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AMHAMIYHA CTPYKTYVPA I HEAIHIFMMHI BAACTMBOCTI HEMPOHIB

Y po6oTi po3rsaalThCs IMHAMIYHI BJIACTUBOCTI HEMPOHIB i3 TPbOX PiZHUX MO3ULIINA.
3 morisgay eKCrepuMEeHTaIbHOI (hi3ioorii HelipoHa i HEMPOHHUX CUCTEM OCOOJIMBO
BAXJIMBi CTATUCTUYHI XapaKTEPUCTUKU KIIITUHHUX peakliil, TPUUOMY HE TiJIbKU CEPEHi
3HAUYEHHS PiBHIB 30yIKEHHs, HATIPUKJIAJ, CEPEeIHi YaCTOTU PO3PsIAiB, ajie il BiAMOBiAHI
MOMEHTH CTATUCTUYHOTO PO3MOMALTY Oilblll BUCOKUX MOPSAKIB, HAWBAXIWBILIUKN 3
SIKMX — JUCIiepcis. Po3risimaeTbest B3a€MO3B’ 130K 1IUX CTATUCTUYHUX XapaKTePUCTUK i
KJIITUHHI MEXaHi3MHU, 10 MOPOIXKYIOTh PO3IISIHYTI AMHAMIUHI BIaCTUBOCTI. [HIlIa TOY-
Ka 30pY, OCHOBOIO SIKOI € T€Opisl KJIITUHHOI 30yIJIMBOCTIi, JO3BOJISIE PO3IJISIHYTU peakilii
HEUpPOHIB y MalluX iHTepBajax 4acy. Po3risiiaeTbcs MOXJIMBICTD ySBJIEHHS MPOLIECIB
30YIKEeHHST SIK KOJMBaHb y CUJBbHOHEJIHIMHI KBa3MKOHCEpBAaTUBHIN cucremi. Tpe-
TS TOYKA 30Dy, IO TOEMHYE IBi TOMEPeNHi, IPYHTYEThCS HA PO3TIISAII CyMapHUX (IT0-
POIIKYBaHUX Pi3HUMHU MeXaHi3MaMM) MPOLECiB y BEIUMKUX iHTepBaiax yacy. [lokazaHa
MOXJTUBICTh BUKOPUCTAHHSI JJIST OTTNCY HEWPOHHUX MPOIIECIB MPUHITUITY MAKCUMATBHOL
pO3MaiTOCTi AMHAMIYHOrO IMOBOMXKeHHs. Ha mimcraBi LbOro migxomy po3risiAaloThest
MPOLECH KIITUHHOI aJanTallii.

KmouoBi cioBa: HelipoH, HENiHIMHICTb, 30YIKEHHSI, AMCIIepCisi, KOJUBAHHS, PO3-
MaiTiCTb.

1. Heainivini eaextrpodisiosoriyni peaxkyil HepoOHiB

OnHuM i3 pyHIaMeHTaIbHUX TEOPETUYHUX MOMISIAIB, IO JIeKaTh B OCHOBI Heli-
podizioniorii, € BUeHHS Mpo 30YyIKE€HHS i rajbMyBaHHs. BOHO TOSICHIOE AOCHigHI
(hakTH, oTpUMaHi SK J1 0araTOKJTITUHHUX YTBOPEHb (HEPBOBOI TKaHWHU [1], cKam-
HUX HEHpPOHHUX aHcaMOiB [1, 2], 1110 rpatoTh CBOIO crielMdiuHy PoJib y 3arajibHil
cucTeMi), Tak i s iHaAUBimyasbHUX HelpoHiB [3]. Te, 1o 30ymkeHHS i raabMy-
BaHHS — HEJIHIMHWNA TUHAMIYHWI TIpollec, AaBHO BimoMo. Ilimxim mo CyKymHOCTI
B3aEMOJIIIOUNX HEUPOHIB SIK JO HENIHIMHOI CUCTEeMU PO3POOJISIBCS JAOCUThH HINPO-
KO i HaBeJeHUI y Helipogisioorii KIIaCUYHUMHU poOOTaMU 3 Teopii JoMiHaHTH [4] i
OinbII MOJIOAO1 Teopii nerepMiHaHTH [5]. ¥V 1ux podortax, ocobauBo y [4], HEOOTHOpPa-
30BO OIMCYBaIMCSl JMHAMiYHi IpolecH, 10 B CBiTJIi cydaCHUX JAaHUX CBimyaTh Mpo
3HAYHY YacTKy HeNiHiliHUX peaklill y BiAryKy HEpBOBOI TKAaHMHU, a TaKOX MpPO Ha-
SIBHICTb HEJTiIHIMHUX KoJIMBaHb. Llei Xe miaxia Ha piBHi OKpeMUX HEMPOHiB pO3BUBaB-
Cs MEHIII aKTUBHO. ochimkKyBaiacs B3aEMOis 30yIKEHHS i TaIbMyBaHHSI B HEUPOHi
i peakirii HefipoHiB Ha 30YIJIMBI i TAJIBMYIOYi CMHANITUYHI CUTHAJIW 32 Pi3HUX PiBHIB
MeMOpaHHOro roteHuiany [3]. IHmri gocmimkeHHS IPsSIMO IMOB’ sI3aHi 3 MOICTIOBAHHSIM
MeMOpaHHMX TPOLIECIB 3a TOMTOMOTOI0 CHCTeMM XO/KKiHa—Xakchi [6]. Bonu mo-
Kazajiu, 1110 MeXaHi3M HEeMPOHHUX TMPOLIECiB CEPENHBOI i BEJIMKOI TPUBAIOCTi TOCUTD
CKJIATHUM i 3aJIEXKUTh:

1. Big TvITy CMHAaNTUYHOI B3a€EMO/I1 i MiACUCTEMM, ITOB’I3aHOI 3 MOCTCUHANTUYH -
MU peuentopamu [7].
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2. Bin ioHHUX MpolieciB, OB’ sI3aHUX 3 MEMOPaHOI0, IMTOIJIa3MOIO i1 OpraHeIaMu
KJIITUHU, 1110 TPaloTh POJib aKTUBHOTO iOHHOTO nemno [8].

3. Big 6ioxiMiYHUX MpOLIECiB, HE MOB’A3aHUX 0e3MocepPeaHbO 3 eJIEKTPOreHEe30M,
HaIpUKJIam:, 3 eHEpreTUKoIo [9].

4. Big reoMeTpMIHMX ITapaMeTpiB 30yIJINBOI CTPYKTYPH (IIMM YaCTKOBO OOYMOBJIE-
Ha eJleKTpodizionoriyHa crrenmdika JeHIpuTiB HeitpoHis [10]).

OCHOBHI BUIM peakliliii B KJTACMYHUX BapiaHTax TaJbMyBaHHS i 30y/IKeHHS y BU-
MMaJKax pPeleNnTOopiB, MOB’SI3aHMX 3 IOHHUMM KaHajaMM, (HAIIPUKIad, PELenTOpHr
TAMKa, NMDA-peuentopu, H-xoniHepruyHi i iM mofiOHi) BU3HAYEHi JOCUTH TOY-
HO, OJHAK JAeTaJIbHUI PO3IJISIA BIIACTUBOCTE MeMOpaHHUX i1 CHHAIITUYHUX IIPOLIECiB,
MOB’SI3aHUI, HANIPUKJIIA, 3i 3MiHOIO IMCIIePCii piBHS 30YIXKEHHS, IIPOBEICHO HEI0-
CTaTHBLO HABiTh y BUIIaIKaX PELIENITOPiB 3a3HAUEHUX TUIIiB 3aBAsIKM iX Bapiawii. [Ipore
LIi BMIACTUBOCTI HEMPOHHUX peaklliil MOXYTh BilirpaBaTu iCTOTHY POJib Y MixKKJTiTUH-
Hili B3aemMoii.

K i B ycix BUIagKax, KoJu MpobjeMa JajeKa Bil 0CTaTOYHOTIO BUPilIEHHS, KO-
PUCHUM € OTIJISIT OCHOBHMX MOKJIMBMX BapiaHTiB pearyBaHHS HelipoHa. Bimpasy ciin
3a3HAYMTH, IO BCi OCHOBHI TUITA AUHAMIYHNX €(EKTiB MOXYTh pO3BUBATHUCS BHACIIi-
JTIOK HACTYITHUX BIUIUBIB:

1. Ha HelipoH uepe3 cUHAIICU, pelieNTOPU SIKUX 3MiHIOIOTh MOTIK iOHIB Yepe3 MeM-
OpaHy;

2. IlepeBaxkHO yepe3 0iOXiMiUHi CUCTeMU KJIITUHU (3CepeIrHM KIIITUHU 3aBOSIKU
crcTeMaM BTOPUHHUX IocepeaHuKiB, AT® i iHmmx);

3. JIuHaMiYHUX MPOLECiB, 110 MPOTiKalOTh B OMMHUYHOMY HEMPOHIi (IKIIO0 HEHPOH
Mae€, HallpuKJiaa, neicMeKepHi BIaCTUBOCTI);

4. 30BHIITHLOTO BIUTMBY IITYIHOTO XapaKTepy (TToapa3HeHHS).

Yci 11i BUAu BIUIMBiB, 0COOJIMBO MEPIITi TPU, IK IPABUIO, TiFOTh Y CYKYITHOCTI. Biaryk
Ha HUX JABOSIKMIA — 3MiHa piBHS MEMOPAHHOIO MOTEHLIialy i 3MiHa YaCTOTU pO3PsIaiB.
3B’5130K MiXX IMMU edeKTaMu MOXe OyTM HEOMHO3HAYHUIA i IPUOIM3HO ONMUCYETHCS
3JIEXXHICTIO 3 IBOMA YU TphoMa JiiHiiHuMM Aiisitakamu [10]. daii Oyne it MoBa rnpo
3MiHY piBHS 30yI>KEHHSI, TTOB’SI3aHOTO 31 3MiHOIO YaCTOTU PO3PSIIIB .

ITpunyctmo, 110 M TOCTiIKYBaHOI KJIITUHU piBeHb 30YIKEHHS 3MiHIOEThCS 3
4YacoM UM B pe3yJbTaTi 30BHIlIHbOTO BIUIMBY. Ille pa3 mizkpeciumo, 1o MoBa UTHMe
Mpo NEepBUHHI peakilii, ToMy 110 TOBiJIbHI TpUBaJIi BiIMoBiAi — HabaraTo CKJaagHille
mrHaMmivHe gpuie [11]. 3acTrocyeMo Tenep 3acid, moope BiTOMUIA Y CTATUCTUIHIN (i-
31 i Teopil IMOBIPHOCTEI — 3aIIpOBATMMO METOIM “YCepeTHEHHS’, a caMe pO3TJIs-
HEMO pe3yJbTaT cepii MOBTOPHUX €JeKTPO(i3ioNOTiYHNX E€KCIIEPUMEHTIB 3 OIHIEI0
KJIITUHOIO y TOMY CAMOMY 3araJIbHOMY CTaHi, ajie 3 BUXiTHO Pi3HUM piBHEM MeMOpaH-
HOTO TToTeHIiany. [Hmmit MeTon (“ycepemHeHHS 3a aHCaMOJieM”) — DOCTiIKEeHHS O -
HAKOBUX KJIITUH 3 PiI3HUM piBHEM MOTeHIliany. Ko He po3risiaaTi TOHKI TUTaHHS
IIEHTUYHOCTI ABOX BiIMIOBITHUX CEpiii JaHUX, TO OCHOBHI e()eKTU, MOXJIMBI ITPU €KC-
MePUMEHTAIbBHOMY CITOCTEPEXEHHi, HACTYITHi (puc. 1):

1. 30ymKeHHs B KIaCMYHOMY BapiaHTi. lucrepcist He 3MiHIOETHCS;

2. TanbMyBaHHS B KJJacMuHOMY BapiaHTi. Hema 3MiHu nucnepcii;

3. 3MeHIIIeHHS TUCITePCil;

4. 30ipIICHHS TUCTTEepCii.

i BapiaHTH 4aCcTO KOMOiHYIOTBCS MixK COOOI0 Y BUTTAIKy OMMHWYHOI KJIITUHU i CU-
HAIITUYHWX BIUTMBIB:

5. TaapMyBaHHS 3i 3MEHIIICHHSIM TUCIIEPCii;

6. 30ymKeHHs 3i 3MEHIIEHHSIM JUCIIEPCii;
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7. TanbMyBaHHS 3i 301IbLLIEHHSIM IUCIIEPCil;
8. 30ymKeHHs 3i 301/IbLIEHHSIM JUCIIEPCii.
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Puc. 1. BapianTu HeniHiliHUX peakliil HelipoHiB: 1 — 30ymxKeHHs1; 2 — [anbmyBaHHS; 3 — 3MeH-

1IeHHs aucnepcii; 4 — 30inblieHHs aucnepcii; 5 — [anbMyBaHHS 31 3MEHIIIEHHSIM JAUCIEPCil;

6 — 30ymKeHHs 31 3MEHIIEHHAM aucrepcii; 7 — TanbMyBaHHs 31 30UIbILIEHHAM AUCIIEpCii; 8 —
30ymKeHHS 3i 30UIbIIIEHHSIM TUcHepcii

CTpinKo1o BHM3Y 3a3HaYEHUI HaIPSIMOK 3POCTaHHS 30YIKEHHSI.

SAxmo posragaaTd 6arato rpagauiil piBHiIB 30yIKeHHS (pO30UTU PO3IISTHYTUM
Jliaria30H 3MiHM PiBHS 30yIXKEHHS Ha BEJUKY KiJIbKiCTh MaJMX iHTePBaJIiB i KOXHUMI
PO3MIISHYTH OKpEMO, puc. 1), TO IPUPOITHNM € TIepexin 10 6e3mepepBHIX PO3TIOMIITIB.
BpaxyBatu 3MiHM TOIi MOXKXHA 3a JOIIOMOTOIO PiBHSIHHS O€3IIepepBHOCTI ST BUTIAM -
KOBOTO TPOILIECY, TTOB’SI3aHOTO 3i 3MiHOIO PiBHS 30YIKEHHS, HAIPUKIIAM, PiBHSHHS
Tt muysiliHoro mipotiecy (piBHsiHHS Dokkepa — [lnanka) (1):

0 0
af(n, ut)= —a[M(n, u, 1) f (x, u, t)] +

1o
+——[D nout)f(nut ]
D) () o
PosrisinaeTbcst BUIIagKoBUiA MPOLIEC 3MiHM YaCTOTH PO3PSIAiB #, ONMCYBaHUM (hyH-
Kiri€ro posrominy f. Enekrpodizionoriydi BIaCTUBOCTI KIIITUHU OTIMCYIOTHCS 3a JOTI0-
Morow KoedilieHTiB M i D, TIoB’s13aHUX 3 AETEPMiHICTUYHOIO i YMCTO MU(Y3iliHOIO
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CKJIaJIOBOIO, KOTPi MOXYTb OYTH 3ajIeXKHi Bill YaCTOTHU /1, 3aBASIKM YOMY BUSIBJISIIOTHCS
SIBUILIA HeJliHiiHOro Biaryky. Ili KoedillieHTH 3ajiexXaTh TaKOX Bill 30BHILLIHbOTO KEPY-
}0YOTO BIUJIUBY U i Yacy ¢, 1110 MOxKe OyTU MOB’s13aHUM 3 BILIMBOM He30yIJIMBUX ITiICHC-
TeM KIiTiHU. Pi3i0JI0TiYHY POIh MOXYTh MaTH HE TiJIbKU CepelHi piBHi 30ymKeHHS it
iHILIi MOMEHTH, OCOOJIMBO IUCTIEPCisl, a iXHS 3MiHa 3 YaCOM.

bepyuu 10 yBaru 110 MOXJIMBICTh, 3yITUHUMOCSI CTIOYATKy Ha PO3TIISTHYTHX SIKiCHO
BOCBMM BapiaHTaX peaklilii HelipoHiB. JIJIst HUX MOXKJIMBO BKa3aTH HaNOLIBIIT TIMOBIpHI
eneKTpodi3iosoriyHi BiIIMOBITHOCTI .

PosrnsgHeMo BapiaHTH e1eKTpodi3ionoriyHnX peakiliii, BiNMOBITHUX PO3TJSTHYTUM
BUIIIE Mpoliecam. Tak, BapiaHTy (3, puc.l) BinmoBigae icHyBaHHSI aCUMIITOTUYHO CTiii-
KOI'0 CTaHy — IIPU MOYATKOBO Pi3HMX PiBHSIX 30YMXKEHHS 4acTOTa PO3PSAiB 3rolIoM
HopMaJisyeTbes. KinacuuHi Moaeni HeiipoHiB (3 1OAaTKOBUM JxKepeoM 30yIKeHHS,
HaIlpMKJIaa, TyMOpaJabHOI NPUPOAM) ILJIKOM BiIOMBAaIOTh LIei mpolec. AKino pos-
IJISIAATH yCepeaHEHY BEJIMYMHY MEMOpPaHHOIO MOTEHIIialy, TO IMOAIOHUIA Mpolec Ta-
KOX MOXE€ CIOCTepiraTucs, NpuyoMy HaBiTh OiUTbII MPUPOTHO — MOXHA PO3IIISIAATH
BUIXiTHO 3araJIbMOBaHMI HEWPOH 3 TIOTEHITiaJIOM MEHIIIe TIOTeHIIialy CITOKOI0. [HImmi
BapiaHT mpoiiecy (3, puc. 1) — mojicMHaNTUYHA B3aEMOIIS, MIPU SIKill CTaOUTI3yI0Uy
pOJIb MOXYTh I'PAaTH TaJIbMiBHi iHTepHelipoHu. BapianT (4, puc. 1) Binmosinae icHy-
BaHHIO HECTIIIKOTO cTaHy, (ha30Bi TpaeKTOPil BiAAISIOTHCS OHA BiJ OAHOI B TPOCTOPI
OinbIioi po3mipHocTi. Lleit edekT, Tak caMo SIK i TToNepeHiil, MOe MaTH IBOSIKY MPU-
pony. BiH MoXe BUHUKHYTH B pe3yJbTaTi 0COOJIMBUX BIACTUBOCTE! KIIITUHHOI MEMO-
paHu abo0 yepe3 BHYTPIlIHIO B3aEMO/Ii0 B HEMPOHHOMY ITyJIi ITPpU HASIBHOCTi CUJIbLHOTO
B3a€MHOT0 30yIXKeHHS1 HelpoHiB [12]. 119 oAMHUYHOI KJIITUHU PO3TJITHEMO IIPUPOIY
iIOHHUX CTPYMIB, 3TaTHUX 3a0€3MeYUTH AMHAMIYHUI eekT (4, puc. 1).

Ao a1 CIpOILIEHHS TIEPENTH 10 TOYKOBOI MOAEi, TOOTO 3HEBaXKUTU Pi3HU-
1Ie10 B OyI0Bi pi3HWX MEMOpPaHHMX JIOKYCIB 1 TpollecaMu MPOCTOPOBOTO MOIIUPEHHS
30yIKeHHSI, TO IJIsT 30UIbIIIEHHS nucTepcii 3rimHo (4, puc. 1) HeoOXimHO iCHYBaHHS
HECTIIKOTO HyJISI CTPYMY YU CTaHy HelTpanbHOI piBHOBaru [10]. I1st iboro HeoOXigHa
CYKYITHICTh IIPOBiIHOCTEM, MOB’SI3aHUX SIK i3 BXiTHUMM, TaK i BUXiZTHUMH iOHHUMHU
CTpyMaMmW, sIKi TOBUHHI OyTH peTyIb0BaHi 3cepeUHN KIITUHU (HapUKIiIal, 3a J0T0-
MOTOI0 BTOPMHHMX TTOCEPEIHUKIB i pepMeHTiB — KiHa3). Hali0inpln MIMOBIipHUMM TYT
BUSIBJISIIOTBCSI BXifHi KaJIbLIi€BI i MOBUJILHI HATPI€BI 1 BUXiJHI Kali€Bi Kalblif3aiexHi
CTpYMH, 1110 3a0€3MeUYyI0ThCS BiANTOBiTHUMU cucTeMaMu KaHasiB [10] (puc. 2).

E ) I

Ha+ [:32+ H+

Puc. 2. Cuctema ioHHMX KaHaJiB, sIKi 3a0€3I1eUyI0Th e(PeKT 3pOCTaHHS AUCIIEPCii piBHS 30yIKeH-
Hs1: 1 — MOBiIbHUMIA HATpi€EBUI KaHajl, 2 — KaJbLIiEBUI KaHall, 3 — KaJi€BUI Kalblil3aleKHUMI
KaHaJ, “+”— MO3UTUBHUI KepyIOUunii BIUINB
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2. Oco6AMBOCTI peakyiit HEMPOHA HA KOPOTKMUX IHTEpPBaAax 4acy

OnHi€o 3 TOJOBHUX CKJIAMOBUX CYYacHOI Teopii 30yMIUBUX KIIITUH € PiBHSHHS
XoukiHa — Xakcai [6], TocTipKeHHIO SIKUX TMTPUCBSIYeHO Garato myotikaliid [Hampu-
knan, 13, 14, 15]. Ha migcraBi 1i€ei cucTeMu METOAOM CIIPOILEHHS, 1110 BUKOPUCTOBYE
TOJIOBHUMM YMHOM PO3XO/XKEHHSI YaCOBMX MAcCIUTa0iB aKTUBALIIHHUX Ta iHAKTUBALIili-
HUX IMapaMeTpiB iOHHUX MPOBiIHOCTEH, ONEePKYIOTh MO, 1110 J0Ope BimoOpaxkalThb
eKCIEePUMEHTAIbHI 371eKTPOdi3ioIoriuHi mpouecu B 30yaauBuX KiiTuHax. OTpuMaHi
CIIPOLLEH]I CUCTEMMU, HATIpUKJIad, cucteMu Mopuca-Jlekapa [16], Kpuncbkoro-Koko-
3a (H-H,) [13], Poysa-Xunamapuia [17], @uru-Xeio [18] i Mxukesuya [19], BuBya-
[oThes aHamiTHaHO [20], uncenbHO [21] i 3 3aydeHHAM sIKicHUX MeTomiB [13].

OnHi€ro 3 MPUYMH TIepeBaru SKiCHUX i YMCETbHUX METO/IIB € TPYIHOIIIi, BAHUKAIO-
4i TIpU BUOOPi CUCTEMU 3 BiTOMUMU aHATITUMHUMM BJIACTUBOCTSIMHM, IO SIKUX OJTU3b-
Ka JOCTiIKyBaHa MOAEIb, 110 YTPYIHIOE 3aCTOCYBAHHS aCUMIITOTUYHUX METOMIB. YCi
rnepepaxoBaHi MOJIENi € CWJIBHO HEJIHIHHUMU, KBa3WIiHiliHY Teopilo 6e3mocepeHbO
3aCTOCYBATU BaXKKO. Y TaKMX BUMNAAKaX sIK OIIOPHY CUCTeMY 3rigHo [22] Tpeba BUbpatu
HeJIiHillHi KOHCEepBaTUBHI CUCTEMU YU iXHE y3araJIbHEHHSI — CUCTEMU, 1110 MalOTh OJI-
HO3HAYHUI iHTerpaj, aHaJIOTIYHUI iHTerpajay eHeprii B KOHCEpBaTUBHUX CUCTEMax.
VY gkocTti BUXigHOI OyneMo po3risigaTh MOAedb 30yAJ1BOI MeMOpaHU B 3arajibLHOMY
BUTJISII, JUTS STKOI MOKJTMBHI KOJIMBAJTLHUI TIporiec (2).

E= UE, n, lex)
n=WV(E, n) (2)

Tyt BimoOpaxkeHUi nMHAMIYHUI B3aEMO3B’ 130K MEMOpaHHOTO roTteHIiany E u cy-
KYMHOCTI MOBITbHUX CTPYMiB aKTUBALlil # (3BUYAHO Jpyre PiBHSHHS OMUCYE aKTU-
Ballilo MOBiJILHOTO BUXiIHOIO KajieBoro ctpyMmy [13]), mapameTp lex ommcye cCTpyM,
BUHMKAIOUM 3aBASIKM 30BHIIIHBOMY CHUHAIITUYHOMY BIUIMBY. ABTOKOJIMBAJIbHUIA
mnpoliec y Takiii Moaesai MoXe BUHUKHYTHU, SIKIIO lex MOB’sI3aHU 3 AEMOIsIpU3alli€lo,
III0 MOXJIMBO, SIKIIIO 1Ieii CTPYM CTBOPIOETHCS CYKYITHICTIO aKTUBOBAHMX 30YIJIMBUX
cuHarcis. Ma3oBuii MOPTPET Y TaKMX BUIIAAKaX Mae 6arato 3araJbHOro sl Pi3HUX
Moneneit HeitpoHiB (puc. 3). Moro ocHoBHI pucn — N-nomioHa i3okmina £ = 0 (1,
puc. 3) i mepeTrHaloya ii IiJ FOCTPUM KyTOM (aBTOKOJMBAJIbHUI BUIANO0K) i30KTiHA
n=0 (2, puc. 3). Touka ixHbOTO TIepeTUHAHHS ( YACTO €IWHWI CTaH PiBHOBaru —
HecTilikuii dokyc (3, puc. 3)) OTOUYEThCS ACUMOTOTUYHO CTIiHKUM TI'pPaHUYHUM
IIMKJIOM, IIIO BiNMOBiNa€e CUIBHO HEJiHITHOMY KOJUBaJIbHOMY pexumy (4, puc. 3).
Y npuponHux ymoBax 06arato HeMpOHiB 3HAXOIAATLCS B CTaHi, BilgajaeHOMY Bid Ka-
TOAMYHOI Jenpecii, IKOMYy BilIOBiJa€ CTiiika Aernoysipusaliis. Y Lux BUNagKax cTaH
piBHOBaru 3 (mepeTrHaHHS i30KJiH) OJM3bKUM 10 MiHiMyMy N — 00pa3HOi i30KJIiHU
(5, puc. 3), 10 BiAMOBiTa€ HEBEIMKOMY II€PEBUIIICHHIO opora. [JIs1 IoCTiIKeHHST KO-
JIMBAJIHUX MPOIIECIB TOPEYHO OpaTh MOJEb 3 YpaxXyBaHHSM IIMX BJIAaCTUBOCTE.

HocmimkeHHsT MOfieieit MPOBOISATHCS B TPU €TATIN:

1) JlexoMIo3u1Iisl BUXiTHOI TWHAMIYHOI CMCTeMU Ha TPami€HTHY W y3araJibHEeHO
KOHCEPBaTUBHY CKJIanoBy [23].

2) Po3srisin KOpeKTHOCTI ¥ KOPMCHOCTI KBa3WKOHCEPBATMBHOTO TpaKTYBaHHS
BUXiJTHOI CUCTEMMU.

3) 3acTocyBaHHS aCUMIITOTUYHOIO METOAY aHaIi3y CUCTEMM SIK KBa3MKOHCEpBa-
TUBHOI.

V¥V [23] 6yn0 oka3aHo, 110 11 6araToMipHy cucteMy Buay (3)
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dq,
d[ _Q,'(qla"'s TR qn)7 (3)

sIKa € MOJIEJUTIO 6i0OCHCTEMU, MOKIIMBO HOCITIIKYBATH 3a TOTIOMOTOI0 PO3KJIATaHHS Ha
noreHuiiHy K(q) i HeNliHiliHY y3araJlbHeHO-KOHCepBaTUBHY R(q) cKi1amoBy (4).

Q(9) = K(9) + R(9). “

-60 -40 -z 0 zn 40 E.m¥
t]

Puc. 3. ®azoBuil NOPTpET 30yMUIMBOI CHCTEMHU (aBTOKOJIMBAIBHMI BUIIANOK): l— i3okiiHa
E = 0; 2— i3okuina n= 0; 3 — HecTiiiknii PoKyc; 4 — aCUMIITOTUYHO CTIMKWIA TPAaHUYHUI LINKIT;
5 —MmiHiMyM i30okiiHM £ = (), 1110 BiATIOBiga€ rpaHUYHIN AeMOJsIpU3alii

BinnoBinHO 10 BM3HA4YeHHSsI, Mepilia MPeaCTaB/s€ aHTUTPALIEHT JESIKOro IMOTEH-
miamy I1(5):

K= —grad Il1(q). ®))

Hwpkynsiiis BinOyBaeThCs y3M0BXK JliHii piBHS moBepxHi [1(g). 3 oproroHaibHOCTI
y3arajJbHEeHO-KOHCEePBAaTUBHUX CUJI TTOTEHIIIHHUM (6)

al(g) ,, _
2, =0 (6)
purummBace (7):
_pn . o)
R=0+= )

[Mincrasnsitoun (7) y (6) 3Haxonmumo piBHSIHHS wis oTeHuiany I1(g) (8):

z@H(q)(Q . an(q)Jzo_
i 0q,

oq ®)

i
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PiBHsIHHS (8) MoXHa 3ammucaTu SIK (9):

g, (M@ _,

0q, aq; )
Buxinni nonanku B (4) BimHOBIIOIOThCA 3 (5), K10 pimeHH: (9) Bimomo:
K(q) = —gradll(q)

R(g) = 0(¢9) — K(9). (10)
Hns Buxinaoi cucremu (2) po3ouska (3) mae (11):

E _ UPOT(E’n’IEX) i UCONS(E’n7IEX)
i ] | Vaor (Esn) Veos (E, 1) (11)

IMepumii tonanok y npasii yactuHi (11) 3anae noTeHLiiHE BEKTOPHE I0OJIE 3TiAHO
(5,9). Moro BracTuBoCTI BU3HAYAIOThCS MToTeHIlianoM T1(E, n). OCHOBHI BIacTUBOCTI
BiITIOBIMHOI TTOTEHIIITHOI TMOBEPXHi TICHO TOB’SI3aHi 3 TWHAMIKOIO JOCTiIKyBaHOI
30ymIMBOi CTpyKTypH. JIIst 6araThoX HepOHiIB OCHOBHI M10TO SIKiCHi XapaKTepUCTUKH
MOXHAa IPUOJIN3HO OIMCATH, HE 3BePTAI0YMCh 0 pilleHHS (8) IIs KOHKPETHOI CUCTE-
mu (puc. 4). CtaH piBHOBaru, 10 BiMIOBIAa€ MOTEHIlialy CITIOKOI0, OTOYEHO 3aMKHY-
TUMU JIiHiSIMU piBHSI MOTEHIIiaTy, OJIM3bKO HAOIMKAIOUYUCh 10 HHOTO B 00JIACTSIX, 110
BiINOBigaIOTh riNepnoisipu3aliiiHUM CIiZOBUM IMOTEHILiaaM MaJIol aMILTITYau. Y X
00J1aCTSIX IIUTBHICTD JIiHi# piBHS Beauka (y JiBii yacTuHi puc. 4). B Toit Xke yac B 00-
JIACTi, IO BiAmoBimae cnaiiky (Beauki BennduHu E, mpaBa yactuHa puc.4), IIUIbHICTh
JIiHi} piBHS MaJjia i3-3a MaJIuX 3Ha4eHb rpamieHTy noreHuiany I1( £, n) y miit obaacti. [To-
0113y OBEPLLYTY i MKy MOTeHLiaNy Aii IiIbHICTh JIiHii piBHS 301JIbIIYETHCS, 3pOCTAE i
Trpami€eHT MOTeHIiay. BHHUKHEHHS MOTEeHILiay Aii i [paHUYHI BJIACTUBOCTI 30yIJIBO1
MeMOpaH! BPaxOBYIOThCS TYT 3aBISIKM BMOOpPY HeiHiiHOCTI. fKicHa BiAMOBIAHICTH
300pakeHoi MOBEPXHi MPo1leCy BUHUKHEHHSI MOTEHIlialy Iii 3p0o3yMisa, K10 Bpaxy-
BaTH, 110 (ha30Ba TPAEKTOPIs pejlakcaliitHoi cucteMH (3) MpuOIM3HO BiATIOBIiA€E JiHil
PiBHSI PO3IJISTHYTOI TIOBEPXHi.

s

M (E,n)

E

Puc. 4. fxicHa crpykTtypa noBepxHi I1(E, n): E — noTteHiian MeMOpaHu, » — 3MiHHa aKTHUBaLii
MoBiNbHOI (KaJtieBoi) mpoBigHocTi, [1(E, n)—3HayeHHs moTeHIiany. 2KUpHOI0 BEpTUKAIbHOIO pU-
COI0 BiI3HAYEHU I TTOTEHIIial CITIOKOIO KJIIITUHU
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IMonioHuit BUI MOTEHLIMHOI MMOBEPXHi XapaKTepu3y€e TaKOX AUHAMiKy MeMOpaH-
Hux npoueciB. s BUXigHOT cucTeMU XOoaKKiHa-XaKcJi, 110 MiCTUTb PiBHSIHHSI 151
0araTboX iIOHHUX MPOBiIZHOCTEI, HEe 3aBXIW BIAETHCSA IMPOBECTU MOMIJA IIBUIKUX i
MOBIBHUX PYXiB i omepxkaTu cucteMy (2). Lle 0cobIMBO CTOCYEThCS KaNbIiEBUX ITPO-
BiJHOCTEM, 1110 MOXKYTb OyTH BiTHECEHIi A0 Pi3HUX TUIIiB MPU Pi3HUX Aiara3oHax 3MiHU
MeMOpaHHOro ToTeHIiany. OTHUM 3 MOXJIMBUX METOIIB OMMCY € Tepexia M0 OiIbI
3arajlbHUX MTapaMeTpiB, TUTIOBUX JUIsT HeJliHiliHOTO KouBasibHOTO LCR-KOHTYpY [24]

(12).
dE
E_f(E’ 1)

dl
—=g(E, ).
o 8ED 12)

A0 po3risa NpOBOAWTH B LIMX OLbII 3aralbHUX KOOPAWHATAX i BUMIIUTH KOH-
CepBaTUBHY CKJIAOBY, TO BUI MOTEHIIiHOI moBepxHi I1(F, 1) Oyme MaTu Ti X SIKiCHi
0COOJIMBOCTI.

Ao Bimomuit BuA moTeHIIWHMX ToBepXxoHb [1(E, n) un I1(E, 1), TO mis1 po3ris-
HYTUX CUCTEM CTAa€ MOXJIMBMM 3aCTOCYBaHHSI aCMMIITOTMYHUX METOMIB HEJiHiiHOI
MexaHiKu (Hampukiaa, Metoay MasikiHa Jj1s1 KBa3uJIsIMyHOBChKUX cucteM [22]). [Tpu
LIbOMY Mepiiuit fogaHok y (11) mpaBopyd BBaXKA€ThCSI MaJIM.

J1J1s1 BUBYEHHSI HEMPOHHUX IMPOLIECIB iCTOTHI He TiIbKY 3MiHa MapaMeTpPiB B MaJIUX
iHTepBaJax 4yacy, aje i IMHaMiKa y BEeJUKUX iHTepBajaX. Po3yMiHHS BiacTUBOCTEH
HelpoHa B 11ii1 00J1aCTi HaBiTh OiIbII iCTOTHO, TOMY 1110 AO3BOJISIE TEOPETUYHO MiTiii-
TU 00 aJalTUBHUX peakiiii KIiTuHU. Po3riasHeMo ocoOIUBOCTI, 1110 BUHUKAIOTh ITpU
cnpo0i JoCTiAKyBaTU IMHAMIKY IMTPOLIECIB y IUX iHTepBaiax.

3. AMHaMika HeVIpOHHUX ITPOLIECiB Ha BEAMKWX IHTEpBaAax 4acy

JocnimkeHHsT IMHAMIKM iMITyJIbCHOI aKTMBHOCTI HEMPOHIB y pi3HUX BiddisiaX Hep-
BOBOI CUCTEMU JTO3BOJIMJIO BUSIBUTU HACTYITHI 3aKOHOMipHOCTi: YMM BMIle Qijore-
HETUYHa CTYITiHb PO3BUTKY HEPBOBOI CUCTEMU, TUM Oijbllie JeTepMiHOBaHi Xapak-
TEPUCTUKU HEHPOHHMX PO3PsAiB (HAIpUKIIAmd, Mepioan pO3psdiB y MeicMeNKepHUX
HelipoHax [25]) mepexomsTh y MMOBIpHOCTHO-CTaTUCTMYHI [2]. fximo cnpuiiMaTu
XaOTUYHY aKTUBHICTb AESIKUX HEWPOHIB SIK OJUH i3 BUAIB 3aKOHOMipHOCTi, TO Lieit
BUCHOBOK BUSIBJISIETBCS III€ OiTBIITI TPYHTOBHUM. 3aKOHM 3MiHM B PiBHSIX aKTMBHOCTI
HEWPOHIB 3aTUIIAIOTHCS BAXKKUMU [JISI PO3YMIHHS, XO4 3alIPOIMIOHOBAHO JOCTaTHHO
MOJIETbHUX ysIBJIeHb [26]. OCHOBHI SIKiCHi YSIBICHHSI TTPO PO3MOIiJI iMITYJIbCHOTO TIO-
TOKY Ha arepioguvyHui, rpyrnoBUil i MAaYKOBUI 3 iXHIMM KOMOiHAalLlisSIMU 1 BapiallissMu
€ JOMIHYIOYMMM B HelpodisionoriuHiii mirepatypi [27]. PoHOBa eleKTpUYHA aK-
TUBHICTh HelipoHa Cj1a0KO ITOB’sI3aHa i3 CyMapHOIO 3a BUHSITKOM CTaiili MOBiJIbHO-
XBUJILOBOTO CHY Ta IMaTOJIOTiYHMX CTaHiB, 110 BHOCUTb JOAATKOBY CKJIAmHICTh. JlJIst
TOro, 100 3p0OUTH KapTUHY (PYHKIIOHYBAaHHS HEMPOHHUX CTPYKTYP OiNIbII SICHOIO,
OyJ10 BUKOPHMCTAHO OaraTo MEeTOIiB CTATUCTUYHOI (hi3nKM (HAITpUKITaI, YIBICHHS PO
dazoBi mepexonu i KpuTuuHi gpuma [28]). be3mocepenHe 3acTocyBaHHS METO/IB CTa-
TUCTUIHOI (Di3UKHM TTPOCTUX CHUCTEM, TaKMX SIK CIIHOBUX, IMPUBEIO IO (hOPMYyBaHHS
Mojenieil HEHPOHHUX CUCTEM, YAaCTO JOCUTH BiTOKPEMJIEHUX Bifl (hi3i0IOTiUHOI peaib-
HOCTI, 110 BUSIBJISIETHCS B €KCTIEPUMEHTAX.

Ao 11e pa3 NOBEPHYTUCS 1O OOTOBOPEHHSI MATTEPHIB HEMPOHHUX PO3PSIIIB, TO
CJIiJ 3a3HAYUTH, 1110 3aKOHOMIPHOCTI iMITYJIbCHUX ITOTOKiB HAa BUXO/i KJIIITUHU € IOCUTh
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XUTKMMM: OJHA TMHAMiYHa 3aKOHOMIpHIiCTh IIepeXOaUTh B iHIITY 3 YacoM [2], BiTHOCHU-
HU 4acTOT pO3PSIiB CYCiIHIX HEMPOHiB MOXYTh Pi3KO 3MiHIOBAaTUCS, HE3BaXKaluu Ha
HasIBHICTb 3arajlbHUX 3aKOHOMipHOCTe# aHcamM0bJ1eBoi opraHizauii. HeitpoHu, 1o ma-
JOTh OHAKOBI MOP(MOJIOTIYHI TUTIN i 3HAXOOATHCA ITiJ TTOTIOHMMMN HEHPOXiMITHUMU
i HecTTemM(iYHUMHA PETYTIOIOUNMU BITIMBAMM, MOXYTh BUSBIISITA aKTUBHICTH Pi3HOI
opmm.

CphOroHi iHTEHCUBHO BENEThCS pO3pOoOKa MoJeseil HEeMPOHIB i HEMPOHHUX CHC-
TeM, Y IKMX HepOH Ma€ BU3HAYCHWI TUHAMIYHUAH TUIT — 10T0 aKTUBHICTb 3MiHIOETh-
cs (pikcoBaHUM YMHOM, HAMPUKIIAJ MEPiOAUYHO, KBa3iMEepiomUYHO YU XaOTUYHO.
SIKIIIO PO3IJITHYTH MOJEJi XaOTUYHOI'O MOBOMXKEHHS, TO CTA€E OYCBUIHMM, IIIO B Xa-
OTMYHO aKTMBHOMY MOJEJIbHOMY HEMPOHi OyAyTh €KCIIEpUMEHTAIbHO CIIOCTepiraTu-
cs (piKcoBaHi MaTTepHU, 10 3MiHIOIOTh OAWH Ha iHIIMK LiJIKOM BUMAaAKOBUM YUHOM.
Lle moxe OyTH 3’SICOBaHUM, SIKIIO PO3MISIHYTH HAMIMPOCTIllli XaOTUYHi CUTEMU, Ha-
npukian cucreMmy JlopeHiia yu piBHSHHS mis gaHioriB Yya [29]. ¥V uux Bumamkax
MOBTOPIOIOTHCS UUKIIYHI JUTSTHKU TPAEKTOPili HABKOJIO HECTiIMKMX CTaHiB piBHOBAru,
MepeXoar MixX SIKUMU iMiTyI0Th HIMOBIpPHOCTHI 3aKOHOMipPHOCTI.

[likaBo po3MITHYTH HEMPOH i CUCTEMY HEMPOHIB, TPOXW 3MICTUBILIM aKIIEHT. AK-
TUBHICTh HEMPOHIB MOXE MaTU BJIACTUBOCTi, HECYMIiCHi 3 iCHyBaHHSM (hiKCOBaHUX
ACUMIITOTUYHO CTIMKMX CTaHiB 4u pexuMiB. Lle — rosoBHa poboya rinore3a AaHOi
mpatii.

7151 BUBYEHHS AMHAMiK1 MOJIEJIbHOT'O HEMpPOHa 3pYYHUM € TIepeXil 10 TUCKPETHUX
moneeil. Mu 0yaeMo po3risiaaTi IMHaAMiYHUM Mpoliec Y KJIiTUHI SIK KEpOBaHUI Map-
KOBCBbKUI, 110 BiZOYBA€TbCS B AUCKPETHOMY Yaci B JMCKPETHOMY IIPOCTOPi CTaHiB,
TOOTO KEpOBAaHUI MAapKOBCHKUIA JJTaHLIIOT (pHUC. 5).

J

=1 Kk k4l k42

Puc. 5. CxeMaTuyHe TIpeICTaBJICHHS MapKOBCHKOTO MTPOIIECY, IO OMMCYE TMHAMIKY MOIEIHLHOTO
HeWpoHa: i, j — cTaHy MpolLiecy, MixX SKUMU B TUCKPETHI MOMeHTH Yacy; k-1, k, k+1,... 3nilicHio-
I0TbCSI [IEPEXOAH 3 HMOBIPHOCTAMU P,

CraHU TIpolieCcy B IILOMY BHITAAKY BillTOBiTalOTh PiBHIO MEMOPAHHOTO MOTEHITiay,
YMCJIO CTaHiB MOXHA 3aBXIW BUOPATU SIKUM 3aBrOAHO BEJIMKUM TSI OTIMCY BCiX Ipa-
Jaiiit iioro 3minu. OnrcaHuit MAapKOBCHKUI JJAHIIOT — HEMTPUBOAUMMUIA €PrOANIHUIA.
Tpeba Bimpa3y ckazaTu, IO 1Ie MOACJIbHE YSIBJIEHHS HE € OOMEXYIOUMM i IIPU IyKe
3arajJlbHUX MPUITYIIEHHSX, CIIPAaBeUIMBUX Y JAHOMY BUIIAAKY, MOXJIUBUI TIepeXif 10
Oe3nepepBHUX 3MiHHUX [30].

BunaakoBuli rpoliec MOBMHEH OYTH OXapaKTepU30BaHUI HE TUTbKU PO3MOIIIOM
MMOBIpHOCTE CTaHiB Y KOXK€H MOMEHT 4acy, ajie i KMOBIpHOCTSIMU MEPEXO.Y, 1110 3a-
JAIOTHCSI CTOXACTUYHOIO MaTpuleio P = | p,.jf . Hauti OyayTh po3mIsiAaTUCS] €HTPOIIiHI
BJIACTMBOCTI TPAEKTOPIili IIpOLIECiB MPU HAsIBHOCTI 0OMexXeHb Buay (13):

E(plﬂpz,""pNﬁp]l’plzﬂ ""pNN =O‘ (13)
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Buxonstuu 3 po6otu [31], OyaemMo po3riisigiaTi eHTPOIIil0 CUCTEMU 110 TPAEKTOPIsIX —
EHTPOIIiI0 1UISIXY 3a s KpOKiB (14):

H(s)==% P(C;)InP(C;). (14)

TyT mizcyMOBYBaHHSI 3IiCHIOETBCS TI0 BCIX MOXIIMBUX TPaeKTOpisix Cg NOBXKUHU
s. Bynemo makcumizyBatu BenmmuauHy (14) mpu HasgBHOCTI ooMmexeHb (13) — mykarn
YMOBHUI EKCTPEMYM.

PosrnssHeMo 3MicTOBHY iHTepIIpeTallito 1i€i 3a1ayi i MOTiM TepelaeMo 10 o0vuc-
JieHb. J1J1s1 Oyab-sIKOTO 0i0JIOTiYHOTO 00’ €EKTY i 1OTO eJleMEHTapHOI CKJIaI0BOi — XXUBOT
KJIITUHU, HANIpUKJIad HEepoHa, XapaKTepHe MOEIHAHHS BJIACTMBOCTEN, MOB’SI3aHUX
3i CTiliKicTIO i ToMeocTa3oM (iM BiAmoBizaroTh oOMexeHHs (13)) i po3mMaiTicTio nu-
HaMiYHOTIO TTOBOMIXXEHHSI, SIKiii BimmoBimae imesa makcuMizalii (14) mpu BpaxyBaHHi
obmexeHb. KopucHo 1ie pa3 3ragaTyd (piJOreHETUYHUI apryMeHT: 3 MiABUILEHHSIM
¢imoreHeTMIHOTO PiBHS BiIOYBA€THCS 3MEHIIEHHS YIIOPSIIKOBAHOCTI AKTMBHOCTI 0a-
raThOX KJITHH (32 BUHSITKOM THX, IIIO TiICHO MOB’sI3aHi 3 TOMEOCTaTUYHUMM (DYyHKITisI-
MM) i eJIEGKTPUIHOI aKTUBHOCTI HEeWpoHiB. Lleii mporiec MoXKHAa YMOBHO PO3TJISIIATH SIK
MOCTYMOBE 3HMKEHHS KOPCTKOCTI 00MexeHb (13). SIKio po3risanatu iHAMBigyalb-
HUI PO3BUTOK, TO B TPAHUYHOMY BUTIAAKY BUSIBUTHCS, 1110 CUCTEMa HAOJIMKAETHCS 10
CTalliOHAPHOTO CTaHY, ¥ IKOMY €HTPOIIisl TPAEKTOPil MakCUMasabHa, aKTUBHICTh 3Mi-
HIOETBCS BiIIOBIIHO OO MPUHLIMITY HalOiablIol po3MaitocTi. OgHaK cTalioOHApHUM
CTaH Y XXMBUX CUCTEMaXx HiKOJIM He JOCSTa€ThCS.

Po3srisiHeMo TpaeKTopilo MapKOBCKOTO JaHIIIora JOBXUWHU S. 3a S KpOKiB BinoOyno-
cas 3MiH CTaHy JIaHLIIOTa, TIOCTiIOBHICTb IKMX YTBOPATH TpaeKTopito Buny C =i i i, ...
i IMOBIpHICTb s1K01 Oyne nopiBHIOBaTH (15)

sls’

P(Cy)=p, P Pii P (15)
Lleit oGyTOK MOKHa 3amucath y Bui (16):
P(CY)=P,-01:11;I(P,«/)”- (16)

Tyr m, — 4nucio TEePEeXO/IiB (—>j, 1110 3yCTPivaloThCs B JaHI03i. K moka3zano B [31] i
MOBOAMTHCSA B [32], icHYe TpaHUYHA TeopeMa, sSIKa CTBEPIKYE, 10 Y BUIAIIKY eProamy-
HOTO HEPO3KIIAHOTO JIAHILIOTa (p > O) JIJISI HOCUTD BEJIMKOTO YKMCJIa KPOKiB BiTHOCHE
YUCJIO TIEPEXOIIB I—>f m//s MOXHa 3aMiHUTH iMOBIPHICTIO TAKOTO MEPEXOLY P, Py ko
nposoropudmysaru (16), onepxumo (17):

lnP(CS):lnp,.O +szijll’lpij. (17)

i
BianoBinHO 10 pO3IJIsSIHYTOI TpaHUYHOI TeopeMu, cyMy (17) MoxHa 3aMiHUTH Ha (18):
SZZP p;Inp,,. (18)

BneckoMm nonmaHka lnp B (17) MO)KHa 3HEBaXXUTU IPU TOCUTH BeJIUKOMY S. EHT-
porist TaHIora MapkoBa Ha Kpok ckiaze (19):

H=HW)=-XXpp,;Inp,;. 19)

3 (16—18) BuriMBae BUpaXXeHHs AJis1 KMOBipHOCTI TpaekTopii (20):
P(Cy)=e". (20)
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PosrisitHemo noknanHine noseaeHy B [32] Teopemy: IKUM OU MajiuM He Oynu € > 0
in >0, mpu 1OCTaTHBOMY S YCi TPAEKTOPil S MOXYTh OYTU PO3OUTI Ha ABi TPYMU TakK,
1o 1) iMOBipHiCTh TpaeKTOpili rpynu I 3a00BOJIbHSIE HEPIBHOCTI (21):

e < pC) <™. Q1)

2) CyMa HMOBipHOCTEI yCiX TpaekTopiil rpynu (2) MeHie €. s onmucy craTtuc-
TUYHUX BIACTUBOCTEN CUCTEMU TOCUTD PO3TJISTHYTH TiJIbKY TPYITY I, 1110 CKIIamaeThes 3
e tpaexropiii 3 iMoBipHicTIO e*F, [Ipn TakOMy HaGIVKEHHI BAUKOHYEThCS (22):

—sH
H(s)—CZC:,e (-sH)=sH. 22)

IcHye nBi KaTeropii apryMeHTiB, 1110 IPUBOASATH 0 iIe1 MaKCUMi3allil eHTPOIIii Cuc-
TEMM I10 TpaekTopisix (14, 22) i, 1110 BUILIMBAE 3 HABEIAEHOIO BUIIIE, EHTPOITii €BOIIOLIIL
HaKpok (19) mpm oomeskeHHX (13). [Tepmmii criocib aprymMeHTaIlii eMITipuIHIA, OCHO-
BaHUW Ha BIAITOBIMHOCTI, IO CIIOCTEPIra€THCS B €KCIIEPUMEHTI, 3 TEOPi€I0 HANOLIBIION
PO3MaiTOCTi i yMOBHOTO MaKCUMyMy eHTpoTii Kamiopy [33]. st GiosoriyHux cructeM
i, 30KpeMa, [T HePOHiB Ma€ CUJTy TAaKOXK PO3TJISIHYTe BUIIE (hiTOTeHETUYHE OOTPYH-
TyBaHHS. [HIIA KaTeropisi apryMeHTiB I'PYHTYEThCS HAa HACTYITHOMY: YCi Tpa€eKTOpii,
1110 3aJI0BOJIBHSIIOTH YMOBaM (13), moBuHHI OyTH BpaxoBaHi, TOOTO rpymna I nmoBuHHa
BUSIBUTHUCSI MAKCUMAJIBHO BKJIIOYAIOUOI0, L0 BiANOBinae Makcumymy e i, oTxe, Mak-
cumymy H.

B pesynbrati BUHMKae npobieMa, MoaidHa J0 Ti€l, 1O BizoMa B CTaTUCTUYHIi
TepmoauHaMiui. IlapanenizaM MixX TepMOOAMHAMiYHUMMU i iHQopMaLiiHUMU 3amayva-
MU IIMPOKO BUKOPHUCTOBYETHCI B po0oTi [34]. K i B 1iif poOOTi, y JaHOMY BUMAAKY
IIYKA€EThCST YMOBHUI MakcuMyM (19) 3a mormomoroio MeToay MHOXHUKIB JlarpaHxa.
Takum ynHOM, BUXOIUTH (23):

5 (H+i){,ﬁ;)=0,
! (23)

ne X, — MHOXHMKM JlarpaHxa. 3a 10MOMOro0 oOMexeHb F, IOBUHHI OyTH Bpaxo-
BaHi:
1) HopmyBanbHi yMOBU Ha iMOBipHIiCTh cTaHy (24) i mepexony (25)

2p =1 (24)
;Pi/ =1. (25)

2) Pesynbratu gochifiB — cepeaHi BeIUUYMHM, JUCTIEPCii Ta iHIII MOMEHTHU BUITAI-
KOBHX BEJIMYMH i IIBUAKOCTEH IXHiX 3MiH Ha KPOK.
3) B 0OMexXeHHSI ClTijil BKIIIOUUTH TaKOXK YMOBHM CTallioHApHOCTI (26):

Zi:pip[/ :pj' (26)

Hobpe Bimomo, 110 s €proguYHUX MApKOBCHKMX JIAHLIIOTIB iCHYIOTh (piHaIBHI
MMOBIPHOCTI, 1110 YTBOPSITh CTalliOHAPHUI PO3MOAiJI, He3aJeXKHUI Bill TOYaTKOBOTIO.
TakuM 4YMHOM, eKCTpeMalbHUN MpUHLMN (23) LiIKOM NPUAHSATHUN VIS CTallioHap-
HUX TIPOLIECiB.

Mu IIpOITOHYEMO HACTYITHY TiloTe3y: PO3INISTHYTHIA eKCTpeMaTbHII mpruHIU (23)
MoOxe OyTH 3aCTOCOBaHUI TaKOX AJIs1 BEJIMKOrO Kjacy HecTalioOHapHMX MPOLIECIB i,
30KpemMa, UIs KEpOBaHMX, TOOTO yMOBA CTALliOHAPHOCTI MOXE HE BKIIIOYATHCSI B 00-

167



A. B. Kosecnukos, JI. M. Kapnos

MEXEHHsI IpY JOCTATHIl KiJIbKOCTi HOCHiAHUX JaHUX. SIK OOIpPyHTYBaHHSI MOXXHa BU-
CYHYTU HacTyITHi (piznuHi aprymeHTu. [Ipolec HabamkeHHsT BenunuHu (19) mo Mak-
CUMYMY € SIBUILIEM pesiakcalii. Ko 3MiHU BIACTUBOCTEN CUCTEMU JOCUTH MOBiIbHI
(amiabaTnuHi) y MOPIiBHSAHHI 3 IIpollecaMM pelakcailii, To ¢popmysa (23) MoBMHHA JaTH
npaBUJibHUM pe3yabTaT. KpiM Toro, Ha KOpUCTh PO3MISTHYTO1 TillOTE€3U CBiIUUTh YCITiX
MIPUHIIMITY MaKCUMyMYy iHopMarttii, moope Bimomuit y cuHepretutli [33]. 3 hopmanbHOi
TOYKH 30Dy IJIsI 3aITUCY TaHOTO TBEPIKEHHST HEOOXiTHO BpaxyBaTH HeCTalliOHAPHICTh
BIIMTOBiTHMX iMOBipHOCTEl Yy (23) i 3aMeXHICTh OOMEXEHb Bill KEPYyIOUOTO BILIMBY.
Otxe, maemo (27):

k
-2z, 00,0 +;X,-F,-<l>j ~o. o

TyT oOMexeHHSs, a pa30M 3 HUMHU i BiIMOBIAHI iMOBIpHICTHI XapaKTEpUCTUKHU MPO-
1I€CiB, 3aJiexkaTh BiJl HOMepa KpoKy /.

PosrnsgHemo y cBiT/i IpUHLIMITY MaKCUMaabHOI po3MaitocTi (14) nuHaMiky po3-
BUTKY KJIITUHHUX CUCTEM i HelipoHa. [Jis 1IbOro 3aay4ynMo SIKiCHUI METOI, 300paxy-
04U BiMMOBigZHUI rpad IMCKPETHOI MApKOBCHKOI CUCTEMM, KOXKXHA BEpIIMHA SIKOTO
BiIMOBiZa€ CTaHy KJIITMHU, a CTPUIKU MiXX HMMM TO3HAYAIOTh MOXKJIMBICTH Iepexo-
ny. 3MICT cTaHiB Tpeba BMOpaTU BiAMOBiAHO 10 MOPHOQi3ioN0riyHUX eKCIEePUMEH-
TaJIbHUX JaHUX, HAIPUKJIIA[d, PO3IISHYTU MeMOpaHHWI MOTeHLiall, IBUIKICTh MOTO
3MiHM, YaCTOTY iMITyJIbCHOI aKTUBHOCTI UM €HEepreTUYHi XapaKTepUCTUKU ( KiJIbKiCTh
€HepreTMYHO aKTUBHUX aJCHIIaTiB, y HARTIPOCTIIIOMY BUTIaAKy TiTbKu AT®). Ynma-
JIO MOCITiAHUX TaHWX BKa3yIOTh Ha Te, 1110 BCi 11i XapaKTePUCTUKH 3MiHIOIOTHCS B3aEMO-
3aJIeXXHO, (hopMmytoun HecnelivHUi aganTaliiHuii CUHIAPOM KJIITUHHOI CUCTEMMU.
Lle mo3BosI€ pO3MISIAATH CTAHU, TTOB’A3aHi 3 Pi3HUMM (DaKTOpaMH, ITOLIOHUM CIIOCO-
oom.

TakvM YMHOM, TMHAMIYHI peakilil KJIITUHU MOXHAa YMOBHO PO30UTH Ha TP €Talu.
Ilepmumit eran BiAMoBiga€e KJIITUHI Y CTaHi CIIOKOIO, SKa He BUSIBISIE (DYHKIIiOHAIb-
HOI1 aKTUBHOCTI PO3IJISIHYTOrO BUAY. ¥ LIbOMY BUIAAKy MOXKJIMBE iCHYBaHHSI aCUMII-
TOTUYHO CTiliKuX cTaHiB. OCKiJIbKM cuUcTeMa IepedyBa€ ITil BIUIMBOM BHYTPilIHIX i
30BHIlIHIX (JIYKTyaliil, MoOJU3y LIMX CTaHiB MOXJIMBI CTOXacTUYHi nepexoau. Lleit
eTarn CXeMaTUYHO 300paXXeHuil Ha puc. 6, a.

Ha npyromy etarri Ha KJIITUHY TTOYMHAIOTh BIIMBATH YMHHUKY HABKOJMIITHBOTO
CepeoBUINaA, A0 SKUX KJIITUHA MOXEe aaanTyBaTUCS TiJIbKY MTO0iYHO. J1o HUX, HAMpu-
KJIaJl, BiTHOCUTHCSI BIUIMB IIIJIOTO PsIIy PEYOBUMH Ha OiOXiMiuHi CUCTEMU BTOPMHHMX
MocepeHUKIB (psia HelipoMeniaTopiB, HacaMIepel — HOpaapeHaTiHy, MOIYJISITOPIB i
TOPMOHIB). 3 OOKY IIMX PEUOBUH MOXKJIMBA HecnielMdiuHa, 6e3aapecHa Jiisi BCepeIuHi
TKaHWHMU. Tak, HoOpaapeHasiH 3JaTHUI BUALIATUCS “3a XOI0M” aKCOHY, 3 BapiKO3HUX
po3ipeHb. Taki BIJIMBYU aKTUBYIOTh (DYHKLIOHAIBbHY aKTUBHICTb, 30ibIIYIOTh YHUC-
JIO TOCSKHUX CTaHiB (puc. 6, 6). OqHaK He BCi CTaHU MaloTh OOHAaKOBY Ipupony. Ce-
pel HUX MOXXHA BUIUTNTH “Supo”, IO BiAITOBiTae TUM CTaHaM, MiXX IKMMM MOKJTABI
wBUAKI nepexoau (crany 1—4 Ha puc. 6, 6) i “nepudepiro” (5—8 Ha puc. 6, 6). Obaacri
3B’SI3aHMUX CTaHiB Teprdepii MOXYTh OyTH BiIIiIeHi OAWH Bil OMHOTO, 110 TTOKa3aHO
Ha pucyHky. [lepucepisa BimmisieHa Binm siapa; MOTpanuMBIIM Y BiAITOBiTHUI CTaH, Ha-
MPUKJIAA, y CTaH 5, cUcTeMa BTpaya€e BaXJIMBY BIACTUBICTb — MOXJIUBICTb MEPEXOMY
Oe3mnocepeHbO JI0 iHIIMUX CTaHiB, a00 Mepexoar MOXYTh 3AiCHIOBATUCS 3 MEHIIIOIO
iMoBipHicTI0. BaxuBo, 1110 Tpu 1IbOMY 00MexXytodi ymoBU (13) cTatoTh OisIbIII KOpC-
TKkuMU. Ha TpeTboMy eTarli BiiOyBa€eThCs IpolieC aaanTallii, 3MiHIOIOThCS HapaMeTpu
(13), moB’s3aHi 3 T. 3B. INTACTUYHICTIO — LIJIbHICTh MEMOPAaHHMX KOMITOHEHTIB, iHTEH-
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CHBHICTh B3a€EMHUX BIUTMBIB KJIITHH, 3a IKNX BCTAHOBJIOETHCI MaKCUMaJIbHE 3HAYEH-
H4 (19) , cTraHu cTarOTh MOAIOHUMM, Mi>K HUMMU 3 CHIOIOThHCS MIEPEXOAU.

1 2

Puc. 6. lunaMika mpoliecy KJITMHHOI ananTallii: ¢ —cTafisl 3HaXOMKeHHsI KJITHHU Y CTaHi CIT0-
KOI0, 6 — KJIITMHA ITiJ] 30BHILIHIM BIUIMBOM; 1—8 — qMHaMiuHi cTaH1

VY 1mx BUmagKax MOXKJIMBE 3aCTOCYBaHHS IMIPUHIIAITY onTUMaibHOCTI (27). Crin 3a-
3HAYUTH, 110 BUXiTHUM i MiACYMKOBUI CTaH CUCTEMU MOAIOHI OAVMH OAHOMY 3aBIASIKU
MOXJIMBOCTI IIBUIKOTO TIEPEXOIY Bill OMHOTO CTaHy A0 OYIb-SIKOTO iHIIIOTO.

Takum urHOM, peakilii OAMHOYHOTO HEHWPOHY MOXKHA PO3IISAaTH, BUXONSIYM 3
MPUHIIMITY ONTUMAIbHOCTI CTaTUCTUYHOIO xapakTepy. BiH Hamae MOXJIMBICTb, HE
3BEepPTAIYNCh OE3II0CePEeIHBO 0 PO3IJISIY CKIATHUX 0i0XiMiYHMX MEXaHi3MiB, CTBO-
PEHUX €BOJIOLIITHMM MPOLECOM, 3MiMCHUTH SIKiICHUI OMUC KJIITUHHUX MPOLIECiB.
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JTUHAMUYECKAS CTPYKTYPA U HEJIMHEMHBIE CBOVICTBA HEIPOHOB

Pe3iome

PaccmaTpuBaroTcst cBOICTBAa HEMPOHOB UCXOAST M3 CTATUCTUYECKON M JUHAMUYECKOI MO3U-
LU C YYETOM ABYX BpEMEHHbBIX MacilTaboB. C MepBoii TOUKM 3peHUsI DJIEKTPOPU3oI0orniec-
KHe MPOLECChl B HEMPOHE XapaKTePU3YIOTCS HE TOJAbKO CPEIHUMU 3HAYEHUSIMU YPOBHSI BO3-
OyXIeHMsI, HO U OoJiee CIOXXHBIMU MOMEHTaMU, HalipuMep nucriepcueii. PaccmaTtpuBaercst
CYIIECTBEHHOCTb 9TUX XapaKTePUCTUK, UX BO3MOXHAas B3aAUMOCBSI3b 1 KJIE€TOUHbIE MEXaHU3-
MBI, IPUBOASILINE K MX U3MEHEHHIO BO BpeMeHU. O0CyX1aeTcs BO3MOXKHOCTD MPeICTaBICHUS
MPOLIECCOB BO3OYKIEHMST HEMpOHA C TOYKM 3pEHUSI IMHAMUKU CUCTEM, OJIM3KUX K HEJTMHE -
HBIM KOHCEpPBATUBHBIM. J1JIsI TPO11eCCOB OOJBIION IJTUTEIBHOCTH TPEAIaraeTcsl 3BpUCTUIEC-
KW TIPUHIUIT ONTUMAIbHOCTH, UMEIOIINI XapakKTep 3aKOHA HauOOJIbIIEro pasHOOOpa3us
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JUHaAMMUYECKOIo MOoBEACHUA CUCTEMBI. O6CY)KI[8.CTCH, KaKuM 06p8.30M 3Ta 3aKOHOMEPHOCTb
OTpa3nuTCAad Ha JMHAMUKE KIICTKU.

KiioueBblie €j10Ba : HEPOH, HEJTMHEITHOCTh,BO30YKIEHUE, AUCTIEPCHsI, KOJIeOaHUsI, pa3HO00-
pasue.

A. V. Kolesnikov, L. M. Karpov

Odessa National I. I. Mechnicov University,
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Dvoryanskaya, Str., 2, 65082, Ukraine

DYNAMICAL STRUCTURE AND NONLINEAR CHARACTERISTICS OF NEURONS

Summary

Statistical and dynamical characteristics of neurons with two temporary scales are considered.
From the first standpoint electrophysiological exitation processes in the neuron are characterized
not only by average values, but also with more complex moments, for instance dispersion.
Essentiality of these features, their possible connection and celular mechanisms causes their
changes in time are considered. Possibility of presentation of neuron excitation processes with
the theory of systems close to nonlinear conservative are discussed. The heuristic optimality
principle for the processes of more duration, having the nature of the law of the most variety
of dynamic system behaviour is offerred. Reflection of this law on the celular dynamics are
discussed.

Key words: neuron, nonlinearity, excitation, dispersion, oscillaton, variation.
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