3AT'AJIBHA XAPAKTEPUCTHUKA POBOTH

AKTyaJbHiCTL Tmpo0JieMn. Benuka CcKIaaHICTh 1 pi3HOMAHITTA GopM
BIJIpI3HsIE HEHPOHU — OCHOBHI CTPYKTYpPHI 1 (PYyHKIIIOHAJIbHI €JIEeMEHTH HEPBOBOI
CUCTeMHM — BIJ KJIITHH BCIX IHIIMX TKAaHWUH opra”izmy. ®opmy HEHpOHY B
OCHOBHOMY BH3HA4a€ WOTO JEHAPUTHE PO3TATYKEHHsI, KOTPE € OCHOBHUM MiCIIeM
pO3TallyBaHHSI CHHANTHYHUX BXOAIB (Omu3pko 90% 3arajibHOi YHCEIIBHOCTI)
[Cullheim, 1978; Birinyi et al., 1992]. denaputam, iX CTpyKTypi 3/aBHa
BIJIBO/IMJIACS BaXJIMBa poJib y (GyHKIIOHyBaHHI HepBoBuX KiiTuH [Cajal, 1897,
1911, 1923], naiironosuime y QyHkuii nepenaui curnaniB (nmacuBHoi [Rall, 1959]
a0o, mizHime, aktTuBHOI [Llinas a. Nicholson, 1971; Llinas a. Hess, 1976]) Bix
YHCIICHHUX ACHAPHTHHX cuHancie (zo 10° ma ommy kmitmny [Cullheim, 1978;
Birinyi et al., 1992]) no Tpurepnoi 301 B oOnacti comu. Came Tam, 3rifgHO 13
JTOMIHYIOUMMH TeopisiMu, (popMyeTbesi BUXITHUN curHai HedpoHy [Granit et al.,
1966]. B octanni 10-15 pokiB gOCTiPKEHHS HA A€TANBbHUX 010(13UMYHUX MOJEISIX
HEHpPOHIB 3 BUKOPHUCTAHHSAM JAHMX KOMII IOTEPHOI PEKOHCTPYKIT JEHJIPUTHUX
pO3rajgy’KeHb HA0YHO MPOJEMOHCTPYBAJIM ICTOTHUM BIUIUB JAEHIPUTHOI reOMeTpil
SK Ha TIepelauyy CHHANTUYHUX CUTHaNIIB 70 comu [Bras et al. 1987, 1993; Korogod
et al., 1994, 2000], Tak 1 Ha ¢opMyBaHHs THUIy BUXIJHUX cUTHaIIB [Mainen a.
Sejnowski, 1996; Fohlmeister a. Miller, 1997; Korogod a. Ty¢-Dumont, 2009].
HasBHICTh LUTMX HAOOPIB PI3HOTUIHUX MOTEHIIAI3AIECKHUX 10HHUX KAaHAIIB y
JNEHAPUTHIM MeMOpaHi HEUpPOHIB PI3HUX BIAJLIIB MO3KY, 30KpeMa y MipaMiJIHUX
HelipoHax HOBOI kopH [Schwindt a. Crill, 1995; Stuart a. Sakmann, 1994; Crill,
1999] 1 rimokamny [Magee a. Johnston, 1995], ueiiponax Ilypkin’e mo30uka
[Llinas a. Sugimori, 1980] Ta iH., MOPOKY€E TyMKY MPO T€, 10 POJIb ICHIPUTIB HE
O0OMEXKYEThCS IXHBOIO YUaCTIO y TpaHC(OpPMyBaHHI BXIIHUX CUTHAIIB y BUX1HI, a
€ 1CTOTHUM (haKTOpOM aKTHBHOTO (HOPMYBaHHSI BIIACHOTO TMATEPHY BUXITHOI
aKTUBHOCTI HelipoHa. biodi3uuHi MexaHI3MH, sIKI BH3HAYalOTh POJIb T'E€OMETPIi
JNEHJPUTIB HEPBOBUX KIITUH Y TIEPETBOPEHHSAX «BXIJ-BUXI», BHUBYCHI Il
HEJIOCTaTHBhO, & MEXaHI3MH, 1110 JIeKaTh B OCHOBI 3rajlaHoi maTepH-(OpMyrUOol
poJIl aKTHUBHUX JCHIPHUTIB, O CHOTOJHI TMPAKTUYHO HE mociimKyBamucs. [li
00CTaBMHM 1 MOTMBYBAJIM BUKOHAHHS JIaHOT AMCEPTALlIMHOI POOOTH.

AxtuBHicTh [[HC € Hepo3puBHOIO KOMOIHAII€IO TMPOLECIB, $SKI YMOBHO
KIacu(iKylOThCs SK BUKJIMKAaHI 30BHINIHBOIO Ji€r0 1 Biachi (intrinsic). Ha
KJIITUHHOMY PIBHI Il CKJIQJIOBI aKTUBHOCTI MOXYTh OyTH BHPa)K€HI MO-pI3HOMY,
3aJIeKHO BiJ (DYHKI[IOHAJIBHOTO MPHU3HAYEHHS HEHUPOHY, WOro CTaHy Ta 1HIIUX
YUHHUKIB. Tak, IOMIHYIOYMMH MpOIECAaMU Yy HEUpOHAX CEHCOPHUX CUCTEM €
BUKJIMKAHI, a Yy KJIITHHaX-TleiicMekepax — BiacHl. AOCOJIOTHE JOMIHYBaHHS
IPOLECIB OJHOTO 13 3raJlaHuX THINIB HEXapakTEpHE ISl MEepeBa)KHOI OLIBIIOCTI
HEHTPaJbHUX HEHPOHIB, KOTPl, 3aBASKH YHCICHHUM MIKHEUPOHHUM 3B’SI3KaM,
YTBOPIOIOTh CKJIQJHI MEpEeXi. 3alleXKHO BiJ IHTEHCHBHOCTI BJIACHUX IPOIIECIB
KIITUHU MEPEX1 MO-pI3HOMY BIJKIMKAIOTBCS Ha CHUTHANIM, OTPUMaHl Yepes
MIKXHEHPOHHI 3B’SI3KH. Le MTOPOJIKYE npobiieMy BHU3HAYECHHS



apXITEKTYpPO3aJeKHUX 1  EJIEMEHTO3aJeKHUX  OCOOJMBOCTEH  HEHPOHHOT
aKTUBHOCTI SIK Ha KJIITUHHOMY, TaK 1 Ha MepexxeBoMy piBHI. CKjajHl MaTepHH
IMITYJIbCHOI aKTHUBHOCTI, XapaKTepH1 MJis IEHTpPaJbHUX HEHPOHIB, 3TiAHO 3
JOMIHYIOUOIO TOYKOIO 30py PO3IVIANANUCS SIK Pe3ysbTaT camMe MIKHEHpOHHOI
B3a€EMOJII1, CKJIQJIHUM YWHOM OPTaHI30BaHOI y MIPOCTOPI HEUPOHHOI MOIYJISIIii
(Mepemi) 1 yaci. HeoOxigHiCTh Tepersisy TakuX YABICHb, 0COOJIMBO WIOJI0
HEHPOHIB 13 CKIQJHOI0 TEOMETPIEI0 NEHAPUTIB 1 aKTUBHUMHU eJeKTPUTHAMH
BJIACTHBOCTSAMHU JCHAPUTHOI MeMOpaHM, CTaja OYEBHAHOIO TICIAs poOOTH
Maiinena i1 CeitHoBcbkoro [Mainen a. Sejnowski, 1996], sxi Ha MoaensX pi3HHUX
TUMIB HEOKOPTUKAJIbHUX HEHPOHIB 3 PEKOHCTPYHOBAaHUMH JACHIPUTHUMU
pPO3rally>KeHHSIMU TIPOJEMOHCTPYBAJIM ICTOTHY 3aJIEKHICTh NMATEPHY IMITyJbcallii
Ha BUXOJl IMOOJUHOKOTO HEWPOHY BIJ T'€OMETpPii JACHAPUTHOTO PO3TalyKEHHS
octanHboro. [logansin po6otu [Fohlmeister a. Miller, 1997, ta in.] po3mmpunu
MepeNiK MPUKIAIB TaKoi 3alleKHOCTI. 3a3HayeHl JEeMOHCTpalli, Oyaydu B
OCHOBHOMY ()EHOMEHOJIOTTUHUMH, MOCTAaBUIM aKTyalbHY HpPOOJIEMY PO3KPUTTS
3aKOHOMIPHOCTEH BIUIMBY HEJIHIMHUX MEMOpaHHMX BJIACTUBOCTEH Ta CKJIAIHOI
CTPYKTYpU HEHpOHIB, sIka BU3HAUAETHCS 1X JEHAPUTHUMH pPO3rally’)KEHHSAMH, Ha
dbopMyBaHHS UYMCIEHHUX CHeUU(PIYHMX TATEPHIB BUXIAHOI  IMITyJbCAIlil.
CkazioBOI0O  YacTMHOKO  Ii€l  3arajJibHoi 1  OararorpaHHoi  mpoOsemu
CTPYKTYpHO(YHKIIIOHAJIBHOI OpraHizaiii HEWpOHIB € TmpobdiieMa pPO3KPUTTS
010(13MYHUX MEXaHI3MIB, 1110 JIEKAaTh B OCHOBI 3TaJJaHUX BUIIE 3aKOHOMIPHOCTEN
(hopMyBaHHS BJIACHOI €JIEKTPUYHOT aKTUBHOCTI HEPBOBHX KIIITUH — MPoOJIeMu, 0e3
BUPILIEHHSI SIKOi HEMOXJIMBO 3’CYBaTH 3aKOHOMIPHOCTI MO€JHAHHS BJIACHUX 1
BUKIIMKAHUX EJEKTPUYHUX TMPOIECIB y HEWpOHAX MpH TEHepalil CKIaJHUX
MaTepHIB BUXIIHUX CUTHAJIB; Il TATEPHHU y CYYACHIM JITEparypi AICTAId Ha3BY
«HEHpoHHUX KoxiB». JlaHa nucepramiiiHa pobOoTa 30cepekeHa came Ha
610(13MYHOMY aCTIEKTI II€T aKTyaIbHOI MPOOIIEMHU.

3B’f130K 3 HAYKOBHMHM NpPOrpamMamM, IJIaHaMH, TeMamMH. Po6oTa BUKOHaHa
y JlHinponeTpoBChbKOMY BLIAUIEHHI MDKHApPOJHOTO IEHTPY MOJCKYJISIPHOT
¢iziomorii HAHY 3a nepxOromkerHuMu Ttemamu  «JlOCHiDKEHHST TIPUPOIU
€JEeKTPUYHOT MYJIbTUCTaOUTEHOCTI HEHPOHIB» (mepxpeecTpalliitnuit
Ne0103U0033465), «biodiznuni MexaHi3MU CTPYKTYpPO3aJeKHOCTI BHUXIJIHOTO
CUTHaIy HeHlpoHiB» (mepxkpeectpamiiinuii  Ne0104U002758), «biodiznuni
MEXaHI3MH Tepeldy/loBU aBTOPUTMIYHOI AKTHUBHOCTI HEUPOHIB 3aJIeXHO BiJ
MIPOCTOPOBO-YACOBOI OpraHi3ali Jii JeHJPUTHUX CUHAIICIB» (JIep KpeecTpariiHuit
Ne0104U002758), «Mexanizmu (opMyBaHHS aKTUBHOCTI HEUPOHIB 1 HEHPOHHUX
MEpeX  TImoKammy  MiJ  BIJIMBOM  TOHIYHOI  aKkTHWBAIii  JACHIPUTHHUX
xemopernenTopiB» (mepxkpeectpamiitauii NeQ110U000541). YactkoBo pobota
BUKOHYBaJlacsid y HAyKOBO-JOCHIAHIN 5abopaTtopii 06iodizuku 1 Oi0€NEeKTPOHIKU
JIHIIPONETPOBCHKOTO  HAIIOHAIBHOTO  YHIBEPCUTETY 3a JEPKOIOIKETHUMHU
TeMaMu «MexaHI3MU CIHOJyuYeHHSI eJeKTporeHesy 1 (OopMH KIITUH HEPBOBOI
CUCTEMH, IO PO3BUBAIOTHC» (mepkpeectpariitauii Ne 0199U001305), «Ponb
MPOCTOPOBOI OpraHizallii KaJbl1€BUX KaHAIIB 1 JIEMO Y MEPETBOPEHHI CUTHAJIB Y



HelpoHax» (mepxkpeectpamiitauit - Ne  0105U000360), «Ponb aeHApUTIB 3
HEJIHIMHOI MeMOpaHow ¥ (popMyBaHHI HEMPOHHOTO KOIY» (JepKpeecTpariiifHuit
Ne(0108U000626), a Takox y paMKax MiXkHapOJHOTO HayKOBOT'O CHIBPOOITHUIITBA
y BigaiienHi kimiTUHHOI HeWpokiOepHeTHKH HallioHaJbHOTO MEHTPY HAYKOBUX
nocimipkenb @panmii (Mapcens) Ta Ha kadenpi diziosorii  bepHcbhKoro
yuiBepcurety (IlIBetinapis).

Mera i 3amaui jgociaimkeHHss. Mema jaucepTamiiiHoi  poboTH  —
BUKOPHCTOBYIOYM METOJIM MAaTEMaTUYHOTO MOJIEIIOBAHHS, 3’scyBaTu O0io(i3uyHi
MEXaHI3MHU 1 3aKOHOMIPHOCTI, KOTpi BH3HAUYalOTh BIUIMB I'€OMETPIl 1 aKTUBHUX
MEMOpaHHUX BJIACTUBOCTEH MACHIPHUTIB Ha (OpPMyBaHHS CKIATHUX BIACHUX
NATEPHIB €JIEKTPUYHOI aKTUBHOCTI HEMPOHIB (HEHPOHHUX KOAIB). JlJI1 TOCATHEHHS
JTAHOT METH BUPIIIYBAJIUCS HACTYIHI 3a0aui:

1. Po3pobutu Mozeni UEHTPAIbHUX HEUPOHIB PI3HUX THUIIB (TipamigHi
HEHpPOHM HOBOI Kopu, Helponu IlypkiH’e€ MO304YKa, MOTOHEHMPOHU CIHUHHOTO
MO3KYy Ta CTOBOYpa roJIOBHOTO MO3KY) 3 aKTUBHUMH BJIACTUBOCTSIMHU JE€HIPHUTHOI
MEeMOpaHH Ta CKJIaTHOI T€OMETPI€0 TCHIPUTHOTO PO3TATyKEHHS (SK HATUBHOIO,
OTPUMAHOIO B Pe3yJIbTaTi KOMIT IOTEPHOT PEKOHCTPYKIIii O10J0TTYHUX MPUKUTTEBO
3a0apBJIEHUX KIITUH, TaK 1 MOJU(IKOBAaHOK 3 BUKOPUCTaHHSM BIPTYaJbHOI
JUCEKIIT OKPEMUX CTPYKTYPHHX €JIEMEHTIB JJI1 KOHKpeTHh3alii (yHKI10HAJIbHOI
pOJIi OCTaHHIX.

2. BuszHauuTHM JOKaJNbHI CTAlllOHApHI 1 JWHaAMIYHI  BOJBT-aMIIEpHI
xapakrepucTuku (BAX) mapuianbHux 1 CymMapHUX CTPYMIB 4Yepe3 10HHI KaHaJH,
npUTaMaHHl JEHAPUTHIA MeMOpaHi HEMpPOHIB pI3HUX THIIIB; HAa OCHOBI TaKHUX
BAX BHM3HAaUMTH KUIBKICTh, THIl 1 CTAOUIBHICTh CTallIOHAPHUX EJIEKTPUUHUX
CTaHiB, B SIKMX MOXXE 3HAXOIAUTHCS HEUPOH, OLIHUTH TPUBATICTH (Yac KUTTH)
JTUHAMIYHUX CTaHIB JICHIPUTHOT MeMOpaHHU.

3. 3’sicyBaTH 3aKOHOMIPHOCTI €JIEKTPUYHOI B3a€EMOJIT MK PI3HUMH YaCTUHAMHU
JNEHJPUTHOI CTPYKTYpU HEWpOHa Ta BIUIMBIB IIi€l B3a€MOJIi Ha CTaliOHApHI 1
JTUHAMIYHI €JIEKTPUYHI CTaHU JACHAPUTHOTO PO3TAIY)KCHHS B IJIOMYy Ta HOTO
CKJIaJIOBUX YaCTHH.

4. OxapakTepu3yBaTy MPOCTOPOBO-YACOBI MATEPHU €JIEKTPUYHOT AKTUBHOCTI Y
PEKOHCTPYHOBAHUX ACHIPUTHUX DPO3TATYKCHHSIX MOACITHbHUX HEUPOHIB i dac
reHepaili Ha BUXOJ1 IMIYJbCHUX TMOCTIAOBHOCTEH (HEHPOHHMX KOJIB) PI3HOTO
TUMY 1 CKJIAJHOCTI, Ha OCHOBI TaKWX TMOPIBHSAJBHUX JOCIIIKEHb BU3HAYUTHU
KOHKpPETHI POJi, Kl BIIITpaloTh y (QopMyBaHHI HEHpoHHUX KoAiB Tun BAX
JNEHAPUTHOI MeMOpaHu, CKIAIHICTh, poO3Mip (MPOTSAKHICTE) Ta METpUYHA
aCUMETpisl ACHIPUTHOTO PO3TaTyKeHH.

0O6’ckm  OocniddceHnsi — PEKOHCTPYHOBaHI JEHAPUTHI  PO3TaTyKEHHS
OPWKUTTEBO 3a0apBICHUX HEWPOHIB, MaTeMaTU4HI MOJENl HEHpOHIB Ta ix
CKJIa0OBUX 4YacTUH. [Ipeomem oOocniodxcenns — O010QI3WYHI MEXaHI3MH, KOTpi
BU3HAUYAIOTh BIUIMBU CKJIAJHOI TEOMETpli Ta HENHIWHUX eJNEeKTPUYHUX
BJIACTMBOCTEH MEMOpaHU ACHAPUTHUX PpO3Trally’kKeHb HeWpoHa Ha (HOpMyBaHHS
CKJIaJHUX TMAaTTEPHIB MOro IMIYyJIbCHOI aKTHBHOCTI. Memoou oocnioxcenHs —



MaTeMaTUYHE KOMIT'IOTEPHE MOJEIIOBaHHS EJICKTPUYHUX 1 (DI3UKO-XIMIYHUX
IpOLIECIB Y HEHPOHAX; KOMIT IOTE€pHA PEKOHCTPYKINS JACHAPUTHUX PO3Taly’KEHb
MPUKUTTEBO 3a0apBJICHUX KIIITHH; CTaTUYHA 1 AMHAMIYHA (iKcallis MoTeHIlany y
KOH(pIrypamisix «BIJOKpEeMJIeHa JUISHKa MeMOpaHu» Ta «Ilija KIITHHAY,
BuMiptoBanHss BAX mapriaapHUX 1 CyMapHMX MeMOpaHHHUX CTPYMIB; METOIU
HAOIMKEHHS PYHKIIIH.

HaykoBa HOBU3HA oJep:kaHMX pe3yJbTaTiB. Brepiie poskputi 6io¢izuuni
MEXaHI3MH, KOTpi BH3HAYAIOTh T'CHEPAII0 BIACHUX CKIAIHHUX (BKJIIOYHO i3
CTOXAaCTUYHUMH) MATCPHIB BUXITHUX CHTHAIIB y HEHPOHAX i3 JCHAPUTAMH, IO
MaloTh CKJIAJHY aCHMETPUYHY TE€OMETPII0 Taly>KeHHA 1 HENHIAHI eJeKTpUYHI
MeMOpaHH1 BJIacTUBOCTI. Briepiiie BUsIBIEH] 3arajibHi 111 HEHPOHIB PI3HUX THIIIB
(13 cnermudiYHUMHU JICHIAPUTHOIO TEOMETPIEI0 Ta CKJIAJAOM 10HHUX KaHAIB
IUIa3MAaTHYHOT MeMOpaHM) 3aKOHOMIPHOCTI 3B’A3KYy MDK CKJIQIHICTIO 1
PETYISIPHICTIO YaCOBOTO MATEPHY HA BUXO/(1 KJIITUHU Ta IHTEHCUBHICTIO TOHIYHOTO
CUHANTUYHOTO  30Yy/DKEHHS, OJHOPITHO  PO3MOAUIEHOTO MO  JACHIPHUTAX.
[IponemoHcTpoBaHUi 3aradbHUil (EHOMEH TIeHepalii MNPOCTUX MEPIOJIUYHHUX
IMITYJIbCHUX TaTEepHIB HU3bKOi a00 BHCOKOi YacTOTH MpPH, BIAMOBIAHO, HU3BKIN
a00 BHCOKIA I1HTEHCHMBHOCTI 3rajaHoro 30y/UKEHHS Ta TeHepalli CKIaJIHUX
nepioguyHuX abo anepioguYHuX (CTOXaCTUYHUX) MATEPHIB MPHU 1HTEHCUBHOCTI
30y/DKEHHSI y TIEBHOMY TMPOMDKHOMY Jlama3oHi, 3aJIeXXHOMY BIJ pO3MIpy
JNEHAPUTHOTO pO3raidy’kKeHHd. Brepuie BU3Hau€HI KOHKPETHI pOJl  po3Mipy,
METPUYHOI acUMETpli 1 CKIAQZHOCTI JEHAPUTHOIO PO3TayKEHHsS, a TaKOoX
KIHETUYHHUX BJIACTUBOCTEH 10HHUX KaHAJIB, 110 HACEJNIAIOTh ACHAPUTHY MEMOpaHy,
y (dopMyBaHHI OCOOJHMBOCTEH MPOCTOPOBO-YACOBUX IMATEPHIB EIEKTPUUHOI
aKTUBHOCTI HEHpPOHIB PI3HUX THUIIIB. Brepiine BusBICHAa TOHKAa OpTraHi3allis
CJIEKTPUYHUX CTaHIB 30y/UIMBUX MeMOpaH — MOKa3aHa MOJIMBICTh ICHYBaHHS B
HUX MHOXXHWHH CTaHIB 30Yy/UKEHHS, KOTPl BIJIPI3HSIOTHCA 3a PIBHAMH, 4YacoM
BUHUKHEHHS 1 TPUBAJIICTIO KUTTSA MEMOpaHHOT AeTOspH3allii, 0 Ma€ TEHICHIIII0
710 CaMOTI IpUMYyBaHHS.

IIpakTuyHe 3Ha4YeHHsl oJepkaHUX pe3yabTaTiB. JlaHa pobota Mae
dbyHIaMEHTaJIbHE TEOPETUYHE 3HAYCHHS, OCKUIBKHM BOHA PO3KpHBa€E 0i10(i3uUHY
MpUPOAY 1 3aKOHOMIPHOCTI TeHepalli BJIACHUX CKJIAJHUX TMAaTepHIB BUXIIHHUX
CUTHAJIIB — HEUPOHHUX IMIYJbCHUX KOJIB — Y HEMpOHAX PI3HUX TUIIIB, IO MAIOTh
CKJIQJIHy T€OMETPII0 Ta HEJHIMHI eIeKTPUYHI BIACTUBOCTI NeHApuTiB. [IpakTrune
3HAQ4YEHHSI PEe3yJbTaTiB POOOTH TOB’SA3aHE 3 MOKJIMBICTIO iX BUKOPHUCTAHHS Y
MOAAIBIINX JOCTIKEHHSX BIAMOBITHOTO HAMPSIMKY Ta Y HaBYAIBLHOMY TMpOILIECi
BUIIMX HABYAIBHUX 3aKJIQJIB MPHU MIATOTOBIN (haxiBIiB 13 TaKUX IUCIMIUIIH, SK
O0iodizuka, diziomoris 1 ¢yHKIIOHATHFHA MOP(OJIOTiIS HEPBOBOi CHUCTEMH,
OloJoriyHa 1 MeAuYHa KiOepHETHKa, HEHPOKOMIT IOTEpU Ta HEMpOOOUMCIEHHS, a
TaKOX Y CYMDKHUX TaJTy3sX 3HAHHS.

Oco0ucTuii  BHecOK  3100yBaya. ABTOp  CaMOCTIMHO  po3polssiia
KOMIIBIOTEPHI MOJel HEMpPOHIB PI3HUX THUIIB Ta METOAUKH OOYUCIIOBAJIHLHHUX
EKCIIEPUMEHTIB, B YAaCTWUHI, IO CTOCYETbCA PO3MOAUIEHOTO TOHIYHOTO



CUHANTUYHOrO 30Y/XKEHHSI, YOCKOHANWIA MONEPeHI MOJENl HEOKOPTUKAIbHUX
HEWpOHIB;, CaMOCTIMHO TMpOBOAWIA OLIBIIYy YacTUHY  OOYHCIIOBAIBHUX
CKCIICPUMEHTIB, aHami3, o0OpoOKy W y3araJbHEHHs pe3yibTariB. Jleski
0OUYHCITIOBAIbHI €KCIIEPUMEHTH OYyJIM MPOBEACHI pa30oM 3 IHIIUMH CITIBABTOPAMHU
omyOnikoBanux po6Oir, a.6.H., mpod. C. M. Koporogom, x.6.H. T. C.
HoBoponoscekoro. IIpop. C. M. Koporom Takox OpaB akTHBHY YYacTb Yy
po3podi1i KoHLemIii podotu. B po6oTi BUKOPHUCTOBYBaIOCS YHIKAJIbHE IPOrpaMHe
3a0e3MedeHHs] Bi3yasizamii pe3yJbTaTiB MOJETIOBaHS, CTBOpeHe c.H.c. B. L
Kykymxkoro.

Anpodaniss  pe3yabraTiB  aucepramii. OCHOBHI TMOJIOXKEHHA pPOOOTH
JOTIOB1IANIMCA Ta OOrOBOPIOBAJIMCS HA LIOPIYHUX 300pax TOBapHCTBA HEHMPOHAYK
CIIA (Hsro-Opnean, 2000; Can-/liero, 2010), na €Bpomneiicbkux Hopymax
Heriponayk (ITapmx, 2002; Jlicabon, 2004; Binmenn, 2006; Xenera, 2008;
Awmctepnam, 2010), xoHdepeniii ®paHIy3bKOT0O TOBAapUCTBA HEHPOHAYK
«Motoneiponn B ycix crtaHax» (Mapcens, 2001), xonrpeci MixHapoaHOT
opranizamii gocnimxeHs Mo3Ky ([Ipara, 2003), Ha MI>KHApOJHOMY CHUMIIO31yMi 3
amMiOTPO(PHOI0 JIaTepalIbHOTO CKJIEPO3Y Ta MOTOHEHpOHHUX XxBopoO (Oprnanno,
2010), na 3’i3max Ykpaincekoro 6iogizuunoro toBapucta (JIbBiB, 2002; Kuis,
2003; Jouenpk, 2006) Ta YkpaiHnchkoro ToBapucTBa HelipoHayk (Jlonerpk, 2005;
Kwuis, 2011), Ha ceminapax Iucturyry dizionorii iMm. O.0. Boromomnbis (2002-
2012) Ta BipnineHHs KIITUHHOI HeWpokiOepHeTHkHM HanioHaabHOro LEHTpy
HayKoBUX jociimkenb Opannii (Mapcens, 2004, 2005).

IMyoaikanii. 3a pesynapTaTamu poboTH omyOiaikoBaHo 21 cTaTTio y (haxoBUX
BITYM3HSHUX Ta MDKHApOJHUX >KypHajax, a TakoXX Te3W 32 MJOMOBiAeH Yy
MaTepiaiax HayKOBUX (GOPYMIB.

Ctpykrypa Ta odcar aucepraiii. {uceprairis CkiagaeThes 31 BCTYITY, OTJISAY
JITEpaTypH, OMUCY METO/IB JIOCIIIPKEHHS, BJACHUX PE3yJIbTaTiB Ta 00TOBOPEHHS,
3aKJTIOYHUX TIOJIOKEHb Ta BUCHOBKIB. CIHCOK BHKOPUCTAHUX JKEPEN BKIIOUAE
330 naitmenyBanb. PoOoTy Bukianeno Ha 370 cTopiHKax, UJTFOCTPOBAHO OJIHIEIO
Tabnuiero Ta 91 pucyHkom.

OCHOBHMH 3MICT POBOTH
Marepiayiu i MeTOaM JOCJIIIKEHb

3arajibHa XapakTepuCTUKA 00’€KTIB A0cC/iIKeHb. JloCiiPKeHHS 3/1HCHEeH1
Ha cTBOpeHMX y mporpamiomy cepemosuiii NEURON [Hines, 1993; Carnevale a.
Hines, 2001] xomMm’rOTepHUX  MOJEISAX  HEHPOHIB 3  JICHAPUTHUMH
pO3TaidyXeHHSIMH, KOTpl  OynM  pEeKOHCTpyHOBaHI 3  BHUKOPUCTAHHSM
KOMIT FOTEpPU30BAHUX  MIKPOCKOIIHUX CHCTEM, 13 TperapariB MPHKUTTEBO
3abapBieHux kmtuH. lle Oynam mipaminui Hedponu mapy S5 (15 xmiTus,
ineratudikatopu C1-C15 y Hamiif 6a3i JaHUX PEKOHCTPYHOBAHUX KIIITHH) 1 mapy 3



(omna xmituHa, C16) HOBO1 KOpH, HelipoHu [lypkin’e Mo3ouka (6 kmiTuH, P1-P6),
MOTOHEHPOHHM CIMHHOTO MO3KY (kimiTnHE M1 1 M2) Ta siapa BiagBigHOTO HEpBY (N.
abducens) ctoBOypa rojgoBaoro Mo3ky (kmituaua Al 1 A2). JlaHi 010 IUX KIITHH
T00’S3HO  HAAAaNM TMapTHEPH 3a MporpaMaMH MiKHAPOIHOTO HAyKOBOTO
caiBpooiTHunTBa M. Jlapkym (kadenpa ¢izionorii bepHCbKOro yHiBEpCHUTETY —
Heriporn C1-C12), E. bpa ta X. boccaBi (BimmiieHHs KIITHHHOI
HelpokiOepHeTukn HallioHalbHOTO IEHTPY HAyKOBHX JOCHiKeHb Dpaniii,
Mapcens, neiiponn Al, A2 ta P1), XK. lropan (mabopatopist dizionaTtonorii pyxis
Incturyty Heiiponayk, Mapcens, Heiiponn M1, M2). Kmitunu C13 1 Cl4
PEKOHCTPYHOBaHI OCOOMCTO AMCEPTAHTOM MPOTAroM podoTH y bepHChKOMY
yHiBepcuTeTl. PemTy BigoMocTel moA0 PEKOHCTPYHOBAHUX 1 ONMUCAHUX PI3HUMU
aBTOpaMU KJIITHUH OTPUMAHO 3 BIAKpUTUX 0a3 JaHUX, 30KkpeMa 11070 HelipoHiB C15

i Cl6 [Mainen a. Sejnowski, 1996] — 3 pecypcy
http://senselab.med.yale.edu/ModelDB/ (romep moctymy 2488); P2 i P3 [Roth a.
Hausser, 2001] Ta P4-P6 [Rapp et al, 1994] - 3 pecypcy
http://www.dendrite.org/dendritica-1.0/batchback/data/cells). JlocimpKyBam

TaKOX CIPOIICHI OJHO- 1 0araTOKOMIApTMEHTHI MOJENl CTPYKTYpPHHX YaCTHUH
HEHPOHIB (IUITHOK MEMOpaHH, OKPEMHUX JICHIPUTIB, COMHU Ta aKCOHY).

MopdoJorisi. CTpykTypa KOXHOIO MOJEIBHOTO HEHpOHY BKIIIOYaja B cebe
PEKOHCTpYHOBaHE JCHIPUTHE PO3TANY)KCHHSI Ta CTaHIAPTHU30BaHI COMY 1 aKCOH,
10 MaJIM XapaKTepHI JJIs1 HEHPOHIB IaHOTO TUITYy po3Mipu. OuudpoBaHi JEHIPUTH,
NPECTaBIICH] TPUBUMIPpHUMH 0o0pa3aMu 1 JeHaporpamamu (Hampukian puc. 1, A;
puc. 4, Al-A4), MOppOMETPUYHO XapaKTEPU3yBaIM (PYHKIISIMU CKIIAHOCTI Ta
METPUYHOI acUMeTpii, OOYMOBJICHOI PI3HHUICIO JIOBXKHH 1/a00 HdiameTpiB
CECTPUHCHKHUX T1JI0K, Ta MApHIPYTiB. DYyHKYiA cKIAOHOCMI BU3HAYAIACS KUIBKICTIO
T'JIOK, HapaXxOBaHMX Ha PI3HUX MapUIPYTHUX BiACTaHsAX Bia comu (puc. 1, b; puc.
4, b1-b4). @ynryis acumempii peACTABIANIACA TICTOIPAMOIO PO3IMOIITY JTOBXKHH
JEHAPUTHUX MapIIPyTiB, TOOTO MapIIPYTHUX BiJICTaHEW IEHAPUTHUX 3aKIHUYCHD
Bix comu (puc. 1, B; puc. 4, B1-B4).

Biogizuuni BaacTuBocti. MonenbHl HEMPOHU KOKHOTO THUIy Maji MMAacUBHI
(1iHiiHI) a00 akTHUBHI (HENiHINAHI) JIEKTPHYHI BIACTUBOCTI MeMOpaHu. [lipamioni
Hetiponu wapie 3 i 5 H060I KOpu MaIM OJHAKOBI THUIMU 1 PO3MOIIIU
MOTEHLIATBAICKHUX MEMOpPaHHUX TMPOBITHOCTEH, BIAMOBITHO A0 ONUCAHUX Y
JiTepaTypi Ta BHUKOpHUCTaHHMX y momepenHix moxemsix [Mainen a. Sejnowski,
1996]. Ix menmputHa MeMmOpaHa MiCTHIAa KaHAIM TaKMX CTPYMiB. HATPi€BOTrO
IIBUAKOr0, 10 iHakTHByeThcs [Mainen et al.,, 1995; Hamill et al., 1991],
KaJIi€BOro IIBUAKOTO, IO He iHakTuByeThcs [Mainen et al., 1995; Hamill et al.,
1991], kanplieBOro BUCOKOIIOPOrOBOTO, 110 iHaKTHBYEThCs [Reuveni et al., 1993],
KaJIi€EBOTO TOBUILHOTO, IO HE 1HAKTHBYEThCS (MyckapuHOBoro tmiry) [Gutfreund
et al., 1995], xanieBoro Ca* -3anexnoro [Sloper a. Powell, 1978], a Takox ctpymy
nacuBHOro BHUTOKY. CoMa 1 JEHAPUTH MICTHIM TaKOXX MEXaHi3M peryJssiii
BHYTPIIIHBOKIITHHHOI ~ KOHIeHTparii kameiiio [Ca®]i, 1mo ypaxoByBaB
HagxomKkeHHs Ca’’ y IUTOMNasMy dYepe3 KaHalH il BHIAICHHS LbOTO iOHY 3
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IPUMEMOPAHHOIO IIapy IHUTOILIa3MH (3aBASKH Ail HACOCIB 1 AUQY3ii y MIMOUHHI
IIapy IMTO30JIF0 1 T. 1.). BIUIMB JNEHAPUTHHMX UIMIHMKIB ypaxOBYBaJU 3a
JIOTIOMOTO0 MacIITa0yBaHHSI MEMOpaHHUX MapaMeTpiB KoedilieHTOM, 3aJIeKHUM
B1JI TTOBEPXHEBOI IIUIBHOCTI IIUIMHKIB. Y Pl OOUYMCIIOBAIBHUX E€KCIIEPUMEHTIB
JCHAPUTHA MeMOpaHa BKJIIOYaja B cebe TaKoX He3aJeKHy Big MeMOpaHHOTO
NOTEHITiay MpoBinHICTh Gy TITyTaMaTepriqyHoro cuHanTHYHOrO cTpymMy (AMPA-
tuny  (0-aMUHO-3-T1IPOKCHIT-5-MeTHII-4-130KCa30Ib-TIPONIMOHAT),  ITOTCHIIIA
pieHoBar 0 MB). VYV weiponax I[lypkin’e THIH 1 PO3MOAUTH MEMOpaHHUX
npoBigHOCTeW Oynm momiOHumu mo omucanmx [DeSchutter a. Bower, 1994;
Miyasho et al., 2001]. JlennputHa MeMOpaHa MICTHJIa KaHAJIH, IO MPOBOJIHIN
TaKi cTpymu: Hu3bKomoporosi Ca**-ctpymu asox tumis, T i R [Llinas et al., 1989],
Ca”-ctpym, mo He iHakTuBYeThes, P-tumy [Llinds et al., 1989], mBa Tumm
HU3BKOMIOPOTOBUX KaNMi€BUX CTpyMiB, 1m0 MmBHAKO (A) 1 mnoBuibHO (D)
inakTuBytoThca; K'-cTpym s3atpumanoro BumpsmienHs [Hirano a. Hagiwara,
1989; Yamada et al., 1989], K'-ctpym Takuii, 10 He iHAKTUBYETHCS
(myckapuroBoro tumy, [Gutfreund et al., 1995]), Ca®*-3anexHi cTpyMu BHCOKO- i
nusbkonoporosi BK- i SK-tumis [Latorre et al., 1989], a Takox cTpyM macMBHOTO
BUTOKY. CoMa, akCOHHUHN NaropOOK Ta MOYAaTKOBUH CErMEHT aKCOHY, MOpsa 13
NEPeIYeHMH BHILE MPOBIAHOCTSIMH, MICTHJIM TaKOX HPOBIAHICTh KaJl€BOTO
CcTpyMy 3atpuMmanoro BunpsmiieHHs [DeSchutter a. Bower 1994; Miyasho et al.,
2001]. TIpoBimHOCTI MIi€NiHI30BAHOTO AKCOHY, & TAaKOX MEXaHi3MH PeryJsiii
BHYTPIIIHBOKIITHHHOTO Ca>* Gyiiy MOZiOHUMH 10 TAKUX Y MipaMiZHHX HEHpOHAX
(muB. Buie). [Tutomuit onip nuurormnazmu Ri=250 Om-cM OyB OJHOPIAHUM 10 BCiit
writaai [Rapp, 1994]. Iutoma emuicts MemGpanu 6yna Cy=0,8 Mx®/cM® B comi i
JEeHJIPUTHUX Tiakax 0e3 mmumnukiB abo Cp=1,5 MrD/cm? y TIIKax 3 MIAIMAKaMH
[Shelton, 1985]. V maropOky, mo4aTkoBOMY CerMEHTI i y mepeTuHax PaHB’e
aKCOHY IIMTOMI €MHICTh 1 MPOBIAHICT, MeMOpanu Oynu BigmoBimHo Cn,=0,75
Mr®/em? i G,=0,033 MCM/CMZ, a Ha MieTinizoBanux msakax — Cp=0,04 Mx®d/cm?
i Gy=20 MCwm/cM®, BiamosigHo. Y netiponie N. abducens memOpana comu Maia
IPOBIJHOCTI IMIBUIKOIO HATPIEBOrO CTPYyMY, IO I1HAKTHUBYETHCS, 1 KaJli€BOTO
cTpyMy 3aTpumaHoro Bunpsimiacuus [Fohlmeister a. Miller, 1997; Magee, 1999], a
TAaKOX TMPOBIJHOCTI «CTIMKOTrO» HATPIEBOTO CTPYMY, ILIO HE 1HAKTUBYETHCS
[Gabrielaitis et al., 2011], HHM3BKOIOPOrOBOro KajbI[IEBOTO CTPYMY, IO
imakTHByeThCs, T-THmry [Russier et al., 2003; Migliore a. Shepherd, 2002], Ca**-
3aJIeKHOTO KajieBoro crpymy [Latorre et al., 1983] i ctpymMy macuBHOTO BHTOKY.
MemOpana JeHIPUTIB Maja HEJIIHIMHI eJIeKTPUYHI BJIACTUBOCTI 3aBISKHU
HAsSIBHOCTI MOTEHI1aNI3aIekKHOT POBITIHOCTI g MTyTaMaTeprivHoro CHHaNnTUYHOTO
crpymy (HMIA-tuny (N-mertin-D-acmaprar), norenimian pieHoBarm 0 MB) i3
NEPEeBAKAIOUYUM KaJIbI[1IEBUM KOMIIOHEHTOM Ta KIHETUYHHMHU XapaKTepUCTHUKAMHU,
omucannMu panimre. Kpim Toro, aeHapuTHa Mem6paHa Mama mposimmocti Ca’'-
3aJ1e:)KHOTO KajieBoro crpymy [Latorre et al., 1983] i crpymy nacuBHOTO BHUTOKY.
CoMa i NCHAPHTH TAKOX Many BHINE3TagaHuii Mexauism perymiuii [Ca”]i.
bio¢i3uuH1 BIaCTUBOCTI MIETIHI30BAHOTO aKCOHY OyiM MOAIOHMMHU 0 OMHCAHUX
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BUIIE Y HEUPOHIB 1HIIMX TUMIB. ChiHalIbHI MOMOHEUpOHY MAJIHU TUTU 1 PO3NOJILITN
aKTUBHUX MEMOpaHHUX MPOBIAHOCTEH, MOMIOHI JO ONMUCAHUX Y JIITEpaTypi 1010
motoneipowniB kimki [El Basiouny a. Mushahwar, 2007], ane moaudikoBani HaMu
JUIS MOJICJIE MOTOHEMpOHIB Mulll. MemOpaHa JIEHJIPUTIB MICTUJIA TIPOBITHOCTI
KajbllieBoro Huszbpkomoporosoro crtpymy (LVA-ctpymy, [Reuveni et al., 1993]),
Ca”*-3amexxHoro kamiesoro crpymy BK-tumy [Sloper a. Powell, 1978], a takox
CTPyMy MaCHBHOTO BHTOKY. MeM6paHa COMH, nar0p61<y 1 TOYaTKOBOTO CErMeHTy
aKCOHY MaJia MOTEHIIaN3aJeKHl MPOBITHOCTI HATPIEBUX CprMlB (mBuAKOTO 1
CTIMKOT0), KaJTi€BOTO CTPyMy 3aTPHUMaHOTO BUTIPSAMITCHHS 1 CTpyMy TIACHBHOTO
BUTOKY. Kpim Toro, memOpana coMu Majia MpOBITHOCTI KaibllieBoro ctpymy N-
iy i Ca’*-3anexnoro kamieBoro crpymy. Coma i JCHIPHTH TAKOXK MaiH
mexanism peryminii [Ca®']i. Lleif MexaHi3M, a TaKOX €IEKTPHUHI BIACTHBOCTI
MI€JIIHI30BAHOTO AaKCOHY OyJIu TakMMH K, SK Y BHUIIE3raJaHUX MOJCIbHUX
HelipoHax iHmMX TumiB. [lutomi omip nurorazmu Ri= 80 Om:cM 1 €MHICTh
memOpann Cp= 1 Mx®/cM® 6Gynd OZHOPIZHMMH 1O BCili KIiTHHI (OKpiM
MieninisoBanux cermentiB, ge Cp=0,04 mx®/cm®). Yci crpymu ommcyBanu
KIHETUYHUMH PIBHSHHSIMU TUITY PIBHSIHb XOJKKiHA-XaKCI1, KOTP1 IHTErpyBaid y
gaci 3 kpokoMm 250 Mkc. [lacuBHI MeMOpaHi BIACTUBOCTI Y MOJEJEH, Ha KOTPUX
JOCIIKYBAJIA €JIEKTPUUYHY CTPYKTYPY, XapaKTEepHU3yBaIHCI (PYHKIIEIO BIAHOCHOT
edexkTuBHOCTI mepenayl crpymy 71(x) (puc. 1, I'), po3paxoBaHOO TpH PI3HUX
3HaYEHHSIX MUTOMOI MPOBIAHOCTI ACHAPUTHOI MeMOpanu Gy, KOTpi BiAMmOBigamn
PIBHSIM aKTHUBAllli 10HHUX KaHaIIB. Y TakUX MOJEJNEed MNacuBHA MPOBIIHICTD
memOpanu Gp, Oyna OJHOPITHOIO BCIOJH, 1 11 BEIMUMHY BapilOBAIN Y IIUPOKOMY
Jiarna3oHi (IUB. HUKYE).

XapakTepUCTHKH eJeKTPUYHHUX CTaHIB MeMOpaHu HelpoHiB. Enexrpuuni
BJIACTUBOCTI 10HHUX KaHaJIB, JIOKAJII30BaHUX y MEMOpaHi TUX YW 1HIIMX YaCTUH
MOJICIbHUX HEHPOHIB, XapakTepu3yBaiu JokadbHuUMH BAX — cramioHapHUMU
(cBAX) 1 gunamiyauMu (HecrtarfioHapHuMu, MmutTeBuMH — MBAX). MBAX
OynyBaiy, BUKOPUCTOBYIOUM MPOTOKOJ CTyMiH4YacTol (ikcamii morenmiany. s
KOXXHOI'O MOMEHTY 4Yacy, BIIpaXOBaHOTO BiJ MOYATKy CXIiJALs, OTPUMYBAJIH Mapy
3Ha4YCHb (PIKCOBAHOI HAMPYTH 1 (PIKCYHOUOTO CTpyMy. MHOXHMHA TakKuX Tap s
pi3HUX 3Ha4YeHb HANMpYyru ckiamana MBAX misi 1aHOTO MOMEHTY, a CYKYIHICTh
MBAX g mociioBHUX MOMEHTIB CKJIaJaja KIHIEBE CIMEWCTBO IMHAMIYHUX
BAX. JlunamiyHi e1eKTpUYHI CTaHU MEMOpaHHu BiIoOpa)kaid TAKOX JiarpaMmamMu
SBOJIIOIIT (IMHAMIKH) Y Yaci TOYOK HYJILOBOTO cTpymy MBAX, TOOTO MEeMOpaHHUX
MOTEHIIATIB, MPH SIKUX AOCSATraBcsl OajlaHC BXIJHMX 1 BUXIJIHUX 10HHUX CTPYMIB.
Taki TOukM Ha TUILI TO3UTUBHOTO Haxmiay MBAX, xapakTepuszyBajucs sIK TOUKU
KBa3ICTIMKOTO CTaHy, a Ta 3 HUX, KOTpa BIAMOBiJajia BUCOKIWA Iemoispu3alii
(upstate), posrmsmanacss sSK iHIUKATOpP 30Y/KEHOrO CTaHy, Ha SKOMY
30CepeKyBaji yBary.

IlepenaBajibHi eJIeKTPHYHI BJIACTHBOCTI JEHIPHUTIB XapaKTepU3yBajlu
@yukryiero sionocHoi egpekmuenocmi comamonemanvhoi nepeoaui cmpymy T(x),
Bu3HaueHoi B poOoti [Barrett a. Crill, 1974], ta BignoBimHOIO pyHKYIcIO



napamempuunoi uymausocmi S(X). 3 OINIAAY Ha «PEHUNPOKHICTH MO0 HAMPAMY
nepenaui» (directional reciprocity) comaTorneTajibHOrO 3aTyXaHHS CTPyMy 1
coMaTo(pyrajibHOrO0 3aTyXaHHS HaAMpyrd Y3JI0BX JEHAPUTIB 3 TACHUBHOIO
memOpanoto [Carnevale a. Johnston 1982; Korogod, 1996], nns BusHaueHHs T(x)
MPUKIIAJIalId TIOCTIHHY HANpyry J0 COMHU 1 BUMIPIOBAJIM CTaIllOHApHI MeMOpaHHI
MOTEHIIaM y3J0BX JEHIPUTIB HA PI3HUX MapIIPYTHUX BIJICTAHSAX X B COMHU
(x=0). ®ynkmiro T(x) odumcmoBamyu sk BigHomeHHs T(X)=(E(X)-E,)/(E(0)-E,), ne
E(x) i E(0) — memOpaHHI MOTEHITiaJIM B TOYIII X ICHAPUTY 1 B cOMI BiAmoBiIHO; E, —
MeMOpaHHUN TOTEHIlIa]l CIOKOI0, OJHAKOBHM MO ychoMy HeHpoHy. DyHKIisA
napaMmerpuaHoi gytiauBocti Buay S(X)=dT(X;Rn)/dR, xapakrepusyBama 3MiHH
nepeaaBanbHOl (PYHKINT AEHAPUTHOTO PO3raiyKeHHs 71(X), COpUYMHEH] 3MIHAMU
UTOMOTO oropy (abo mutomoi mposigHocTi Gr=1/Ry) MeMOpaHU 3aJIeKHO Bij
piBHS aKkTHBallii 10HHMX KaHamiB. [lapameTpuuHy 4YyTIMBICTH MepeaaBaIbHUX
BJIACTUBOCTEH pPO3Taly’)kKeHHS B IIIJIOMY XapaKTEepU3yBalu TaKOX CEepeIHIM
PO3XOJKEHHSIM MPOCTOPOBUX TMpodumiB (yHKIIT 7(x) Npu pi3HUX 3HAYCHHSX
Gn=1/R;, y neBHomy miana3oni. [y ko:xH01 Gy, B I[bOMY Jiana3oHi 00YHCITIOBAIN
PI3HUINO 3HaUYeHb QYHKINT AT (X) MK ITapaMu TOYOK, PO3TAIIOBAaHUX HA OJTHAKOBIH
BIJICTaHI X BiJl CHUIBHOTO BY3JIa TalyXeHHS (a OT)Ke ¥ BiJ COMH), ajie Ha pi3HUX
«CECTPUHCHKUX» TUIKaX, Ta OTPUMYBAJIM CEPENHE 3HAUCHHS i€l pi3HuLl AT(X) mo
MHOHMHI yCIX TakuxX Map JociKyBaHoro posramyxkenss (puc. 1, I'). Kinnesuit
pe3yNbTaT MPEACTaBIsin rpadikaMu 3aJIeKHOCTI cepeanboi pizHuil  AT(x) BiA
MUTOMOI IPOBIAHOCTI JJI1 YChOT'O JACHIPUTHOTO PO3rally’>KeHHSI 200 HOTr0 OKpEeMHX
JacTUH (HAmpUKIAM, IS amKaJIbHUX 1 Oa3anbHUX JCHAPHUTIB IIiPaMiTHOIO
HEHpOHy — puc. 5, AS).

IIporokoau cTUMYJSLIl NPH JOCTIIKEHHAX PO3PSAHUX BJIACTHBOCTEH
HeiiponiB. BukopucroByBamu erexmpuuni (KOMaHOHI Hanpyeu) 1 cuHanmuumi
(moniuna abo ¢azuuna akmueayis cuxancig) ctTumyiu. [IpoTokonu CTUMYISIi
Oynu momiOHMMHM N0 3BUYAMHO BUKOPHCTOBYBAHHMX Y €JIEKTPOQi310J0TIHHUX
excriepuMenTax. [{e Oynu nmpukiIagiHHS 0 COMU MPSAMOKYTHUX a00 TPUKYTHHX (13
pIBHOTpUBaIMMHU (azaMu 3pOCTaHHA 1 CIaJay) MOMITOBXIB JAEMOJISIPU3YyIOYOTO
CTpyMy. 31e0UIbIIOI0 BUKOPUCTOBYBAJIM MPOCTOPOBO OAHOPIAHY TOHIYHY
aKTUBAIlI0 30yIKYIOUMX CHUHAICIB, KOTPY MOJEIIOBAIM BHECEHHAM MeMOpaHHOI
npoBigHOCTI Gs, MAKIIOUEHOI 10 MeMOpaHHOI eleKTpopyiiiHoi cuimu E~0 mB.
Pi3HUM piBHSIM TaKOi aKTUBAllli BIAMOBIJAIM MEBHI 3HaUeHHs Gs, MOCTIiHI y Yaci 1
OJIHOPI1JIHI MO BCiii MeMOpaHHIi MOBEPXH1 ACHAPUTIB. Y pa3i (pa3uyHOi aKkTUBaLlii
CHUHAIICYy TIEBHO1 JIOKadi3alii BHECEHa TMPOBITHICTH 3MIHIOBajacsd y daci K
acMMeTpHUYHa J3BiHOMOIOHA Tak 3BaHa «aibda-yHkiis» [Hines a. Carnevale,
2001]: gs(t) = 0, sxmo t <ty 200 gs(t) = Omax ((t - tacy)/zs) exp( - (t - tacy)/zs), KO
> tact, 1€ Omax — MaKCUMalibHa (TIIKOBA) MPOBIAHICTH, MPOMOPIIifHA IHTEHCHBHOCTI
CUHANTUYHOI aKTUBAIil; ly — 9ac MOYATKy aKTUBAIlll CUHAICY MOTEHITIAIOM i, T
— qac TOCSATHEHHS MIKOBOTO 3HAYCHHS Jmax-

IncTtpyment moaemoBanHsi — mnporpamue cepenoBume NEURON. Vci
BUKOPHUCTaHI Mojem Oylu HaMH MOOyJOBaHI 1 JOCHIIKEHI Y IPOrpaMHOMY



10

cepenopuini NEURON [Hines, 1993; Hines a. Carnevale, 2001]. Po3po6ieno a6o
JIOTIOBHEHO IPOTpaMHi MOJYJi, IO BTUIMJIM MOJIeNIl 10HHUX CTPYMIB, a TaKOX
crieliayibHl MOJyJi 3a0e3IMeueHHs BHUILEONMCAHUX MPOTOKOJIB TOHIYHOI Ta/abo
«(a3Hoi» CHHANTUYHOI aKTUBAIlll MHOXKMHHUMH TPECUHANTUYHUMH IMITYJIbCAMH;
obunciieHi MeMOpaHi MOTEHIaIM, MapiiaidbHl 1 CyMapHI MPOBIAHOCTI 1 CTPYMH,
xoHuenTpanii Ca®* Ta iHII mapamMeTpu i XapaKTEPHCTHKU CTaHy, KOTPi 30KpeMa
OpeCcTaBsuid  TpadikaMu 3aleKHOCTI BiJ MapHIPYyTHOT BIACTaHI Yy3J0BXK
JIEHAPUTIB, 200 KOTyBAIH KOJHOPOM 1 HAHOCWIIM Y BUTJISAI MPOCTOPOBUX KapT Ha
JIeHApOoTrpaMy Ta/abo TpUBHMIpHE 300paKeHHSI PEKOHCTPYHOBAHOTO JIEHIPUTHOTO
PO3TaTyXEHHS TOCHTIKYBAaHOTO HEHPOHY.

Ananiz mociaigoBHocreil morenmiagiB aii (IIA). IlocmimoBuocti I —
naTepHU IMIyJbcallii abo0 HEHpPOHHI KOAM — BH3HAYAJIM 32 MOMEHTaMHU
BuHuKHeHHs [1J Ha BuUXoa1 MojenbHOro HelipoHy. CyKymHICTh PI3HMX HaTEpHIB
CKJIajlajia pernepryap HEHpOHHOT aKTUBHOCTI, 1 0araTCTBO IbOTO perepTyapy
BU3HAYAJIOCS KUIBKICTIO PI3HUX THUIIIB TMAaTepHIB Yy 1JIGHTUYHUX Jllalma3oHax
IHTEHCUBHOCTI CHHANTUYHOI akTuBallii. Tunm maTepHy XapakTepu3yBaBCsS 3a
O3HAKaMH  MEepIOJUYHOCTI ab0  amepioJMYHOCTi, CKJIQJHOCTI 1 YacTOTH.
llepioouunuti (peeynapruuii), maTepH ckianaBcs 3 (parMeHTIB (TOCIIIOBHOCTEH
elemenmaprux nodit — 1HAuBIAyansHUXx IIJ[ 1/ado0 1iX ma4ok), KOTpi
MOBTOPIOBAIMCSL Yy OJHAKOBIM TOCHIIZIOBHOCTI 3 TOCTIHHUM TmepiogoM. B
OPOTWICKHOMY  BUNAQAKY TATEpPH  XapaKTEepU3yBaBCA 5K anepioOuyHuul
(Hepeeynsapuut,  cmoxacmuuynuii).  CkiaOHicme  TEPIOJUYHOTO  TATEPHY
BU3HAYaJIacs KUIBKICTIO €JIeMEHTapHHUX MOJId Yy TNEepIOJUYHO MOBTOPIOBaHIN
nociaigoBHOCTl. [larepH  XapakTepusyBaBCsS  SIK  HU3bKOUACMOMHUL  a0O0
8UCOKOYACMOMHUL 3aJISKHO B1Jl YACTOTH CIIiTyBaHHS €JIEMEHTaApPHUX MO/,
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JlokaJibHi i 17100aJIbHI eJIEKTPUYHI CTAHM MeMOpaHHU JIeHIPUTIB

BiamiHHOCTI momyndiiii 10HHMX KaHAJIIB MUK CTPYKTYPHHUMH YaCTHHAMH
KJIITAHUA JaHOTO THITy 1 MIX BIANOBIIHUMHM YaCTMHAMHM HEWPOHIB PI3HUX THUIIIB
3HAXOAMJIM BIAOUTOK y XapaKTepHUX 0cOOJMBOCTAX BianoBinHux BAX, 30kpema y
Toukax HyJnboBoro crpymy cBAX 1 MBAX, mo Bu3HauaioTh cTabuibHI abo
KBa31CTAOIbHI €JIEKTPUYHI CTaHU MEeMOpaHu. Y BCIX JOCHIKYBAaHUX HEHWPOHIB
cBAX comamuunoi membpanu Oyavd HENIHIWHUMH 3 OJHIEIO TOYKOK HYJIHOBOTO
CTpYyMY, IO BiJIMOBiajla MOHOCTAOUIBHOMY CTaHy crokoto —65, —60, =75 1 —68 mMB
y MOTOHeHpoHiB N. abducens, cmiHaJIbHUX MOTOHEHPOHIB, HEOKOPTHKAIBHUX
mipaMigHUX HEWpoHiB 1 HewpoHiB [lypkun’e, BignosigHo (puc. 2, A, 1-4), i maau
YCIOAM TUIbKU MO3UTHBHHUM Haxui, okpiM HeipoHiB [lypkun’e. ¥ ocrannix N-
noni6Ha cBAX mana AUISHKY HEraTUBHOTO HaXWily B Jiana3oHi Big —43 mo —39 mB

(BctaBka Ha A). Takox HemiHiitHUMEU Oy cBAX oendpummuoi memopanu (puc. 2,
biB).
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5 A , b , B
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Puc. 2. Cramionapui BoJibT-aMIiepHi XapakTepucTuku (cBAX) 10HHMX KaHaTiB
comu (A) i nenaputiB (b, B) MoaeIbHBIX MOTOHEHPOHIB sIpa BiABITHOTO HEPBY
(1), cmiHanbHUX MOTOHEUPOHIB (2), MipaMiAHUX HEHpOHIB HOBOi kKopu (3) 1
HelipoHiB [lypkin’e Mmo3ouka (4). [ns octaHHIX Ha BcTaBkax 0 A 1 B, BinoBiaHO,
HaBeseHl 30unbieHl (parment ¢cBAX mis moBHoOro (4) 1 ckopoueHoro (4a)
HaOopiB KaHaiiB. Abnuca — mMemMOpaHHUW mnoTeHuian, E; opauHata — rycruHa
TpaHCMEMOpaHHOTro cTpyMmy |, Ha OMHULII0 MEMOPAHHOT TOBEPXHI.

VY motonefiponiB N. abducens taka cBAX mana ycroau MO3UTHUBHUN HAXWII 1 €IUHY
TOYKY HyJbOBOoro crpymy (puc. 2, bl), mo BiamoBijasa MOHOCTaO0IILHOMY
MOOJIMHOKOMY cTaHy crokor —70 MB. ¥V pemrtu tunis HeilpoHiB Taki cBAX Oynu
N-rogiOHMK 3 TphOMa TOYKAMH HYJIBOBOTO CTPyMy — JBOMa Ha TUIKax
MO3UTUBHOT'O HAXWJTY 1 OJTHIEIO HA T HeraTuBHOTO (KpuBi 2 13 Ha puc. 2, b ta 4
1 4a Ha puc. 2, B), To0TO cTaH Takux KIITHH OyB OicTablnbHUM. OUH CTAOLTBHUN
cTaH OyB OJIM3BbKUM JI0 MTOTEHIIATY CIIOKO (—58 MB y criiHanbHUX MOTOHEHUPOHIB,
—70 MB y mipamigaux HeipoHiB 1 —67 abo —78 MB y wneliponis Ilypkin’e), a
Ipyruii OyB cTaHOM BHCOKOI Jenosisipu3ariii (—20 MB y ciiHanbHUX MOTOHEHPOHIB,
—26 MB y nipamigaux HeiipoHiB 1 Onu3zbko 100 mMB y neiiponi Ilypkin’e). ¥V
HEHPOHIB BCIX TUIIB HEPIBHICTh CTALIIOHAPHUX CTAOIIILHUX CTaHIB MEMOPaHU COMHU
1 IEHIPUTIB CTBOPIOBaja MEPEAYMOBH JUIsl BAHUKHEHHSI CTPYMIB CIIOJTYYEHHS MIXK
MMM YaCTUMHM HaBITh 3a BIJICYTHOCTI CHHANTHYHOI akTwBamii. HasBHICTH ke
JUISTHOK HETaTUBHOTO Haxwily y OictabimbHuX ¢cBAX nenmputHoi MemOpaHu Oyiia
NEepelyMOl0 Il BUHUKHEHHS Yy JEGHIPUTAX EJNEeKTPOreHHUX MpPOLECiB, M0
CaMOMIATPUMYIOThCS. SIK MOKa3aiau JiarpaMu €BOJIONIi y Yaci TOYOK HYJIHOBOTO
ctpymy muHamivanx MBAX (puc. 3), craHu BHCOKOI nenossipu3artii (30y1KeHHs)
JCHAPUTHOT MEMOpaHM y HEUPOHIB KOXKHOTO TUIy Oynu JIWHAMIYHAMH, 3
XapaKTepHHUMHM YacaMd BHHHUKHEHHS 1 TpuBaJocTi. Hampukiazn, aeHIpuTHA
MeMOpaHa CHIiHaJIbHUX MOTOHEUPOHIB, XapaKTepu3yBajlacsi €IUHUM CTaHOM
30yKEHHSI, 110 BUHUKAB 13 3aTPUMKOIO OJIM3bKO 75 MC 1, MOBUIBHO 3pOCTalOUH 0
200-1 mc, cTabunizyBaBcs Ha piBHI 0Ju3bko —20 MB (JaHIi0XK0K Ki1 Ha puc. 3, Al).
JenaputHa MeMmOpaHa HEOKOPTUKAIbHUX mipamMiTHUX HEHPOHIB
XapaKkTepu3yBaslacsi €IMHAM 30YJDKCHHM CTaHOM, KOTpid MMBUAKO (MPaKTHYHO
MHUTTEBO) BHHHMKAB 1 OyB BIJIHOCHO JOBIOXKHBYUYHM (IIOBLIBHO PEIAKCYIOYHM), i3
TPUBANICTIO KUTTS O5n3bKko 15 Mc (kona Ha puc. 3, b2). CknaaHimow BUsSBUIACS
AMHAMIKa €JIEKTPUYHUX CTaHIB IEHAPUTHOI MeMOpanu HelpoHiB [lypkin’e.
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Puc. 3. MutteBi BAX (MBAX) (A1-A3) Ta eBodtollisi y yaci iX TOUOK HYJIOBOIO
ctpyMy (b1-B3) sik XapakTepucTUKH TMHAMIYHUX €IEKTPUYHUX CTaHIB JEHAPUTHOI
MeMOpaHu MOJIENIbHUX CIIHAIbHUX MOTOHEUpOHIB (Al, b1), mipamiTHUX HEHPOHIB
(A2, B2) ta wueiiponiB Ilypkin’e (A3, B3). Al-A3 — memOpaHHHIl CTpym
(opauHaTa) y TOCIITOBHI MOMEHTH 4Yacy TMICJs MOYaTKy CTymiH4acToi ¢ikcarii
MeMOpaHHOTO MOTEHIIAy Ha TUCKPETHUX PIBHAX y MIEBHOMY Jllara3oHi (adciuca).
b1-b3 — memOpannuii moTeHIian (opauHaTa) Ta MOMEHTH 4acy (abcmuca) micius
nmoyatky Horo ikcallii, KOJU CTPyM JOpIBHIOBAB HYJIO; BEpPTHUKaIbHI JIHIT
3’€IHYIOTh TOYKHM HYJIbOBOTO cTpymy MBAX, BH3Hau€HUX y MOMEHTHU 4acy iy 1
BIJIMOBITHO MapkoBaHuX Ha Al1-A3. PomOu 1 kojia — TOYKH HYJHLOBOTO CTPyMy Ha
riJIKax TO3UTUBHOrO Haxmiry MBAX (cTaHU CHOKOIO i BHCOKOI JEMoJisipu3allii),
KUIBLISI — TOYKM Ha TUIKaX HEraTMBHOIO Haxwuiay (HECTIMKI CTaHM MPOMIXKHOI
JeTosipu3allii).

Bona  xapakrtepusyBamacsi TpbOMa  CcTaHamMM  30y/pkeHHsS  (T1ABUILEHOI
Jernoispusaiii — upstates — Tpu smaHIIOKKK Kim Ha puc. 3, b3). 3 Hux nBa
BUHUKaMM WBUAKO (y MoMeHTH <0,03 mc 1 0,76 Mc) 1 Oyid KOPOTKOTPUBAIIUMU
(uacu xwurta 0,83 mc 1 0,75 mc). Tperiit ctan yrBoproBaBcs mizHimie (Ha 1,84 mc) 1
tpuBaB jgosme (11,6 mc). Ormxke, modymoBa MBAX mo3Boiniaa HaM PO3KPHUTH
JIOBOJII TOHKY JHWHAMIYHY OpraHi3amiio 30y/PKeHHX eJeKTPUYHUX CTaHIB
JEHAPUTHOT MEMOpPaHH, HACETIECHOI Y HEHPOHIB PI3HUX THUIIIB PI3HUMH 32 CKJIAJIOM
MOMYJISAIISAMHU 10HHUX KaHatiB. [li ctanu € kBazicTabimbHUMHU (METacCTaOITLHUMH),
OCKUIBKM  «KOMIIGHCATOpPHI» CTPyMH, [0 BUHHUKAIOTh TMpPU  BIIXUIEHHI
MeMOpaHHOT0 TIOTEHIIAly BiJ 3HAYEHHs HYJbOBOro cTpymy Ha MBAX, He3naTHi
3a0€3IMeUNTU HeoOMedceHo TpUBajle MIATpUMaHHS (cTabimizalin) MeMOpaHHOIO
MOTEHIIAJly Ha JaHOMY piBHI. BiaTak MOXHa TOBOPUTH JIUIIE TIPO 0OMEHCEHO
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TpuBaje nepeOyBaHHA MEMOpPAHHOTO TOTEHIAly B MEXax MEeBHOTO Jlana3oHy
JENONIAPU3ALINHIX 3HAYeHb, MpPH I[OMY TPHUBAIICTh JAHOTO OOMEXKEHOIO
BIITUHKY Yacy BU3HAYa€ TPUBATICTH (Yac KUTTS) 30y PKEHOT0 CTaHy MEMOpaHHU.

JlokanbsHi BAX meMOpaHu pi3HHX CTPYKTYPHUX YacCTHH HeWpoHy (puc. 2 1 3)
MOKa3ajau, 10 BIAMIHHOCTI CKJIaqy 10HHHUX KaHaJIB IIMX YaCTUH, OOYMOBIIIOIOTH
pi3HHUII0O iX (MeTa)cTabUIbHUX eNEeKTPUYHUX CTaHiB, TOOTO MeMOpaHHUX
MOTEHLIAIB, NPU SKUX CyMapHHUN TpaHCMeM6paHHI/H71 CTPYM € HYyZbOBHM. L
PI3HHIIA € NPUYUHOIO BUHUKHEHHS CprMlB CIIOJTy4eHHS MIXX YaCTHHAMH KJITITHHH
yepe3 TMPOBIAHI BHYTPIIIHBO- 1 30BHIMIHBOKIITHHHE CepefoBHINA. Tomy
cTalimizalis Hampyrd Ha MeMOpaHi JaHOTO €JIEeMEHTa BCTaHOBIIOETHCS TIpU
PIBHOCTI HYJIIO aire0paidyHoi CyMH CTPYMIB CIOJIYYEHHS 1 TPaHCMEMOPAHHOIO
ctpyMy. OCKUIbKH Takuil OajlaHC y PI3HUX 3a CKJIAJ0M KaHaJliB YaCTUHAX HEHPOHY
BCTAHOBIIIOETBCS TPU  PI3HUX 3HAYEHHAX JIOKAJBHOTO TPaHCMEMOPAHHOTO
MOTEHI[aTy, MPOCTOPOBUI PO3MOJALT MEMOpPAHHOTO MOTEHINATy IO CTPYKTYpl
yChbOro HEHpOHY (TOOTO TIIOOAIBHHUM ENeKTPUYHUN CTaH) € HEOTHOPITHUM.
[Mpukian nporo crocrepiraBes y Mojelni MotoHelpony n. abducens. IIpoctoposo
OJIHOPIJIHA TOHIYHA AaKTHBAIlls TIyTaMmMaTepriyHUX BXOJIB MPOAYKYyBasla CTIHKY
JIENOJIAPU3AIIii0, KOTpa HapocTajda B3JIOBXK JCHAPUTA Yy HANpPSIMKY BiJI COMHU.
3aBasaku HMJIA-uyTivBOoMy BXIJHOMY CTPYMOBI JioKalibHa cBAX neHapuTHOI
MeMOpanu ctaBajia N-1mo/1iI0HOI0 13 HETaTUBHUM HaXWJIOM Yy Aiana3oxi Big —40 mo —
17,6 MB 1 mno3uTMBHUM 3a MeXaMH OCTaHHbOro. Ilo ychbomy aAeHApUTY
ACTOsIpU3aIlisi TEpeBHIlyBala BEPXHIO MEXYy I[bOTO Jiama3oHy, a TOMY
MPOKCUMAaJbHI JEHAPUTHI JUISSHKA TE€HEePYBaIM BXIJHUN CTpyM OUIBIIOT
IHTEHCUBHOCTI, HIXX CUJIBHIIIE JENOJSPU30BaHI IUCTANbHI IUISHKA. Yum Ommkye
70 COMH, TUM OUIBIIUM OYB MPUPICT OCLOBOTO CTPYyMY JACHAPUTHOTO OCEpAs Ha
OJIMHUIIO0 JOBXKUHHU (BHECOK J0 3arajlbHOro COMaTOINETalIbHOIO CTPyMy) AAHOI
TUISHKA JAeHApuTy. TOHIYHA KOAKTHBAIlisA TajdbMIBHHMX (TIMEpPHOJISPU3AIlAHIX)
COMAaTUYHUX CHHAIICIB 3MEHIIyBajla JSHIPUTHY aenospu3aiito 3 —17,3 mo —37,7
MB Ha npokcumaneHiM ginsgHIi 1 3 —-3,55 nmo -8,6 MB Ha aucranbHIM.
Jenonsipuzaiiss LMX JUITHOK ONMHSUIacd y Jlama3oHaX HEraTUBHOTO 1
MO3UTUBHOTO Haxuiay JokainbHOi CBAX. BiamoBigHO, BXITHUW CTpyM 1 HOTO
BHECOK JI0 3arajlbHOr0 COMAaTOINETaIbHOTO CTPyMY 13 30UIbIICHHSIM BIJICTaHI BIJ
COMHM 3pOCTaIM Yy TNPOKCHUMAaJbHI 4YacTUHI JEHIAPUTY 1 3MEHIIYBaJuCs Yy
nicTalnbHI. Mexa MiX IIMMU YacTMHaAMU PO3TalllOBYBaiacs y MiCIIl, /€ Hampyra
nocsirasia —17,6 MB, ToOOTO MeXl MDK AUISHKAMH HETATHBHOI'O 1 ITO3UTHBHOI'O
Haxuny cBAX (~300 mkm Big comu). Sk pe3ynbTrar, OCHOBHE JIXKEpeEso
30yKYIOUOTO CTPYMY 3CYBaJOCs Y3IOBXK ACHIPHUTA 3 HAWOLIBII MPOKCUMAIBHOT
70 cepenrHHOI o0iacTi, 1 Led 3CyB HapocCTaB 13 30UIbIIEHHSM 1HTEHCHUBHOCTI
KOAKTHBAIIll TINEPIOISPU3YIOYNX CHHAICIB 0 KPUTHYHOTO 3HAYEHHS, TIPH SIKOMY
JIEHIPUT r100anpbHO TMEPEeKIIoYaBcsl 13 CTaHy BHCOKOI JemoJisipu3amii -y
rineprnoyispu3aliiHuil CTaH.
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Mop¢omeTpuydHi Ta NACUBHI eJIEKTPUYHI NepPeIaBaIbHI XaPAKTEPUCTUKH
PEKOHCTPYIHOBAHUX JEHAPUTHHUX PO3rajayKeHb

JleHapuTHI  pO3TAIYy)KEHHS  JOCHDKYBaHUX  THUITIB HEHPOHIB  ICTOTHO
BIIPI3HSJIMCS MDK co00Ol0 sSK 3a MeMOpaHHMMH BJACTUBOCTSMH, TakK 1 3a
reoMeTpiero. 3’sICyBaHHSA 0COOIMBOCTEN IEHAPUTHOI reoMeTpii OyIo HEOOX1THUM 3
OISy Ha T€, IO BOHAa BU3Ha4a€ MOP(MOJIOTIUHUN TUIl HEHPOHIB 1 CTPYKTYpPY
MPOBITHOTO OCEpJs, AKE MepeAae CTPYMH CIIONYyYEHHS MK PI3HUMU YaCTHMHAMU
HelipoHy. BusBiIeHI THUIOBI TEOMETPUYHI OCOOIMBOCTI PEKOHCTPYHOBAHHUX
JCHAPUTHHUX PO3TaTyKeHb IMOKa3aHi Ha puc. 4.

HaiiGimpmmii  po3mip (MapumpyTHy nOpoTskHICTE) >1500 MxM  Mmanu
pO3rany’KeHHs y HipaMiJHUX HEUPOHIB IIapy 5 HOBOi KOpH, B OCHOBHOMY 3aBISIKU
ix amikanpHuM migaepeBam (Al1-Bl); maiimenmmit — y ximitun Ilypkia’e, yce
JepeBo sIKux mpoctsaranocs jumie Ha 250-350 mxm (A4-B4), noaibHo 6a3zanbHuM
JEHJIpUTaM  TIpaMiIHUX  KIITHH.  Po3raiyeHHs  MOTOHEHpPOHIB 000X
JOCITIJIKYBAaHUX THUIIIB MaJld MPOMIXKHI PO3MIpH, MPOCTITralounch Ha Bijictani ~600
MkM. Haiibinpina ckiagHicTh po3rainykeHb (01u3bpko 60 TIOK) crocTepiraiacs y
CHiHaJIbHUX MOTOHEHpoHiB Ha BiacTansx 200-300 mxMm Big comu (b1), mipamigaux
HelpoHniB (b3) 1 HeliponiB Ilypkin’e (b4), ToOTO B LIeHTpanbHINA, NPOKCUMATIbHIN
(Oa3zanbHiil) 1 IUCTANbHIA YaCTUHAX Taly>XE€Hb y NEPIIOMY, APYTOMY 1 TPETbOMY
BUIIAJKaX, BiAMOBiAHO. PosramyxeHHs MortoHeiponiB N. abducens (b2) Oymu
MeHI ckiagHuMu (20-30 TUIOK, SIK y amiKaldbHUX MIAJEPEB MipaMiJIHUX KIITHH).
Jlnst po3rany’eHb HEHPOHIB BCIX THUINIB XapaKTEpHOIO Oyjia METpUUYHA aCUMETPI,
110 BHU3HAYaJlacd B OCHOBHOMY HEPIBHICTIO MPOTSKHOCTI CECTPUHCHKUX TLIOK, a
omke 1 MapuipyTiB. lle Hao4HO mMOKa3ye piI3HOMAHITTS TICTOTpaM PO3MOJLTY
MapHIpyTHUX  BiJCTaHeW  neHapuTHUX  3akinueHb (B1-B4).  Hait6inpm
ACUMETPUYHUMH OyJIM PO3TaNTyKEHHS TIpaMiJHUX HEUPOHIB 3aBISKH BEIHKIN
PI3HHUIIN Y TIPOTSHDKHOCTI MK Oa3aJIbHUMH 1 KOCUMU Ta alliKaJIbHUMH JICHIPUTAMU
(B3). V pemtu THmiB HEHpOHIB aOCONIOTHUI PO3KHUA JOBXHH MapIIpyTiB OYB
MEHIIIUM, ajieé 3 OIJIAYy Ha ICTOTHO MEHINY 3arajbHy NPOTSIKHICTH (PO3MipH)
po3raiayXeHb, BIIHOCHY aCUMETPII0 MOXHA BBAXKATH JOCUTh BUPAKEHOIO.

[Ipu chiBcTaBieHHI MipaMiJHUX HEUpPOHIB 1 HeWpoHiB IlypkiH’e HAaO4YHO
MPOSIBIISIIOTECA  BIAMIYEHI HAMU 3aKOHOMIPHOCTI 3B’SI3Ky MIX OCOOJUBOCTSIMU
reoMeTpii 1  ENeKTPUYHMX  TepeJaBaIbHUX  BIACTHBOCTEH  JACHIPUTHHUX
po3raiykeHb, KOTpl y KJIITHH LIUX THUIIB 3HAYHO BIAPI3HSAIOTHCS 32 PO3MIPOM 1
METPUYHOIO ACUMETpi€l0. TUIOBUM MPUKIAIOM € 3MIHM BIAHOCHOI €()EeKTUBHOCTI
coOMaToIeTaabHOI nepenavi crpymy 7(x) y3A0BXK JEHIPUTIB IUX KIITHUH MPHU
3MiHaX TUTOMOI MPOBITHOCTI MeMmOpanu Gn (puc. 5). ¥ 000X HEWpoOHIB mpu
HU3BKHiT TIpoBinHOCTI Gr=1 MKCM/cM edeKTHBHICTD mepeaadi 6ym1a GIH3bKOI0 10
makcumanbHoi, 7(x)=1 (Al 1b1).
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Puc. 4. TumoBi reoMeTpuyHl XapaKTEPUCTHUKU PEKOHCTPYHOBAHUX JEHIPUTHHX
pOo3rally’)kéHb MOTOHEHPOHIB CIMHHOTO MO3KY (A1-B1) 1 sigpa BIABIIHOTO HEPBY
(A2-B2), mipamigHoro HeipoHy mapy 5 HoBoi kopu (A3-B3) Tta nelipony
[Typkin’e (A4-B4). A1-A4 — pekoHCTpyiiOBaHi 300pakeHHs Ta AeHaAporpamu. bl-
b4 — ¢dyHkIil cKIagHOCTI pO3ranyXeHHs, MPEACTaBICHI KUIBKICTIO JEHIAPUTHUX
rUJIOK Ha JaHid MapHipyTHid Bifactani Bim comu (MxMm). B1-B4 — dysxmii
METPUYHOI aCHUMETpii PO3rady’>KEHHS, MPEACTaBIICHI TICTOrPamMOI0 PO3MOALTY
MapHIpyTHUX BiJICTaHEeW ACHAPUTHUX KIHIIB Bill comu (MKM; mupuHa OiHy 10
MkM). Ha B3-B3 rpadiku (a), (0) Ta (a+0) BIAMOBIAAIOTH aMiKaIbHOMY JEHIPUTY
(11 nwa A3), 6azasbHuM genaputaMm (1-10) Ta po3rajdyKeHHIO B IJIOMY.
BepTtukaibHi 1 rOpU30HTAIBHI BiIP13KK — KaaiOpoBka 100 MkMm.

[Ipu 36inbmienHi Gp, edexkTuBHICT, 7(X) 3HUKYBalach, MPUYOMY HEOIHAKOBO
y3I0BXK aCHUMETpHYHUX MapuipyTiB. IIpo 1ie CBIAUNUTH OYEBHIIHE PO3IIApPYBaHHS
BiANOBIIHUX TpodimiB 7(x). Cii BIAMUTHUTH, 110 MaKCUMalbHE PO3IIAPyBaHHS
CNEKTPUYHUX MpodITiB y amiKaIbHOMY JepeBl MIpaMiHOTO  HEHPOHY
crioctepiranocs mpu Gn=40 MxCwm/cM® (A3), a y ACHIPHTHOMY PO3TalyCHHI
neitpony ITypkin’e — mpu 500 MKCM/cM, TOOTO IPH MOHAL MOPSIOK OLIBIIOMY
sHauenHi (b3).
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Al i OT(X) . b1 Puc. 5. Enexrpuuni nepenaBanbii
- - XapaKTePUTHKH JCHIPUTIB

06r | ukewe [ [ 1uxCwes®  mipamimHOro Heiipoy (cM. puc. 4,
0.2f = A3-A4), (Al-A5) Ta HelipoHy
A21.0 | | " | | B2 ITypkin’e (b1-B5), B 3anexHocTi
0.6\‘ 7 X\ % BiJ MATOMOI IIPOB1THOCTI

10 mkCm/em™ | | 80 MmxCm/cM™ MCMGpaHI/I G, (BKa3aHa Ha

02 Ll . rpadixax). Al-A4, BI-B4 —
A31.0_ —— 753 BiIHOCHA €(EKTHBHICTh mMepenadi
0.6f 05 mCa/ent CTPyMYy Y3AOBX JEHApUTIB 7(x)
a3k AN (opawHaTa) K byHKIisn
A41.0 i : i L ' B4 MapIIpyTHOI BIJCTaHI BiJ] COMH
: (abcumca). AS, B5 — 3anexHicTh

067y 500 MrCm/cM’ 2.0 MCm/cm’ HOPMOBAHOI cepeHbOol
02F N MDKMapuipyTHoi — pizHumi  7(x)

0 600 1200 180003000 100 200 300 ( AT(x)/ AT(X)ma, OpAMHATA) Bix

AS ATAT,,,, st B COX%%I::() b5 nposigHocti Gy, (abcmuca);. niHii
e o 2, 1 i 3 Ha A5 BiamosimaroTh
0.9 ) < 06 PO3TATy’)KeHHIO B  IJIOMY, HOTO

302 0azaabHOMY 1 amiKaJbHOMY
O 2 8 12 16 0 10 20 30 mizzepesam.
G,, (MCwm/cm)

HaneceHHst Ha TpuUBHUMIpHE 300pa)K€HHS PEKOHCTPYHOBAHOTIO JEHIPUTHOTO
posranyxeHHsi HelpoHy IlypkiH’e KapT KOJOBAaHHMX KOJbOPOM 3HauYeHb 7(X)
JI0O3BOJIUJIO BUSIBUTH MijjiepeBa, o BiapizHsuikcs Bucokorw (H), cepeauboro (M) i
HU3bKOIO (L) BIZHOCHOIO €(EKTHUBHICTIO MAaCHBHOI NEpenayl coMaToIeTaabHOro
CTpyMy, NOpUUOMY Il TiJAepeBa Taly3wiIucs VY IUIAHAPHUX CEKTOpax, IO
MPaKTUYHO HE MepeTUHanucs (AUB. HW)K4YE puc. 9, BCTaBKa yropi cmpasa). Y
mipamigHomy Hefipori mpu Gp=500 MxCwm/cm® mpodimi, m0 BiAMOBiZAIOTH
amiKaJbHUM IiJJepeBaM, 3HOBY MPAKTUYHO 3JIMBAMCH, ajieé BXKE Ha HU3BKOMY
piBHI, Omu3bkoMy 10 7(x)=<0, Tomi sk mpodimi OazanbHUX ACHAPUTIB OyIn
po3miapoBaHi Maiixke MakcumanbHO (A4). CyTTeBi BIIPI3HEHHS JBOX THIIIB
HEHPOHIB 3a PIBHAMH MeMOpaHHOI MPOBIAHOCTI, TPU SKHUX CIIOCTEPIraIocs
MaKCUMaJbHE PO3pI3HEHHS TMepeAaBajibHOi  €(EeKTHBHOCTI  aCUMETPUYHHUX
MapHipyTiB, MiJICyMOBaHi Ha puc. 5, A5 1 bS.

TakuMm ynMHOM, B HeWipoHax 000X THITIB BUAUISIIMCS TPU XapaKTepHI Jlana30HH
Gnm: HkHiH (1), y koTpomy Bei npodim 7(x) 301mKeH1 Ha piBHI BUCOKOI BITHOCHOT
e(heKTUBHOCTI, BEpPXHiil (2), y KoTpoMmy Bcl mipodini 7(x) Takox 30JMKEHI, ajie Ha
piBHI HM3bKOi €(EeKTHBHOCTI, Ta MNpoMDKHMK (3), y KoTpomy mpodiii, 10
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BIIMOBIIAIOTh ~ ACHMETPUYHUM  MiJJepeBaM, MaKCHMalIbHO  pO3IIapOBaHi
(po3pizHstoThCs). [IOpIBHSIHO 13 BEJIMKOPO3MIPHUMM TaTY)KEHHSIMHU IipaMiTHUX
HEWPOHIB, Y MaJIOPO3MIPHHUX Taly>)keHb HeupoHiB [lypkiH’e rpaHMIll Ha3BaHUX
niara3oHiB Gp, Oynu 3CyHYTI y OlK OLIBIIMX 3HAYEHb MPUOJM3HO Ha IMOPSIOK.
OT1xe, eIeKTPpUYHI BIIMIHHOCTI aCUMETPUYHUX JACHAPUTHUX MiIIEPEB € 3arajibHUM
JOCHTHh «POOYCTHUM» (PEHOMEHOM, BUPAKEHICTh SIKOTO 3aJICKUTh BiJl aCUMETPIi 1
pO3MIpy TayXEHHS, a TaKOXK BiJ Jiana3oHy 3HA4YeHb MEMOpPAHHOI TPOBITHOCTI.
Le caix ypaxoByBaTH MpH aHadi3l CTPYKTYPO3ATICKHUX TUHAMIYHUX EICKTPUIHUX
MaTepHIB, OCKUIBKM TiJ] Yac aKTUBHOCTI HEWPOHIB MPOBITHICTH MeMOpaHH,
0COOMMBO Takoi 13 TMOTCHIIAN3aJC)KHUMHU KaHaJllaMd, MOXE BaplloBaTu ¥y
HIMPOKOMY Jiana3oHi.

3aseskHi Bix CTPYKTYpPH | MeMOPAHHHUX BJIACTHMBOCTEI IeHAPUTIB
0COOJIMBOCTI €JIEKTPUYHOI AKTUBHOCTI HEHPOHIB

[IpuknaneHHss NeNOJasSpU3YIOUMX CTPYMIB 10 COMU abO TOHIYHA aKTUBaLls
OJIHOPIIHO PO3MOAUICHUX HA JCHJIpPUTaX 30yKYyIOUUX CHHAIICIB, 3aCTOCOBAHI 110
HEUpPOHIB PI3HUX THUIIB, JO3BOJWIM BHUSIBUTH 3arajbHI PUCH 1 OCOOJIMBOCTI
MEPETBOPEHHS LMX BXIJHUX CHUTHAJIB y NaTepHH BUXIAHOTrO po3psany 1. VYV
HEHPOHIB BCIX THUIIIB NATEPHH, T€HEPOBAH1 y BIAMOBIAb HA JEMNOJIAPU3YIOUl CTPYMHU
PI3HOI CHJIM 1 IHTEHCUBHOCTI, OyJM MPOCTIIIMMHU 1 MEHII PI3HOMAHITHUMH, HIXK
Takl y BIJIMOBIIb Ha CUHANTHYHY J1I0 PI3HOI IHTEHCHUBHOCTI. THUIOBI MpHUKIaad
npenacTaBiicHi Ha puc. 6 1 7. Tak, MoToHe#poH N. abducens rmepeTBOpPIOBaB BILIMB
CTPyMYy Vy HaWMpOCTIIIMA TaTepH y BUMAL OesnepepBHOro po3psay 1] c
MOCTIMHUMU MDKIMITYJIbCHUMU 1HTepBaiamu (MII), TuM MeHImUMH, YUM MEHITUM
O0yB cTpyM (puc. 6, A). [leperBopenns: «ctpym-uactora» [1]] (puc. 7, A) 1 «cTpyM-
MID» (puc. 7, Bb) noOpe ampokcumyBanmucs BIIMOBITHO JIOTAPU(DMIYHOKO 1
3BOPOTHOIO JiorapudmiyHoo 3anmexHocTsMu. lle BBaxkaerbecs [Koch, 1999]
NpUTaMaHHUM HEHpOHaM 3 TPUTEPHOIO 30HOI0, TUIY «IHTErpaTop 3 BUTOKOM»
(leaky integrate-and-fire neuron). 1li Hamr pe3ysbTaTH y3TOMKYIOTHCS 3 JAaHUMHU
HaTypHHUX €KCIEPHUMEHTIB Ha HEWpOHaX Takoro >k Tumy y 1rypis [Durand, 1989].
Lleit >xe MOJEIBLHUN HEWPOH TEHEPYBaB MPOCTI MAaTepHU 3 Maixke nocTiiHumu MII
(moBIIEMH 260 KOPOTIINMH) TiMbKU mpH Hu3bKHiT (Ge=3..5 MCMm/cM”) a60 BHCOKiiA
(Gs=15 MCM/CMZ) IHTEHCUBHOCTSIX CUHANTUYHOI aKTUBAIlIl ICHAPUTIB, TOM1 K TIPU
npomixkuux Gg (Hamp. mpu 6..11 MCM/CMZ) BUHUKAJIA CKJIAJHI PI3HOMAaHITHI
natepH (puc. 6, b).
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Puc. 6. [Natepuu pospsaie noreniiianis aii (ITJ1) Ha Buxozai moronetipony n. abducens (A, b), HCOKOPTHKAILHOTO MipaMiIHOTO

(X

, BUKJIMKAHUX TTPHUKIIAJICHUM JI0 COMHU ITOCTIMHUM ACIIOJIAPU3YIOYNM CTPYMOM

[

HEWpOHa LIapy

Myprir’e (T, 1)

5 (B) Ta e
(A, T, HiokHI 3anucu) ab0 OJHOPIAHOK TOHIYHOIO aKTHBAIEI NEHAPUTHHX 30y Kyrounx cuHarnciB (b, B, [[). IHTeHCUBHICTh

cTpyMy lg 1 TMTOMAa CHHANTHYHA TPOBIAHICTE MeMOpaHu Gg (Mipa iHTEHCHUBHOCTI 30Yy/KCHHS) BKa3aHi 3J1iBa BiJl 3aIUCIiB.

WpoHa

Kani6bpoBku wacy 0,2 c. I', JI, BepxHi 3amucu — CEpPEIHbS PI3HUIS TOTEHIaNiB AE MiX pIBHOBIIJAJICHUMU TOYKAMH

CEeCTPUHCHKHUX T'IOK (YCEpEeIHEHHS 110 n

239 napawm, nuB. puc. 1]1).
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Puc. 7. TleperBopeHHs 30BHIIIHIX BIUIUBIB y TMATEPHU pPO3PSAY HA BUXOII
HEeHpoHiB siApa BiaBiAHOTO HEpBY (A-I') Ta Ilypkin’e (1-2K).

EdexTn noctiiftHOTO AENOISIprU3yI0uoro CTpyMy, npukiaaeHoro g0 comu (A, b, 1,
E) ab6o ToHIUHOT akTHBAIlli rITyaMaTepriYyHUX CUHAICIB, OJHOPITHO PO3MOIIICHUX
Ha gengputax (B, T, 2K, 3) KiuIbKICHO XapaKTepusyBaJIUCS CEPEIHIMU
MiKIMITyIbcHUMH 1HTepBasiamu (MII) <6> (b, E, 3, opaunHaTta) 1 cepelHbOIO
gacToTor iMmynbcanii <f>=<1/6> (A, B, XK, /I, opauHara). Mipa cHHANTHYHOT
IHTEHCUBHOCTI — MHUTOMAa CHHANTHYHA TPOBiMHICT Gs MEHIAPUTHOI MeMOpaHH
(abcmumca Ha B, T, XK, 3). [leperBopenns — «crpym-uactotay (f-1) (A, 1I); «ctpym—
MIl» (6-1) (b, E); «cunantuyna inteHcuBHicTh—4acToTay (f-Gg) (B, XK);
«cuHanTHYHa iHTeHCHBHICTE—MID» (6-Gg) (I, 3). Ha I, E, 3 Touku, HWXKHI i
BEpXHI KiHIII BEPTHUKAILHUX BIAPI3KIB — cepemHi <6>, MiHIMaNbHI O, 1
MakcUMabH1 Oy MII, BimnmoBigHo. HemepepsHi niHii — HaGmuxyroul GyHKIii
(omucaHi B TEKCTI).

3aJIe)KHICTh «CUHANTUYHA 1HTEHCHUBHICTH-4AaCTOTay» Oyia MOJIHOMIAIbHOIO (pHC. 7,
B), a ii oOepHeHa, pamioHanbHa (YHKIISI, ONUCYBaja 3aJIEKHICTh «CHUHANTAYHA
iHTeHCUuBHICTH-MID» (puc. 7, T'). V mipamigHomy He#poni (puc. 6, B) mpocrti
HU3bKO- 200 BUCOKOYACTOTHI NMATEPHU CIIOCTEPIraIUCs TAKOXK NP HU3BKINA (Hamp.
G=6 MrCm/cm?) a60 Bucokiit (16 MKCM/cM®) IHTEHCHBHOCTI CHHAITHYHOI Aii, a
CKJIaJHI PI3HOMaHITHI CEpeIHhOYACTOTHI MaTepHU — MpH npomikHux Gs (7..15
MKCM/CMZ). TakuMm 3aragbHUM 3aKOHOMIPDHOCTSM BIJANOBIZAIM 1 MaTEpHU Ha
Buxoi Hepony [lypkin’e (puc. 6, I', J1). [HI1010 3araqibHOI0 3aKOHOMIPHICTIO IS
HEUPOHIB PI3HUX TUMIB OyB TMepexiJ CKIAAHUX TMEpPIOANYHUX TATEpPHIB Yy
anepiofuyHi (CTOXAaCTUYHI) MPU TMEBHUX MPOMIKHUX 3HAYCHHSX, HAMPUKIAI Yy
motoueitponi Nn. abducens — mpu G;=8,4 MxCm/cm® (puc. 6, Bb), y mipamigHomy
Heiiponi — npu 8,4 MxCm/cM? (puc. 6, B), y neiipori [lypkin’e — mpu 68 MkCm/cm’
(puc. 6, 1). OcobiuBiCTIO, BIACTUBOIO HEHPOHAM PI3HUX THIIIB, OyJia 3aJie’KHA BiJl
CTPYKTYpH PpO3Tally’)K€Hb JEHJPUTIB BIIMIHHICTh J1alla30HIB 1HTEHCHUBHOCTI
BXIJTHOI CHHAIITMUYHOI [ii, SIKUM BIAMOBIJAIM HANCKIAIHINI Ta PI3HOMAaHITHI
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BUXIJHI maTepHu. Y He#dponax Ilypkin’e 3 HaWMEHIIMMH 3a po3MipaMu
JEHJIPUTHUMH PO3TATYKEHHSIMU (y TIOPIBHSHHI 3 IHIIMMH JOCIIIKCHUMU
HelipoHaMu) BiAnoBigHI Gg Oynu mpuOIU3HO HA TOPSAOK OUIBIIMMHU, HIK Y
MipaMiIHUX HEUPOHIB 3 HAWUMPOTSIKHIMIUMHU JCHAPUTAMH 1 Y MOTOHEHPOHIB N.
abducens 3 neHApUTaAMU CEPEAHBOT MPOTSHKHOCTI (MOpiBH. puc. 6, /1, B 1 b).

3 oy Ha MPUOIM3HO TAKUH K€ TOPSIIOK BIAMIHHOCTEH MK JACHAPUTHUMU
TATy’)KEHHAMU THX CaMHUX THUIIIB HEHPOHIB IIOAO Jiama3oHiB MeMOpaHHOI
OPOBITHOCTI, y SKAX OynM BHUSABICHI HaWMEHINI 1 HAWOLIbINI MPOCTOPOBI
HEOJTHOPITHOCTI BIIHOCHOI epeKTUBHOCTI 7(X) MacHBHOI mepeaadl CTpyMy y3A0BXK
ACUMETPUYHHUX MapmIpyTiB (puc. 5), OUTbIN meTambHO OyB AOCIHIHKEHHUHN 3B’ S30K
MDK CKJIQJHICTIO BHUXIJHUX TMATE€pPHIB Ta MPOCTOPOBOIO HEOJHOPIIAHICTIO
CJIEKTPUYHUX CTaHIB JCHIPUTHOI MeMOpaHu. XapaKTepHi MPUKIAAN BHUSIBICHOTO
3B’sI3KY TpejicTaBieHi Ha puc. 8-10.

BusiBuiocs, 1o yepeayBaHHsl Ma4o0K 1 MEXKITAYKOBUX 1HTEPBAIIB JIOCUThH YITKO

OPUYPOYEHI 10 MEPEXOAIB JAECHIPUTHOTO PO3raly’)KEHHS MIX CTaHAMU BHUCOKOI 1
HU3bO1 Jenonspusaiii (upstate i downstate). Ile BimOyBasocs Tak ke, SIK Y
BHIIAJKy HHU3bKOiHTeHCHBHOI (Ge=5 MCM/cM’) TOHIYHOI CHHAITHYHOI aKTHBAII]
JEHAPUTIB MOTOHEUpPOHY n. abducens (puc. 8, A, b). Pi3HuM 3a KOMMO3UILIEIO
naykam BIATNOBIJAI0 MepeOyBaHHS Yy PI3HUX CTaHAX MEBHUX CKJIAJOBUX YaCTHUH
JOeHAPUTIB (Ipyd TIOK 1 MapuIpPyTiB) ACHAPUTHOTO po3ranyxeHHs. Lle HaouHO
MOKa3ye MPUKJIIA] aKTUBHOCTI TOTO X HEHPOHY MPHU OJTHOMY 3 MPOMIKHHUX 3HAYEHB
CHHANTHYHOI iHTeHcHBHOCTI G¢=8,4 MCwm/cM® (puc. 8, B-E). Ocobmmsictio
naTepHy BHCOKOYACTOTHOI MEPIOJAMYHOI IMITyJbcalii NpH BUCOKOIHTEHCUBHIN
cuHanTHYHif Aii (Hamp. Ge=50 MCm/cM?) GyI0 Te, IO OOMMpPHI IEHTpanbHA i
JUCTAlIbHA YaCTUHHU PO3TaJy’KEHHS MOCTIMHO 3HAXOJIWIMCS Yy CTaHl BHUCOKOI
JIENOJIAPUA3IIii, CTAIOYH 10 CYTI1 JHKEPEIOM TOCTIHHOTO JIETOJISIPU3YI0UOT0 CTPYMY,
«cTikatouoro» no tpurepHoi 3oHu (puc. 8, XK, 3). Ilum oOymoBieHa BenMKa
NoAiOHICTh  peakIii Ha TaKy CHHANTUYHY Jil0 J0 BIANOBiACH Ha
BUCOKOIHTCHCUBHHUM JICTIONSAPU3YIOUUI CTPYyM, MPUKIAJACHUA BiJ 30BHINIHHOTO
regeparopa 0e3rnocepenHpo 10 coMu (TIOPIBH., HATTPHUKIIAA, HUKHI 3aITUCH HA PUC.
6, A 1 b). Onucani 3aKOHOMIPHOCTI JETANBHINIE 1 HAOYHIIIE LIFOCTPYIOTHCS Ha
npukiaai Heiponis [lypkiH’e, miiaHapHe AEHAPUTHE PO3TATYKEHHS SIKUX J103BOJISE
OTpUMATH HaMJlermn Juisi CHOCTEPEKEHHS MPOCTOPOBI KapTH JUHAMIYHUX
SJIEKTPUYHUX IpoleciB y AeHaputax (puc. 9 1 10).
[IpocTopoBa HEOTHOPIAHICTH MOTEHIIATY JASHIPUTHOT MEMOpaHU € 610(13UNIHOI0
NEPEeyMOBOIO ISl CICKTPUYHMX 3B’S3KiB y JACHAPHUTAX 3a JOTIOMOTOI0 CTPYMIB,
o0 TEUyTh BiJl OUIBII JEMOJAPU30BAHUX JO MEHII Jenoyisipu3aBaHuXx abo
rineprnoaspu30BaHuX o0nacTei, ToOTO y HanmpsIMKy mafiHHsA Hanpyru. OCKIIbKA
BMKOPUCTOBYBaHUM HaMM IIOKA3HUK IPOCTOPOBOi HeomHopianocti (4E), sk Bxke
OyJo BUSBIIEHO, BapiloBaB BiJ MaTepHy N0 MaTepHy, MU Jaji BUBYAJIH, SIK 3MIHH
MDKJICHIPUTHUX €IEKTPUYHUX 3B’SI3KIB BILUTMBAIOTH HA CTPYM O aKCOCOMATUYHOI
TPUTEPHOI 30HU Ta HA TeHEPAIlil0 BUXIIHUX MMaTEePHIB.
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6, ToukamMu ycix map (n=37)

K G~ 50 MCw/ew'y sy CCCTPHHCBKHX TUI0K (YHH3Y).
Smmummumumummuuumuuuuuu 0 o0 a0 oo CTplikm  a¥, 6% BKasyloTh
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Y af = b nmokazani Ha b, I'-E 1 3

ciMelictBa a*, 6* rpadikiB
MeMOpaHHOro mnoTeHwiany £
aK  GyHKIOI  MapupyTHOT
BIACTaHI  BIJ COMH  X.
l'opu3oHTaNnBHI BIAPI3KH —
kaniopoBka yacy 50 Mmc.

I'padiku meMOpaHHMX TOTEeHIIaMB (300pakeHl K 3aJ€KHOCTI  BIJ
MapIIpyTHOT BiICTaHi BiJl cOMU 1/a00 y BHIJIAI KapT, HAHECCHUX Ha 300paKeHHS
JEHAPUTHOTO PO3TaTyEHHs) MOKa3aiu, 0 MPUKIaJAEHI JO COMH ACMOJISPU3YIOUl
CTPyMHM 1 PO3NOAUICHI MO JCHAPUTAX TOHIYHI CHHANTUYHI  BIUIMBU
MEPETBOPIOIOTHCA Y BUXIHI PO3PsiAN (KOAYIOTHCS) PI3HUM YMHOM 4Yepe3 1CTOTHI
BIJIMIHHOCTI BHYTPIIIHBbOJECHIPUTHOT 1 MDKIEHIPUTHOT Tiepeaadi curnaiis. Puc. 9
1 10 uUTIOCTpyIOTH Taki TMEPETBOPEHHS (BUAM KOAYBAaHHS) TpbOMa THUIIOBUMU
NpUKIagamMu, [0 CIOCTepIraiucs TMpU HU3BKIM, MNPOMDKHIA 1 BUCOKIN
IHTeHCHMBHOCTI BXimHOi mii (psgm 1, 2 1 3, BIAMOBINHO), TNpeaCTaBICHI
SIEKTPUYHOI0 aKTHBHICTIO y TEBHOMY iHTepBaji dacy (maHeni y KoJoHIi A), i
3HIMKaMu (KaJpaMu) JCHIPUTHOTO pPO3MOJALTY MEMOPaHHOTrO MOTEHIialy,
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3po0JICHUMH y BKa3aHi MOMEHTH 4Yacy (maHem B KojoHIi b). Koxuuii npuknan
utrocTpyeThest (KOJIOHKAa A) OAHOYACHO SapCCCTPOBaHI/IMI/I sminamu AE (BepxHiii
3amuc) 1 MeMOpaHHOTO MOTEHLIANy Yy II'SITH TOYKax (HMXKHI 3allkMCH), a caMme Ha
COMi, JUCTAJIbHOMY KIHIIl aKCOHY 1 TPbhOX JICHIPUTHAX nijyiepeBax, oOpaHuX
BignoBimHo 1m0 ix Bucokoi (H), cepemupoi (M) 1 mHm3bkoi (L) BimHOCHOI
e(eKTHBHOCTI TACHBHOI IIepeadi COMaTONneTanbHOro cTpymy (nuB. puc. 5, b1-b5,
puc. 9, BctaBka yropi cupasa). Touku M i L O6ynu piBHOBigmaneHi (~250 Mkm), a
touka H moxkamizyBamacs y HaWBIIIAJCHININH 4YacTUHI BHCOKOC(PEKTHBHOTO
migaepeBa (~125 wmxm) Big comu. HasBani MapumipyTHi mpodimi 1 Kaptu
MEMOpPaHHOTO TMOTEHLIANy MPEACTaBILIA  CO000I0  300paKeHHS MHUTTEBHUX
CJIIEKTPUYHUX CTaHIB yChOTO JICHIPUTHOTO PO3TATYKEHHS.

Enekmpuuni cmanu i nepemeopeHHsa NPUKIaA0eHux 00 comu cmpymie. bynu
11eHTU(IKOBAaHI TpU TUNU TEPETBOPEHBb, CIOJIYyYEHUX 13 MPOCTOPOBOIO
HEOJHOPIAHICTIO JIEHIPUTHUX TOTEHINAIB 1 YaCOBUM BUXIJIHUM MaTEPHOM MpHU
HU3bKIA, MPOMDKHIN 1 BHUCOKIA IHTEHCHBHOCTI CTHUMYJIIOIOUOTro cTpymy. Tum 1
BIJINIOBi/ITaB HU3bKOIHTCHCUBHUM cTpyMaM (30kpema lg = 0,6 HA, puc. 9, psag 1),
KOTpl TpOAyKyBaiW HemepepBHUM po3psan IIJ] B akcoHi 1 ogHOYACHI MIBUIKI
nigsuinenus AE y nenapurax (A, HKHIM i BepxHii 3amucu). B iHTepBanax Mix
IMITyJIbCaMH MEMOpPaHHUI MOTEHI1a] B ACHAPUTaX OyB MPOCTOPOBO OAHOPIIHUM,
OJIM3bKUM 10 MOTeHIiany crnokor —60 mB (Ha manensax a i 6). I1]] iHiiroBaBcs B
TpUrepHik 30HI (puc. 9, A, HWXKHS YOPHA JIiHIA) 1 JOCATaB JUCTAIBHOTO KIiHIIS
akcony (cipa minis). Comatuysi [1/] Tako po3MOBCIOMIKYBAIUCS Y JEHAPUTH, alie
13 3aTyXaHHsSM, TPOAYKYIOUHM TaM KOPOTKOYACHY IPOCTOPOBO HEOIHOPIAHY
nenosigpuzaiito. OcTtaHHA 3aTyxaja 13 3pOCTaHHSM MAapLIPYTHOI BIJICTAHHI Bij
comu (maHen @ 1 6) MPOTPECUBHO KPYTIIIE y €IEKTPUYHO BHUCOKO-, CEPEIHE- 1
HU3bKOC(HEKTUBHUX IMMIIJIEPEBaX, HA IO TAKOX BKa3yBaJd MPOTPECHUBHO HIDKYI
TpaH3i€HTH moTeHIliany y Toukax H, M, 1 L (uepBoHa, cuHs 1 3eyieHa JIiHIl Ha puC.
9, Al). KopoTkouacHa i IpOCTOpPOBO HEOJHOPIIHA JCMOJApH3allis BKa3ye Ha Te,
0 JEHJAPUTH HE YWUHWIM BIUIMBY Ha MAaTepH BUXITHOTO pO3PALY, KOTpUU
BU3HAYABCS PO3PSIHUMH BIIACTUBOCTSAMH TPUTEpHOI 30HU. Tumm 2 OyB
XapakTepHUH ISl CTPYMIB CepeHbol iHTeHCHUBHOCTI (30kpema Iy = 2 HA, puc. 9,
pan 2), mpu SKId Maad Miclle Mepexoaud MK MPOCTOPOBO OJIHOPIAHUM
NOTEHIlaAIoM crokoto (sk mpu Tuni 1) 1 HeomHOpigHUM, TpuBamimuM (~20 Mc)
CTaHOM BHCOKOI Jemnossipu3aiii (maweni a i1 6, puc. 9, b). Lli nenonsipuzariiiai
IJIaTO 1HIIIOBAIMCS Y ACHAPUTAX 3 MEploJAWYHICTIO ofHe TuiaTto Ha 10-12 mikiB
(a0o y mexax 60 mc). Bkazani Tpan3ieHTH Oyiu 3CyHYTi 1o asi, MOCIHIiJJOBHO
oxorutroroun mianepesa H, M i L (uepBoHa, cuHs 1 3eneHa JiHii Ha puc. 9, A2).
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Puc. 9. EnexkTpuuHi cTaHu NEHAPUTHUX oOsactel Heipony Ilypkin’e mig yac
reHeparlii IMIyJIbCHUX MaTepHIB MPH Pi3HIM 1HTEHCUBHOCTI MPHUKIAAEHOTO J0
COMH TMOCTIHHOTO JIEMOJSIPU3YI0U0ro cTpymy | (BkazaHi y HA B psagax 1-3). A
— 3MiHM y 4aci (kamiOpoBku 20 MC) cepeaHboi pi3HMLI MmoTeHmiamB AL Mix
PIBHOBIIIAJIECHUMU TOYKAMHM CECTPUHCBKMX BITOK (BEpXH1 3amucu) 1
MeMOpaHHOro noTeHmiany E (HwkHI 3anucu) Ha IUCTAaIbHOMY KOHII aKCOHY
(cipa miHist), B coMl (Y4OpHa JiHIA) 1 Yy TPbOX TOYKAx, PO3TALIOBAHUX Ha
nenapurax 3 Bucokoro (H), cepemnroro (M) 1 Husbkoro (L) edekTuBHICTIO
CJIEKTPUYHOT Tiepenayi (YepBOHA, CHHS 1 3eJeHa JiHii), 10 TMO3Ha4YeH]
BIJIMOBITHUMHU KOJIHOPAMH ¥ MOKa3aH1 Ha BCTaBKax y KOXKHIiM maHeni a-¢ Ha b.
BcraBka yropi cnpaBa — posranyXeHHs y 30UIblIEHOMY MacmTall 3 TUMHU XK
toukamu H, M 1 L, Ta KomoBaHUMH KOJHOpaMH PIBHSMU €(PEKTUBHOCTI
MAaCcUBHOI mepefavi ctpymy 7(x), IO BIAMOBINAOTH MOKa3aHUM Ha puc. 5, b3
(IWTpUXOB1 JiHIT PO3AUIAIOTH CeKTopHu TanyxeHHs H-, M- 1 L-nenapuris).
Crpinku Ha 3anucax A BKa3yl0OTb MOMEHTHU 4acy, KOTPUM BIJIIIOBIAIOTH IMAHEIl
a-¢ Ha b. Ilanem a-¢ — memOpanHuii noTeHian, E (opauHara) Ha pi3HUX
MaplIpyTHUX BIACTaHAX X (aOcuuca) Big comu (X=0) B3JOBX yCiX AEHIPUTHUX
MapuipyTiB. IloTenmianu E, komoBaH1 IIECTUKOJIPHOI MATITPOI, HAHECEHI
TaKOXX y BUIIIAMI KapTH Ha PEKOHCTPYWOBaHE EHAPUTHE PO3TATYKCHHS
(BcTaBku yropi 3miBa). Jns xoxHOTO lg¢ «BIMTIKOBUID»Y ENEKTPUYHUN CTaH
MOKa3aHO CIMEMCTBOM CIpUX JCHAPUTHUX MapIIPYTHUX MpodimiB (6 abo 2), 110
BiAMOBima0Th MiHiMyMy AE, BKazaHOMY CTpinkor (6 abo 2, BEpXHi 3amucw,
KOJIOHKA A).
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Taki 3anexH1 BiJ JJoKami3alii Ga3oBi 3CyBU OyJIu MPUYUHOKO TOTO, IO HAWOLIbINA
3aranbHa HeomHopimmicts AE (puc. 9, A2, BepxHill 3ammc) jgocaranacs Ha
HaWOLIBII IIBUAKIM BUCXIAHINA a3l IMiaTo JSHIPUTHOI Aenoisapu3aiiii (HUXKHI
KOJIbOpOBI JiHII TaM ke). Ll mBuaKo HapocTaroya JOBroTpHBaia ACHAPUTHA
JETIoIsIpu3allisl BIUIMBAJIa Ha comy (HWIKHS 4YOpHa JIiHIS TaM Je), /i€ BOHA
NpoAyKyBaja aHOMAJIbHUW MIK, [0 HAKJIaJaBCs Ha MEPIOAWYHHI TaTepH, 3
kopotkuM MII micns monepemxnporo I1J]; mani sk Bukiukana pedpakTepHICTh, 110
MOJIOBXKyBaJja iHTepBai a0 HacTynHoro [1J], mo renepyBaBcs Ha 1 HU3X1AHIN (a3si.
Taxi 30ypennss MII nepiognyHuMH JEHAPUTHUMH ACTIOISPUZAMIIMHUMH TUIATO
IHAYKYBaJIM TMEPIOJUYHICTh y MaTepHI BUXITHOI IMITyJbcalii yepe3 MepioanyHi
«may3w». Tun 3 MaB Miclle IpU BUCOKOIHTEHCUBHUX cTpyMax (lg > 2 HA), KoTpi
BUKJIMKAIN Oe3MepepBHUI BUCOKOYACTOTHUM BUXIAHUM PO3PST 1 HU3bKOYACTOTHI
nepiognuni migumenns AE (puc. 9, A3). V comi cmocrepiranmacs crilika
nenoJigpuzaiiis (upstate) go pisas —15 MB (H>kHS YopHA JiHIA), PE3YJIbTATOM SKOi
Oyrna 1HAaKTUBAIllE COMATHYHOIO TPAH3IEHTHOTO HATPIEBOTO CTPYMY 1 3MIIICHHS
iaimamii IIJI y Oigeln BigmajmeHi BiJi COMHM 4YacTHHM akcoHy. llsg criiika
JIENOJIApU3allisl BUKJIMKAIa IIBUAKUANA pO3psSA B aKCOHI (HWKHA cipa JiHIA) 1
MOBUIbHI OCIWJISATOPHI IUIATO JEHOJiApu3allii y JeHApuTax (HUXKHI KOJhOPOBI
muii). Ilpy w1poMy yce [OEHIPUTHE [I€peBO, 32 BHUKIIOUEHHSM HOTO
HaWUIIPOKCUMAJIBHIIIOTO CErMEHTY, JEMOHCTPYBAJIO NEPIOJWYHI TMEPEXOqu MIXK
CTAHOM, OJM3BbKHMM JI0 MOTEHIialy crnokow (—55...—65 MB) i ctaHoM BHCOKO1
nenoJigpuzaii (naneni a-6 puc. 9, b3). L1 nepexoau Ta ix ¢a3oBi 3CyBH y pI3HHX
MiAJepeBax CKIAIM OCHOBY Ui HEBHCOKHX (alleé HEHYJIbOBHX) NEHAPUTHHX AE y
oMy cTaHl (BepxHii 3amuc Ha puc. 9, A3). Takum 4uHOM, BHXIiJIHI YacoOBI
naTepHu (KOJu), TeHEpOBaHI MPH BHCOKUX 1HTEHCHUBHOCTSAX CTPYMY B BUMAIKY
NEpPEeTBOPEHHS  3-TO  THUIly, BU3HAYAIOTHCS  BUKIIOYHO  MeMOpaHHUMU
BJIACTUBOCTSIMU aKCOHY, KOTPUH CTa€ EIEKTPUYHO BIAKIIOUYEHUM BiJ aKTUBHHUX
JICHJIPUTIB 3aBISKHA HasIBHOCTI CTIMKO JETIOJISIPHU30BAHOI COMHU.

OT1xe, akcocOMaTUYHA TPUTEpPHA 30HA 1 JICHAPUTHE PO3TATYKCHHS, 3aBISKU 1X
ICTOTHO PI3HUM MEMOpaHHHM BJIACTHBOCTSM IIOBOJATH ceOe 5K, BIIMOBIIHO,
HU3BKOTIOPOTOBUM BUCOKOYACTOTHUM 1 BHUCOKOMOPOTOBUI HU3BKOYACTOTHUMN
CJIEKTPUYHI OCUUISATOpU. BOHM NEepeTBOPIOIOTH HAANOPOrOBHM CTpyM Yy CBOI
«BJIACHI» KOJIUBAHHS 13 PI3HUMHU 3aJKHUMH BiJI IHTEHCHUBHOCTI yacTtoTamu. Lli
OCLIMJIATOPU € E€JEKTPUYHO CIOJIYYEHUMH, 1 BUXIAHMN matepH (KOA) KIITUHU B
IJIOMY, IO TEPEAAEThCs AKCOHOM, 3aJeKHUTh BiJI BIJHOCHOI «CHJIU» I[bOTO
cnojiydeHHs. Lle cronydeHHs 3aeKUTh Bl IHTEHCUBHOCTI CTPYMY 1 3HHUKA€E MPH
BEJIMKUX cTpyMax. Tofi cTiiika nemoyispu3allis COMH BUOYIOBY€E HE3IO0JAHHO
BHUCOKHM MOTEHITIaTbHUMN Oap’ep, 110 3amobdirae mMpoTIKAHHIO CTPYMIB CIIOJIYYCHHS
MDK JBOMA BKa3aHUMH OCIIIISITOPAMHU.

Enexmpuuni cmanu i nepemeopenHs  MOHIYHO20 CUHANMUYHO20
30y0icennsn Oendpumie. bioiznuHy OCHOBY IHIIOTO, HI)K Y BUMNAAKY CTPYMIB,
TUITY IEPETBOPECHHS CHHANITHYHUX BXITHUX CUTHAJIB, CKJIQIal0Th JBI BIACTUBOCTI,
npuTaMaHi yMoOBaM CHHanTU4YHOTo 30y/pkeHHs. llo-mepine, axcocoMaTH4YHUN
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OCITWJISITOP TMPUBOJMUTHCSA y JII0 3a BIJICYTHOCTI 30BHIIIHBOTO CTPYMY TIUIBKH
CTPYMOM, JDKEPEJIOM SIKOTO € CHHANTHUYHO 30YyJ/KEHE JCHIPUTHE pPO3ralyKEHHS.
[To-npyre, edheKT CMHANTUYHOI aKTUBAIlll € JBOSKUM, BOJbTAiYHUM (3MEHILECHHS
TpaHCMEMOPAHHOT PI3HUII MOTEHIIIATIB) 1 PE3UCTUBHUM (30UIbIICHHS MEMOpPaHHOT
npoBiHOCTI). OCTaHHE € KPUTHUYHO BAXJIMBUM JJIi BHYTPIMIbOJACHAPUTHUX
3B’A3KIB, OCKUIbKH TIepefaya CTPyMy € XapaKTepUCTHUUYHO UYTJIHUBOIO JIO
MeMOpaHHOT mpoBigHOCTI (AuB. puc. 5, a Takox [Korogod a. Kaspirzhny, 2008,
2011]). Hactynui Tpu npukmagu, obuncieni mis G = 66 MkCwm/cm, 68 MkCm/cm®
i 1,6 MCm/cM®, imOCTPYIOTh BiAMOBIAHI eqeKkTpuuHi 3B’s3kM y Kimitumi (puc. 10,
psau 1, 2 1 3), TUOOBI AJs MEPETBOPEHb CHHANTUYHOTO 30YyIKEHHS HHU3bKOI,
MPOMIXKHO1 1 BHCOKOI 1HTEHCHUBHOCTI. 3arajibHOI0 PHCOI0 YCIX NpPHUKIAIIB Oyia
HasSBHICTh ~ TPUBAJIOi  BHUCOKOAMILTITYJHOI  IUIATOMOMIOHOI  JemoJisapu3arltii,
OCIIMJIIOI0YO1 3 BIIHOCHO HU3BKOIO YaCTOTOIO (HIXKHI KOJIbOPOBI JiHIT Ha puc. 10,
kojonka A, psau 1, 2 1 3). Taka nenonsgpu3zariisi Oyna moaiOHOIO 70 Ti€l, 110
crioctepiraiacs y ASHAPUTaX B YMOBAX Jiii MPUKIAIEHOTO JI0 COMU cTpymy. Turm 1
MEPETBOPEHHSI HU3bKOIHTEHCUBHOT CHHANTUYHOI Mii Yy MPOCTYy HU3bKOYACTOTHY
aKTUBHICTh, — mnepioanuHi kBaapyruietu I[IJ] — cmocrepiraBcs npu Gs = 66
MkCm/em® (puc. 10, psix 1) i MaB Taxi npumitai ocoGmuBocti. ITix yac inTeppanis
MDK Madykamu (CTpuika, BepxHid 3amuc A 1 rpadiku Ha naHensx b) aennputu
nepeOyBaJid y CTaHi, MI0 XapaKTePU3yBaBCsA Maike OJHOPIAHMM MeMOpaHHUM
MOTEHI1AJIOM, OJIM3bKUM JI0 TTOTEHIlIATy CrIOKO10. [IoBiIbHO 3pOcTatoyua JIeHIpuTHA
aenoJisgpuzaiis (13 WBHIKICTIO y migaepesl H, aemo Ou1bIIO0 32 MIBUAKICTH Y
nigaepeBax L 1 M) npusBoania 10 WBUIKOTO MEPEXOY YChOTO PO3Taly>KEHHS Y
CTaH BHUCOKOI Jemnojspu3aiii (upstate) 3 HacTymHOI MOBIIBHOIO peElaKCaIliero
npoTsirom ~20 MC 1 IIBUIKAM IIOBEPHEHHSIM Yy HWXKHIH craH — downstate
(xompopoBi miHIT Ha A). Il geHapuTHa TIIATO-AEMOJNIApU3AIlisS  3aIlycKasa
TeHEPAIi0 YOTUPHOXIMITYJIbCHOI MTAYKU Y aKCOCOMATUYHINA TPUTEPHIN 30H1 (YOpHA
1 cipa miHii). [lepmi 1Ba iMIyabCH poO3TaNIOBYBAJIMCS HA BUCXIAHIN (a3l 1 BepUInHi
IJIaTO, a HACTYIHI JBa — Ha MoBiNBHIA (asi cnany. Iligsuiuenns AE mporsarom
I[HOTO IJIATO 3yMOBJIIOBAJIOCS TOJIOBHUM YHHOM PI3HUIICIO MOTEHITIATIB MK OLTBIIT
JIENOJIIPU30BAHNMH JUCTAIBHUMHE 1 MEHII JICTIOJIIPU30BAHUMH TTPOKCUMATHBHUMU
oOnmacTssiMM y cCcTaHl BHCOKOi Jenonsgpusaiii (upstate). IlepeBaxkarouunii
COMATOTETAIbHUN HaIpsM TMaJiHHSA HANpyrd IO YChOMY pO3Traly’KeHHIO (3a
BUKJIIOUCHHSIM HAWJAMCTANBHINIOW YacTUHM TijjaepeBa L, maHenb a) mokasye, 110
CUHANTUYHUN CTPYM €(PEKTHUBHO «30MPAETHCS» PO3TATYKEHHSM 1 MepelacThCcs y
comy Mpu 1-My Tl nepeTBopeHHs (KOAyBaHHS).

BucokoiHTEeHCUBHI BXIiJHI CHHANTUYHI BIUIMBU TAaKOX MEPETBOPIOBAIUCS Y
npocti nepioanyni mauku [1]], sx 6yno onucano Butie st G = 1,6 MCMm/cMm? (pHc.
6, 11, 10; puc. 10, psix 3). Y upomy BUMAAKy IPOCTOPOBO OJHOPIAHUIA MOTEHINAT Y
IPOMDKYTOK 4Yacy MDK madykamu OyB 3cyHyTuid y Oik aenosspuzauii 1o 50 mB
(mopiBH. Tpadiku Ha b, 3 1 1). Pe3ynpTaToM mepexojiB Mk CTaHAMH HHU3BKOI 1
BHCOKOT nenoispu3arii (downstate i upstate) Oy mepioaudHi JemoNspr3aiiiHi
IJ1aTO, ajieé HUHKYOI aMIUTITyId, MEHIIOT TPUBAJIOCTI 1 3 KOPOTIIMMHU 1HTEpBaIaMU
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MOBTOPEHHS (TMOPIBH. HMYKHI KOJBOPOBI JiHIT HA 1 1 2 B KOJOHII A), HDX IpHU
nepeTBopeHHi tumy 1. L crnabkima genonspusaiiis 3amyckajia TeHepaliio TUIbKU
JIBOX ITKIB, Ha BUCXIAHIM (a3l 1 Ha BepmuHi 1iato. [IpuBeprae yBary Tte, 1110
HIBUIKICTh 3POCTAaHHS JICHIPUTHOI Jenojsipu3aiii MK ImiaTto Oyna y HbOMY
peXUMi JIOCUTh BEJIMKOIO JUIsl TOrO, MO0 3alyCTUTH, MO JIOCATHEHHI MOpOry,
reHepaliio Mika, Mo mnepeayBaB miuato (HkHI 3amucu Ha 3 1 1 puc. 10, A).
«Crnign» BTOPTHEHHS IBOTO CHAKy MO)KHAa OauyuTH y TMPOKCHUMAaNbHIN YacTHHI
miggepesa H (uepsona mimis). Sk i y Bumanky Husekux G, migsuineHHs AE
TPUBAJIO TNPHUOJIM3HO CTUIBKH K, CKUIBKM ¥ MjaTo-Aenojspusaiis, 1 0ymo
pe3yabTaTOM 30UTbIIEHHS PI3HMII TMOTEHI[aNliB MK MPOKCUMAIbHUMHU 1
JTUCTAIbHUMU JICHIPUTHUMH 00siacTsiMu. He3Baxkaroun Ha 110 3MiHY, PI3HULISI MIXK
nijepeBaMu 1070 PiBHS iX uUpstate-memosspusaiiii 3anuinaiacs Majliol uepes
oOMeskeHui (ha30BUil 3CyB 1] Yac Mepexo/IiB.

VY miAcyMKy ACHAPUTHI €JEKTPUYHI CTaHW MPH BUCOKUX 3HaueHHAX Gg Oynu
CIIBCTaBHI 3 TaKUMU TpU HHU3bKUX Gg, 3 €IMHOI KUIBKICHOK BIAMIHHICTIO
(OLTBIIO0 PI3HUIICI0O MK BEPXHIM 1 HIDKHIM CTaHAMHM 1 YACTIIIIMHU TMEPEeXOJaMHU
MDK [IMMHU CTaHAMH ), 1110 O3HAYa€ MOAIOHICTh IO IEPETBOPEHHSAM THITY 1.

CuHanTUyHa aKTHUBAIlisl CEPEJHBbOI IHTEHCUBHOCTI Y jiama3oHi Bix 67 mo 75
MkCwm/cM® TIpMBOAMIA O TeHepamil BiAYyTHO CKIAZHEX 1 pi3HOMAHITHHX
MOCJIIIOBHOCTEHN MavyoK, 10 BU3HAYAIIOCS BIIMIHHOCTSIMU y
BHYTPIITHBOACHAPUTHUX eJEKTpUUHUX 3B’ s13kax. Lle imoctpye puc. 10, 2 npu Gg =
68 MkCm/cM?. Mik madkaMu MeMOpaHHHH TOTEHIIIAN 3aIMIIABCS HA OTHOPITHOMY
piBHI, OJIM3BKOMY JI0 MOTEHLIATy CIOKOK (CTpLIKa Ha BEPXHbOMY 3amuci A 1
rpadiku Ha ma”enax b — puc. 10, psa 2). Sk 1 y nonepeaHix BHUIAJKaX, MauKu
BIJI3HAYAJIMCSA B OCHOBHOMY JICHJIPHUTHOIO TUIATO-ACTIOSPU3ALIIEI0 Ta MePeXoiaMu
y CTaH BHCOKOi JemnoJigpu3ailii, koTpa Oyja Temep MOMITHO HEOoAHOpigHOowo. B
[IJIOMY BUXIJTHUW KBaJPYIUICTHUH IMITYJIbCHUIM TTATEPH 1 ACHIPUTHI Mpoiiecu Oyiu
CXO0XHUMU C TUMH, IO criocTepiranucs npu Hu3bkux Gg (mopiBH. 1 12 Ha puc. 10,
A). OcoOnHMBICTh JAHOTO MATEPHY BH3HAYANACAd HASBHICTIO aHOMAJIBHOTO K-
TPUILUIETHOTO  KOMILJIEKCY,  3B’SI3aHOTO 3  MPOCTOPOBOIO  EJIIEKTPUYHOIO
HeoxHopignicTio menaputis (rpadix AE, puc. 10, A, 1, i meranbHi MpocTOPOBI
KapTH a-3 Ha b). Y 11bOMy KOMIIIEKC] «MIK-TPUILIET» Mepe]l MauyKOK MOXOAUB Bijl
MIBUJIKOT MDKIAYKOBOi COMATHUYHOI JICTOJIsIpU3allli, MpOIyKOBAHOI OlIbIITUM
COMATOIIETaIbHUM CTpyMOM. Lleli aHOManpHMM CIIAMK JEMOHCTPYBaB JIMIIE
HEBEJIMKE MOCWJIeHHs y mianaepeBax H 1 M 1 Ouibiiie mocuneHHs: (4epBOHA 1 CUHS
JiHI{) 3 OUIBII paHHIM MEPEXOJ0M J0 IJIaTO-MOTeHIany y miaaepeBi L (3enena
JiHisA). 3a Hi€l0 NOAI€r0 Hiia (3 JesSKOI0 3aTPUMKOI0) TeHepatis y nijgaepeax H i
M miaro-noTeHiianiB, KOTpi OyIM MEHIIUMH 1 KOPOTITUMH, YiM ITiJT Yac iHiIiarii
KBaJIpYIUIETY 1 TOMYy Benu 10 reHepauii meHmoro uucia [1J] (tpumneriB). Sk
BKa3yIOTh 3MiHU AF (BepxHiii 3anuc Ha puc. 10, A2) i MUTTEBI 3HIMKH IIOTEHIIIANIB
(maneni Ha puc. 10, b), nuHamMika MpOCTOPOBO HEOAHOPIIHUX IEHAPUTHUX CTaHIB
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BIIpI3HAJIACA T 4Yac TeHepalii mepmoro (3HIMKMA Big a JI0 2) 1 JPyroro
KOMILIEKCIB «IK-TPUILIET» (3HIMKH Bif O 10 3).

3 KOXXHHMM TPUIUIETOM IMOYMHaBcA nepexia mianepeB H 1 M y HkHIN cTaH
(downstate: gopna i pioaeToBa 00JaCcTi Ha 3HIMKAX & 1 0), TOI K HaMBiAIaICHIIIA
yacTHHA MmiaaepeBa L mpuxomuna y BepxHid cran (upstate: >xoBTa 00JacTh).
[lepexomu mimmepeBa H y BepxHiii ctan (3HIMOK 6, YEpBOHI 1 >KOBTI 00J1acTi)
CTBOPIOBAJIM MPOMIKHY cOMaTO(yraabHO CHafalody JACTOSpPHU3aIliio y MiaaepeBi
M (cuHi 1 ¢ioseToBi 001aCTi); KIHIIEBUM K€ PE3yJIbTaTOM OYyJIO Te, 110 I YaCTHHA
«Bigbupana» Ha cebe CTpyM 13 00JacTel, Mo 3HAXOIUIINCS y BEPXHBOMY CTaHi
(upstate). Y BigmoBiiHOMY €ITi30]11 IPYrOro TPUILIETY (3HIMOK e), mipuepeBa H, M
1 L Oynmu B OCHOBHOMY MOAIOHMMH, XO4a 1 3 JESKMMH BaplalliMH Yy MEXax
KOXXHOTO mijyiepeBa (3HIMOK 60). Sk MOKa3yBaJM HanpsMU TMaJiHHA HaIpyTH,
«KOBTa» 00JacTh, KOTpa paHimie OyJl0 CTOKOM COMAaTONETaJbHOTO CTPYMY,
cTaBaja JpKepesoM, TOJI SK 3arajibHa ACHAPUTHA JENOJIApU3allisl CTaBajia HUKYOK0
1 MEHIII HEOJTHOPIAHOI0. Y TPETHOMY €Mi30/1l KOKHOTO TpuIuieTy niggepesa H 1 M
B LIIJIOMY OyJIM y BepXHbOMY cTaHi (Upstate: yepBoHi), a HalBiIaJICHIIIa YaCTHHA
mijnepea L 3amuiranacs y HEOJHOPITHOMY HH)KHBOMY CTaHi (BHIMKH 6 1 2).
OOuzBa TPUIUICTH 3aKiHUYyBaJIMCSA HIDKHIM cTaHoMm (downstate) BimmaieHoi
YaCTUHU mijgzepeBa L 1 HEBEIMKUM IpaJleHTOM MOTeHIany y3a0Bx migaepe H 1
M (21 3).

Y  miacyMmMKy TepeTBOpeHHsS (KOIYyBaHHSA) CHHANTUYHOI Al CepelaHboi
IHTEHCUBHOCTI ~ XapaKTEepU3yBaJOCs  CHCUM(PIYHUMHU  JJI1  KOXKHOI  MaydyKu
KOMOIHAllIIMM ~ €JIEKTPUYHUX CTaHIB AaCHUMETPUYHUX YACTUH pO3TrallyKeHHS,
0OyMOBJIEHUMH aCHHXPOHHUMH MEPEXOJAAMH MIK HH)KHIMH 1 BEpXHIMU CTAaHAMH Y
pi3HMX YacTHHaX miggepeB. Yim OuibiiuM Oysio 4MCIO pI3HUX KOMOIHAIM, THM
OuTbIIOI0 Oyja KUIBKICTh PI3HUX MA40K 1, TAKUM YMHOM, OYB CKJIQIHIIIUM
BUXIJTHUN YaCOBHI MaTepH 1 OUIBIIOI0 O11a KiJIBKICTh PI3HUX TAaKUX MaTEPHIB.

***%x

Ha ocHOBI aHasizy OTpUMaHUX Pe3yJbTaTiB HaMU CHOPMYIHOBAHO HACTYIIHY
KOHuenyito 0ioi3uynux 0CHO8, HA AKUX [PYHMYEMbCA PONAb OCHOPUMIE AK
AKmMueHux opmyeayie 61ACHUX CKAAOHUX [ PI3HOMAHIMHUX NAMeEPHIE
CUZHAIB, W0 2eHePYIoMbCA Ha 6uxodi Heipony. HeniHiMHI eJeKTpUYHI
BJIACTUBOCTI IUJIa3MaTHYHOI MEMOpaHM Ta METPUYHA ACHUMETpis JACHJIPUTHOTrO
rajly>)keHHsI, 110 MpPUTaMaHHI HEMpOHAM pI3HUX THUIIIB, OOYMOBIIOIOTH BaXKJIUBE
(byHKIL10OHATBHE 3HAYECHHSI JCHAPUTIB SIK aKTUBHUX (POPMYBaUiB BIACHUX MMATEPHIB
BUXIJIHOI IMIYJIbCHOI aKTUBHOCTI KIITHHHU. lleit acmekT (yHKIIOHAIbHOI POJIl
JNEHAPUTIB padime He Oyno poskpurto. I[laTtepH-dopmyroua posib ACHIPUTIB
TPYHTYETHCST Ha 3aKOHOMIPHOCTSAX JWUHAMIKH TPOCTOPOBUX JCTIOISPU3AIIMHIX
CTaHiB, 3aJI€KHUX 5K Bl CTPYKTYpH Taly>K€HHS, TaK 1 B1Jl aKTUBHUX €JIEKTPUUHUX
BJIACTMBOCTEH MeMOpaHu, Ta Ha 3B 3Ky L€l OUHAMIKA 13 JAMHAMIYHUMHU
naTepHaMu 1MHyJIBCHOl aKTUBHOCTI Ha BHXO/II HerOHy CprKTypa JICH/IPUTHOTO
TaJTy’)KeHHS 3aKOHOMIPHO BH3HAYa€ KIUIBKICTb 1 CKJIAAHICTh PI3HUX IMITYJIbCHHX
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NaTepHIB, KOXHUN 3 SAKUX SBIs€ CcOOOI0 TMEBHY IMOBTOPIOBaHY (y BHUIAAKY
NEepIOANYHOCT] MAaTEpHIB) a00 HEMOBTOPIOBAaHY (Y BHMAAKY iX CTOXAaCTUYHOCTI)
KOMOIHAITi}0 1THTEepPBaJIiB Yacy MiK IOCIIZIOBHUMHU IMITyJIbCaMH MOTEHITIaJIB Jiii, 1110
IeHEPYIOThCSl Ha BUXOJII HeWpoHy. KoxeH Takuil MDKIMIYJIbCHHM 1HTEpBaJl Mae
TPUBAIICTh, BIAMOBIIHY J0 4Yacy, HEOOX1IHOTO JJI1 HAKONMYEHHS Ha MEeMOpaHHIN
€MHOCTI aKCOCOMAaTHUYHO1 TpHrepHm 30HH TIOPOTOBOTO 3apsLy, WO TNEPEHOCHTECS
COMATOMETAIbHUM  CTPYMOM 13 JIeTIONIAPU30BAHNX JIUISHOK ~ JIEHJPUTHOTO
po3ranyxeHHs. BiamoBiHO, MDKIMITYJIbCHUN 1HTEpBaJ € THUM KOPOTIIUM, YUM
BUII[A IHTEHCHUBHICTh COMATOIETAIBHOTO CTpyMy. B CBOIO uepry, iHTEHCUBHICTh
COMATOMETANbHOTO CTPYyMY, WIO JIOCSTa€ TPHUTEPHOI 30HU, BHU3HAYAETHCS
CyHepro3ulli€l0 (anredpaiyHO0 CYMOIO) OCHOBUX CTPYMIB, F€HEPOBAHUX THUMHU
JEHAPUTHUMU TIUIKaMH 1 TiJJepeBamMHu, KOTpi mepeOyBaloTh Yy CTaHI BUCOKOT
JIENOJIAPU3AlIii, @ OT)KE YTBOPIOIOTh MEBHUMN «OaceilHy» JKepes MocTayaHHs 3apsiiy
10 TpUrepHoi 30HU. B TOM ’xe yac pemirta JEHIPUTHOTO PO3TaIyKEHHS, KOTpa
nepebyBae y CTaHl HHU3BKOI Jenosspusanii abo rinepnoisipusailii, HE HaJae
BHECKY JI0 COMATONETAILHOIO CTpyMy ab0 HaBiTh 3MEHIIYe OcTaHHIM. OCKIIbKY 3
IUIMHOM dYacy TICIs TeHeparii JaHoro MOTEHIaly il eJeKTPUYHI CTaHU
ACUMETPUYHUX MIJIJIEPEB JEHAPUTHOTO PO3TANTYKEHHSI 3MIHIOIOTHCS (CHHXPOHHO
a00 aCMHXPOHHO), BIJMOBITHO 3MIHIOIOTHCS PO3MIp 1 CKIIaJ «OaceiHiB» — JKepel
COMAaTOMeTanbHOr0 CcTpyMy. OTKe, IHTEHCUBHICTh CYMapHOTO COMATONETAILHOTO
CTpyMy Ta 4Yac JOCATHEHHS NOpOTy TeHepalii HAaCTymHOrO NOTEHIlaly il y
MOCJIIIOBHOCTI 3MIHIOIOTBHCS CTPYKTypOSaJ'IG)KHI/IM YUHOM. Y LbOMY 1 MOJISIrae
O0lodi3uyHa 3aKOHOMIPHICTh 3B’SI3Ky MDK YaCOBUM MaTEPHOM IMIYJIbCHOI
aKTUBHOCTI Ha BHXOJl HEWPOHY 1 TMPOCTOPOBUM EIEKTPUYHUM CTaHOM
JIEHAPUTHOTO PO3TANYKCHHsI SIK JUHAMIYHOI (3MIHIOBAHOI y 4Yacl) KOMOiHAIli
CJIEKTPUYHUX CTaHIB JUCKPETHUX CTPYKTYPHHUX €JIEMEHTIB PO3Taly’>KeHHS — T1JIOK 1
migaepeB. [Ipu 11bOMy 1CTOTHOIO OCOOJMBICTIO JWHAMIKHM €ICKTPUYHUX CTaHIB
AKTUBHUX JICHJPUTIB € T€, [0 CUHXPOHHICTh a00 aCHHXPOHHICTH MEPEXOJIIB MK
CTaHAMHU BUCOKO1 1 HU3bKOI JEMOJISIPU3aIlii Y aCUMETPUYHUX MiJIepEBax, a, OTKe,
po3Mip 1 ckJajg 30y/HKEHOI YaCTHHHM PO3TATyKCHHS 3aKOHOMIPHO 3ajeXaTh BiJl
3arajJbHOTO PIBHS TPOBIIHOCTI JEHIAPUTHOI MEMOpaHU 3aBISKH OCOOJIMBOCTIM
napaMeTpUYHO1 YYTIMBOCTI €JIEKTPUYHUX MEepelaBaIbHUX (DYHKIIH ACHAPUTIB. A
came, Mpu HU3bKIA ab0 BUCOKIM MPOBIAHOCTI (HApUKIaa, OB’ sI3aHIi 13 HU3bKUM
a00 BHCOKHMM pPIBHEM CHUHANTHYHOI aKTUBAIlli BiMOBIIHO) ACHAPUTHOI MEMOpaHU
CTaHU ACUMETPUYHUX IiJiJIepeB MOMAIOHINI OAWH JO0 OJHOrO0 Ta 3MIHIOIOTHCS
CUHXpOHHO. [Ipy NMeBHUX k€ MPOMIXHUX 3HAYEHHAX MPOBITHOCTI, 3aJEKHUX BIJ
pPO3MIpYy pO3TalyKeHHsS, MEePEeXOAW CTal0Th ACUHXPOHHUMM 13 BIJINMOBIAHUMU
(GyHKIIOHATFHUMHU HACIIKAMU ISl BUX1THOI aKTHBHOCTI.

Buknanena Bule KOHIIEMINsI aKTUBHOTO ()OpMYBaHHS JE€HAPUTAMH BUXITHHUX
NaTepHIB ICTOTHO PO3UIMPIOE ICHYIOYl YSABIEHHS MPO (PYHKIIOHAJIBHY pPOJb
ACHIPUTIB, SIKA TMOKU IO 3BOJWJIACA 1O Y4YacTi JIUIIE B MPaAnc@opmyeanni
BXIJTHUX CUTHAJIIB Y BUXIJIHHM, 1 TIOSACHIOE, SIK caMme 3a0e3Meuy€eThCs 3aJIeKHE BiJl
CTPYKTYpHU Ta €JNEeKTPUYHUX BJIACTUBOCTEH NEHAPUTIB (hopmyeannsa penepryapy
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BJIACHUX BUXIJIHHUX €JICKTPUYHUX MATEPHIB HEHPOHY.

BUCHOBKHA

Pesynbratu nucepraniiHol poOOTH, iX TEOpETHUYHE y3araJbHEHHS J103BOJIMIU
3’sicyBaTH 010(13MYHI MEXaHI3MH CIIOJIY4YECHHS CKIJIAJHOI METPUYHO/aCUMETPUYHOT
reoMeTpii 1 aKTUBHHX MEMOpaHHMX BIACTHBOCTEH NEHIPHUTHUX PO3Tally>KeHb 5K
OCHOBH I BUKOHAHHS JEHApUTaMu (DyHKLIA aKTHMBHOTO (opmyBaya Oaratoro
penepTyapy pi3HOMaHITHUX TMATEPHIB BIACHOI IMIYJbCHOI aKTUBHOCTI HA BUXO/II
Helipony. Ha miii migcrtaBi oOrpyHTOBaHa 1 c(opMyiIbOBaHa HOBA KOHLIEMIsS
naTepH-QOpPMYyI0U0i poJIi AKTUBHUX JICHJIPUTIB Y HEUPOHAX PI3HUX THUIIIB.

1. JenaputHe po3rajly’)k€HHS HEHPOHIB 3aBASKW CKIATHIA TeoMeTpii Ta
HETIHIWHUM  €JIEKTPUYHUM  BJACTHUBOCTSIM MeMOpaHu HaOyBae 37aTHOCTI
3a0e3revyyBaTd IeHepalilo MPOCTOPOBO-YACOBUX MATEPHIB BJIACHOI €JIEKTPUYHOI
aKTUBHOCTI, $IKI MOXYTh ICTOTHO BIJIPI3HATHUCS y METPUYHO aCHUMETPUUYHUX
JNEHAPUTHUX Mi/IepeBax.

2. YV NeHIpUTHUX PO3TalyKeHHsX, Ui AKUX XapaKTEepHUMH € BIAHOCHO MaJl
pO3MIpH 1 METpUYHA aCUMETpis (HANpUKIAl, B BUNAaAKy HeHpoHiB Ilypkun’e),
aCUMETPHUYHI MiJJIepeBa TEHEPYIOTh NEPEBAXHO MEPIOJUYHI OCLMIIATOPHI
NaTEepHU 3 XapaKTEpHUM, 3aJEKHHM BIJI reoMmeTpii, (a3oBUM 3CYBOM Mk
KOJIMBaHHSIMH OJTHAKOBOI YaCTOTH Y PI3HUX MiIepeBax.

3. YV posranyKeHHSX, JUIsl IKUX XapaKTepHUMHU € BIJHOCHO BEJIMKI PO3MIPH 1
3HaYHAa METpUYHA AacCUMETpisd (HampUKIad, y BHUNAAKY MIpaMIJIHUX HEHPOHIB
HEOKOPTEKCY 3 TPOTSDKHUMH — PI3HOBEIMKMMHU  amiKajdbHUMU 1 HabaraTto
KOPOTIIMMHU 0a3ajIbHUMU JICHIPUTAMH), ICTOTHO aCUMETPHUYHI MiJJepeBa MOKYTh
nepedbyBaTu y OCIHWISTOPHUX peXKUMaX, KOTpl € moaiOHuMu (TIpH BHCOKIHM 1
HU3bKINA 1HTEHCUBHOCTI aKTUBAIlil) a00 pi3HUMHU (TIPU TPOMIKHIM 1HTEHCUBHOCTI).
Pe3ynpTaToM €NeKTpUYHOTO CIOJIYYCHHS aCUMETPUYHUX YaCTHH 3 TIOIIOHUMHU 200
PI3HUMH BJIACHUMU JIOKQJLHUMH IaTEpHAMH € TeHepallis Ha BUXOJI, BiJIOBIIHO,
peryimsipHux ab0 HEeperyIspHUX NPOCTUX ab0 CKIAJHUX TMATEePHIB PO3PAIY
(HEMPOHHUX KOJIIB).

4. Y HeilpoHax pI3HOrO TUIY, SIKI OTPUMYIOTh TOHIYHY aKTHBAIIil0, OJJHOPITHO
PO3MOiICHY O ACHIPUTAX, METPHUYHA aCUMETPisl ACHIPUTHOTO PO3TAITYKCHHS €
dakTopom, 10 BHU3HAYAE (OPMYBAHHS MEBHOTO MPOCTOPOBOTO KONy Yy BHIJISAIL
HEOJHOPITHUX KapT CTaTUYHUX a00 TPUBAIMX JUHAMIYHHMX €JICKTPUYHUX CTAHIB 1
OCIUJISITOPHOI aKTUBHOCTI.

5. TleperBoprotoun MoAIOHUI TOHIYHUN BXiJ y OCIHHJIATOPHUN IMITYJIBCHHIM
BUX1J, HEWPOH B MUJIOMY I[OBOJUTh ceOe SK MPOCTOPOBUHN EIEKTPUUHHIA
OCIIIJIATOP 3 TPOCTOPOBUMH pPEKAMaMH (MOJaMHu), TICHO 3B’S3aHUMHU 3
reoMeTpiero Woro neHaputiB. HailOimbin pi3HOMAaHITHI PEeXUMHU (MOAM) MAalOTh
MICIIE Y ICTOTHO aCUMETPUYHUX 1 CKIIAJHUX PO3TaTYKCHHSIX.

6. JlokanpbHa BOJBT-aMIIEpHA XapaKTEPUCTHKA JEHAPUTHOI MeMOpaHU
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BU3HAYA€E YHUCIO0 MOMUIMBUX (KBa3l)CTaOUIPHUX BIIACHUX EJICKTPUYHUX CTaHIB
KO>KHOI OKpeMOT1 TiJIKU JACHIPHUTA, 1 1[e YUCIIO € MiHIMAIbHUM YHUCIIOM MOXKITUBUX
CTaHIB PO3Tajy>KCHHS B IIJIOMy. MeTpruyHa acUMeTpis TairyeHHs (00yMoBIlIeHa
HEPIBHICTIO JOBXHUH 1/a00 JiaMeTpiB T'IO0K) MOPOJKYE PI3HUIIIO MK YHCIAMH 1
TUTIAMU  €JEKTPUYHUX CTaHIB CIIOJYYCHHUX TUIOK, a OTXKE 30iIbIIyE YHCIO
MOXJIUBUX CTaHIB CIIOJIyY€HHS B LIUJIOMY (TOPIBHSHO 13 TaKUM YHCIOM Y
CKJIaloBUX TUIOK). CKIAAHICTh pO3ralyKeHHA (KUIBKICTh TUIOK) BH3HAYae
MaKCHMaJbHE YUCIIO0 MOXIIMBUX PI3HUX (KBa31)CTaOUTFHUX CTaHIB, a Y MIACYMKY —
6araTcTBO pernepTyapy BUXITHUX IMIYJIbCHUX MATEPHIB — KOAIB HEHPOHY.
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AHOTANIA

Kynacina 1. 5. CtpykTypo3aiexHi 0COOJIMBOCTI MPOCTOPOBO-YACOBOI KAPTHUHU
aBTOPUTMIYHOI aKTUBHOCTI HENpoHiB. — Ha mpaBax pykonucy.

Hucepraiiiss Ha 3100yTTS HAyKOBOTO CTYIEHSI JOKTOpa OIOJIOTIYHHUX HAYK 3a
cnemanpHicTiIo 03.00.02 — O6iodizuka. — IuctuTyT @iziomorii im. O. O.
boromonsis, Kuis, 2013.

Huceprailii  OpuUCBSYEHA  JOCHIDKEHHIO  010I3MYHUX  MEXaHI3MIB 1
3aKOHOMIPHOCTEH, KOTP1 BU3HAYAIOTh BIUIMBH I'€OMETPIi Ta AKTUBHUX MEMOPAHHHUX
BJIACTUBOCTEN JCHIPUTIB Ha (OpMyBaHHS CKIAJHUX BJACHUX MATEPHIB
€JIEKTPUYHO1 aKTUBHOCTI HEUPOHIB.

JocnipxeHi MOAENbHI HEUPOHM PIZHMX TUIIB (MHpaMiHI HEUPOHU
HEoKopTekcy, HeipoHu IlypkiH’e Mo304uka, MOTOHEHpPOHHM CTOBOypa TOJOBHOTO
MO3KY 1 CHHHHOTO MO3KY) 3 aKTUBHUMH BJIACTHBOCTSAMH ACHIPUTHOI MEMOpaHU 1
CKJIaIHOI0 T€OMETPIEI0 EHAPUTHUX PO3TalyXeHb, SIK NPUPOJHUX, OTPUMAHHUX B
pE3yNbTaTi KOMIT FOTEPHOT PEKOHCTPYKITIi PHKUTTEBO 3a0apBIICHUX KIITHH, TaK 1
MOAM(IKOBAHUX METOJOM BIPTYaIbHOI AUCEKIIT OKPEMUX CTPYKTYPHUX €JIEMEHTIB
JUTSI KOHKpeTH3allii PyHKI[IOHAIBHOT POJIl OCTaHHIX.

Bnepmie poskputi  0i0(i3u4HI MEXaHi3MH, 10 BH3HAYAIOTh TEHEPaIlio
pPI3HOMaHITHMX BJACHUX TMAaT€pPHIB BHXIJHUX CHUTHAJIB, K TMPOCTHUX, TaK 1
CKJIaIHUX, BKJIIOYAIOYM CTOXAaCTUYHI, y HEHpOHaX 3 ACHIPUTAMH, IO MAIOTh
CKJIQJHY METPUYHO aCUMETPUYHY F€OMETPII0 TalyXEHHS 1 HEeNIHINHI eJeKTPUYHI
MeMOpaHH1 BJIACTUBOCTI. Brmepiie BUsBIEHAa TOHKAa OpraHizauis eJIeKTPUYHHX
CTaHIB 30yUIMBUX MeMOpaH — T[IOKa3aHa MOXJIMBICTh ICHYBaHHS B HHX
MHOXMHHUX CTaHiB 30yI’KEHHS, KOTpPl BIJIPI3HSIOTHCA PIBHSAMH, YacOM
BUHUKHEHHSI 1 TPUBAIICTIO MEeMOpaHHOI JAemnoJisipu3allii, 10 Mae TEHACHIII0 10
camomiATpuMaHHs. Brepiile BCTaHOBIIEHO, 110 HEHpOHAM PI3HUX THIIIB, 1ICTOTHO
BIIMIHHIM 3a CTPYKTYpOIO 1 MeMOpaHHUMH BJIACTHUBOCTSIMHU JICHIPUTIB,
IpUTaMaHH1 3arajbHi 3aKOHOMIPHOCTI 3B’S3KYy MK CKJIAIHICTIO 1 PEeryJspHICTIO
YacOBOTO TMAaTEPHy HA BHUXOJE KIITKH, a TaKOX IHTCHCHBHICTIO TOHIYHOTO
CUHANTUYHOTO  30Yy/DKEHHSA, OJHOPIAHO  PO3MOAUIEHOTO TIO  JICHApPUTAM.
3aranbHUMH € TEHepallisl MPOCTUX MEPIOANYHUX IMITYyJIbCHUX HaTepHIB HHU3BKOI
a00 BHICOKOi YacTOTH TPH, BIATMOBIAHO, HU3BKIA a00 BUCOKIA IHTEHCHBHOCTI
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30yKEHHS, 1 TeHepallisl CKJIAIHUX MEePI0IMUYHUX a00 CTOXaCTUYHHUX IAaTePHIB MPHU
IHTEHCUBHOCTI 30Yy/KEHHSI Y MEBHOMY MPOMDKHOMY Jiana3oHi. OCOOJIMBICTIO €
3QICKHICTh  OCTAaHHBOTO  BIJT  PO3MIPIB  JCHAPUTHOTO  PO3Taly>KCHHS:
BEJIMKOPO3MIPHUM PpO3Tay’)KEHHSM IIPUTAMaHHI MEHII 1HTEHCHUBHOCTI IIHOTO
XapaKTepUCTUYHOrO Jiana3oHy. Brepie Bu3Ha4YeHI KOHKPETHI POJIl pO3MIpYy,
METPUYHOI acUMeTpii 1 CKJIAJHOCTI JEHAPUTHOTO pO3Taly>KEHHS, a TaKOX
KIHETUYHHUX BJIACTUBOCTEW 10HHUX KaHAaJIB, 1[0 HACEISAIOTh IEHAPUTHY MeMOpaHy,
y  ¢dopMyBaHHI  OCOOJIMBOCTEH  MPOCTOPOBO-YACOBUX  MATEPHIB  BJIACHOI
€JIEKTPUYHOI aKTUBHOCTI1 HEUPOHIB PI3HUX THUIIIB.

Knouosi cnosa: HEWpOHHU, NEHAPUTHE PO3TATYXKEHHS, PO3MIp, CKIAIHICTD,
METpUYHA AacCUMETpis, 10HHI KaHaldW, HEIIHIAHI eJIEKTPUYHI BJIACTUBOCTI,
CJICKTPUYHI CTaHU, TPOCTOPOBO-YACOB1 MATEPHHU.
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Juccepranysi TOCBSIIEHA MCCIEIOBaHUIO OHO(PU3NYECKUX MEXaHU3MOB H
3aKOHOMEPHOCTEW, KOTOPBIE OMNPEACISAIOT BIMSHUAS TEOMETPUM M AKTUBHBIX
MeMOpaHHBIX CBOMCTB JEHIPUTOB Ha (POPMHUPOBAHUE CIIONKHBIX COOCTBEHHBIX
MaTTEPHOB AJICKTPUYECKON aKTUBHOCTH HEMPOHOB.

UccnenoBansl MoJenbHBIE HEHPOHBI Pa3HBIX THUTOB (MHUpPaMUIHBICE HEHPOHBI
HEOKOpTEKCa, HEMPOHBI [lypKuHBE MO3XK€4YKa, MOTOHEHMPOHBI CTBOJIA T'OJIOBHOIO
MO3ra M CIIMHHOTO MO3ra) ¢ aKTMBHBIMH CBOWCTBaMH JICHIPUTHOW MeMOpaHbl U
CJI0KHOM T€OMETPUEN AEHIAPUTHBIX PA3BETBIICHUM, KaK MIPUPOIAHBIX, MOJIYUYECHHBIX
B pe3yJibTaT€ KOMIBIOTEPHOW PEKOHCTPYKUHMHU MNPUKU3HEHHO OKPAIICHHBIX
KJIETOK, Tak M MOJU(PUIUPOBAHHBIX METOJOM BHUPTYaJIbHOH JUCCEKIUU
OT/ICJIBHBIX CTPYKTYPHBIX JIEMEHTOB JIJIsl KOHKpeTU3aluu (QyHKIIMOHATILHON POJIU
MOCJIEAHUX.

BrnepBbie packpbIThl OMO(DU3NUECKNE MEXAHU3MBI, ONPEACIISIONINE TeHEPALIUIO
Pa3HOOOpa3HBIX COOCTBEHHBIX MATTEPHOB BBIXOIHBIX CUTHAJIOB, KaK MPOCTHIX, TAK
Y CJOXHBIX, BKJIIOYAsi CTOXACTUYECKHE, B HEUPOHAX C JICHAPUTAMU, UMEIOIINMU
CJI0KHYI0O METPHUYECKHM ACUMMETPUYHYIO T€OMETPHUIO BETBJICHHUS U HEIIMHEHHBIC
ANEKTpUYECKUE MeMOpaHHbIE CBOMCTBA. BriepBbie BHIsSIBIIEHA TOHKAS OpraHU3aIlus
AIIEKTPUYECKUX COCTOSHUN BO30YIMMBIX MEMOpaH — IMOKa3aHa BO3MOXXHOCTh
CYIIIECTBOBAHMS B HHX MHOXECTBEHHBIX COCTOSSHHM BO30YXICHHUS, KOTOPBIC
OTJIMYAKOTCS YPOBHSIMHU, BPEMEHEM BO3HHKHOBEHHS W JJIUTEIBHOCTHIO KU3HU
MEMOpaHHOW JEenoJIIpU3aIiK, CTPEMSIIEHCS CaMOMOAICPKUBAThCA. BrepBbie
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YCTAHOBJICHO, YTO HEHMPOHAM pa3HbIX THUIIOB, CYIIECTBEHHO OTIMYAIOIIMXCS IO
CTPYKType U MeMOpaHHBIM CBOMCTBaM JEHAPUTOB, MPUCYIIH  OOIIHE
3aKOHOMEPHOCTH CBA3U MEXKIY CIIOKHOCTBIO M PETYJISIPHOCTBIO BPEMEHHOTO
NMaTTepHa Ha BBIXOAEC KIETKHA, a TaKKE€ WHTECHCHUBHOCTBIO TOHHYECKOTO
CUHANTUYECKOTO BO30YXKJEHHUSA, OJHOPOJHO PpACIPEACIICHHOIO MO JEHIPUTAM.
OO6umMMU SBISIOTCS TEHEPAIUs MPOCTHIX MEPUOUYECKUX UMITYJILCHBIX MATTEPHOB
HU3KOM MM BBICOKOM 4YacCTOTHI MPH, COOTBETCTBEHHO, HU3KOM WJIM BBICOKOH
WHTEHCUBHOCTH BO30YKICHHS, W TCHEpPAlMs CIIOXHBIX MEPUOIUYECKUX WU
CTOXACTUYECKUX MATTEPHOB MIPU MHTCHCUBHOCTU BO30YKACHUS B OMPEACICHHOM
MPOMEKYTOUHOM Juarna3zoHe. OCOOCHHOCTBIO SIBJISIETCS 3aBUCHUMOCTH MOCIIETHETO
OT pPa3MepoOB JEHJPUTHOTIO pPa3BETBICHUA: OOJBIIEPA3MEPHBIM PA3BETBICHUIM
MPUCYIIIM MEHBIINE WHTEHCHUBHOCTU 3TOr0 XapaKTEPUCTUUYECKOTO MAaIa3oHa.
BnepBble onpeneneHbl KOHKPETHBIE POJIM pa3Mepa, METPUUYECKOW aCUMMETPUH U
CJIO’)KHOCTHU JICHAPUTHOTO PA3BETBJICHUSA, A TAK)KE KWUHETHUYECKUX CBOWCTB MOHHBIX
KaHAJIOB, HACEIIAIONINX JICHIPUTHYIO MeMOpaHy, B GOpMUPOBAaHUU OCOOEHHOCTEHN
MPOCTPAHCTBEHHO-BPEMEHHBIX ~ MATTEPHOB  COOCTBEHHON  3JIEKTPUUYECKOMN
aKTUBHOCTM  HEWPOHOB  pa3HbIX  THUIOB. JIOKaJbHas  BOJbT-aMIIEpHAs
XapaKTepUCTUKA JEHAPUTHOW MeMOpaHbl ONpENesieT YHCIO BO3MOXKHBIX
(kBa3u)CTAOUJIBHBIX ~ COOCTBEHHBIX  JJICKTPUYECKUX  COCTOSIHMM  Ka)KIoil
WHJMBUAYaJIbHOW BETBU JEHJPUTA, U OTO YUCIIO SIBJISETCS MUHUMAIbHBIM YHUCIIOM
BO3MOXXHBIX COCTOSIHMM pa3BETBJICHUS B IEJIOM. MeTpudeckas acUMMETpPUs
BETBJICHUs, OOYCJIOBJICHHAs HEPABEHCTBOM JUIMH W/WIA JUAaMETPOB BETBEH,
MOPOXKIAET pa3uyue MO YUCICHHOCTH M TUIAM DJIEKTPUUYECKUX COCTOSTHUMN
CONPSDKEHHBIX BETBEM, a TakuM OOpa30oM YBEIUYMUBAET YMCIO BO3MOXKHBIX
COCTOSIHUM pa3BETBICHUS B 1EJIOM MO CPaBHEHUIO C O3THUM YHCIOM Yy
coctaBisitonux BeTBel. CIOKHOCTh pa3BeTBIEHUs (KOJIMYECTBO BETBEH)
onpesieNsieT MaKCHMallbHOE YHCIO BO3MOXKHBIX Pa3HBIX (KBa3W)CTAOMIbHBIX
COCTOSIHUM, a B UTOre — OOrarcTBO pemnepryapa BBIXOAHBIX HMITYJIbCHBIX
MaTTEPHOB — KOJIOB HEMPOHA.

Ha ocHoBe aHanm3a MOJIy4eHHBIX PE3yJIbTaTOB CHOPMYIUPOBAHA KOHUENUUs
Ouoguzuueckux O0cCHO8, 0OnpeoenANUWUX POIb O0CHOPUMOE8 KAK AKMUBHbBIX
dopmuposameneii coOCmMeEEHHBIX CNOHCHBIX U PA3ZHOOOPA3HBLIX NAMMEPHOE
6bIXOOHBIX CUZHAI06 HelpoHa. J|aHHAas KOHIEMIUS aKTUBHOTO (HOPMUPOBAHMS
JIEHJIPUTAMU BBIXOJHBIX MATTEPHOB CYIIECTBEHHO PACIIMPSIET CYIIECTBYIOIIUE
npeACcTaBieHus O (YHKIIMOHAJIBLHON pOJIM JACHAPUTOB, KOTOpas  IMOKa 4YTO
CBOJMJIACh K YYacCTUIO JIMILb B MPAHCHOpmuposanuu BXOIHBIX CUTHAJIOB B
BBIXOJIHOM, U OOBSICHSICT, KAK UIMEHHO OOECIIeUMBAECTCS 3aBUCUMOE OT CTPYKTYPhI
U DJICKTPUYECKUX CBOWCTB JACHAPUTOB ghopmuposanue perepryapa COOCTBEHHBIX
BBIXOJ/IHBIX AJIEKTPUUYECKUX MATTEPHOB HEHUPOHA.

Kntouesvie cnosa: HeWpoHbBI, NEHAPUTHOE PA3BETBIECHUE, Pa3MEpP, CIOKHOCTD,
METpUYEeCKasi AaCUMMETpHUs, WOHHbIC KaHaJlbl, HEJIWHEWHbIC DIECKTPUUYECKUE
CBOMCTBA, JICKTPUUECKUE COCTOSIHUSI, IPOCTPAHCTBEHHO-BPEMEHHbBIE MMATTEPHBI.
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Thesis is devoted to the study of the biophysical mechanisms and laws that
determine the influence of geometry and active membrane properties of dendrites
on formation of intrinsic complex patterns of electrical activity of neurons.

Investigations were performed on model neurons of different types (neocortical
pyramidal neurons, cerebellar Purkinje neurons, motor neurons of the brain stem
and spinal cord) with active properties of the dendritic membrane and complex
geometry of dendritic arborizations, both natural, derived from computer
reconstruction of in vivo stained cells, and modified by the virtual dissection of
individual structural elements in order to specify the functional roles of the latter.

For the first time we disclosed the biophysical mechanisms determining the
generation of a variety of both simple and complex, including stochastic, intrinsic
patterns of output signals in neurons with the dendrites having complex metrically
asymmetrical branching geometry and nonlinear electrical membrane properties.
For the first time subtle organization of the electrical states of excitable membranes
was revealed as the possibility of the existence of multiple excitation states, which
differ in levels, time of occurrence and life-time of the membrane depolarization,
which tends to self-maintaining. It was for the first time established that neurons of
different types, which significantly differ in structure and membrane properties of
their dendrites, share common laws of links between the complexity and regularity
of the temporal pattern at the cell output and the intensity of tonic synaptic
excitation, uniformly distributed along the dendrites. Common are the generation
of simple periodical pulse patterns of low or high frequency at, respectively, low or
high excitation intensity, and the generation of complex periodical or stochastic
patterns at excitation intensity in a certain intermediate range. The feature is the
dependence of the latter on the size of the dendritic branching: the larger
arborization the smaller intensities in this characteristic range. For the first time we
determined the specific roles of the size, complexity, and metrical asymmetry of
the dendritic branching as well as kinetic properties of ion channels populating the
dendritic membrane in the formfion of the features of spatial-temporal patterns of
intrinsic electrical activity of neurons of different types.

Keywords: neurons, dendritic branching, size, complexity, metrical asymmetry,
ion channels, non-linear electrical properties, electrical condition, spatio-temporal
patterns



