]

Takas ympormieHHas MOAENb MO3BOJIMIIA OMHCATh P OCIIUIATOPHBIX PEXXHMOB (3aTyxa-
IOIIE U TIePHOANIECKHe KoleOaHus), 3aIKCUPOBAHHBIX B AKCTIEPIMEHTAaX C MBIIIEYHBIM
BOJIOKHOM YCOHOTOro paka. B cuiy oTHocuTelnbHOW IpOCTOThl Mojenb Moppuc—Jlekapa
(M-JI) siBsieTcst OHOM W3 MOMYJSPHBIX MOJENEH, TOCTPOEHHBIX Ha OCHOBE YpaBHEHHUI
IUTS MOHHOTO TPAHCTIOPTa, KOTOPask UCTIONIB3YETCS AT MOAETHPOBAHNUS KOIe0aTeIbHON aK-
TUBHOCTH, B TOM YHCJIE U HEPBHBIX TKaHEH.
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Junamuka monenu (7) Obuta paccMoTpeHa B psne padot [8—12]. OcHoBHOe BHUMa-
HHE B JJaHHBIX paboTax MPEHMYLIECTBEHHO OBUIO COCPEAOTOYCHO Ha UCCIICIOBAaHHUU BIIH-
SHUS BHEITHETO TOKa Ha XapakTep pokaeHus konedanuit. Haubonee monpobHO mccaeno-
BaHMe OM(ypKaMOHHON CTPYKTYphl Mozean M—JI B MIOCKOCTAX pa3TUYHBIX MapaMeTpOB
npencrasieHo B [11]. IlpoBea¢HHBINH B 3TOH paboTe aHAIU3 AByXIMapaMETPHUSCKHX OH-
(ypKaLMOHHBIX AWArpaMM, I1e B KayeCTBE KOHTPOJIBHBIX MapaMeTPOB BHIOPaHbI BHEITHHUN
TOK Iy W OHA W3 BEHYUH (g, ¢, V3 mwmu V), TO3BOMWI BBIACTUTH 00NACTH C pas-
JWYHBIM NOBEIACHHUEM MEMOPaHHOIO MOTEHLHAIA M ONPENeNIUTh CLEHAPHUH, NPUBOISILIE
K YCT@HOBJICHHIO 3THX pexuMoB. Cuctema (7) MOXET AEMOHCTPHUPOBATh PEKUM IEPHO-
JTUYECKON TeHepaliy UMITYJIbCOB, a TaKkKe BO3OYIUMBIE PEKUMBI Pa3IMYHON CIIOKHOCTH.
B oOmem cimydae, IOBEACHNE CHCTEMBI ONPEAEISETCS YUCIOM aTTPaKTOPOB, B3aWMHBIM
pacIoNOXKEHNEM CeNapaTpuC CelUla U HEYCTOMYMBBIX MPEACIBHBIX IMKJIOB, CYIIECTBYIO-
mux Ha (a3oBOM IUIOCKOCTH MpU BHIOpaHHBIX 3HAUEHHSAX HapaMeTpoB. B momenn M-JI
CYIIECTBYET J[Ba BUJa aTTPAKTOPOB — YCTOWYHBBIE COCTOSIHHS PaBHOBECHS M MPEAEIbHBIC
IUKJIBI, KOTOPBIE NPH ONMUCAHUK HEHPOHHOM aKTHBHOCTH OTBEYAIOT COCTOSHHIO IOKOS U
NEPUOJUYECKON TeHepallii UMITYJIbCOB HelipoHa. B 3aBHcHMOCTH OT apaMeTpoB TUHAMHU-
ka mMozenn M—JI MoxeT ObITh MOHOCTaOMIIBHOM, OMCTAOMIBHON U JlaKe TPUCTAOUIILHOM.
YcraHoBIEHO, 9TO cucTeMa (7) MOXKET UMETh OT OJHOTO JI0 TPEX COCTOSHHI paBHOBECHS,
YTO OIPEAEIIETCS YNCIIOM TOYEK IepecedeHHs HYyJIbKINH cucTeMsl (puc. 4). B ciyuae,
KOTZIa CHCTEeMa MMEET TPH COCTOSHHS paBHOBECHs, OAHO M3 HUX ((O2) SBISETCSA CENIIOM,
YCTOMUYUBBIE CemapaTprUchl KOTOPOTO 334a0T MOPOTr BO30ykaeHus HelpoHa. [Ipocreiimmit
prMep BO30OYIMMOTO peXxHrMa MpecTaBieH Ha puc. 4, a. B HadampHBI MOMEHT BpeMeHHU
CHCTEMa HaXOIUTCA B COCTOSHHHM IOKOS, KOTOpoe Ha (a30BOil MIOCKOCTH OmMpenenseTcs
YCTOWYMBBIM COCTOSIHUEM paBHOBecHs: ()1 M KOTOPOE SIBISIETCS €AMHCTBEHHBIM aTTPaKToO-
pom cuctemsbl. IIpy Bo3aelcTBUN Ha CUCTEMY BHEIIHETO CTUMYJIa IPOUCXOJUT CMELIeHNE
n3o0paxkaromeil Touku Ha (a30BOH IUIOCKOCTH U3 COCTOSIHUS paBHoBecus. Ilocie okoH-
YaHUs AEUCTBHUS CTUMYJa CHCTEMa BO3BpalllacTcs B COCTOSHUE Mokos. IIpu aTtom ecimu
BHEIIIHEe BO3/AEHCTBHE OBLIO JTOCTaTOYHO CHJIBHBIM, TO OTKJIHK XapaKTepusyeTcs 3Hadu-
TENBHBIM HapacTaloIINM U3MEHEHHEM IepeMeHHONW V', To ecTh cucTeMa reHepHpyeT HM-
myJIsCc BO30yxaeHusa. CrucreMa (7) MOXKET AEMOHCTPHPOBATh B OoJiee CI0XKHOE BO30OYIH-
MO€ TIOBEJICHHUE, KOTZla B OTBET Ha BHEIIHEE BO3/ACHCTBUE HAOMIONAECTCSl TeHEPALMs CEPHU
UMIIYIIbCOB B030yxaeHus (puc. 4, b). Takoe noBezeHne HabIOMAeTCA PU MPHOIMKEHUU
apaMeTpoB CUCTEMBI K OM(YpKALMOHHBIM 3HAaYEHUSIM, OTBEYAOIINM POXICHUIO IBYKPAT-
HOTO MPEeNbHOTO UKIJIA. BOZHUKHOBEHNE CIIOKHOTO OTKIHKA 00YCIOBJIEHO 00pa30BaHH-
€M «CJIOeHuI» Ha (a30BOH IIIOCKOCTH, CBS3aHHBIM CO CTYIICHHEM (pa30BBIX TPACKTOPHH,
SBJISIOIIMMCS CTIEICTBHEM AMHAMHUYECKOW MaMsTH CHCTEMBI O HEJaBHEM CYIIECTBOBAHHUU
JBYKpaTHOTO NpenenbHoro nukia. [lpyn nonaganuy B 0MHO U3 TaKHUX «CIOEHUID, BO3Bpa-
Masch B cocTosiHUE paBHOBecHsl (J1, TPAGKTOPHS CHCTEMBI COBEPILAECT HEKOTOPOE YHCIIO
000pOTOB, UYTO O3HAYaeT IeHEePaINIO CEPUU UMITYJIECOB BO30YKIECHHS.

PexxuM meproauyueckoi TeHepalui UMITYJIbCOB BO30YKIEHUS ONPEIeIeTCs TOsIB-
JeHueM Ha (pa30BOHl INIOCKOCTH CHCTEMbI YCTOHUYMBOIO MpeaenbHoro nukia (puc. 4 ¢, d).
Pexxum mepuonnueckux kKojeOaHMH MOXET BO3SHHMKAThb B PE3y/bTaTe PaziIM4HbIX Oudyp-
kammid [11]: AanponoBa—Xornda, IBYKpaTHOTO MPEIeTIbHOTO HUKJIA, OM(ypKanmuy MeTin
cemaparpuc cemyo-y3na.
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Puc. 4. ®a30Bble IOPTPETH K BpeMeHHbIe peatusaiuu Moaenu M—JI npu C' = 20 uF/em?, gz = 0.2 mS/cm?,
gca = 4.4 mS/em?, gk = 8.0 mS/ecm?, Vi = 50 mV, Vo, = 100 mV, Vg = 70 mV, Vi = —1 mV,
Vo =15mV, Vs =2mV, V4 = 30 mV, ¢ = 0.05 s~ u npu pasnnunbiX 3HAYCHHSIX BHELIHErO TOKA
Toxt MA/ch: a-20,b-2754842, ¢ -30,d - 40

Fig. 4. Phase portraits and waveform of membrane potential in Morris-Lecar model for C' = 20 uF/cm?,
gr = 0.2 mS/cm?, go, = 4.4 mS/em?, gk = 8.0 mS/cm?, V; = 50 mV, Vg = 100 mV, Vx = 70 mV,
Vi=—-1mV, Vo =15mV, V3 =2mV, Vs = 30 mV, ¢ = 0.05 s~! and for different value of external
current Ioq¢ uA/cm2: a-20,b-2754842, ¢ -30,d - 40
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Cuctema (7) MOXET I€MOHCTPHPOBaTh OMCTaOWIBHOE MOBEACHHUE, OIHOBPEMEHHO
obnazasi BO3OyIMMBIMU M KojieOarenbHBIMH cBoiicTBamu. [lpumep ¢aszoBoro moprpera,
OTBEYAIOLIETO TAKOMY ITOBEJEHUIO, IpecTaBieH Ha puc. 4, e. Ha da3zoBoil minockoctu cy-
LIECTBYIOT apa MPEeACIbHbIX HUKIOB — YCTOMYMBBIA U HEYCTOWUYUBBIA U TPU COCTOSHUS
paBHOBecHs, OJHO M3 KOTOphIX (1) Takke sBIAETCS yCTOWYMBBIM. Eciu B pesynbrare
JOEWCTBHA CTHMYNa M300pakarollas TOYKa OKa3bIBAETCS HW)KE YCTOMUYMBBIX CemapaTpuc
cemta Oy, OCTaBasiCh MPH STOM BHYTPH 00JIACTH, OTPAaHUYCHHON HEYCTOWYMBBIM MTPECIhb-
HBIM IIMKJIOM, TO CHCTEMa I'eHepUpyeT MMITYJIbC BO30ykaeHHus (cM. puc. 4, e¢). Eciu na-
paMeTpsl CTUMYJa TaKOBBI, YTO M300paxkaromias Todka Ha (a3oBOH IUNIOCKOCTH ITOCIIE €T0
JEeUCTBHUS OKa3bIBaeTCs BHE OOJACTH, BBIACISIEMOM HEYCTOHYMBBIM MPEICTIbHBIM LIMKIIOM,
TO CHCTeMa MEPEXOIUT B PEKUM MEPUOTUUECKUX KOJIeOaHUH, OTBEYAIOMINX yCTONIHMBOMY
IPEIEeNTbHOMY IHKITY.

Haxonern, cymiecTByIOT 001acTH MapaMeTpoB, I1e CUCTEMa MMEET TPU aTTPaKkTopa
[11]: mBa cocTostHES paBHOBECHS U MpeNeIbHBIN UK. B 3ToM ciydae Omarogapst BHEITHEH
CTUMYJISIIUM MOXKHO BbI3BaTh, HApHMEp, I'€HEPALUIO CEpU HUMIIYJIbCOB BO30Y>KACHUS,
3aKaHYMBAOIIYIOCS BO3BpAIllEeHHEM 00paTHO B COCTOSIHHE TOKOS, WIIN MIEPEBECTH B PEXKUM
HEePUOANYECKUX KoJIeOaHui.

2.3. Moaeas ®utunXsr0-Harymo. Kaxk ObUTo CKa3zaHO BBIIIE, THHAMUKA CEJIEK-
TUBHOTO HOHHOTO KaHaja XapaKTepU3yeTcs CICHYIOUIMMHU KIIIOUEBBIMH YEepPTaMH.
Bo-nepBbix, mpu (GUKCHPOBAHHOM TpaHCMEMOpAaHHOM MOTeHIMaine V' 3HadeHue Toka [
YCTaHABJIUBACTCS PABHBIM HEKOTOPOMY IOCTOSIHHOMY 3Ha4eHHIO [, (V). Bo-BTOpBIX, NaH-
HO€ 3HAYCHHE YCTaHABJIMBAETCS HE MTHOBEHHO, a B TEUEHHE HEKOTOPOIO XapaKTepHOIo
Bpemenn t(V'). He BraBasich B ieTany IMHAMUKA HOHHBIX KAQHAIIOB, [Tl MOJICIUPOBAHHSI
JaHHBIX CBOWCTB MOXKHO HCIIOJIB30BaTh MPOCTOE JIMHEKHHOe AnddepeHnnaibHoe ypaBHe-
HUE chenyromiero Buaa [13]:

dl  Io(V)—-1

@& ) ®

BriepBrle MojieIb, HCTIONB3YIONIAs TAKOH YIPOIIEHHBINH CIIOCO0 OMHMCaHUs JUHAMU-
KM HOHHBIX KaHAJIOB HEPBHBIX KJIETOK, ObUTa BBeneHa B paborax dutnXeio [14,15], a mo3-
ke Obla 0000mena Harymo Ha ciiydail mpocTpaHCTBEHHO-pACTIPEACICHHBIX CUCTEM [16].
B pamkax mogenu ®@urupto-Harymo ucnosnb3yercs Moaxoj, OCHOBAHHBIA Ha pa3fesieHUN
Pa3NUYHBIX MOHHBIX TOKOB TI0 WX XapaKTEepPHBIM BpeMeHHBIM MacmTabam (cp. ¢ [17]).
IIpeamnonaraeTcs, 4To XapakTEepPHBIC BPEMEHA YCTAHOBJICHHS TOKOB JUIsI OOJBIITMHCTBA HOH-
HBIX KaHAJIOB JOCTATOYHO MAajbl, YTO ITO3BOJIIET CUUTATh CyMMAapHBIA TOK depe3 HuX Iy
BCEIZIa PaBHBIM CBOEMY paBHOBecHOMY 3HaueHuio f(V'). Bpiaensercs: Takke OIUH WITH
HECKOJIBKO THIIOB KaHAJOB /, XapaKkTepHOEe BPeMsi H3MCHEHHS TOKOB KOTOPBIX maxy T(V')
CPaBHUMO W CYHMTAETCS OCTATOYHO OONbIIMM. J[JIs1 OMHMCaHUs 3TUX TOKOB HCIOJB3YeT-
csl ypaBHeHue Trma (8), a i1 JUHAMHUKH TPAaHCMEMOPaHHOTO MTOTECHIINAJIA 3aIFCHIBACTCS
ypaBHeHue THa (5). B pesynbsrare moiayduM CIeAyIONIy0 0000IIEHHYIO JIBYMEPHYIO CH-
cremy OurnXsro-Harymo:

V: ext_I_ ’
. f(V) ©)
I'=e(g(V)—-1),

e € = C'/maxt(V). Ucnons3yst Bua GyHKUMiA f ¥ g 3 OpurHHaiIbHON paboTsr Duri-

A.C. Imumpuyes, /[.B. Kacamxun, B.B. Knunvwos, C.1O. Kupunnos,
O.B. Macnennuxos, /].C. Lllanun, B.U. HexopkuH

16 W3B. By30B «I[THI», T. 26, Ne 4, 2018



Xbl0, MOCNE 3aMEHBI NIEPEMEHHBIX MOIYYHM KIacCH4ecKHi BuA cUcTeMbl DPUTHXBIO-
Harymo

U=1u—u3/3 — v+ Loy,
(10)

v=¢e(u—a—bv).

3nech v OMHCHIBAET AMHAMHUKY MEMOpPAHHOTO MOTEHIIMAIA HEHPOHa; v — COBOKYITHOE JeH-
CTBHE BCEX MEAJICHHBIX HOHHBIX TOKOB, OTBEYAIOIINX 32 BOCCTAHOBJICHHE IOTCHIMAJIA [10-
ko MeMmOpansl. [lapamerpsl a u b onpenensioT TPOBOANMOCTHBIE XapaKTEPUCTUKHA HOH-
HBIX KaHAJOB, a £ (¢ > () — OTHOCHTEJIBHYIO CKOPOCTh W3MEHEHHUSI MEJICHHBIX HOHHBIX
TOKOB.

W3nayanbHO Ha apaMeTpsl b U € HakJIaAbIBaIUCh clenyromue yenosusa: 0 < b < 1,
e < 1/b. TlepBoe ycioBue obecrieunBaer cyuiectBoBanue B cucteme (10) numib oaHO-
TO COCTOSIHHSI PaBHOBECHS, OTBEUAIOIIETO COCTOSIHUIO TOKOsS HeipoHa. Bropoe ycioswue,
C OIHOW CTOPOHBI, 00EcCIeYnBacT BO3MOXKHOCTb CMEHBI 3TUM COCTOSHUEM PaBHOBECHUS
YCTOMYUBOCTH, a C APYTOil — MPUBOJUT K TOMY YTO, JHHAMHKA CHCTEMBI B IIEJIOM CTa-
HOBHUTCSI OJIM3KOU K peakcalMoHHOW. TakuMm 00pa3oM, BHE 3aBUCHMOCTHU OT ITapaMeTpPOB
CHCTEMBI, e AUHAMHUKa (GOPMUPYETCS TaK Ha3bIBAEMBIMH OBICTPHIMHU M MEIJIEHHBIMH JIBH-
sxeHusimu [18-21]. IlepBbie mpoucXoaaT BIOJIb KPUBBIX v Rz const. Bropele mpoucxonsT B
€-0KpECTHOCTH YCTOMYMBOIO MHOTO0OOpa3Ms MEICHHBIX JIBIDKEHHM, 00pa30BaHHOTO JIBY-
M MTaJAIONIUMH YJacTKaMH u-HYJIBKIHHBI (V = U — ud /3 4 Icyt). JleBblil magaromuii
y4acTok (B 00JaCTH OTPHUIATEILHOTO MEMOPaHHOTO MOTEHLHAaNa) OOBIYHO ACCOLUHUPYIOT
¢ pedpaxrepHbIM (WM HEBO30YKAECHHBIM) COCTOSHHEM HEHpPOHA, a MPAaBbId MalaroLIui
y4acTok (B 00JIaCTH MONOKHUTEIEHOTO MEMOPaHHOTO TIOTEHIMaja) — C BO3OY>KAEHHBIM CO-
CTOSIHUEM HEWpOHa.

PaccmotpuMm Gorniee moApoOHO THITMYHBIE PEKUMBI KJIACCHYECKOH crcTeMbl DuTL-
Xpio-Harymo. 1x xauecTBeHHbIe (pa3oBbIe MOPTPETH NMPUBEAEHHI Ha puC. 5, a—f, a Ha
puc. 5, g—i NpUBEICHbI XapaKTEPHbIE OTKIMKH CHCTEMBI B 3THUX peXUMax. Pexxum Ha
puc. 5, a peammsyercs npu a > a. Cocrosnue paBHOBecHs O B 9TOM PEXKUME SBIISETCS
[100aIbHO YCTOHYMBBIM M PACIOIOKEHO HA JIEBOM YYaCTKE YCTOHUMBOIO MHOTro0Opasus
MEIJICHHBIX ABWKEHUH. [Ipu 3TOM nefiCTBHE CTHMY/a MOJKET BBI3bIBATh TEHEPAIIMIO CUCTE-
MO OAMHOYHBIX UMIIYJIbCOB BO30YXA€HH (IIOTEHIIMAIOB IEHCTBUS WM CIIAKOB), HOITO-
MY 3TOT PEXHM Ha3bIBAIOT €Ille BO30YAUMBIM. [leliCTBUTENBHO, PU JOCTATOYHO CHIILHOM
CTUMYJISIMH U300pakaromas Touka (Tpackropus C) MOXET MOKUHYTh OKPECTHOCTh CO-
CTOSIHUSI PaBHOBECHS U MIPEOJ0JIETh TIOPOTOBOE MHOTO00pasue, KOTopoe oOpa3oBaHo CIIO-
€M HEyCTOWYMBBIX MEJICHHBIX IBM)KEHHUH, MPOUCXOMAIINX B £-OKPECTHOCTH BO3PaCTaro-
LIEr0 Y4acTKa u-HyJIbKJIMHBI, U €ro CJIeA0M B 00paTHOM BpeMeHH (Ha puc. 5, a obnactb
OTMeueHa CephIM LBEeTOM). Jlajee 1o ObICTPBIM JBIKEHHSAM H300paXkaromias TouKa repe-
XOIWT Ha MPAaBBI YYaCTOK YCTOHYMBOIO MHOT00Opa3ys MEIUICHHBIX ABUKECHHUMH, IBHKETCS
BJIOJTb HETO JI0 TOYKH CPBIBA, a 3aTeM IO OBICTPBHIM JABMKEHHSM BHOBH BO3BpAIAeTCs Ha
JIEBBIN YYaCTOK, PENAKCHPYs B KOHIIE KOHIIOB OOPATHO K COCTOSIHMIO ToKos. [lpn a = a™
MpOHCXOAUT Oudypkanus AHIpoHOBa—Xomda U CMEHA YCTOWYHBOCTH COCTOSIHUSI PaBHO-
BECHs, KOTOPOE MEPEXOIUT Ha HEYCTOMYMBOE MHOT000pa3ne MeIUIeHHbIX IBIKeHuil. [Ipu
yMeHblIIEHUH a < at Ha (a30BOil MIOCKOCTH HEWPOHA TOABIAETCS MABIH MPEAEIbHBIN
kit C (cM. puc. 5, b), OTBEUAIOIIUIA KBA3UTAPMOHUYECKUM MOAIOPOTOBBIM KOJICOaHUSIM.
Janee cucrema MpoXoauT 4Yepe3 Kackaj Tak Ha3blBa€MbIX YTOUHBIX pemeHui [20], conep-
KaIUX KaK yY9aCTKH MHOTOOOpa3uil OBICTPHIX M YCTOWYHMBHIX MEJICHHBIX JBWKCHUH, TaK
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Puc. 5. Tunmunbie pexxumsl kiaccudeckoil cuctembl ®durnXsio-Harymo: (a, e, f) — peKUMBI OIMHOY-
HOH W TEepHOIUYECKO TeHepaluu HMITYJIECOB BO30YXKICHHS (MIOTEHIMANOB ACHCTBUS WM CIAalKoOB); (b—

d) — pexXHMBbl TOIIOPOTOBBIX KoleOaHWit; (g—i) — XapakTepHbIC OTKIMKHA B COOTBETCBYIOIIMX PEKHMAaX.
TTyHKTHPOM H300paskeHbl HyIbKIHHBI cHCTeMbl. Ilapamerpel: () — a > a™; (bof) — a € (aﬂa*),

a¥ (e, b, Text) = ur,2 — b(ur,2 — u?,2/3 + Leat), ur,2 = FV1 —be

Fig. 5. Typical regimes of classical FitzHugh-Nagumo system: (a, e, ) — regimes of single and periodic
generation of excitation pulses (action potentials or spikes); (b—d) — regimes of subthreshold oscillations;
(g-1) - typical responses in the regimes. The dashed lines represent the system’s nullclines. The parameters:
(@-a>a";(bf)-ac (a_,a+), a¥(e,b, Tewt) = u1,2 — b(ur,2 — Ul 2/3 + Lewt), u1,2 = Fv/1 — be

W YYaCTKH HEYCTONYMBBIX MHOTOOOpa3uil MEIUICHHBIX JBIXCHUN. DTH PEILICHHUS OTBEYa-
IOT CJIOKHBIM TIOJIITOPOTOBBIM (CM. pHC. 5, ¢, d) 1 CIIalikoBBIM (CM. pHC. 5, €) KonebaHusIM
cucreMbl. CHavana Mallblii MPENENbHBIA UK Ne(OPMHUPYETCSI B TAK Ha3bIBACMYIO «Ma-
nyto yTKy 0e3 ronoBei»y (Co). Ha3wlBalOT 3TO pElICHHUE TaK, MOTOMY, YTO OHO COJACPKHT
JIUIIG OJTUH JIEBBIH yYaCTOK YCTOHYMBOTO MHOTOOOpa3us MEIJICHHBIX IBWKeHUH. «Maas
yTKa» 3aTeM JehopMHUpyeTcs B «00JbIyr0 YTKy 6e3 royos» (C'3), a Ta, B CBOIO 04Yepe/ib,
B «Oonbinyr0 yTKy ¢ ronoBoit» (Cy). [locnenHsst comep HUT Kak JIEBBIH, TaKk M IMPaBbIi
YYaCTKHA yCTOWYHMBOTO MHOT00Opa3Hsi MEIJIeHHBIX NBIKeHWH. HakoHem, «Oonpmias yTka
¢ ronoBoi» nedopmupyercs B Oombinoil mpexenbublil 1wk Cy (cMm. puc. 5, f). Heii-
POH TIpH 3TOM IEPEXOIUT B PEKUM IIEPHOJMUYECKON TeHEPAIlMH UMITYJIbCOB BO3OYKACHUS.
[Ipu manpHElWIIEM YMEHBIICHUH ¢ HaONrOmaeTcsi OOpaTHBINA KacKall «yTOYHBIX)» PEIIeHHH,
Opu @ = @~ TPOUCXOAUT Oudypkanus AHIpoHOBa—Xomda, COCTOSIHUE PaBHOBECHUSI CHO-
Ba CTAHOBUTCS YCTOWYMBBIM, NMEPEXOIUT Ha MPABBIA y4aCTOK YCTOWYHBOTO MHOTOOOPA3Hs
MEJJICHHBIX TBW)KECHHUI, U B CUCTEME BO3HUKACT BO3OYIUMBIN PEKHIM.

Knaccuueckas cucrema ®OutiXpro—Harymo mupoko IpUMEHSETCS U B HACTOSINEE
BpeMs, IPHYEM B CaMBIX Pa3HOOOpa3HBIX OONACTIX coBpeMeHHOH Hayku. OIHAKO psf
CBOMCTB 3TOH CHCTEMBI 3aTPYJHSIOT €€ IPUMEHEHHE ISl ONMCAHUs TUHAMUKH HEHPOHOB.
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[ToporoBoe MHOTOOOpa3Ne HopMHUpPYyeTCs £-CJI0EM HEYCTOWYMBBIX MEIJICHHBIX JBIKCHHUN
B OKPECTHOCTH HEYCTOWYHBOTO MEIJICHHOTO MHOTOOOpPa3Hs, M JOCTATOYHO TPYAHO OTHO-
3HAYHO KJIaccu(UUUpoBath GakT Bo30yxkaeHus. OCHOBHON PEKUM JAWHAMUKH HEHPOHOB,
BO30YIAMMEII PEKUM, peau3yeTcs B CHCTEME MPH JOCTATOYHO MambIX €. [{ns npeononenus
STHX HENOCTATKOB CHCTEMY PAacCMaTpUBAIOT B OOJIACTH, TAE CYIIECTBYET TPH COCTOSHUS
paBHOBECHS U TIOPOTOBOE MHOT000Opa3ue GopMUPYETCs cerapaTprcaMy CeIIOBOTO COCTO-
STHUSL (CM. HIDKE), THOO K€ pa3pabaThIBalOT HA €€ OCHOBE MOAU(DHUIIMPOBAHHBIE CHCTEMEI.
Monudukaiu B OCHOBHOM KacaroTcs BHJa (QYHKIMH ¢ B YPaBHEHUM JUIS MEIJICHHBIX
HOHHBIX TOKOB. Hanpumep, B [22,23] TeOpeTUUECKU U SKCIIEPUMEHTAIBHO HU3y4dallach MO-
JIeNTb ¢ HEeTMHEWHBIM BOCCTAHOBJICHHNEM, OTIIMYAOMIASCS KyCOUHO-THHEHHBIM BHIOM 3TON
¢dbyHKITHY,
U=1u—u3/3 — v+ Log,

: (11)
0 = e(ouH (—u) + puH (u) — v —a),

rne H — ¢ysakuumst XeBucaiina, a mapamerpst o, (a0 > 0, § > 0) u a OmUCHIBAOT HeNH-
HelHbIe CBOMCTBAa MOHHBIX KaHaioB. C ONHOW CTOPOHBI, Takoi Buj (yHKIMU ¢, Ooyee
aJICKBAaTHO OIUCHIBACT JMHAMHUKY MOHHBIX TOKOB, JIeNasi €€ CXOKEH ¢ TMHAMHKOW TOKOB B
cucreme Moppuc—Jlekapa. C apyroii cTOpOHBI, Takass MOIU(MUKAIHS TPUBOJUT K BOHUK-
HOBEHHIO HOBBIX TUHAMUYECKHX CBONCTB CHCTEMBI. B 4acTHOCTH, MCCIIeIOBaHMS TIOKa3a-
JIM, 9YTO B TaKOH cucTeMe HabIromaeTcst 60bIee 0 CPAaBHEHUIO C KIACCHUECKON MOIETBIO
pa3HooOpa3re TMHAMHYECKUX PEKHMOB.

Cucrema (11) B 3aBUCHMOCTH OT MapaMeTPOB MOXXET UMETh JINOO OAHO, THO0 TPHU
rpyOBIX COCTOSHUS paBHOBeCHs. B mepBoM cirydae 3TO MOXET OBITh KaK YCTOHYUBBIN, TaK
1 HeycTOM4YUBBIN Qokyc (wim y3en). 1 B 3Toit obiacTu mapaMeTpoB cucTeMa BeeT ceds
AHaJIOTUYHO NOBENECHUIO Kiaccuyeckol cucteMbl @urtuXsro-Harymo, yxe paccMOTpEHHO-
My BbIlIe. Bo Bropom ciryuae Ha (a30BO# TNTIOCKOCTH UMEETCS [IBA COCTOSHIS paBHOBECHUS
tuna Gokyc (WM y3el), KOTOpble MOTYT OBITh KaK YCTOMYUBBIMH, TaK W HEYCTOWYHBBIMH,
1 OJHO COCTOSHHE PaBHOBeCHs ceuioBoro Tuma. Ha puc. 6 mpeacraBieHbl pa3OneHus
WI0CKoCcTH mapaMetpoB (&, [y = a + Iey) UTA TPeX pasiTHYHBIX COOTHOLICHHUIT MapaMer-
pPOB a U [3 Ha 00NacTH, OTBEUYAIOIINE PA3IMYHBIM THHAMHYECKUM pexuMaM cucTeMsl (11).
dazoBbIe MOPTPETHI PEKUMOB, CYIIECTBYIONINX COOTBETCTBEHHO B oOnacTsx 1-15, mpuse-
IeHbl Ha puc. 7. @a30Bble MOPTPETHI B OONACTAX CO MITPUXAaMHU 3€pPKAIbHO SKBHBAJICHT-
Hbl COOTBETCTBYIOIIMM MOPTpeTaM B obnactsx Ge3 mrpuxos. Kpusse A u AJ (A7)
Ha JuarpaMmax OTBEYaroT, COOTBETCTBEHHO, OudypkamusM AHapoHoBa—Xorda (CMeHBI
YCTOWYHUBOCTH) cOCTOSIHUI paBHOBecus (O u (O3, NOKaNU30BaHHBIX B JieBod (u < 0) u
npasoii (v > 0) moxyrockocty (cM. puc. 7). Bepxuuii unnexc npu A; n A3 noka3biBaeT
3HaK NepBOH JIAMyHOBCKOM BenuunHbl. Kpusble H 1+ u H2+ (H, ) coorBerctBYIOT OUYp-
KallusM «MallbIX» METellb CEeNapaTpuc CEIJIOBOro cocTosHus paBHoBecus Wi — W' n
W3 — W4, a xpusble H 1+ S(H 1, 5) 1 H. ; 1 — OoudyprauuaM «6oabMINX» NETENb CENapaTpUC
WP—=Wq'n W3 —W{'. Bepxuuii unnexc npu Hy, Ho, H1 9 1 Ho 1 IOKa3bIBa€T 3HaK CENTIO-
Boii BenmnunHbl. KpuBas C' oTBevaeT Oudypkrannm o0pa3zoBaHus «O0IBLIIOT0» IBYKPATHOTO
MPEeNILHOTO IHKJIA, OXBATHIBAIOLIETO BCE TPH COCTOSHUS paBHOBecusi cuctemsl (11), a
kpusble C§ 1 C§ COOTBETCTBYIOT OHM(ypKaIusaM 00pa30BaHUs «MAaIIbIX» IBYKPATHBIX TIpe-
JIETHHBIX IMKIIOB, JIOKAJM30BAaHHBIX B OKPECTHOCTH COCTOSIHUS paBHOBecHs (3. 3aMeTuM,
9TO pa3dmeHue Ha puc. 6 @ MOXKHO TOJIYYUTh U JUISI KIIACCHYIECKOU CUCTeMBbl DUTIIXbIO—
Harymo [24], onHako pa3OueHust Ha puc. 6 b, ¢ MOKHO TOJYYHUTh YK€ TOJBKO B paMKax
Mozenei tTuna Moppuc—Jlekapa.
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B 3aBucHMOCTH OT mapaMeTpoB CUCTEMa MOXET UMETh JI0 TPEX Pa3INYHBIX aTTpak-
TopoB. Tak o omHOMY aTTpakTopy (MOHOCTAOMILHOCTH) MMeeTcsl B obmactsax 1 u 2, 1o
JIBa aTTpakTopa (OMCTabMIBHOCTD) — B 00macTsax 3—5, 7-10 u mo Tpu arTpakTopa (MyJIbETH-
CTaOUIIBHOCTh) — BO BCEX OCTaJbHBIX 00NacTsx. K aTTpakTtopaM OTHOCSTCS: yCTOWYHBBIC
cocrosHusl paBHoBecusi 01 u (J3, OTBEUAIOIINE COCTOSIHUSM IIOKOSI M «IIEPMaHEHTHOTO»
BO30YK/ICHUSI HEHPOHA, COOTBETCTBECHHO; IMOOATBHBIA YCTONUMBBIA MPENEIbHBIA UK —
L?, oxBaTBIBaIONIMIA BCE TPH COCTOSHUSI PABHOBECHS M OTBEUAIOIINN PEXXUMY TTEPHOANYE-
CKOM TeHepaIuy UMITYJIbCOB BO30YKICHHUS, JIOKAbHBIE YCTOWYMBBIC MMPECIIbHBIC ITUKIIBI
— 1§ m 17* (I3 n [3"), oxBarbIBatomme coctosHue paBHoBecus (O (O3) M oTBeHaromue
peXuMaM TOAMOPOTOBBIX KojeOaHHH (IEpMaHEHTHOTO HECTAllMOHAPHOTO BO30YXAEHUS).
BacceitHpl MPUTSHKEHNS 3TUX aTTPAKTOPOB OTPAHUYHMBAIOTCS YCTOMYMBBIMH CeTlaparprca-
mu cemia Oo W/WIKM TIOOATBHBIM HEYCTOMYMBBIM TPEACTbHBIM IHMKIOM LY, w/Miau Jo-
KaJIbHBIMU HEYCTOWYMBBIMH HPEIeNbHbIMH IMKIaMH [{, [§, OXBaTBIBAIOIIMMH COCTOSTHUS
paBHoBecusi O1 u (O3, COOTBETCTBEHHO. Hallmune Tex Wil WHBIX aTTPAKTOPOB U IOPOTO-
BBIX MHOTO00Opa3suii, a Takke MX ONPEIETIeHHBIX KOHQUIYpalluil CBUAETEIBCTBYET O Ha-
JUYUU B CHCTEME OINPENCICHHOTO THIA MoBeneHus. Eciau Ha (a30BOW IIIOCKOCTH MMe-
IOTCSl YCTOMYMBBIC MPEACIIbHBIC IUKIIBI, TO KMEET MECTO KoJiebarelibHOe MmoBeacHue. Ec-
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Puc. 7. CrpykTypHO ycToiunBbIe (ha30BbIe MOPTPETHl cucTeMsbl (11), oTBeyaromue AMHAMUYIECKUIM PeXUMaM
B obmacTax 1-15 (cM. puc. 6), COOTBETCTBEHHO

Fig. 7. Structurally stable phase portraits of system (11) corresponding to regimes in regions 1-15 (see fig. 6),
respectively
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a1 00e HEeYCTOMUYMBBIE cenapaTpUChl Cellla CTPEMATCS K OHOMY M TOMY K€ COCTOSHHIO
paBHOBECHS, TO HMEET MECTO BO30yIMMOE IMOBEJCHHE OTHOCHUTEIBHO 3TOTO COCTOSHHSL.
Ecnu HeycToW4MBBIE cenapaTpuchl CTPEMATCS K Pa3IM4YHbIM aTTPakTOpaM WiIn Ha (azo-
BOM MJIOCKOCTH MMEIOTCSI HEyCTOMUYMBBIE MpeeNbHbIe KB, TO UIMEET MECTO TPUITEp-
HOe (IepeKIIIouaTesIbHOE) IOBeIeHHE. B 3aBUCUMOCTH OT Ha4albHBIX YCIOBHH B CHCTEME
peanusyercss OJMH M3 aTTPAaKTOPOB, KOTOPBIN BIIOCIEACTBUU MOXKET MEHSATHCA IMOCPE-
CTBOM COOTBETCTBYIOILEH BHEIIHEH CTUMYJIALUH, TepeOpachiBaroLiel cucreMy B 00J1acTh
NPUTKSHUS] HEOOXOMMOTO aTTpaKTopa. 3aMEeTHUM, YTO BCE PACCMOTPEHHBIE BBIIIE THITBI
TIOBEJICHNST MOTYT HaOMIOMAThCs OJJHOBPEMEHHO. Tak, B 0b6macTu 1 HaOMOMaeTcst IUIIb KO-
nebarenpHOE TIOBeneHHe. B obnacTsix 2—-6 HaOmromaeTca Bo3Oynumoe moBenenue. Kpome
TOTO, B 00MacTsX 3,6 BOSMOXKHO YCTAHOBJICHHWE FUTH IIEPEXO] B COCTOSHHE IEepPMaHEHT-
HOTO BO30Y>KACHHS, a B 00J1acTsAX 3—6 BO3MOXKEH IIEPEXOJ B pa3jiMuHbIe KoyeOaTeIbHbIe
pexxumbl. Hakorerr B o0mactsax 7—15 HaOmomaeTcss BCEBO3MOXHOE TPUTTEPHOE TTOBEACHIE
MEX]y COCTOSIHAEM IIOKOsl M MTepMaHeHTHOTO Bo30yxaeHus (obmactu 7, 11-13), a taxxke
MEXy pa3INdHBIMU KoJeOaTeIbHBIMH pexuMaMu (obmactu 8—-15).

OpnHOH M3 OCHOBHBIX YEPT PEXHMMOB, ONMCAHHBIX BBIIIE (JaXK€ JOCTATOYHO CIOXK-
HBIX), SIBIISETCS] HAIMYHE JIUIIH He 0oJiee 4eM JIBYX IMOPOTOB BO30YXAECHUS, OTACISIONINX
IpyT OT Apyra pa3IuyHOe AWHAMUYECKOE MOBEICHHE CHUCTEMBI (KojeOaHus, MOKOH, BO3-
OymumocTth). PaccMorpuMm emé psanm pesxkuMoB cuctembl (11), obmamaromux AOCTaTOYHO
HETPUBHAIBHBIMHU CIIOKHO-TIOPOTOBBIMH TMHAMUYECKUMH CBOWCTBAMH, a UMEHHO, HAJIH-
YHeM 3HaYUTEIBHOTO YHCIIa TOPOTOB BO30OYKICHHS.

Ha puc. 8, a npuBeneH ¢a3oBblil MOPTPET OAHOTO U3 TAKUX PEKUMOB, KOTOPBIH HMe-
€T MecTo B 00y1acTH 1, mpy IpUOIIKEHHH TapaMeTPOB CUCTEMBI IN00 K On(ypKarMoHHOH
KpUBOH, OTBEYAIOIICH «OOJBIION) METIe cemapaTpuc ¢ OTPUIATSIEHON CEITOBOM BEIIH-
unHON H 5, 1100 K KPHBOH «6OIBLIOro» ABYKpaTHOTro mpeneinsHoro mukia C' (Puc. 6).
ITpn sToM BXomsmias cemaparpuca ceqa W npubiamxkaercs K BBIXOISALIEH cemnapaTrpu-
ce W} u HauuHaeT coBeplIaTh BpallleHue (IIpu ¢ — —o0) BOKPYT BCEX TPEX COCTOSHUM
paBHoBecHsi. Ha ¢a3zoBoit miockocTu (u,v) 3TO COOTBETCTBYET MOSBICHUIO «CIOCHHI,
OrpaHUYEHHBIX BUTKaMu cenaparpuchl ;. Uucno Takux «caoeHuid» pacTerT ¢ NpUOIIKe-
HHEM IIapaMeTpoB K 0003HaYE€HHBIM OM(]ypKalMOHHBIM KPUBBIM M YCTPEMIIIETCS B OECKO-
HEYHOCTD NPH TOYHOM COBIAJICHUU MapaMeTpoB ¢ OM(ypKalMOHHBIMHU 3HadeHUsIMH. [Ipn
TIOTIaZIaHNN HA4YaJIbHBIX YCJIOBUH B OJHO W3 «CIIOEHHID», BO3BPAIAsiCh B COCTOSHUE PaB-
HoBecust (J1, Tpaekropus OyAeT coBepllaTh HEKOTOPOE YHMCIO OOOPOTOB, YTO O3HAYaeT
TeHepaIuio CeprUu UMITYIHCOB BO30OyKaeHus. Ha puc. 8, b mpemcraBieHsl obiactu p;,
ONpeJIENAIONIME B 3aBUCUMOCTH OT NapaMeTpa € JMana3oH HAavyallbHBIX BO3MYILEHHH
(o mepemMeHHOM 1 TIpH (PUKCHPOBAHHOM V), OTBEYAIOIINX T€HEPAIlMH Pa3IMIHOTO YHCIa
umIysbcoB (i = 0,7). O6nacTb py ONpPeNeNseT OTCYTCTBHE OTKIMKA, O0NACTh p; OTKIIMK
B BHUJIE CEpUHU W3 ¢ TIOCIIEIO0BATEIbHBIX UMITYIbCOB. ClieyeT OTMETHTh, YTO TeHEepaIus
UMITYJIbCOB B JTaHHOM PEXHUME CTaHOBUTCS BO3MOXXHOM HE TOJBKO Ui BO30YXIAIOIIUX
(up > 0), HO M momapmsromMX (1, < 0) Bo3nekcTBUi. Puc. 8, ¢, d MIIIOCTPUPYIOT OTKIMK
CHCTEMBbI Ha BO30yXXIartollee U MOJaBIIsIoNee BO3ACHCTBH B BUIE 2 U 6 UMITYJIBCOB, COOT-
BeTCTBEHHO. [10100HBI peXUM MOXKET BOSHUKATh U B CIIy4yae KOTa CUCTeMa UMEET JIHIIh
OIIHO COCTOsIHMSI paBHOBecus. Hampumep, oH HaOnromaeTcs, KOora MapaMeTphbl CUCTEMBI
IpUOIIDKAIOTCS K OM(YpPKAIMOHHBIM 3HAYEHHUAM, OTBEYAIOIINM POXKJICHHUIO B €€ (ha30BOM
HNPOCTPAHCTBE ABYKPATHOTO MPEAETHHOTO LUKJIA. A 00pa30BaHHUE «CIOCHUID CBA3aHO CO
crymeHueM (a3oBBIX TPACKTOPHH, SBIISIOUIMMCS CIIEACTBUEM TUHAMUYECKON MaMsTH CH-
CTEMBI O HEJaBHEM CYILECTBOBAaHUH ABYKPaTHOTO IPENEIFHOIO MUKJIA.
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Puc. 8. a — BO30yIUMBIif MyJTETHIIOPOTOBBIH PEXXUM. b — 00JIaCTH TeHEePAllUl CEPHil HMITYJILCOB OTKIIHMKA (P;)
B 3aBUCHMOCTH OT BEJIMYMHBI BHEIITHETO BO3ICHCTBUS U Mapamerpa €. ¢ U d — TeHepauus cepuil UMILyJIbCOB
OTKJIMKA B OTBET Ha BO30YyK/aromiee U mopassitoniee Bozaenctus. [lapamerpsr: oo = 0.8, 3 = 0.9, Ip = 0.01

Fig. .8. a — excitable multi-threshold regime. b — areas of generation (p;) of different number of response
pulses (spike trains) depending on the amplitude of external stimulus and the parameter €. ¢ u d — the
examples of responses to excitatory and inhibitory stimula. The parameters are o = 0.8, = 0.9, I = 0.01

Jpyroii MyJIbTHIIOPOTOBBIM PEXKUM HMEET MECTO B 00IacTu 7 B OKPECTHOCTH Ou-
($ypKaLMOHHOM KpUBOH «00JBLIOro» AByKpaTHOTro mpexaenbHoro mukiaa C' (cM. puc. 6, a).
TunmuaHend (ha30BEIi MOPTPET ITOTO peKUMa MPUBEACH Ha puc. 9, a. 31eCh, Kak U B TIPEIbI-
IyIIEM ciydae, NPy MPHOIKeHNH apameTpoB K C, HAUMHAIOT Bpamarbcs 00e BXOSIIIE
cenaparpuchl cema. Ilpu 3ToM TpurrepHslii OMCTaOMIBHBIN PEXUM (TIEPEXOIBI MEXIY
COCTOSIHMSIMH paBHOBECHs) MpuoOpeTaeT Bo30yauMble MYIBTHIIOPOTOBEIe cBoicTBa. [lo-
SBJISETCS], C OIXHOW CTOPOHBI, BOBMO)KHOCTh I'€HEpallMU HUMITYJIbCOB U CEPUH MMITYJIbCOB
BO30YKICHUS TPUYEM KaK OTHOCHUTEIFHO HIDKHET0, TaK U OTHOCHTEIHHO BEPXHETO COCTO-
stHUs paBHOBecus. C JIpyroil CTOPOHBI, BpaIlleHHE YCTOWYMBBIX (BXOMAIIMX) Cemaparpuc
MPUBOAMT K BOBHUKHOBEHUIO HETPUBUAIILHOTO TPUITEPHOTO MOBEACHHUSI, TIEPEXObI MEXKITY
COCTOSIHMSIMH PaBHOBECHsI KOTOPBIB TaKXKe CONPOBOXKIAIOTCS TeHEpalell cepuil UMITyiIb-
coB Bo3OyxneHust. Ha puc. 9, b mpencraBineHs! 00iacTy, OTBEYAIOIINE Pa3HOOOPa3HOMY
noBeneHnio cuctems! (11), Bo3HUKarOImeMy B OTBET Ha BO3MYIIEHHE COCTOSHUS TOKOS
O1. 3meck obnacTu $; OTBEYAIOT TPUITEPHOMY MOBEAEHUIO cucTeMsl (11), compoBoxaaro-
nieMycsl TeHepanreil cepun U3 ¢ UMITYJIbCoB BO30yxneHus. Puc. 9, ¢, d nnmroctpupyiot
TUTTAIHOE TOBEJCHNE CUCTEMBI (11) B TaHHOM pexuMe.

Eme oquH MynabTHIIOPOTOBBIN PEXUM MMeeT MecTo B obmactu 10 Takke B OKpecT-
HOCTH OM(YpPKAIMOHHOW KPUBOI «OO0JIBILION) METIN CEeNapaTpuc ¢ OTPULATEIBHON CeLIo-
BOM BenMYMHON H| 5 (cM. puc. 6, ¢). Tunuunelid (Ha3oBbIi MOPTPET ITOTO PEKUMA IPH-

)
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Puc. 9. a — B036yAnMO-TpUTTEpHBIH MyIBTHIOPOTOBBIA PeXUM. b — 00IacTH TeHepaluu Cepyil IMITYIbCOB
OTKJIMKA C BO3BPAICHUEM K HCXOAHOMY (p;) WM HEPEXOIoM B Jpyroe (S;) COCTOSHHE paBHOBECHs. ¢ U d —
npumMeps! otkinkoB. [Tapamerpsr: oo = 0.8, = 0.9, Ip = 0.035

Fig. 9. a — excitable-trigger multi-threshold regime. b — areas of generation of different number of response
pulses (spike trains) with either return to previous equilibrium state (p;) or transition to another one (s;). ¢ n
d — the examples of responses. The parameters are a = 0.8,3 = 0.9, I = 0.035

BeneH Ha puc. 10, a. 3nech, B OTIMYHE OT MPEOBIAYIIETO CIydas, MPH MPHOIMKEHUH
napameTpoB K H, 5, BOKPYT BCEX COCTOSHHMN PaBHOBECHs HAYMHAIOT BPAIaThCsa 00€ BXO-
Jsiue CeHapanI/I;)BI cemia W7 u W3. OTo NpUBOAUT K TOMY, YTO paHee IPOCTON PEeXUM
C TPUITEPHO-TIOAOOHON TUHAMHKON (IIepexoipl MEKAY COCTOSHHEM IOKOSl M JIOKaJIbHBI-
MU KoJIeOaHUSMH ) IpHoOpeTaeT BO30yANMO-KoJiebaTeTbHOE MYJIBTHIIOPOTOBOE MTOBEICHHE.
ITycts m3navansHO (11) crcTema HaXOmUTCS B COCTOSIHMM TMOKOs. Toraga B 3aBHCHMOCTH
OT €ro HadajbHOI0 BO3MYILIEHHS] MOXKHO IOJYYUTh TEHEpalHI0 CEpUi HUMIIYJIBCOB BO3-
OyXIeHHs, 3aKaHYMBAIOLIYIOCS JTHOO BO3BpallleHHEM OOPaTHO B COCTOSIHUE ITOKOs, JTHOO
HEPEXOJIOM B PEKUM HU3KOAMIUIUTYAHBIX KoleOaHUH. AHAJOIMYHBIE IIPOLIECCHI TPOHCXO-
IT TIPU BO3MYIIIEHUH KoeOaTenbHOro cocTostHusA cucteMsl. Ha puc. 10, b mpencraBneHs
o0nacTy, OTBEYAIOUIME Pa3IMYHOMY OTKIHMKY cucTeMbl (11) Ha BO3MyIIEHHE €€ COCTOs-
HUs nokos. Kak u mpekne, 001acTh p; OTBEYAeT OTKIMKY CHUCTEMBI B BHIE CEpUH U3
UMITYJIbCOB BO30YXIICHHS C BO3BpALIEHHUEM OOPaTHO B COCTOSHME IHOKOs. O0nacTh ke ¢;
TaKXKe COOTBETCTBYET I'€HEpAallMM CEPUU W3 ¢ UMILYJIbCOB, HO C IOCIEAYIOIIUM IEepPEeXo-
oM B KonebarenbHbI pexxuM. Puc. 10, ¢, d nnmocTpupyloT o6a pacCMOTPEHHBIX THIA
MIOBEJICHHUS.

AHaJIOTUYHBIMH MYJIBTHIIOPOTOBBIMH cBoOiicTBaMu oOmazmaer cuctema (11) B obmna-
CTH 8 AJIs MapaMeTPOB, JIOKAIN30BaHHBIX BONN3M kpuBoi C, 1 B obnacTax 13 u 15 mid na-
PaMeTpOB, JIOKAIM30BaHHBIX BOIM3H KPHBOH H; 5. Pa30BbIC IOPTPETHI NAHHBIX PEKUMOB
npeAcTaBieHbl Ha puc. 11. JlaHHBIE peKUMBI UMEIOT OOIINE YePTHI C PAcCMOTPEHHBIMHU
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O.B. Macnennuxos, /].C. lllanun, B.U. HexopkuH

24 U3B. By30B «I[TH», T. 26, Ne 4, 2018



¢ ] pl"-poT 52
7] COCOCI
0.8737 c, | (1] <
0.8733 - |
] }’2 !,
08729 | SR
, 06 04 020 02 04y
0.5-
N
1 WUV
PR E PR AR A AR A AR

0 200 400 600 800 ¢

Puc. 10. a — Bo30y1uMo-KoIe0aTeNbHbIH MYJIETHIIOPOTOBBIH PEXUM. b — 00JIaCTH reHepaliy CepUi HMITYIECOB
OTKJIMKA (p;) C BO3BPALICHUEM K HCXOIHOMY COCTOSIHHIO PaBHOBECHS JINOO (¢;) MEPEXOIOM B PEKHUM MEPUOJIH-
YeCKON TeHepalil UMILYJIbCOB. ¢ M d — mpuMepbl oTKiIHKoB. [Tapamerpsr: oo = 0.8, = 1.1258, Iy = 0.0595

Fig. 10. a - excitable-oscillatory multi-threshold regime. b — areas of generation of different number of
response pulses (spike trains) with either return to previous equilibrium state (p;) or transition to regime of
periodic spiking (¢;). ¢ u d — the examples of responses. The parameters are o = 0.8, = 1.1258,I =
0.0595

Puc. 11. (a, b) — Bo30yauMble MyJIBTUIIOPOTOBBIC PEXKUMBI C GOHOBBIM cocTosiHMEM paBHoBecHs (O3) U mpe-
JeTbHBIM HUKIOM ([3), COOTBETCTBEHHO. ¢ — BO30YANMO-KOJIeOaTeIbHBII MYJIBTHIIOPOTOBBINA pexkuM ¢ (OHO-
BBIM TIpeJIebHbIM HUKIIOM ([3)

Fig. 11. (a, b) — excitable multi-threshold regimes with background equilibrium state (O3) and limit cycle
(13), respectively. ¢ — excitable-oscillatory multi-threshold regimes with background limit cycle (I3)
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BBIIIE PEKUMaMU C MYJIBTUIIOPOTOBBIMU CBOMCTBAMM, ITO3TOMY OCTAaHABJIMBATHCS HA HUX
noApoOHO HE OyaeMm.

[ToaBoas uTor, MOXKHO cKa3aTh, uTo Moaenb durnXeo-Harymo, npencrasistonias
€000l IPOCTYIO TMHAMHYECKYIO CUCTEMY Ha IJIOCKOCTH, aJICKBATHO OTMCHIBACT KITFOUCBBIC
YyepThl AMHAMUKH HEMpoOHa — HaJIW4Yue MOTEHLMaja MOKOs, BO3MOXKHOCTh F€HEpaluu Io-
TEHITHaa MEHCTBHUS, TOPOT BO30YKIeHNUs, pePpakTepHOCTh U Ipod. Habmogaemple B JaH-
HOM cHCTeMe TMHAMMYECKHE PEXXUMBI BKIIIOYAIOT B c€0s1 BO3OYIMMOCTh U MEPUOJHUECKYIO
TeHEepaIUI0 UMITYJIbCOB AericTBUA. OHAKO, B OTIMYUE OT 00Jiee CIOXKHBIX IS aHAJIUTH-
YECKOTro UccieloBaHus Moeel Tuna XomKKuHa—XaKciu, TuHaMuKa Moaenu OutuXbro—
Harymo mMoxeT ObITh M3ydeHa KaueCTBEHHBIMH METOIaMH W MPOUJUTIOCTPUPOBaHa Ha da-
30BOH TTOCKOCTH. Kpome Toro, BaxHON ocoOeHHOCTHIO Mojieneit dutnXpro—Harymo sB-
JsieTcs AOCTAaTOYHO MpocTas cXeMa paguoTeXHUuYeckol peanusauuu [16,23,24]. menHO
Onaromapsi MPOCTOTE, C OJAHOM CTOPOHBI, M AJIEKBATHOMY OTPaKEHHIO 0a30BBIX CBOWCTB
HelpoHa, ¢ npyroi, moaenbs PurnXwsio-Harymo moms3yercst OONBIION MOMYISIPHOCTHIO
cpeau uccieaoBareneu.

2.4. Mogeab Xunamapma-Poy3a. [IpuBenénnblie BbIllie MOACIN HEUPOHHOM aK-
TUBHOCTU OIMCBHIBAIOT I'€HEpPALUI0 HEMPOHAMM OTIENbHBIX HUMITYJIbCOB — IIOTEHLHAJIOB
JeWCTBHA, WM criaiikoB. OHAKO B HEHPO(H3NOIOT Y U3BECTHA JIpyTasi, HE MEHEe BakKHas,
(hopma HelpOHHOIT aKTUBHOCTH — reHeparus 6€pcToB. BEPCThI nmpencTaBsoT coboit rpyr-
B IBYX WM OOJiee CaikoB, MAYIIMX HOAPSI APYT 3a APYIOM H IepeMekaeMbIX IIepHoa-
MU OTCYTCTBUS aKTHBHOCTH. BriepBbie Monenb HepoHHOTO OEpCcTHHTA OBIIa TpeioKeHa
B pabore Xunnmapma u Poysa [25]. [laHHast MOAEIb MOXKET TPAKTOBATHCS, C OAHOM CTO-
POHBI, Kak 0000menne Moaenu PurnXeto-Harymo, a ¢ 1pyroii CTOpOHBI Kak yIpOLIEHHE
(DU3UOIOTHYECKH PEATHCTHYHON Mozenn XOMIKKiHa—Xakciu. JlaHHas Momenb sBIseTcs
ONTUMAJIGHOW C TOYKW 3peHHsi OajaHca MPOCTOTHI M OOraTrcTBa JIEMOHCTPHUPYEMBIX IH-
HAMUYECKUX PEeXKUMOB. Moxens Xunamapiia—Poy3a mpencraBiseT coOo TpexXMepHYIo
JUHAMUYECKYI0 CUCTEMY CIIEAYIOLIEr0 BUJA!

d
d—f =y — ax® +bx® + Ly — z, (12)
d
d—?:c—de—y, (13)
dz
a:r(s(m—xl)—z). (14)

3nech MepeMeHHas T ONHMChIBaeT MEMOpaHHBIA MOTEHIMAl HeWpOHa, MepeMEHHBIE Y U
% COOTBETCTBYIOT OBICTPOMY W MEIJICHHOMY HOHHBIM TOKaM, MPOTEKAIOIIUM Yepe3 MeM-
Opany, npuuéM napaMeTp r < 1 onpezaenseT OTHOIICHHE XapaKTEPHBIX BPEMEHHBIX Mac-
mTab0B U3MEHEHHs STUX TOKOB. [lapamerp /., OnMCHIBaeT BHEIIHUIN TOK, IOaBa€MbIi Ha
HEHPOH, a OCTaJIbHBIE TTapaMeTPBI XapaKTEPU3YIOT HEJTMHEHHOCTh IPOBOANMOCTH MeMOpa-
Hbl. TUIMMMYHBIMY 3HAYCHUSMU ABISIIOTCA @ = ¢ = 1, b = 3, d = 5, ocTaJbHbIC TapaMeTpPbI
OOBIYHO paccMaTpHUBAIOTCA KaK KOHTPOJIBHBIE M TO3BOJIIIOT YNPABIATH TUHAMHYECKUMHU
pPEKUMaMH CHCTEMBI.

bnaromaps manoctu mapamerpa r B cucreMe XuHamapina—Poy3a MoryT ObITh BbIze-
JIeHbI TaK Ha3bIBaeMble ObICTpBIE M MeUIeHHBIE ABWKeHMA [26]. IlepBrie 1Ba ypaBHEHHUS
ULl TIEPEMEHHBIX & U Y 337al0T OBICTPYIO MOJACHCTEMY, IIEPEMEHHAs 2 SBJISIETCS MEIUICH-
HoH. [Ipu r = 0 3HaueHKE IepeMEeHHOH 2 sABNIsAeTCS GUKCHPOBAHHBIM U BXOAMT B OBICTPYIO
MOZICHCTEMY B KadecTBe mapameTpa. Hambomnee BaKHBIM CBOWCTBOM OBICTpPOIl TOACHCTE-
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MBI (12)—(13) sBisleTcss HaJIMYUE B HEW NBYX Pa3IUYHBIX aTTPAKTOPOB — YCTOWIHBOTO
MIPEeNbHOTO0 IUKJIAa M YCTOMYMBOTO COCTOSIHHS paBHOBecHs. [IpenenbHbIi UK COOTBET-
CTBYET MEPUOJUYECKON I€HEpAalUd HEHMPOHOM CIAMKOB, a COCTOSHUE PAaBHOBECUS — IIO-
Koo HelipoHa. [Ipu yBennueHun z mpenenbHbIA UK Ucue3aeT uyepe3 OudypKaiuo mnerim
cemaparpuc celia, a MpH YMEHBIIEHHH 2z Yepe3 CeIIo-y3JOBYH OudypKaiuio ucuezaeT
YCTOIUNBOE COCTOSTHIE paBHOBecHs. [[prHIIMIMaIbHO BaXKHBIM CBOMCTBOM OBICTPOH TOA-
CHCTEMBI ABJISIeTCS HaJIW4yhe B HeW MHTepBasla OMCTaOMIBHOCTH, TO €CTh COCYIECTBOBA-
HUS YCTOHYMBOTO MPEAEIbHOr0 UKJIa U YCTOHYHBOTO COCTOSHUSA paBHOBecHs (puc. 12, a).

IIpu 0 < r < 1 mpoucxonuT MeIJICHHOE U3MEHEHHE nepeMeHHol 2. [Ipu sTom at-
TPaKTOPBI OBICTPOIl cHCcTEMBI (POPMHUPYIOT B (ha30BOM IMPOCTPAHCTBE TIOITHOM CHCTEMBI /1Ba
MHOT000pa3us MEIJICHHBIX JBI)KEHHUM: COCTOSHHUIO paBHOBECHS B OBICTPOI CUCTEME COOT-
BETCTBYET OJJHOMEpHOE MHOTO00Opaszue Wy, a mpenenbHOMY IHKITy — IBYMEPHOE MHOT000-
pasue W1, npencrasistomiee co00H OCIHIUISIIIHOHAYIO MTOBEPXHOCTH (puc. 12, b). Ycroii-
YUBBIE MHOTOOOpa3Wsi MEIUIEHHBIX IBWMKEHHWH CHCTEMBI IO OIJHOM pa3lefieHbl HEyCTOW-
YUBBIM MHOTOOOpaszueM Wy, COOTBETCTBYIOIIUM CEIITy OBICTpO# momcucTemsl. ['panuiia
MHorooOpasust Wy onpenensercss FTOMOKIHHUYECKON OudypKaiuei B ObICTPOI TOICUCTE-
Me, a rpaHuIla MHOTooOpa3us Wy omnpezenseTcs ceuio-y3i10Boi onudypkanueii B ObicTpoit
MOJICHICTEME.

B cootBercTBUM ¢ ypaBHeHUEM (14), TuHAMIKA MEATICHHOW TIEPEMEHHON 2 3aBUCHT
OT COCTOSIHUS OBICTPOM MOICUCTEMBI: €CIIH OBICTPasi CUCTEMa HaXOIUTCSI B KOJIeOaTeTbHOM
pexuMme, To ecTh Ha MHOTooOa3uu Wi, To mepeMeHHas z pacTeT, a eciii ObIcTpas cucTeMa
HaXOIWTCSA B COCTOSTHHU TIOKOSA, TO €CTh Ha MHOrooOpasmu Wy, To MelieHHas mepeMeH-
Has z yObiBaeT. TakuM 00pa3oM B MOTHON CHCTEME BO3SHHUKAET TOBTOPSIONIEECS IBHKECHIE
mo MHOroo6OpasusM. CHavana u300pakaromias TOUKa JBHXKETCS 10 MHOrooopasuto Wi B
CTOPOHY YBEJIHUYEHHUSA 2z, IIOKA HE JOCTUTAET €ro Kpas. 3aTeM CHCTEeMa IEePEeKIIoYacTcs Ha

a b

Puc. 12. a — xapakrepHslii (a3oBbIid HopTpeT ObIcTpoil moxcucteMs! (12)—(13) monenn Xunnmapira—Poysa.
B mmpoxoit oGacTi napaMeTpoB cucTeMa OMCTaOMIIbHA, B HEH COCYIISCTBYIOT YCTOMYMBOE COCTOSIHUE PaB-
HoBecuss O W yCTOWYMBEINA NpeneNbHbIN nuki L, pa3nenénnsie ceanoMm U. b — xadecTBEHHOE U300pakeHHe
MOJHOTO (Ha30BOTO MPOCTpaHCTBA Momenu XuHaMapira—Poysa. Yeroituussie MHOroobpasus Wy u Wi pas-
JeNieHbl HeycTOuuBBIM MHOrooOpasuem Wy. Taxke M300paskeHbI TPH PA3IMYHBIX MOJOKEHHUS TUIOCKOCTH
HYJIBKIJIMHBI 17151 ypaBHeHHUS (14)

Fig. 12. a — a typical phase portrait of the fast subsystem (12)—(13) of the Hindmarsh-Rose model. The system
is bistable in a wide range of parameters with a stable steady state O and a stable limit cycle L separated by a
saddle U. b — a qualitative view of the full phase space of the Hindmarsh-Rose model. The stable manifolds
Wo and Wi are separated by the unstable manifold Wy;. Also depicted are three different positions of the
nulcline plane for Eq. (14)
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MHorooOpazue Wy u IBMXKETCS 0 HEMY B CTOPOHY YMEHBIICHHUS 2, TOKa HE TOXOTUT J0
Kpasi; Tociie 3Toro mporecc nostopsiercs. Korma nzo0pakaromnias Todka IMOJTHONW CHCTEMBI
HAXOMUTCSl BOMHM3U MHOTO0Opa3ust Wy, 3TO COOTBETCTBYET TUIIEP MOJSPH3OBAHHOMY CO-
CTOSTHUIO HEWpOHa, TO €CTh BpeMeHH 3arullibs. Korma m3o0Opaxaroias TOYKa BpaIlaeTcs
BOKpYT MHOrooOpasus Wi, 3TO COOTBETCTBYET TeHepalliu CHaikoB. TakuM oOpa3om, mo-
BTOPSIOIIUECS TIEPEKITIOUCHUS MEXKIY MHOTOOOPa3UsSIMU COOTBETCTBYIOT T€HEPAIUU IT0JI-
HOM CHUCTEMBI IMavyeK craikoB, wiu 6€épcToB (puc. 13).

3aMeTuM, 4YTO CKOPOCTh JABIIKEHHS CUCTEMBI BIOJIb MHOTOOOPa3Hii MEJICHHBIX JIBU-
KEHHUI OnpenessieTcsi PacioOKeHHEM TUIOCKOCTH 2 = $(T — x1), KOTOpasi ONpeaessieT
HynbKIMHY ypaBHeHUS (14). Ilomoxkenne MaHHOHN TUIOCKOCTH KOHTPOJIHMPYETCS HapameT-
paMH S U X1, KOTOPBIE TAKUM OOpa30M OIPEICIISIOT JIUTECILHOCTH OEPCTOB U TIEPUOIOB
3aTUIllbs MEXAy HUMH. Tak, mpu OONBIIMX X1, KOTJa IUIOCKOCTh HYJIBKIWHBI IEepeceKa-
eT MHorooOpasue Wi, cucreMa He MOKHIAST TaHHOTO MHOT00Opa3us (rmoyiokeHue (1) Ha
puc. 12, b). B aToM ciydae mepruooB 3aTHIBS HE BO3HUKAET, U CHCTEMa TeHEPHUPYET TIie-
pUOIUYECKHUE CIailku ¢ BBICOKOM yacToTou. IIpu ManbIX 21, KOrja mioCKOCTh HYJIbKIUHBI
nepecekaeT CeUI0BOe MHOrooOpas3ue, MPOUCXOIAT MOBTOPSIOUINECS MEPEKIOYCHUS Me-
Iy MHOTOOOpasusamMu (monokenue (3) Ha puc. 12, b). [Ipu 3TOM YeM HIKE paclolokeHa
IUIOCKOCTh HYJIBKJIMHBI, TeM OOJbIIE BPEMEHH CHCTEMa MPOBOAMT Ha MHOrooopasuu Wy
1, COOTBETCTBEHHO, TEM JIOJIBbIIIE IEPHOJIbI 3ATUIIIbSI MEXKIY OEpcTamu.

Bonbioli mHTEpEC MpeAcTaBIseT IPOMEKYTOYHOE TOIOKEHUE TNIOCKOCTH HYJIBKIIU-
HBI, KOTJIa IepecedeHue HYJIbKIMHBI C MHOrooOpasueM Wi npoucxoanT BOIM3H cema (1o-
noxenue (2) Ha puc. 12, b). B nanHO# 061acTv TapaMeTpoB MPOUCXOAUT MEPEXO]T OT TeHE-
panuy craiikoB K TeHepaiuu 0EpcToB, CTaBLIMM MPeIMeToM psja ucciaenoBanuit [27-29].
Crenyer OTMETHTB, YTO B IAHHOH 0OJIACTH MapaMeTPOB pas3liesieHHE IBM)KCHUH CHCTEMBI
Ha OBICTpBIC U MEIJICHHBIE CTAHOBUTCS HEKOPPEKTHBIM. JleficTBUTENbHO, TIEpHOL TPEaeb-
HOTO ITUKJIA B OBICTPOI MOACHCTEME HEOTPaHUIEHHO BO3PACTAET 10 Mepe MPUOIIKEHHS K
Touke Oudypkanuu. MccnenoBanus MOKa3bIBAIOT, YTO MPU YMEHBIICHUH X1 TPeaeTbHBIH
LIMKJI, COOTBETCTBYIOIINH MEPUOANIECKOMY CIANKHHTY, MpeTepreBaeT Kackan Oudypxa-

2.0

=
<
T

<
T

voltage x

—
=)

* 1 1 1
P \‘\Wo 5 500 600 700 800 900 time

Puc. 13. XapakrepHas nTuHaMuKa IOJNHOM cucTeMbl XuHAMapuia-Poy3a. a — mocienoBaTesbHble IEPEX0bl
Mexty MHorooOpasusimu Wo u Wi. b — 3aBUCHMOCTh MEMOPAHHOTO MOTEHIIMANIA T OT BPEMEHU — MEPUOIH-
4eckas TeHepanust 6EPCTOB, COCTOSIINX U3 YETHIPEX CIIAHKOB

Fig. 13. Typical dynamics of the Hindmarsh-Rose system. a — sequential transitions between the manifolds
Wy and W;. b — the membrane potential = versus time — periodic generation of burst consisting of fours
spikes
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Ui yOBOEHUS Iepuona. B cucreme poxpaercs CTpaHHBIM aTTPakTOp, PAacHOIOKEHHBIN
BONMM3M Kpast MHOT00Opa3us Wi U COOTBETCTBYIOIINI XaOTHYECKOW T€HEPalny CIIalKOB.
[lepexon OT XaO0THYECKOM TeHEepallu CIIAaKOB K XaOTHUYECKOM TeHepalui 6EpCcToB Mporc-
XOIHT Yepe3 TOMOKIMHHYECKYI0 OM(ypKaluio B MOJMHOHM cucTeMe. JlanbHelniee yMeHb-
LIEHUH 21 HIPUBOAUT K YMEHBIIECHHUIO MPOJOJDKUTEIFHOCTH U YHCIIA CIANKOB B OEpCTax.
BozHukaioT okHa Mpo3padHOCTH, B KOTOPHIX TeHEpanusi OEPCTOB SABISETCS PEryIsSpHOM.

Takum obpazom, cucrema XuHamapiia—Poy3a crmocoOHa JeMOHCTPHPOBATH IIHUPO-
KM CHEKTp JWHAMMYECKHUX PEKUMOB B 3aBUCHMOCTH OT YINPaBISAIOLINX I1apaMeTpOB.
K uncmy 3THX peXMMOB OTHOCSATCS pETysipHas U XaoTHUYECKas TeHepaluy CHailkoB WiIn
0€pcToB, a Tarke BO30YIUMBIE PEKUMBI.

2.5. Monean HelipoHa ¢ mocTaenoJsipusanueii. Kak ObUIO Cka3aHO BEIIIE, Bax-
HEHIINM CBOHCTBOM HEPBHBIX KJIETOK SIBIISIETCSI BO3OYAMMOCTbD, TO €CTh CIIOCOOHOCTH Te-
HEpPHUPOBATh DIICKTPUICCKUH HMMITYJLC B OTBET Ha BHEITHEE BO3ICHCTBHE TOCTATOYHOM
amMmuATyIbl. KonmaecTBeHHOW XapaKTepUCTHKON BO3OYINMOCTH SIBIISIETCS TIOPOT BO30YXK-
JIEHUS HEeMpoHa, TO €CTh MUHHMAaJIbHAs BEIUYMHA aMIUTUTYAbl BHEIIHEr0 BO3ACUCTBHUA,
MpuBoOslee K BO30yx)AeHUIO cucTeMbl. OKa3bIBAETCs, TIOPOT BO3OYXKICHHS HEKOTOPBIX
HEUPOHOB HE SIBJSIETCS] TOCTOSIHHOM BEIMYMHOM, a MU3MEHSIETCSI BO BPEMEHU: I€HEepalus
OJTHOTO TOTEHIIMAJa NEUCTBUS MOXKET MPUBECTH K BPEMEHHOMY M3MEHEHHUIO MOpOTa BO3-
Oy>KICHHUS TIOCIIENYIOIUX UMITYIbCOB. JJaHHOE sIBJICHNE HAa3bIBAETCS ITOCTTUIIEPIIONAPU3a-
nueit (afterhyperpolarization, AHP) B ciryuae moBsimenns mopora u MoCTAeTIONIpH3auen
(afterdepolarization, ADP) B cirydae ero moHmkeHus (cM., Hampumep, [30-32]).

CBOMCTBO MOCTACTIONSIPU3ANNNA HEHPOHHOU MEMOPaHbI MOJKET UTPATh BAXXHYIO POITh
B JAMHAaMHUKe OTAEIbHBIX HEHPOHOB M HEWpOHHBIX aHcamOnel. [loHmxeHne mopora BO3-
Oy>KICHHUs TOCIe OAHOKPATHOM TEeHEepaluyl MOTEHIUANa ACHCTBUS MOXET HPUBOIUTH K
BO3HUKHOBEHHUIO B JTaJbHEHIIEM CIOHTAHHBIX BTOPUYHBIX CIIAMKOB WM K MEPEXoay Heil-
poHa B pexxuM OEpCTOBOM akTHBHOCTH. [Ipentonaraercsi, 9To MOCTACTIONSIPU3AIIHS HTPACT
Ba)KHYIO POJIb B KOTHUTHUBHBIX MPOIIECCaX IEHTPaIbHOW HEPBHON CHCTEMBI, B YACTHOCTH,
npu GopmupoBaHun padoyeil mamsatu [33-35]. oHHbIE MEXaHU3MBI, JICXKALIUE B OCHOBE
MTOCT/ETIONSPU3AIINH, 10 KOHIAa He N3yUYeHbl, OJIHAKO HauboJiee BEPOATHBIA MEXaHHU3M CBS-
3aH C HEKOTOPHIM HOHHBIM TOKOM, KOTOPBIH OBICTPO aKTUBHPYETCS IMOCTE BO3OYXKICHUS
HEWpOHa W 3aTeM MEIJIEHHO MHaKTUBUpyeTcs [36,37].

CBOHCTBO MOCTACTIOSPU3AINH OMUCHIBAET MOJICNb, MIpeNIoKeHHas B padote [38].
JanHas cucrema sBisieTcs 00001eHneM kinaccudeckoit moaenu durtnXeo-Harymo, B ko-
TOPYIO BBOAMTCS JTOTIONIHUTEIBHBIN BXOISAIINNA HOHHBIN TOK 2. DTOT TOK OBICTPO BKIIIOYA-
€TCsl TToCiIe BO30YKISHUS HEHPOHA U MEUICHHO YMCHBIIIASTCS MOCIE TPEKPAIICHUS dTOTO
BO30yXIeHUA. MoIeh UMEET CIETYIOIINA BUI;

d
€£:Z+Iext_y_f(x)7 (15)
d
di; =a+ g(x) — by, (16)
dz
g = 0((1-)(1 — z) — ﬁ(m)z (17)

3/1ech & OMUCHIBACT MEMOPAHHbIN MOTEHIUAN, [¢;4 — BHEUIHHI TOK, Y U 2 COOTBETCTBYIOT
JByM pa3IMYHBIM THIIAM HOHHBIX TOKOB, MAlbIii mapameTp ¢ < 1 COOTBETCTBYET eM-
KoctH MeMOpaHsbl, f(x) sBIsercs HenWHEHHOH (yHKuue#d Kyoudeckoir dopmel, g(z) —
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MOHOTOHHO Bo3pactarorias GpyHkuus, GyHkuun o) u f(z) ONUCHIBAIOT aKTUBALMIO H
WHAKTUBAITUIO BXOJAIIETO MOHHOTO TOKA 2 M UMEIOT BUJ CTYNICHYATHIX (DYyHKITHH.

B cucreme (15)—(17) Taxke MOXKHO BBIICTUTH OBICTPBIC M MEIJICHHBIC IBHKCHHS.
MHoroo0pa3ue MeIJIeHHBIX IBIDKEHUH CUCTEMBI N300paxkeHo Ha puc. 14. OHO umeeT pas-
MEpPHOCTb 2 U COCTOMT U3 JIByX YCTOMUUBBIX M OTHOU HEYCTOWYMBON KOMITIOHEHT. YCTOHYH-
Bas komroHeHTa Wy pacmonaraeTcss B 001acT OTPULIATENIEHBIX T U COOTBETCTBYET HEBO3-
Oy>XKICHHOMY COCTOSHHIO HelpoHa, KoMIoHeHTa Wi pacronoxkeHa Hpu MOJI0KHATEIBHBIX
T W COOTBETCTBYET BO30Y)KJICHHIO.

Kak u knmaccuueckas monens OurnXpio—Harymo, cucrema (15)—(17) sBiseTcst Bo3-
OyIUMOM: oA AEHCTBHEM JOCTaTOYHO CHIIBHOTO HMITYJIbCA N300pakaroIias TOYKa Iepexo-
muT ¢ MHOrooOpasus Wy Ha mHOTOOOpaszue Wi, HelipoH reHepupyet craiik. Ilocie atoro
n300pakaroIias To4ka Bo3Bpamiaercs Ha MHorooopasue Wy u ABIKETCSI BIOJB Hero. Bax-
HO, YTO B MPOIECCE IBIKEHUS TPACKTOPHS MPHONMKAETCS K IPaHUIlEe JaHHOTO MHOT000-
pa3us. B cirydae, eciin TpaeKkTopHs HE IOCTHTaeT STOH I'PaHMIIbI, HEHPOH BO3BpAIIaeTCs B
coctosHuE oKos (puc. 14, a). OnHako BayKHOE 3HAUYCHHE UMEET TOT (PaKT, 9To MOKa TPaeK-
TOPHS TPOXOIUT BOIHM3H IPAHUIBI, MEMOPAHHBIH ITOTEHIIUAN T HCIIBITHIBAET MTOJIOKHUTEb-
HOE€ OTKJIOHEHHE 10 CPAaBHEHHIO C PaBHOBECHBIM COCTOSIHMEM. JTO 3HAYUT, YTO MeMOpaHa
UMeeT B 3TO BpeMs TOHIKEHHBIM MOpPOr BO3OYIMMOCTH, TO €CTh Ul MMOBTOPHOTO BO3-
Oy’)XIeHHs TOCTaTOYHO CTHMYyJa MeHbIIeH aMIUINTyasl. IMEHHO B 3TOM M 3aKJIIO4aeTCs
CBOMCTBO moctaenosapm3anun (puc. 15, a). JluHaMudecknil MexXaHU3M, JICKAITHH B OC-
HOBE JJAHHOTO CBOWCTBA, 3aKJIIOYACTCSl B MPUOIIKCHUH TPACKTOPHH, COOTBETCTBYIOLICH
TIOTEHINANY JIEHCTBHA, K TPAHUYHOMY MHOXECTBY, OMPEAEISIONIEMY OPOT BO30YXIEHUS
CUCTEMBI.

B cimywae, ecmu TpaekTopus IepecekaeT TIpaHuily MHoroooOpasms Wy,
HEHPOH ITOBTOPHO T'EHEPUPYET CHaiK, Kak 3TO HM300pakeHO Ha puc. 14, b. DToT mpo-
[IECC MOYKET MOBTOPUTHCS HECKOJBKO pa3 MIIM BBUTUTHCA B MEPHOJNUECKOE BO3OYKAEHUE
HeiipoHa. BOo3HMKHOBEHHE peXrMa MEepUOIMYECKON TeHepalud IOTSHIUANIOB JEWCTBUSL
CBsi3aHO ¢ Oudypkauueil TBOWHOro npeaenbHOro nukia. B pesynsrare stoil Oudypka-
UM B CHCTEME POXKTAeTCS yCTOWUYMBBIN MpENeNbHBIA UK, U CHCTeMa CTAaHOBUTCS OW-
CTaOMIbHOM. BHEIHUI CTUMYN NPUBOIUT K «IIEPEKIIOYCHUIO» HEWpOHa W3 COCTOSHHS
TIOKOS B PEXHM TIEPHOANYECKON TeHepalliy IMOTeHITHaIoB AercTBus (puc. 15, b). Takoe
TIOBEJICHHE MOXET OBITh WHTEPIPETUPOBAHO KaK JTUHAMUYECKAsl MaMATh: HEHPOH «3aro-

y —~ \splke 1

\ /Splke ADP )

./4' -
a b

Puc. 14. JIBmKkeHns MeXIy MHOr0OOpa3sHsMH MEIUICHHBIX JBHKECHHUN: @ — OJMHOYHBIN CHAiK; b — MOBTOPS-
romyecs crnaiiku. Monudurmposano u3z Klinshov V.V., Nekorkin V.I. // Communications in Nonlinear Science
and Numerical Simulation. 2012. Vol. 17(3). Pp. 1438-1446

y

Fig. 14. Transitions between the slow motion manifolds: a — a single spike; b — tonic spiking. Modified from
Klinshov V.V., Nekorkin V.I. Communications in Nonlinear Science and Numerical Simulation, 2012, 17(3),
pp. 1438-1446
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Puc. 15. Otiinku HelipoHa Ha BHEIIHUE CTUMYIIbI, TApaMETPhl € = 10_2, b=0.500=01,01=1,a=-1
3a()MKCHPOBAHBI, IIapaMeTp Y U3MEHSETCS: a — BO30yAUMOCTh U HocTaenoisipusanus, Yy = 1.6; b — nepuogu-
YyecKasi TeHepalys CaifkoB, Yy = 2. Moxuduuuposano u3 Klinshov V.V.,, Nekorkin V1. // Communications in
Nonlinear Science and Numerical Simulation. 2012. Vol. 17(3). Pp. 1438-1446

Fig. 15. The response of a neuron on external stimuli, parameters ¢ = 1072, b = 0.5, &g = 0.1, &; = 1,
a = —1 are fixed, parameter vy is varied: a — excitability and afterdepolarization, y = 1.6; b — tonic spiking,

= 2. Modified from Klinshov V.V., Nekorkin V.I. Communications in Nonlinear Science and Numerical
Slmulatlon 2012, 17(3), pp. 1438- 1446

MHUHAET» BHEIIHEE BO3JACHCTBHE M XpaHUT MH(opMaLuio 0 HEM B opMe epHOINYECKOM
aktuBHOCTH (Cp. ¢ [33]).

3aMeTnM, yTO BONMU3M TOUKH OMdypKanuu B cucTeMe MOTYT HaOIIoHaThcs Tak Ha-
3bIBa€MbIE CIIOHTAHHBIE BTOpHYHbIE criaiiku [39,40]. [Tox neiicTBueM BHEIIHETO UMITYJIbCa
n300pakaroiias TOUka MonagaeT B 00JacTh CTYLIEHUs TPACKTOPUN U COBEPILAET HECKOIIb-
KO0 000pOTOB, MOCJIE Yero BHOBb BO3BPAIAETCS B COCTOSIHHE paBHOBECHS. DTO COOTBET-
CTBYET I'€HEpali HEHPOHOM HECKOIBKUX JOIOIHUATENBHBIX CIANKOB MOCIE MPEKPaIIEeHUs
CTUMYJISILIUH.

2.6. Mogenb HellpOHA HUKHHMX OJIMB. HIbKHUE ONMBEI ABIAIOTCS OOJHUM M3 OC-
HOBHBIX 3JIEMEHTOB CHCTEMbI KOHTPOJIS U KOOPJIMHAINU IBYOKEeHUH [41] y MHOTHX MO3BO-
HOYHBIX >)KUBOTHBIX U HanOoJiee SIpKO BBIPAKEHBI B OPraHU3Max ITUL] U MIIEKOTIUTAIOLIHX.
HwxHue onuBel crieruduieckum 00pa3oM Ipeodpa3yroT CHIHAJIBI, TOCTYIAIONIHE OT KOPBI
OOJNBIINX TOJIIIAPUH ¥ CHMHHOTO MO3Ta, U MEPEaloT 3TH CUTHAJIBI Jajee B pa3jIndHbIC
OTAeNBl MoKeuka. CUTHANBI, MOCTyNAIOIIKe Yepe3 HIDKHUE ONMBBI HECYT HH(OPMAIIHIO O
IUTAHUPYEMOM K BBITTOJTHEHHIO TBM)KEHUH, HA OCHOBE KOTOPOH MO3KEYOK ONTUMH3UPYET
ynpaBJieHUE MBIIILAMH, 00ecTieurBas palioHaIbHOCTh, 3(PGEKTUBHOCTh U OTTOYEHHOCTD
JIBIDKCHUM.

WnauBunyanbHas TWHAMHMKA HEHPOHOB HIDKHUX OJIUB XapaKTEpU3YeTCsl pUTMUYe-
CKOH KoyieOaTeIbHOW aKTUBHOCTBIO. DTa aKTUBHOCTH MOXKET HPOSBIATHCS Kak B (opme
KBa3UIEPHOINYECKUX MOAIOPOTOBEIX KOJICOaHUMH, TaK U B PETYJISIPHON IeHEpaLly TOTEH-
nuanoB neictBus (cmaiikoB) [42,43]. Kpome Toro, HeHpOHBI HHKHHUX OJIUB MOTYT TaKKe
J€MOHCTPUPOBATh XaOTHYECKYIO JHHAMHKY.

OnexkTpou3n0IOrHIecKre CBONCTBA HEHPOHOB HIDKHHUX OJIMB ONPEACIAIOTCS MOH-
HBIMH TOKaMH, ITPOTEKAIOIIUMH Yepe3 KIETOUHYI0 MeMOpaHy [44]. DT Toku HopMUpyroT-
sl B OCHOBHOM MOHAMH KaJbLIUs, KU M HATPUS U 00J1alat0T Pa3IMIHBIMU YPOBHAMH aK-
TUBAIMY U BpeMeHaMH AeicTBus. KaaplreBble HOHHBIE TOKH YYacTBYIOT IPEUMYIIECTBEH-
HO B MEUICHHBIX IPOLECCaX NETONAPU3ALMH U TUIEPIOIPU3ANN KIETOUHOH MEMOpPaHEI
W OTBEYAIOT 32 TeHEePALUI0 HU3KOYACTOTHBIX MOJIIOPOTOBBIX KoJIeOaHWi MEMOPaHHOTO T10-
TeHnmana. HarpueBbsle HOHHBIE TOKM OTBEYAIOT 32 (POPMHUPOBAaHUE KOPOTKHUX ITOTSHIINAIOB
JeWCTBHSA, BOSHUKAIOLINX, KaK IPaBHUJIO, HA BOJHE IUTABHOW ACHONSPU3ALUH W/UITH B OTBET
Ha B030y»Xmaroliee BHENTHee Bo3AeHcTBIE. OMHAKO CITAKOBBIA OTKIMK MOXET TaKXKe BO3-
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HHUKaTh U B OTBET Ha MOAABIIIOLICE BO3ICHCTBHE (TaK Ha3bIBAGMBIH IOCTHMHIMOUTOPHBIN
OTKJIHK). KanueBble HOHHBIE TOKH B HEMpPOHAX HIKHUX OJHMB UTPAIOT CKOPEE BTOPUUHYIO
POJIb, BHOCS ONPENENICHHBIN BKJIa Kak B OBICTPYIO, TAK U B MEUICHHYIO JMHAMUKY.

OnHOM U3 caMbIX NMPOCTHIX MOJIeNIei HEHPOHOB HUKHUX OJIUB, TEMOHCTPUPYIOIINX
XOpoIee KayeCTBEHHOE COOTBETCTBHE C Pe3yJbTaTaMH HAaTYPHBIX IKCIIEPHUMEHTOB, SBIISA-
€TCsl MOZENb, NMpeanoxeHHast B [45,46]. DTa Monenab COCTOUT U3 JIBYX CBSI3aHHBIX IOJ-
cucreM. [lepBas moncucrema MoaenupyeT KojaeOaHus, BEI3BAHHBIE IEHCTBHEM HaTPHUEBBIX
WOHHBIX TOKOB, B TO BpeMsI KaK BTOpas BOCIPOU3BOAUT AWHAMHKY KaJbIIMEBBIX MOHHBIX
TokoB. [lomHas Monenp mpeAcTaBiIsieT coOO0W CHCTEMY YeThIpex HelMHEeHHbIX auddepen-
LUAJIbHBIX YpaBHEHUH NEPBOT0 MOPsIIKAa U UMEET BUJ

oy = F0)— v,
d
\diz::u_ (Z_IC’a) —INm
(18)
dz
ay ~ 1w
d
Tkl;) - 6Ca(z - ICa - Iext(t))’

TJe TIepeMeHHBIe Z M W OTBEYAIOT 3a TeHEpPaIlHio TOATIOPOTOBEIX KOJIeOaHWd W HU3KOIO-
poroBeix (Ca’t-3aBHCHMBIX) CTIAaiiKOB, a MepeMEHHble U M U TeHEPAIMIO BHICOKOTIOPO-
roBeix (Na?t-3aBucuMbIX) craiikos. IlapaMeTpsl €0y U €N, KOHTPOJIHPYIOT BPEMEHHBIE
MaclTadbl cOOCTBEHHBIX KONeOaHU MoaenH, TOKU Icq U Iy, YIPaBIsIOT YPOBHEM JETIO-
JSIpU3aUd MeMOpaHbl IBYX MOJCHUCTEeM, f — HenuHelHas QyHKIus KyOudeckod (OpMEI
(f(z)=z(x—a)(1—=x)). [TapameTp k ycTaHaBIMBACT OTHOIICHHE BPEMEHHBIX MacIITa00B
nofcucteM mozenu. Benmunna ... (t) MomenupyeT qeiCTBIE BHEITHUX TOKOB HA HEWPOH.

3aMeTHM, YTO CBSI3b KaJBIIMEBOW M HATPHUEBOM mojacucTeM B (18) sBisieTcst ogHO-
cTopoHHEH. VIHBIMU ClIOBaMM M3MEHEHHE BEJTMYMHBI KAJbIIMEBBIX HOHHBIX TOKOB BJIEYET
3a co0OH M3MEHEHHE HATPUEBBIX, HO He HAao00poT. IlonoOHas koHUrypanus HOCUT Ha-
3BaHHe «master-slave configuration». Takum o6pazom, B Moaemnu (18) kojebanus Kaublye-
BBIX MOHHBIX TOKOB 33Jal0T pUTM, Ha ()OHE KOTOPOTO (OPMHUPYETCS THHAMHKA HaTPHUEBBIX
MOHHBIX TOKOB.

IIpu cooTrBeTcTBYyIOImEM BBIOOpE MapaMeTpoB Mofenb (18) MOXET TeHepHpOBaTh
ycTOWYMBBIE TOANOPOTOBBIE MIIM claiikoBble KoiebaHus. PaccMorpum Gonee moapoOHO
MEXaHU3M BO3HHKHOBEHHS TaKWX KojieOaHuil, BEIOpaB B KauecTBE KOHTPOJIBHOTO IMapa-
MmeTpa BenuuuHy Ic,. Ilomoxum BHawane, yto mapamerp Ic, AOCTaTOYHO Mall U IIpU
Ieyt(t) = 0 cucrema (18) naxomurcsi B coctosiaud 1mokost. C poctoM I, B KalbIHEBOI
HOZACUCTEME IPOUCXOAUT POXKACHUE NEPHONUUECKUX KOoeOaHUH B pe3yabTare CyNepKpH-
THdeckoit oudypkarun Anaponoa—Xorga. ITu KonebaHus, B CBOIO 0Yepe/ib, MOPOXKIAIOT
BBIHY/ICHHbIE KBAa3UT'apMOHUYECKUE KOJIeOaHWs B MOJCHCTEME AJIsl HaTPUEBBIX MOHHBIX
TokoB. Takoe MmoBeeHNE U ONpEeAEIsieT BOSHUKHOBEHHE B MOJIEIM HEWPOHA HIDKHUX OJIUB
YCTOMYMBBIX MOJNIOPOTOBBIX KOJeOaHUI MeMOpaHHOTO MOTeHIMaa. Pe3ynbraTel 4rcieH-
HOTO MOJEJIMPOBaHMs AEMOHCTPHUPYIOT XOpOIllee KaueCTBEHHOE COBMAJECHHUE C JaHHBIMU
HaTYPHBIX 3KCTIEPUMEHTOB (pHC. 16), TOMYyUEHHBIX in Vitro TIPU TTOCIONHBIX UCCIICIOBAHN-
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Puc. 16. CpaBHeHHE pe3yabTaTOB MOICITHUPOBAHHS
C OKCHEPUMEHTAIBHBIMA JaHHBIMH, HOJIyYEHHBIMH
in vitro. 3Ha4eHUs TMapaMeTpoB: eng = 0.001,
€ca = 0.02, INg = —0.6, Ico = 0.01, a = 0.01,
k = 10. Momudunmposano u3 [47]

Fig. 16. Comparison of simulation results with
experimental data obtained in vitro. Parameter
values: ey, = 0.001, eco = 0.02, Ing, = —0.6,
Ica = 0.01, a = 0.01, £ = 10. Modified
from [47]
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Puc. 17. CpaBHeHHe pe3ylbTaToB MOJCIUPO-
BaHUA C OSKCIIEPUMEHTAIBHBIMHU JaHHBIMU, IIO-
JMY4CHHBIMH i1 Vitro. 3Ha4eHUs IapaMeTpOB:
ena = 0.001, ecqa = 0.02, Ing = —0.59,
Icqe = 0.03, a = 0.01, £ = 10. Moauduuu-
poBaHo u3 [47]

Fig. 17. Comparison of simulation results with
experimental data obtained in vitro. Parameter
values: en, = 0.001, ece = 0.02, Ing =
= —0.59, Ica = 0.03, a = 0.01, & = 10.

Modified from [47]

SIX MO3TOBOTO CTBOJIa MOPCKHX CBHHOK M OIyOJMKOBaHHBIX BIepBble B pabote Llinas &
Yarom [47].

AMIUIATYZIA TTOIIOPOTOBBIX KojieOanuit B (18) mpu yBenuueHnn OudypKamoHHOTO
napameTpa Ic, HapacTaeT BHadaje IUIaBHO, W JaNbHEHIee MOBEJCHHE MOJENN 3aBHCHT
oT BenuuuHbl I ,. Eciin napametp I, JOCTaTOYHO BEJHK, TO C POCTOM Ic, B HATpHEBOH
TTOJICHCTEME aMITIUTY/Ia KoJieOaHui MeMOpPaHHOTO IMOTEHITMAIA TIPEBHITIAeT OPOT BO30Y-
JUMOCTH, U MOJIENIb HAUMHAET Te€HEPUPOBATh NEPHOINIECKUE PETIaKCAIIOHHbIE KOJIeOaHHs
6OJIBIION aMILTUTY/B — Tak HasbiBaeMble Na’T-3aBucumble cnaiiku (puc. 17). 3amernm,
YTO BO3HMKHOBEHHE CIaWKOB IPOUCXOIUT Ha BOJHE TMIEPHONIIPH3ALUA MEMOpPaHbI HEll-
pOHa, BBI3BAHHOM KOJIEOAHUSAMH KaIbLIMEBBIX HOHHBIX TOKOB, TO €CTh TIOJHOCTHIO OIpe/e-
JsieTcsl B 3TOM ciydae ¢a3oil moamoporoseix koiebanuil. Ecimu Bennunna Iy, 10CTaTOIHO
MaJa, TO aMIUIUTY/Ia KoneOaHui B KaJIbI[MEeBOI MOACHCTEME HEIOCTaTOYHA I TeHepaluu
Na?T-3aBucuMbIx craiikoB. OJHAKO KajbIHeBas MOACHCTeMa 00J1a1aeT cOOCTBEHHBIM T10-
poroM Bo3OyaumMocTH. [Ipu mpeBbIIeHHH 3TOro nopora ¢ poctoM Ic, Gopma konedaHuit
B KaJBIIMEBOW MoJCHCTEME TpaHCHOPMUpPYETCsS HEMTMHEWHBIM 00pa3oM U TIPH MOCIENYI0-
eM yBeJlndeHUH Ic, MPakTHUECKH He M3MeHseTcs. MeMOpaHHBIH MOTEHIHAI TIPH 3TOM
coBepmaeT KoieOaHus, popMa KOTOPHIX CYIIECTBEHHO OTIMYAETCS OT KBa3HTapMOHWYE-
CKOH (popMBI TIOAMOPOTOBBIX KOJICOAHHH, a aMIUIMTYAa OCTAeTCs 3HAUUTEIbHO HUXKE aM-
wintyasl Na?t-3aBucumeix crnaiikoB. Takoe MoBeleHHE COOTBETCTBYET PEKHMY T'eHepa-
mn C'a®T-3aBUCHMBIX craifkoB, HAOMIONAEMBIX B HATYPHBIX KCHEpUMEHTax (puc. 18).
OTMmeTuM Takke, 9TO B 3aBHCHMOCTH OT NapaMeTpoB Monenb (18) MokeT KaueCTBEHHO
BOCITIPOM3BOAUTH CIIOHTAHHBIEC MJIM BBHIHY)KACHHBIC KosleOaHus, HaOmonaeMble B HEHPOHAX
HWKHUX OJIHB.

Mopnens (18) mpencraBisieT 3HaUNTENBFHBIA HHTEPEC JUISI MOAETHPOBAHUE KOJUIEK-
TUBHOM JUHAMHKH aHcaMOiell HeHpOHOB HWKHUX 0JMB. OObeUHEHHBIE B €IMHYIO CETh
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MoneabHBIe HelpoHbl (18) dopmupyroT
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9TOM BHCHIHUC CHUTHAJIbI, IMOCTYIIAIOIHC
Ha OTACJIbHBIC BJICMCHTHI MOT'YT obecreun-

Experiment o
BaTh OBICTPYIO MEPECTPONKY KIIACTEPOB Ha
I10mv BBIXOJIE CETH.
—_
500 ms 2.7. Moaean THIIA KHAKOIJIEHHEe—

copoc». Ilepeiimem Kk ommcaHuio Moje-
Puc. 18. CpaBHeHHe pe3ynbTaTOB MOAEIUPOBAHUS

C DKCIEPUMEHTAJIbHBIMU JaHHBIMH, MOJYYCHHBIMH JICH HCUPOHOB, HE NPCTCHAYIOMUX Ha JC-
in vitro. 3HadueHHs TapaMmeTpoB: ey, = 0.001, TaJbHOE€ ONMCAaHME HOHHOTO TpaHCHOpTa

¢ca = 0.02, Ina = —0.6, Ica = 0.03, a = 0.01, yepe3 memOpany. Takue mMomenu Hamerne-
k = 10. Monudunuposaso u3 [47]

HBbI TIPEHMYIIICCTBEHHO Ha BOCIPOU3BE/IC-
HHEe 0a30BBIX JMHAMHUYECKHX PEKHMMOB H
CBOWCTB HEHpPOHOB 0€3 NPHBA3KH K OIpe-

Fig. 18. Comparison of simulation results
with  experimental data obtained in vitro.

Parameter values: epnq = 0.001, eca =
= 0.02, Ino = —0.6, Ica = 0.03, a = 0.01, ICITAOUIAM HUX @HSH‘IGCKI/IM MEXaHU3MaM.
k = 10. Modified from [47] C oHO#M CTOPOHBI, 3TH MOJAEIH YacTO HC-

MIOJIB3YIOTCS TIPU MCCIIEIOBAHNHU OONBIINX HEHPOHHBIX aHCAaMOJIeH, Tak Kak, B CHIY CBO-
el HU3KOH pa3MEepHOCTH, MO3BOJISIFOT COKOHOMHUTH BBIYHCIHUTEIbHBIE pecypchl. C Apyroit
CTOPOHBI, IPOCTOTA MOJOOHBIX MOZAENEH YacTo MO3BOJIAET MOTydaTh aHAIUTHUECKHE pe-
3yABTaThl JUIsI KPYMTHOMAcIITaOHBIX CeTel, HampuMmep, MyTEéM CBEACHUS MX TUHAMHUKH K
PEAYIUPOBAHHBIM CPEIHETIONCBBIM ypaBHEHUsIM [48-57].

IlepBast peHoMeHOMOTHYECKAs MOIETh HelipoHa ObLTa IpemiokeHa Oojiee Beka Ha-
3aa B 1907 rony, 3a10/1T0 10 OTKPBHITHS MEXaHU3MOB HEHpOHHON BO30ynuMocTH. B pabote
JI. Jlanuka [58] HEMpoH MOAEIMPOBAJICS KaK IIYHTUPOBAHHBIN KOHJIEHCATOP, 3apsA’KaeMblii
BHEIIIHUM TOKOM. EMKOCTB KOHJIEHCAaTOpa COOTBETCTBYET IPH STOM E€MKOCTH MEMOpaHBI,
a COIIPOTHBIICHHUE ITYHTHPYIOMIETO PE3UCTOPA — CONPOTUBIICHUIO yTeuku. Hanpsokenns Ha
KOHJICHCATOPE COOTBETCTBYET MEMOPAHHOMY IOTEHITHAITY M ONHCHIBACTCS ypaBHEHHEM

AV
dt
rme V) — moteHnman mokos, l¢,; — MogaBacMbId Ha HEHPOH BHEIIHHWHA TOK, § — IPOBOIH-
MOCTb yTeuku MeMOpanbl. Korga MeMOpaHHBIH OTEHIMAI JOCTUTAeT HEKOTOPOTO IIOPOTO-
BOTO 3HaueHus Vi, > V), cunraercs, 4To HEMPOH TEHEPUPYET CIIAlK, TTOCIIe KOTOPOTO €ro
MeMOpaHHBIH MOTEHIMall MTHOBEHHO YCTaHABIIMBAETCS PaBHBIM HEKOTOPOMY 3HauEHHIO

‘/reset < ‘/0

JlnHaMuKa TakoW cHUCTeMbl MPOWILTIOCTpUpoBaHa Ha puc. 19, a. Ilog neiicTBueM
BHEITHETO TOKa MEMOPaHHBIN MMOTEHIINAI TOCTENEHHO YBEIWMYUBACTCS U TIPU JOCTATOYHO
MHTECHCUBHOM BO3JCHCTBUM B HEKOTOPBIH MOMEHT JOCTHraeT MOPOroBoro 3HaueHus. Ilo-
CJIe ATOTO TeHEPUPYETCs CHaMK, U MEMOpPAaHHBIM MOTEHI[MAT MTHOBEHHO YMEHBIIACTCS 10
MUHUMAJIHHOTO 3HAUEHUS M CHOBA IMOCTEIICHHO HapacTaeT. biaromaps xapakTepHOMY s
MOJO0OHBIX CHCTEM YEPEIOBAHUIO MEPHOIOB JITUTEIHLHOTO HAKOIUICHUS U KPaTKOBPEMEH-
HOTO cOpoca MOTCHIMANA, MOMIEIN TAaKOTO THIIA YacTO HAa3bIBAIOT «HAKOIUICHHEe—COPOCY.

C = Iext - g(vm - ‘/0), (19)
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Puc. 19. a — nunamuka cuctems (19) — 3aBUCHMOCTB OT BpeMEHH MEMOPaHHOIO HOTEHIMANA [IPH 3aaHHOM
BHCIITHEM BOSﬂeﬁCTBHﬂ; crauk COOTBETCTBYET MT'HOBEHHOMY U3MEHCHHUIO BEJIMYHHbBI MeM6paHHOFO IMOTCHIH-
ana ¢ Vi, Ha Vyeser. b — DKBUBAJIGHTHASI JNIEKTPUIECKAs CXeMa

Fig. 19. a — dynamics of the system (19) — time dependence of the membrane potential for a given external
action; spike corresponds to an instantaneous change in the value of the membrane potential from Vi, to
Vireset. b — equivalent electrical circuit

HaxkoruieHne cooTBeTCTBYET IOANOPOroBOi TMHAMHKE MEMOpPaHHOI O MOTEHIMaa, a copoc —
TeHepanuy MoTeHIHaa AeHCTBHS.

Monenu mogoOGHOro THIA aJeKBaTHO OMHUCHIBAIOT JUHAMHUKY MEMOpPaHHOTO HOTEH-
yaga HWKe Iopora Bo3OYKICHUs, BOCIIPOU3BOAS €€ MHTerpupyomue cBoiictea. C ¢u-
3MYECKOH TOYKM 3PEHMs IOAIOPOroBasl AMHAMHKA NAHHOW MOJENM aHAJIOTWYHA IWHAa-
MHKE JIMHEHHOTO LIYHTHPOBaHHOTO KoHAeHcaropa (puc. 19, b). B orcyrcTBHe BHem-
HEero CUrHajga MeMOpaHHBIH MOTEHIHaNl paBeH MmoTeHImany mokos Vj. Ilocryminenne Ha
BXOJl HEHYJIEBOTO BHEIIHETO CHTHala MPHUBOAUT K 3apsAAKe KOHIEHCAaTropa, OfHAKO HalH-
Y€ KOHEYHOTO COMPOTHBIICHHS BBI3BIBAET TOK YTEUKH. TakuM 00pa3oMm, KOPOTKHN HM-
nyabc Toka Buaa .,y = AJ(t) mpHBemeT K SKCIOHCHIMAIBHO 3aTyXAOIIEMY OTKIHKY
u(t) = up+(A/C) exp (—tg/C). BenencrBue MMHEHHOCTH MOAIOPOTOBOM ANHAMHKH, 10~
Jla4ya Ha HEHPOH cepur KOPOTKUX UMITYJIbCOB BBI30OBET OTKIIMK, SBJISIFOLIMICS JTMHEHHOM Cy-
MIEPIIO3UINEH OTKIMKOB Ha KXKIBIA W3 UMITYyIhCOB. Takum oOpazom, moxens (19) addek-
THBHO MHTETPUPYET BXOJHBIC CUTHAIIBI HA XapaKTePHBIX HHTepBanax BpeMeHu T ~ g/C.

OTMeTHM, YTO MOZENHU TUIIA «HAKOIJIEHHe—CcOpOC» HE ONMCHIBAIOT AMHAMUKU HEH-
poHa BhIlIe TIopora Bo30ykaeHus. [lo mocTnkeHnn MeMOpaHHBIM MTOTEHIIAIOM TIOPOTo-
BOTO 3HAYEHUS! CUUTACTCS, YTO HEHPOH MIHOBEHHO IeHepupyeT craiik. Takum oOpaszom,
OJJ00HBIE MOZIETM HUYEro He TOBOPST HU O JMHAMHYECKOM MEXaHu3Me, HH O (opme u
IUTUTEIBHOCTH TOTEHIMaNa AeHCTBHA. Bo MHOTUX citydasx Takoe JOIyIIEHHE ONpaBaaHo,
TaK KakK MOTeHIHANIbI IEHCTBUA 3a4acTyl0 UMEIOT (PUKCUPOBAaHHYIO (JOpMY M MPOUCXOAAT
ropaszio ObIcTpee MOAIOPOroBhIX poueccoB. Vcons30BaHle MOIENECH THITA «HAKOIUICHHE—
cOpoC» MO3BOJISET UCKITIOUUTH U3 PACCMOTPEHHUSI AMHAMUKY MEMOPaHHOTO MOTEHIIMAIA BO
BpeMs Craiilka W YIPOCTHUTh TEeM CaMbIM KakKk 4YHCIEHHOE, TaK W TEOpETHYEeCKOoe
HCCIIEIOBaHMUE.

B 3aBucuMoCTH OT 3a/auél B MOJEIH «HAKOIIEHHE—CcOPOC» MOTYT BBOAWUTHCS paz-
JIMYHbBIE JTOTOIHEHUs A7 0oJiee afeKBaTHOIO ONMCAHUS TeX WIM MHBIX CBOMCTB HEHpOHa.
Tak, ans yuéra cBoicTBa pe)pakTEpHOCTH 3a4acTylO0 BBOOHUTCS CIIEAYIOLIEEC YTOUYHECHHE.
[Tocne renepanym cnaiika MeMOpaHHBIH MOTEHIMAT B T€UEHHE HEKOTOPOTO (PUKCHUPOBAH-
HOTO BPEMEHH Tyof YACPKMBAETCA PABHBIM Vicser, TIPU OTOM HEHPOH HE pearupyer Ha
BHEIITHUE BO3ACHCTBUSA (CM., Hampumep, [59]). Jns yuéra cBoiicTBa aganTanuyd 4acTOTHI
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HPOBOIMMOCTh MEMOpaHbl ¢ MOXKET IOJIAraThCsl U3MEHSIOLICHCS BO BPEMEHU M OIMCHI-
BaThCs OTHENBHBIM AU PepeHINAIBEHBIM YpaBHEHHEM, HalIpUMeEp,

dg
Taa = -9,

npUYEM MPH KXKIOH TeHepallui HEHPOHOM cIialika MPOBOUMOCTh § MTHOBCHHO YBEIINYH-
BAeTCs Ha HEKOTOPYIO BenmunHy Ag. Takas MomuduKaiys NPUBOAUT K BO3PACTAHUIO IPO-
BOJUMOCTH MEMOpaHBbI TIPY TEHEePAIMH CHaiKa U, KaK CICe/ICTBHE, K TOCTCICHHOMY CHUXE-
HUIO YaCTOTHI CIIAHKOB IPU (PUKCUPOBAHHOM BHEIITHEM BO3JeHCTBUU. BO3MOKHBI U pyTre
METOJBI YUETa aTalTUBHBIX CBOMCTB HEHpOHa, HAPUMED, ITyTEM BBEACHHS JOMOTHUTEIIb-
HOTO MEIJICHHOTO MOHHOTO TOKA, a TaKXke yuéTa HeIMHeHHOCTH MeMOpansl [60-62].

BonpImoi momymsipHOCTBIO TOIB3yeTCs Tak Ha3bIBaeMask KBaIpaTHIHAs MOJICIh THITA
«Hakoruieane—copoc» [63—-65]. B manHO# Mojenu nUHAMHUKa MEMOpPaHHOTO MOTCHITHAA
OTIMICBIBAETCS CICAYIONTUM KBaIpaTHIHBIM YpaBHECHUCM:

O = e+ alV = Vo)(V — Vi), 20)
IIpu noctmwkeHUN MEMOpPaHHBIM TTOTEHITMATIOM BEITUYHMHEI V};, HEUPOH T€HEPHUPYET CIaiK,
U €ro IMOTCHIIMAJ MCHOBEHHO MPHOOpeTaeT 3HaUCHHE Vi ¢ser. KBampaTnunas Momens oba-
JIaeT psAIOM JIONOJHUTEIbHBIX CBOMCTB IO CPAaBHEHHUIO € JIMHEMHOW Monenbto. Hampumep,
TIPY OTIPEeNeAEHHBIX 3HAUCHUX TTapaMeTPOB B HEH BO3MOXKHA OMCTAOMILHOCTDh MEXKIY pe-
>KUMOM TIOKOSL M TIEPUOIUYECKON TeHepanueil cnaiikoB. Moaens (20) sBiseTcs HOpMaib-
HOW (opMOI Iyl TaK HA3bIBAEMOW BO3OYIMMOCTH TMEPBOTO KiIacca, CBI3aHHOW C CEIIIo-
y3710Bo#i Oudyprarmeii [66].

3. JIuckpeTHble MOeJIU HeliPOHHOI AKTHBHOCTH

B mocnennee Bpems Ul MCCIIENOBAaHUS KOONEPATHUBHBIX SIBICHHA B KpyIHOMAc-
MITAOHBIX HEHPOHHBIX CETSAX BO3PACTAIOMIMH MHTEPEC BBI3BIBACT HOBBIH KJIACC CHCTEM C
JUCKPETHBIM BPEMEHEM: CHCTEMbI B3aUMOCBSI3aHHBIX TOYEUHBIX OTOOpaskeHUH. Mozaenu B
(dbopMe ToYeyHBIX O0TOOpaXKEHUH 00NIaaI0T PSIIOM MPEUMYIIECTB 110 CPABHEHHIO C MOJE-
nsamu B ¢popme auddepeHnnanpbHbIX ypaBHeHU. Hanmpumep, eciu 11 BOCIIPON3BEACHHUS
KoseOaTeNbHBIX CBOMCTB B cucTeMax Au((depeHInanbHBIX ypaBHEHUH TpeOyeTcsl, KaK MH-
HUMYM, JIBa U3MEPEHHs, a Xa0TUIECKOTO TIOBEICHUS — TPH, TO B JUCKPETHOM BPEMEHH U
TOT, U Ipyrof TUN JMHAMHUKH MOXKHO OIHCATh B paMKax Ja)ke OJHOMEPHOTO OTOOpaKEeHUsI.
OTO MPENMyIIEeCTBO MPOSIBISETCS MPU MOJACIUPOBAHUH CIIOXKHBIX PEKHMOB aKTHBHOCTH
Jake OTHENbHBIX HEHPOHOB M B 3HAYMTEJIBHOM CTENEHHW KPYHMHOMACIUTAOHBIX HEHPOH-
HBIX IIeTIel, COCTOSAIIMX M3 B3aMMOJCHCTBYIONINX MEXKy COOOH Pa3sIUYHBIX CTPYKTYPHBIX
enuHML. Hampumep, Ans MOOEenMpOBaHUS PEeXHMMa XaOTHYECKHUX CHAWK-OEPCTOBBIX KOJe-
OaHuii (OMHOTO M3 BAKHEHIINX PEKUMOB HEMPOHHOW aKTMBHOCTH) C ITOMOIIBIO CHCTEM C
HETIPEPBIBHBIM BPEMEHEM NOTpelyeTcs, Kak MUHUMYM, TpEXMEpHas HeJIMHEeHas cucTeMa
muddepenmanpHeix ypaBHeHui. C Opyroil cTOpOHbI, U3BECTHHI [67—69] quCKpeTHBIE MO-
nend B (popMe ABYMEPHBIX TOUEYHBIX OTOOpa)kKeHHH, KOTOpPBIE JOCTAaTOYHO XOPOIIO BOC-
NPOU3BOIAT PEKUM CHAWK-OEPCTOBBIX KojeOaHui. TodedHble OTOOpaKEHMS MO3BOJISIOT
MOJIETUPOBATh U MHOTHE JIPYyTHe peXHMbl HEHMpOHHOW akTWBHOCTH. Hampumep, Momens
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J. Kuanso [70] mo3BoJjiseT UMUTUPOBATh PEKUMbl TaK Ha3bIBAEMON HOPMaJIbHOU M Cy-
MIepHOpMaJIbHON BO30yauMocTH U Jp. Moznens H. PynbkoBa nMeeT HeckoiIbko Moauduka-
uumif [71-73], onHa U3 KOTOPBIX HACTPOEHA Ha BOCIIPOU3BEICHUE PA3IMYHbBIX CIIAHKOBBIX U
0EpCTOBBIX KONeOATENbHBIX PEKUMOB, a Apyrasi CHOCOOHA FeHepUPOBaTh TaK Ha3bIBacMbIC
TTOZIITOPOTOBBIEC KOJICOAHUS, TO €CTh KOJICOAHUS MaJION aMITTUTYIBI HUXKE ITOpora BO30YK-
nenus. Monens KypOaxa-Hexopkuna [74, 75] siBAseTCs AOCTaTOYHO YHHBEPCAJIbHOU U
OINMCHIBAET MHOTHE PEXUMBbI HEUPOHHON aKTHUBHOCTH.

3.1. Moneas Kuaaso. Mogens Knanso B popMe TOYEIHOTO OTOOpaKEHUS NMe-
eT caenyromumii Bug [70]:

Tpiy = 229 % 4 T, 21
Yn+1 = ayn — bxy +c. (22)

3nmeck mepeMeHHasi © BOCIIPOM3BOIUT TUHAMUKY MEMOpPAaHHOTO IMOTEHITHAa; § — BOCCTa-
HaBJIUBAIOLIAs MIEpeMeHHas; a, b, ¢, I ABIAIOTCSA mapaMeTpamMu. DTH MapaMeTphl yIpasils-
0T JUHAMUKON CHCTEMBI CIEIYIOINM 00pa3oM: ¢ — KOHCTAaHTa BPEMEHH BOCCTAaHOBJICHUS
(a < 1); b ompenensieT CTeneHb 3aBUCUMOCTH BOCCTAHABIMBAIOIIHMX TIPOIIECCOB OT YPOBHS
AKTHUBHOCTH; ¢ — TIOCTOSHHOE CMeIleHue; mapameTp I xapakTepusyeT NecTBHE MOHHBIX
TOKOB, MH)KEKTUPOBAaHHBIX B HEWPOH. B 3aBucMMoOcTH 0T mapamerpa [ JUHaMUKa MOJEIN
MOJeT OBITh pa3HOOOpa3Hoil. KiroueByio poib B yCTaHOBICHHH TOTO MJIM MHOTO PEXHMa
UTpaeT B3aMMHOE PacIOJIOKEHHE H30KIMH y = In ””T_I +ruzx= %. [lepBas u3
9THX M30KJIHMH IpeacTaBisieT N-00pa3Hyto KpUBYIO ¢ MAKCHMYMOM M MHHUMYMOM, KOTO-
pas olpenenseT MOporoBble CBOWCTBA Mozaenu. Bropas m3oknnHa — mpsMasi, ONOKEHHE
KOTOpPOH YHPaBIISIET YCTOMYNBOCTHIO HETIOBM)KHOIM TOUKH OTOOpakKEHUSI.

B pabote [70] onrcanbl pa3nuvHble MOABI HEHPOHHON aKTUBHOCTH, BOCTIPOM3BOAN-
MbIe cucteMoi. OcTaHOBUMCS TTOIpoOHee Ha HEKOTOPHIX U3 HUX.

Hopmanvnas 6036youmocms. B TakoM pexxuMe 1ociie reHepaluy noTeHuana aei-
cTBU (craiika) M mepuofa pedpakTepHOCTH, MEMOPaHHBIA TTOTEHITHA MOHOTOHHO BO3-
pacTaeTr K 3HaYE€HUIO, COOTBETCTBYIOLIEMY COCTOSTHHIO MOKOs. B Monenu nocnenHemy co-
OTBETCTBYET CAMHCTBEHHBIN aTTPakTop — yCTOMYMBBIN y3en. Ecim aMIumryga ctuMmyiia
JOCTaTO4HA ISl IPEOJONIEHHS ITopora, Ha (a30Boil miockocT GopMupyeTcst TPAaeKTOpHs,
HamnpsAMYI0 BO3BpAINAIONIAsCAd B HEMOABIDKHYIO TOYKY. JTa TPACKTOPHS BOCHPOHM3BOAUT
PEKUM HOPMaJIbHOHM BO3OYAMMOCTH.

Cynepnopmanvhas 8036youmocms. OTINYHE OT MPEABIAYIIETO 3aKITI0YACTCS B TOM,
YTO MPOLECC Mepexoia MEeMOPaHHOTrO MOTEHLHAaNa K COCTOSHMIO TOKOSI COIPOBOXKAACT-
cs 3aTyXalouMu KonebanusmMu. Ha ¢a30Boil TIIOCKOCTH 3TOMY PEXHMY COOTBETCTBYET
HETIOJBIKHASI TOUKA — YCTOMUUBBII OKyC.

Konebamenvnas 6ucmabunvnocmo. Ilpu I = 0.03 nuraMuka oToOpaxeHus OuUCTa-
OounbHa. Ha ¢a3oBoii III0CKOCTH OIHOBPEMEHHO COCYILIECTBYIOT /IBA aTTPakIopa: YCTOM-
YHBBIA QOKYC U ycTOWYMBAs 3aMKHYTass HHBapUaHTHas KpuBas. X 00JacTH NPpUTSHKEHUS
pa3nensroTcss HEYCTOMYMBOM 3aMKHYTOM WHBapHaHTHOM KpuBOH. B 3aBHcHMOCTH OT Ha-
YaJlbHBIX YCJIOBHM, TPaeKTOPHUH MOTYT HMPUTATHUBAThCA JMOO YCTOMYMBON TOUKOH, OO
YCTOMYMBOW MHBAapHAaHTHOW KpHBOi. COOTBETCTBEHHO, B 3TOM Cllydae OTOOpaKeHHe BOC-
MPOM3BOIUT JINOO PEXUM CYNEPHOPMAIBEHON BO30OYIUMOCTH, JTHOO MEPUOANIECKUX CIIaii-
KOBBIX KOJICOaHHUH.
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Xaomuueckue cnatik-6épcmosvie xonebanus. Ilokazano, uro mpu a = 0.89,
b = 0.18, ¢ = 0.28, I = 0.03 B cucreMe CYIICCTBYIOT HEYCTOWYMBAs HEMOIBIIKHASL
TOYKA U XAOTHYECKUH aTTPakTop B obnactu DT . JIuHAMUYECKUH MEXaHU3M XaOTHYECKHMX
KoJeOaHui cocTouT B cienytomeM. [lockonbpKy mapaMeTp b 1ocTaToOYHO Mall, IepeMeHHast
y ocraeTcs 0Oojee WM MeHee B «3aMOPOKEHHOM» COCTOSHHUH. Ecimu nmpeneOpeus ciarae-
MBIM —bx B ypaBHeHuU (22), TO IMHAMUKA TIEPEMEHHOM Yy OyIeT 3a1aBaThCsl OHOMEPHBIM
0TOOpaXKCHUEM
Ynt1 = AYn +C (23)

D10 0TOOpaKeHHE UMEET YCTONYMBYIO HEIOABIXHYIO TOUKY y = ¢/(1 — a) = yo ¢ oTHO-
CUTENbHO OonbImuM MynbTUIUIHKaTopoM s = 0.89. [losTomy mobas Tpaekropus oToOpa-
JKEHHSI CTPEMUTCS K OTOH TOYKE OCTaTOYHO ObICTpO. B aTOM citydae auHamMuKa nepemMeH-
HOH 2 OTMHCBIBAETCSl OJHOMEPHBIM OTOOpaKEHHEM

Tny1 = x5 exp(yo — x) + I. (24)

UncneHHOe W3YYECHHE 3TOTO OTOOpPaKCHHSI CBUICTEIECTBYET O €r0 XaOTHYCCKUX
cBoiictBax. TakuM 00pa3oM, OTHOCHTEIBHO MEIJICHHOEC M3MEHEHHE Yy M OTHOCHUTEIHHO
OpicTpoe m3MEeHEHHE = (OPMHUPYIOT XaOTHYECKHH arTpakTop B cucteMe KwuamBo. Dot
aTTPaKTOp OMpEACISACT PEKUM XaOTHIECKHX CHANK-OEPCTOBBIX KOJeOaHUi.

X x(m+l) =
15+
4.0 ,
1.0 |
05L 3.0
0 2.0
Y 1.0
1.0 f AL e Tl N
Or L 1 1 0 -"l"'S 1 1 ‘ ""‘I‘“"“'-‘""'-'ﬁﬂ; _
a 0 100 200 300 400 t b 0 20 40 6.0 80x(n
¥ X
0.8 0.8
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0.2 0.2
Ne. T
0 T T T T T I T 0 1 1 1 1 1 1 1
-1.0-0.5 0 05 1.0 152025 y -1.0-05 0 05 1.0 152025 ¥
c d

Puc. 20. a — nuHaMuka nepeMeHHbIX Moaenu KuanBo 11 pexxuma CriaiikoBod akTUBHOCTH. b — 0TOOpaxKeHue
OBICTPOIl CHCTEMBL. ¢ U d — (pa30Bas IUIOCKOCTh ¢ W300paKEHHBIMU W30KIHMHAME. B3t u3 [68]

Fig. 20. a — waveforms for the Chialvo model in case of the spiking activity regime. b — the map of fast
motions. ¢ and d — phase plane with nullclines. From [68]
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3.2. Moneanr MoxkukeBu4a. Monens VbkrkeBrda H3HaYaIbHO pa3paboTaHa B HEIpe-
PBIBHOM BpEMEHH, HO e€ JUCKPETHU3aIHsl C BpEMEHHBIM maroM 1 ms ga€t TouedHoe oToo-
paxenue [76]

Unt1 = Fop, I —uy), (25)

- [bvp — un) , < 30,
tyy — Up + a - [bu, — Uy Up, (26)
Up + d, Un Z 307
e
min(0.04v% + 6v + 140 + I,  30), v < 30,

Fo,1) = c, v>30

27)
3necs v — MeMOpaHHBIH TOTEHIIMAN B mV, u — MeUIeHHas BOCCTaHABJIMBAIOIIAs Tepe-
MeHHas. [lapameTp a sBIsieTCS MajbIM U pas3fenseT BpeMeHHble MacmTaObl. [lapamerp
C OTpezeNsieT HapsDKEHUE TPH MepeycTaHoBKe. MeieHHast MoJicucTeMa NMEeeT 0COOeH-
HOCTH: KOTJIa TeHEpUPYEeTCs CIalK, MeIeHHas IIepeMEHHAs UCTIBITBIBAET PE3KUI CKAuOK,
paBHBIN 3Ha4YeHHIO MapameTpa d. BeIcTpo-MeIeHHbIe CBOWCTBA MOJENHN TO3BOJISIOT e
BOCIIPOM3BOANUTH Pa3HOOOPA3HBIE THIIBI KOIEOATEIbHON aKTUBHOCTH, B YACTHOCTH, CIIAiK-
0€pcroBrie Komebanust (puc. 21, a). 3amerum, uTo oTOOpakeHHWE OBICTPHIX JBIKCHUH
€CThb HU YTO MHOE KaK MOJEJIb «HAKOIUIEHHe—COpocy». DTO BUIOHO U3 IPEACTaBICHHO-
ro puc. 21, b, Ha KoTOpoM H300pakeHa auarpamma Kénurca—Jlamepest s MeuieHHON
HepeMeHHON v. /IMHaMKKa MONHOW CHCTEMbI OIpenesieTcs ABYMEPHBIM OTOOpaskeHUEM,
MO3TOMY HMCYEPIIBIBAIOIIYI0O HHPOPMAIIHIO O BO3MOXKHBIX AWHAMUYECKHX CLEHAPUAX HaM
nmaeT ¢azoBas mWIOCKOCTh (puc. 21, ¢) ¢ n300pakeHHBIMHI H30KJIMHAMU. M30KIMHA, TTOITY-
gaeMmast 13 ObICTPOro 0TOOpakeHHs, SIBIAETCS MapadoIoi

w=0.040>+ 50+ 140+ I, v < 30, (28)

KOTOpas CMEINAEeTCs BIIEBO HMJIHM BIIPAaBO Ha (pa30BOiA TIIOCKOCTH, €CIIM 3Ha4eHUue | yMEeHb-
[IaeTcs WINM yBEITUYHBACTCS, COOTBETCTBEHHO. llockonbpKy mapabona nMeeT IBE BETBH,
TO TIPH 3HAYEHHSX MEPEMEHHOH u, JeKAIINUX IpaBee BEpUIMHBI NMapaboiibl, ObICTpas CH-
CTeMa MMeeT J[Be HETOJBHKHbBIE TOUKH: YCTOWYHNBYIO U HeyCcTOH4YMBYI0. COOTBETCTBEHHO,
BETBH M30KJIMHBI Ha ()a30BOM IUIOCKOCTH (U, V) TAKKe MOTYT OBITh KIACCH(UIIMPOBAHBI
Kak ycroitunsas (N,) u Heycroiuusas (NN, ). Bepuza napabosibl COOTBETCTBYET TOUKE
CeT0-y3JI0BOM OMbypKaIuu ObICTpoi moacucTeMbl. C Ipyroit CTOPOHBI, H30KIWHA, TOTY-
JaeMasi U3 MEIJICHHOH MOACUCTEMBI, SIBISETCS HaKJIOHHON npsimoii. Korna nzobpaxaromas
TOYKAa HAXOTUTCS BBIIIE ATOH MPsAMOH, 3HaYEHHWE U BO3PACTAET, KOTJa HIDKE, 3HAYCHUE U
yobiBaet. [lapamerp b ymnpaBiseT HaKIIOHOM NPSIMOW W3OKJIMHBL. MHOXKECTBa, OTMEUYCH-
Hble Ha puC. 21, ¢ u d Kak Mp;pes, COOTBETCTBYIOT CHAMKOBBIM IIMKJIAM OBICTPOH MOZICH-
crembl. MIX pa3sphbIBbl ONPENENSAIOT CMEHBI IIEPHOIOB crakkoB. Korna MHOKECTBO Mpikes
JISKNT LETUKOM BBIIIE€ MEJIEHHON WM30KJIMHBI, 3HAaYeHHWE U yBEIMYMBACTCS BIOJb Craii-
KOBBIX OpPOHUT 10 © = up, TI€ JHHUS MEPEeyCTaHOBKH v = c TepecekaeT N, hopMupys
TOMOKJIMHUYECKYIO OpOUTY OBICTPOI MOACUCTEMBI.

B momenmn MkukeBrda MOXKET OBITH OT HYJNS IO ABYX HETOABIDKHBIX TodeK. Mx
YCTOMUMBOCTh YHpaBISETCS 3HAUEHHEM BHEWIHEro Toka [, Kak 3TO IIOKa3aHO Ha
puc. 21, ¢, d. Pazauma Mexmy HUMH 3aKII0YacTCS B TOPHU3OHTAILHOM CMemeHud N,
Ny, Mgpiges. Korna 3sHadenne I JOCTaTOYHO Malo, OJHA HEHNOJBMKHAA TOYKA II00ajb-
HO yCTOWYMBA, a Jpyras sBiseTcs cemiaoM. HellpoH HaxomuTcs B BO3OYIMMOM pPEXHME.
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Puc. 21. a — nuHaMuka nepeMeHHBIX Mozenu VhbkukeBrya s peskuMa OEpCTOBOI akTHBHOCTH. b — 0TOOpa-
JKEHHEe OBICTPOI CUCTEMBL. ¢ ¥ d — (pa3oBast IIIOCKOCTh ¢ N300paKEHHBIMH N30KIMHAMU. B3sT u3 [68]

Fig. 21. a — waveforms for the Izhikevich model in case of the bursting activity regime. b — the map of fast
motions. ¢ and d — phase plane with nullclines. From [68]

Bo3smymienue, nepeBoasinee 3a HEyCTOWYHBYIO BETBb, BBI3BIBAECT I€HEPALUIO OTBETHOTO
noteHuuana aeiicreus. Korna 3Hayenue I pacter, MHOrooOpasusi CMELIAIOTCS BOPABO U
TEPSIOT YCTOHUNBOCTH uepe3 oudypkamuio Heiitmapka—Cakepa mpu

b— 2
Insron = 1625 — 62,50+ 6.25 (12 — L=
: (1 -a)?

3TO 3HAYEHHE JIGKHUT B OKPECTHOCTH TOUKH IIEPECEUCHHST MEJICHHOW U30KIIMHBI U BEPIIIH-
Hbl Ng — N,,. IHT€peCHO OTMETHTB, 4TO S MepecTaeT ObITh II00ANTBHO YCTOHYNBOM HEMo-
JBMDKHOM TOUKOW TIPH ClIeTKa MEHbIIeM 3HaueHHH I, MockonbKy Oudypxanus Heiimapka—
Cakepa cyOkputndeckas. [locne oudypkannu S cTaHOBUTCA HEYCTOHUUBEIM hokycom Us,
U B CHCTEME TEleph CYLIECTBYIOT JIB€ HEYCTONUYMBBIE HEMOABM)KHBIC TOYKHU. TpaeKkTopus
MIPUTATUBAETCS] OPOUTON, COOTBETCTBYIOUICH CIIAKOBEIM MIIH OEPCTOBBIM KOJICOAHUSIM.

3.3. Moneas PyabkoBa. [IBymMepHOE OTOOpa)KEHHUE, OIMCHIBAIOIICE TUHAMUKY
Monenu PynpkoBa, 3anucbiBaeTcst B Bue [71]

LTn+1 = f(xnv yn)7 (29)

Yn+1 = Yn — M(xn =+ 1) =+ uo, (30)
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Tae T, — OBICTpas IMepeMeHHasl, OTpakaro- Knt1
nias BSaHMOHCﬁCTBI/IC KaJIUCBBIX U HAaTpHUC-
BbIX <(6LICTpI>IX>> HWOHHBIX TOKOB; Yy, — MCI-
JICHHas IepEeMEHHasl, MOJEIUPYIOIas au-
HaAMHWYCCKOC HeﬁCTBHe «MCIJICHHBIX>» NOH-
HBIX TOKOB, HAIIpUMEP, KAJIbIIUECBOI'O TOKA.
MeI[HeHHO@ U3MCHCHHUE BO BPEMCHH IIC-
peMeHHOﬁ Yn 06yCJ'IOBJ'II/IBaCTC${ MaJIOCTBIO
mapaMeTpa |, B OOJIBIINHCTBE CcaydaeB Oy-
nem nonarate W = 0.001. Kak Oyner noka-
3aHO HUIXKE, MapaMeTp O 3aJa€T HCBO3MY-
IICHHOC COCTOAHHUEC MOACIBHOI'O HeﬁpOHa.
Brictpoe omHOMepHOE OTOOpa)keHHEe MO-
JIETBHON CHCTEMBI TIOCTPOCHO TaK, YTOOBI  Puc. 22. CTpykTypa GyHKIUH GHICTPOTO OTHOMEPHOTO
OHO MOIVIO OTBEYATh KaK 3a CIIAHKOBYIO aK- oToOpakeHusl, NoTy4yeHHas npu o = 5.6 u duxcupo-

. BaHHOM Yy, = y = —3.75. Ipaduk pyuxumu f(x,y)
THBHOCTH HCMPOHA, TAK 1 34 €ro paBHOBCC- n300pakeH JKUPHOH croiomHoN JmHued. [lyHKTHp-
Hoe cocTosHue. Takoe MOBENECHHE MOXKET was nuHUA M300pakKaeT CynepycToMdmMBBIi mHK Pi.
OBITH JOCTUTHYTO OJIarofapst NCIONb30Ba- YCTOHUMBAsA U HEYCTOHYMBASL HEMONBHKHBIE TOUKH Ofl-

o HOMEPHOTO 0TOOpa)KeHHs 0003HAYEHBI KaK Tps U Tpu,
HHIO Pa3pbIBHOU (l)yHK]_II/II/I CriI€uaJIbHOI'O
COOTBETCTBEHHO. B3t u3 [71]

Bl f(:B, y) Fig. 22. Structure of the fast 1D map for the Rulkov
model at « = 5.6 and fixed y, = y = —3.75.

a/(l—z)+y, z<0, The bold solid line corresponds to f(x,y). The dotted

line depicts the superstable cycle Pj. The stable and

flr,y)=qa+y, 0<z<a+y, unstable fixed points of the 1D map are marked by

Tps and xpy, respectively. From [71]

-1, z>a+y.
€2

311ech o SIBISICTCS KOHTPOJIBHBIM MapaMeTpoM 0ToOpaxkeHus. 3aBUCUMOCTh f(x,y) OT x,
MOJIy4eHHasl MpH (PUKCUPOBAHHOM 3HAUCHHHU Y, PUBEACHA Ha puc. 22. 3HayeHUs napa-
METpPOB O. U Y BBIOpPAaHBI TaKUM 00pa3oM, 4TOOBI MPOMIIIIOCTPHUPOBATH BO3MOXKHOCTH OJI-
HOBPEMEHHOTO CYIIECTBOBAHMS HEMOABMKHBIX TOYEK Tps, Tpy M MPEIAETBHOIO LMKIA Py,
COOTBETCTBYIOIIETO CHANKOBBIM KojieOaHUsIM. DyHKIMS CTPOUTCS TakUM 00pa3oM, YTO
KOT/Ia 3HAYEHUsI  BO3PACTAIOT WM YMEHBIIAIOTCS, rpaduk 3aBUcUMOCTH f(x,y) OT = co-
OTBETCTBEHHO IOJIHUMAETCs BBEpPX WJIM OIyCKaeTcsl BHU3. VckiltoueHne cocTaBisieT JHUIb
TPETHl MHTEpPBaJ, 3aJaHHBI HEPaBEHCTBOM X > o + Y, rue 3HavyeHust QyHKkuuu f(z,y)
OCTAIOTCSl paBHBIMH (—1).

YpaBHeHUE U MEIICHHOW NIEpEeMEeHHOH ¥, 3a7jaeT HEMMHEWHYI0 00paTHYIO CBA3b U
MIO3BOJISIET MOAETHPOBATh KaK HEKOTOPHIE CBOMCTBA MEAJICHHBIX MEPEXOAHBIX MPOLECCOB,
TaKk W MeJJIeHHbIe KoneOaHus, (GOPMHUPYIOUINE MadyKd MMITYJbCOB HEHPOHHOW aKTHBHO-
cru. Ilpu 3HaueHmsx oo < 4.0 B 3aBUCHMOCTH OT BEJIMYHMHBI IapaMeTpa O OTOOpakeHHe
00 HAXOIWTCA B PEXHMME YCTOHUYMBOTO paBHOBECHS, TUOO T€HEPHPYET HEMPEPHIBHYIO
[IOCJIEI0BATENBHOCTh CHaiikoB. YacToTa reHepalyd UMITYJbCOB IIPHU 3TOM BO3PAcTaeT C
yBeNIM4YeHNEeM 3HaueHnd mapametpa o. [lpn a > 4 nunamuka oToOpakeHus O3BOJISET Te-
HEpUPOBATh Na4YKH CIIAHKOB. DTOT peKUM HaOJIIOIaeTCsl B MHTEpBajle 3HAUCHUH apameTrpa
0, KOTOPBII pacroiaracTcst Mexay pPeKUMaMU HENPEPBIBHON MMITYJIbCHOM aKTUBHOCTH U
CTALlMOHAPHBIM COCTOSHUEM. PeKMMBI TaueyHOH aKTUBHOCTH BKJIFOYAIOT B Ce0sl KaK pery-
JSIPHBIE, TAK U XaOTHUYECKHE PEKUMBI.

A.C. Imumpuuyes, /[.B. Kacamxun, B.B. Knunvwos, C.FO. Kupunnos,
O.B. Macnennuxos, /].C. Lllanun, B.A. Hexopxun

UzB. By30B «ITH/I», T. 26, Ne 4, 2018 4l



3.4. Monear Kypoaxka—Hekopkuna. PaccMOTpUM CHCTEMY TOYEYHBIX OTOOpa-
skeHuit [74,75] cnemyromiero Buaa:

Tpy1 = Ty + Fxn) = BH (2 — d) — Yns Ynt1 = Yn + (@0 — J). (32)

3nech nepeMeHHast £ KaueCTBEHHO XapaKTepH3yeT W3MEHeHHe MeMOpPaHHOIo MOTeHIHana
KJIETKH, Y OTBEYAET 3a COBOKYIIHOE JICHCTBHE MOHHBIX TOKOB (TaK Ha3blBaeMasi, BOCCTa-
HaBJIMBaloIIas nepeMenHas). I[lapameTp € onpenenser CKOPOCTh U3MEHEHHsI TEPEMEHHOM
Yy, mapametpsl P, d, J KOHTpoIupyIoT GopMy reHeprpyemMoro curHana. OTMETHM, YTO MO-
JeTIb OCHOBaHa Ha JMCKPETHON BEPCUH U3BECTHOW B HeliponuHaMuke cructeMbl PutnXpio—
Harymo ¢ kyOwdeckoil HENTWHEHHOCTHIO
F(x) ¥ IONOMHUTENBHO BBEICHHOW CTYy-
neHyaroi Qyukiueit Xepucaitna H (x)

F(z)=2z(z —a)(l —x),
I, z==>0, (33)
0, z<0.

Ha puc. 23 xayecTBeHHO IOKa3a-
HBl M30KJIHMHBl T'OPU30HTAIBHBIX (TIpsMast
x = J) W BepTUKaIBHBIX (KpuUBasg y =
Fig. 23. Shown qualitatively are the nullclines of map = F(x) —pH(x - d?‘ ) HAKJIOHOB CHCTEMEI
(32), (33). From [77] (32), (33) Ha ¢a3oBoii mwiockocTH (,y).

Puc. 23. KauecTBeHHBIH BMJ H30KIMH IOPU3OHTAIIb-
HBIX ¥ BEePTHKAIBHBIX HAKJIOHOB HAa (pa30BOH IIIOCKO-
ctu oroopaxenus (32), (33). Basar u3 [77]

3.4.1. PeryasipHble pe;kMMbl AKTUBHOCTH. OIHUM U3 OCHOBHBIX CBOMCTB Heil-
POHOB, M3HAYAIFHO HAXOMAIINXCSA B COCTOSHUH TIOKOA, ABJISIETCA MX CIIOCOOHOCTH K TeHe-
pauuy MoTeHuuana AeicTBUS, MPpY NPEBBIIEHUH HEKOTOPOTO MOPOra, B pe3yibrare AcH-
CTBHS BHEITHETO CTUMYNa (CBOWCTBO BO30yAMMOCTH). COCTOSHHIO TIOKOSI HEHpOHA B CH-
creme (32), (33) oTBeuaer ycroiuuBas HenoAprkHas Touka . [lokazaHo, uto Ha ha3oBoit
TUTOCKOCTH TIPU ATOM CYIIECTBYIOT JIBa Mopora, (pakTHYecKH OmpeAensieMbIX HEyCTOWYH-
BBIMM MHBapHaHTHBIMU KpuBbIMU W' 1 W3' (TouHee, TOHKUMHU CIOSIMH, COCTOSIIMMH U3
MEJIEHHBIX TPAeKTOPHH, TOKAJTM30BAHHBIX B OKPECTHOCTH 3THX MHBAPHUAHTHBIX KPUBBIX).
Ilpu neiicTBUM Ha CUCTEMY CTHUMYJIA, KOTOPOTO HEJOCTAaTOYHO AJISI MPEOAOJICHHUS NIEPBOTo
nopora Bo30yxaenus (W}'), renepanuy noreHuuana AeHCTBUSA He IPOUCXOIUT, 00pasyeT-
Csl JINIIb OTBETHBIA OTKIIMK MaJio aMIUMTyasl (puc. 24, a, b (i)). Ecnu ammumartyna ctu-
MyJla OKa3bIBa€TCs JOCTATOYHOM Ul IpeofoneHus Broporo nopora (W3'), To Tpaekropus
NI0NafaeT B 001aCTh NPHUTSKEHUs yCTOMYMBONW MHBApHMAaHTHOM KpuBoi Wy M onmchiBaeT
XapaKTEepHYIO KPUBYIO, OKAHYHMBAIOIIYIOCS B yCTOWYNBOW HemoABIKHOM Touke (. Takomy
MOBEJICHNIO Ha ()a30BOM TUIOCKOCTH OTBEYAET PEKUM T€HEpaIly OIMHOYHOTO MTOTEHIHAaa
JeHCTBUSA, WK cnaiika (puc. 24, a, b (ii)).

Jpyroit BaxHBII pexuM, KOTOPBIA Habmronaercs B cucreme (32), (33) — ato moxmo-
porosble kosebanus. Ha ¢a3oBoii MI0CKOCTH eMy COOTBETCTBYET yCTOHUMBAS 3aMKHYTasI
uHBapuaHTHas kpuBas C' (puc. 24, ¢), poXKIeHHAs NIPH CMEHE YCTOWYHBOCTH HEMOABUK-
HOW TOYKM B pesynbrare Ondypkanmmn Heitmapka—Cakepa. Emie oguH peryaspHBINH HEl-
POHHBIN PEKUM, BOCIIPOU3BOJUMBIIN B CUCTEME, — IEPUOJHUECKUE CIIaKOBBIE KOJIeOaHMs.
YcTaHOBIIEHO, YTO OAHUM W3 YCIIOBHH HMX TOSBJICHHUS SBISETCS OTHOCHUTENbHAs MajlOCTh
napamerpa 3. [Ipu 3ToOM CTaHOBATCS BO3MOKHBIMH MEPEMELICHUS MEXIY CIOSIMHU MEA-
JICHHBIX JIBUKEHUH, JIOKAJM30BaHHBIX B OKPECTHOCTH JBYyX YCTOMYMBBIX KpUBBIX W7 n
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Puc. 24. ®a3oBbie MOPTPETHI (JIEBBII CTONOEI) H COOTBETCTBYOIIHE OCIMLIONPAaMMEI (TIPaBbIid cTONOeI) pe-
T'YJISIPHBIX PEKUMOB HEHPOHHOM akTUBHOCTH B Monenu (32), (33). Bzsar u3 [77]

Fig. 24. Phase portraits (left column) and corresponding waveforms (right column) of regular regimes of
neural activity in model (32), (33). From [77]
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W3, 6e3 n3MeHeHus HalpapIeHHs JBHKEHHs IPU IPOXOKAEHUH NPSIMON paspbiBa = = d.
B pesynbrare Ha (azoBoii miockocTH GopMHPYETCsl YCTOMUMBAsE 3aMKHYTasi HHBapHaHT-
Hast kpuBass C (puc. 24, e), COOTBETCTBYIOIIAs TIEPHOJMUYSCKIM CIAWKOBBIM KOJICOAHHSIM
(puc. 24, ).

B monmenu (32), (33) moMHMO yKa3aHHBIX HAONIONACTCS HMHOM THIT CITAWKOBOM aKTHB-
HoctH. [Ipu aToM Ha (ha3oBoii IIIocKoCTH 00pasyeTcst pa3pbIBHEII arTpakTop A (puc. 24, g),
OTIpEACIIAIONININ KoJIeOaHus qaHHOU (GopMBI (puc. 24, k).

3.4.2. Xaoruuyeckue pexxkumMbl akTMBHOCTH. B cucreme (32), (33) moryT cy-
[IIECTBOBATh PA3JIUYHBIC Xa0THYECKUE aTTpakTopbl. OJTUH U3 TAKUX aTTPAaKTOPOB, A, mpes-
CTaBJIEH Ha pHC. 25, a, a COOTBETCTBYIOIINN PEXUM HEHPOHHON aKTUBHOCTH Ha puc. 25, b.
B sToM pexxnMe TOTEHITHAIBI ICUCTBUS TeHEPUPYIOTCS, TIEPEMEXKASICh C IMOIMTOPOTOBBIMH
kojeOaHusIMH. JIMHAMHYECKUI MEXaHHW3M TaKMX KoleOaHWW 3aKiIoYaeTcs B TOM, YTO B
OKPECTHOCTH JINHUM pa3pblBa T = d MHBapHaHTHas KpuBas W3' pasmenser TpaeKTOpUU
cuctemsl (32), (33) Ha nBa mortoka. [IepBBIif TOTOK COCTOMT U3 TPACKTOPHHA, KOTOPBIE CO-
BEPIIAIOT JBUKCHUS B OKPECTHOCTH = = d. BTopoii moTok o0pa3oBaH TPaeKTOPHSIMH,
IPEOJI0NIEBIIMMHU BTOPOH MOPOT U JBHXKYIIHMMHUCSA B OKPECTHOCTH KpuBoii 5. B pesynb-
TaTe TaKOro pa3/ielICHUs TPACKTOPHUS XaOTHYCCKHU MEPEXOJUT U3 OAHOTO IMOTOKA B JIPYTOM,
(dhopmupys arrpakrop A.

Onua u3 Hanboee BaKHBIX JUHAMHYECKUX PEKUMOB, BCTPEUAIOLINXCS B Pa3iud-
HBIX HEWPOHHBIX CTPYKTypax, — 3TO XaOTHYECKHEe CHaiK-OEpcToBbIe KoneOaHus. B cu-
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Puc. 25. dazoBbie mOpTpeTHl (JIEBBIH CTONOEI) M COOTBETCTBYIOIINE OCIILIOTPaMMBI (TIpaBbIi cTONOEI) Xa-
OTHUYECKUX PEKHMOB HEUPOHHOU akTHBHOCTU B Mojenu (32), (33). Basar us [77]

Fig. 25. Phase portraits (left column) and corresponding waveforms (right column) of chaotic regimes of
neural activity in model (32), (33). From [77]
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creme (32), (33) maHHBIA PEKHM C PA3TUIHBIMH XapaKTEPUCTUKAMH BOCIPOU3BOIUTCS B
LIMPOKOM JMana3oHe 3HaueHuil mapameTpoB. Ha ¢a3oBoil MmIockocTH eMy OTBeYaeT pe-
JIAKCAlMOHHBIH XaoTHYecKui arTpakrop A (puc. 25, ¢), COOTBETCTBYIOIINE eMy Koieba-
HUS IPUBEACHBI Ha puc. 25, d. B cuily Ba)KHOCTH peKUMa XaOTHUECKUX CIaiK-OEPCTOBBIX
KoJieOaHMii, MopoOHee OCTAaHOBUMCS Ha AMHAMHYECKOM MEXaHU3Me MX YCTaHOBIICHUS.

3.4.3. Cnaiik-0épcToBbIe KOJMeO0aHHsA. XaOTHUCCKHE CITAWK-OEPCTOBBIC KOJIe-
0aHUs YCIOBHO MOXKHO Pa3JIeUTh Ha JIBE (pa3bl — OBICTPYIO U MEUICHHYO (CM. puc. 25, ¢, d).
PaccmoTtpuM, kKak IpoUcXoauT GOpMHUPOBAaHHUE TAKUX ABYyXMacIITaOHbIX KoneOanui. ITycTs
cHauana ¢ = () u, cIea0BaTebHO, iepeMenHas y = y° = const UTpaeT pojib mapameTpa
B ypaBHennu (32). B 3aBucumoctu or 3Hauenus y° oroOpaxkeHHe OBICTPBIX IBHKEHHit
(32) MoxkeT IEMOHCTPUPOBATh KaK PETYAPHYIO, TAaK U XaOTHUYECKYIO0 TUHAMUKY (puc. 26).
B ciygae perymnsapHO# AMHAMUKH €TUHCTBEHHBIM aTTPaKTOpoM oToOpaxkeHus (32) ABisieT-
Csl yCTOMUMBasl HETIOABIKHAS TOUKA 5 (puc. 26, a, b). IIpu kBazucraTuyeckoM yMeHbIIIe-
HuM mapameTpa y” coCcTosHNE PaBHOBECHS T IPU HEKOTOPOM OU(DYPKAIIOHHOM 3HAYEHHH
CIIMBAETCS C HEYCTOMYMBON HEMOIBUKHOM TOUKOH T, M Ucue3aeT (IPOUCXOAUT KacaTelb-
Hasl, WIK CeAI0-y3y0Bast oudypkars).

B cnyuae xaoruueckoii quHaMuKku otoOpaxenue (32) neictByeT momoOHO oToOpa-
keHu1o JIopeHIa U MMeeT MHBapUaHTHBIN MHTEPBAJ, CONEPKAIUI XaOTUYECKUNA aTTpaK-
Top (puc. 26, ¢, d). [Ipu KBasHCTaTHYECKOM YBEIHMUEHHH mapaMeTpa y” 3TOT aTTpakTop
npeTeprieBaeT BHyTpeHHHE OM(DYPKAIMHU U, HAKOHEIl, IPU HEKOTOpoM 3HaueHuu 30 = 1.,
MPOUCXOJUT €0 TPAHWYHBIN Kpu3HC [77]: oAHa U3 €ro TpaHMI] CIUBAETCA C HEYCTOHYH-
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Puc. 26. [unamuka otobpaxenus (32), (33) npu pasmuuHbIX 3HAYCHHSIX §°: a — SIMHCTBEHHAS yCTONUHMBAs
HETIOABMKHAS TOUKA; b — yCTOHUMBAs M HEYyCTOHINBAs HETIOABIDKHEIE TOUKH; ¢ — YCTOMYUBAs M HEYyCTOHIMBas
HETIOJBIDKHbBIE TOYKY U WHBAPUAHTHBIA MHTEPBaJ, COAEPKALIMNA XaOTHUSCKUM aTTpaKkTop; d — MHBapUAHTHBIH
WHTEPBaJ, COACPKAIINI XaoTHIeCKHi arTpakTop. B3sr u3 [77]

Fig.26. Dynamics of map (32), (33) for different values of °: a — a single stable fixed point; b — stable
and unstable fixed points; ¢ — stable and unstable fixed points and an invariant interval containing a chaotic
attractor; d — an invariant interval containing a chaotic attractor. From [77]
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BOI HEMOABM)KHON TOYKOH X, U aTTpakTop paszpywaercs. Ilycte Teneps € > 0. B sTom
Cllyyae CEMEWCTBO yCTOMYMBBIX HEMOABMIKHBIX TOYEeK oToOpaxeHus (32) oOpasyer Ha da-
30BOM MUIOCKOCTH (7,y) mpu « < J yCTOWYMBYIO MHBapuHaHTHYIO kpuyto W;. A mpu
x > J ceMelCTBO OMHOMEPHBIX Xa0THYECKHUX aTTPaKTOPOB 0Opa3yeT MepexoAHOe XAOTH-
YecKkoe MHOXKeCTBO. J{omycTM, 4T0 B Ha4aJIbHBI MOMEHT BPEMEHHU TPAEKTOPHS CTAPTYeT
B okpecTHOCTH kpuBoi W7. IlepemeHHas y MeileHHO YObIBaeT BIOIb 3TOM KPHUBOH, a
nepeMeHHas T TOAJIEPKIUBAETCS B KBa3UPaBHOBECHOM cocTossHUY. [lanHas dasa obpasyer
MEJICHHBIH PETYISPHBIA Y4aCTOK JIByMEPHOTO XaOTHYECKOTO aTTPaKTOPa, COOTBETCTBYIO-
U TaCCUBHOM (ha3e CIaiK-O0EPCTOBBIX KOJIeOaHUI.

B okpectHOCTH 3HauUeHUs Y, IIpU KOTOpoM ycroiuusas W u Heycroiuusas W
KPHUBBIE CIIMBAIOTCS, TPACKTOPHWS MOKHIAET CIONH MEIUIEHHBIX IBIKCHHH W TONajaeT B
00J1aCTh IPUTSHKEHHSI TIEPEXOHOTO Xa0THYECKOro MHOKecTBa. 110CcKoIbKy Teneps MbI Ha-
XOIIUMCS B TOM 4acTH IUIOCKOCTH, Tne x > J, TO B 3TOM Cllydae IepeMeHHas y HaunHaeT
MenIeHHo pactu. Utepupys otoOpakeHue (32) 4uCIEHHO, Mbl OOHAPYKUIIU, YTO XaOTH-
geckue KoneOaHus MPOJODKAIOT CyIecTBOBaTh B cucteMme (32), (33) u mocie 3HaYCHHS
Y = Y., COOTBETCTBYIOMIETO KPH3UCY XAOTHYECKOTO aTTPAKTOpa B CTATHUECKOM CITydae
€ = 0 (cm. puc. 26). CrnenoBaTennbHO, UMeeT MecTO 3(DPEKT 3amepKKi NCUE3HOBEHHUS Xa0-
THYecKux KoneOanuit. [lannas Qasza aBrwkeHH 00pa3yeT OBICTPBINA XaO0THUECKUN yUaCTOK
aTTpakTopa, KOTOPBIM COOTBETCTBYET aKTUBHOU (asze wim (a3e ACTONSIPU3ANUNA CIHANK-
OEPCTOBBIX KOJICOAHMH.

OTMeTuM, 4TO yKa3zaHHas YHHUBepCcalbHOCTh Mozenu Kypbaxa—HekopkuHa 1o3Bo-
JISIeT WCTIONB30BaTh JAaHHYIO0 MOJENb NMPH MOAETMPOBAHMU Pa3sHOOOPa3HBIX MPOILECCOB B
HeHpommomoOHbEIX cucTeMax [78-91].

3akirouenne

B 0030pe mpencraBieHsl Hauboee MOMYJISpHBbIE JUHAMUYECKAE MOJIEIN HEeWpo-
HOB. McTOopruecku nepBbIME ObLTH CPOPMYIUPOBAHEI MOOEIU C HENPEPLIGHbIM BPEMEHEM,
TaKkue Kak MOJeNb XOMKKHHA—XaKCIu. DTa MOJIENb JICTAIbHO OMUCHIBACT HOHHBIN TPaHC-
MIOPT Yepe3 HeHPOHHYI0 MeMOpaHy, HO SBJISIETCS JOCTATOYHO CIOXKHOM ¢ MaTeMaTHYeCKOH
ToukH 3peHus. Hapsay ¢ Heil mpencTaBieHsl Ooliee MPOCThIE PEAYLMPOBAHHBIC MOJCIH
tunia Moppuc—Jlekapa, ®utiiXsro-Harymo, Xunamapina—Poy3a v «HaKkoIIeHHE—COpOCY,
KOTOpbIE, OTHAKO, 00JIaJAt0T 3HAUNTEIILHO MEHbBIIIEH CTEIIEHBIO OMOIOTHYECKOM PelieBaHT-
HocTtu. Kpome Toro, mpuBOASTCS MOJENN HEWPOHOB CO CIEU(PUIECKUMU CBOWCTBAMH,
TaKMMHU KaK IOCIIEACTONAPU3alls U JByXIIOPOrOBasi TeHepalys ClailkoB Ha (DOHE TOJ-
TIOPOTOBHIX KojeOaHwid. OTAETbHYIO HUIIY 3aHUMAIOT MOOeiU HeUPOHO8 ¢ OUCKDEMHbIM
8pemeHem, TO €cTh B (POpMe TOUEUHBIX 0TOOpakeHHH. C OXHOW CTOPOHBI, MOZOOHBIE MO-
JICJIA HE MOTYT OBITh BBIBEJCHBI U3 MEPBBIX HMPUHIMIIOB M MPEJIAraoT JIUIIb KaueCTBCH-
HOE€ OIMCaHHWe IUHAMHKH PEealbHbIX HeHpOoHOB. C IPYroil CTOPOHBI, JUCKPETHBIE MOICIH
00amaroT OONBITMM OOTaTCTBOM JAWHAMHYECKUX PEXKHMOB M YIOOHBI JUISI YHCICHHOTO
MOJICITUPOBAHHUS, B TOM YUCIIC KPYITHOMACIITA0OHBIX HEHPOHHBIX CETEH.

Paboma evinonnena 6 pamxax cocydapcmeennoco 3aoanus UIID PAH (npoexm
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