2012 Hszeecmus 6ysos. Paduodusura Tom LV, N 3

VIIK 621.373.1

JUNCKPETHAS MOJEJIb OJINBO-MO32KEUYKOBOM CUCTEMBI:
CTPYKTVYPA I INHAMUKA

0. B. Macaennuxos, B. U. Hexopxun

WNucruryr npuknagnoit dusuku PAH, r. Huxkuuit Hosropos, Poccust

B pabore mnpejyroxkena nauCKpeTHasi MOJIEIb OJINBO-MO3KEUKOBOI crcreMbl. Mojesib cocTouT u3 Tpéx
CJIOEB B3aMMOJENCTBYIONNX 3JIEMEHTOB — HEWPOHOB HIKHHUX OJIUB, KjIeTok llypkuube n rirybokux siuep
MO32K€4Ka, 0ObeJMHEHHDBIX B €IMHYIO CTPYKTYDPY aKCOHAJbHBIMU COeJUHEHUsIMU. KarK plil 9J1IeMeHT TaKkon
CTPYKTYPBI XapaKTePU3yeTcs JBYMEPHBIM TOYEYHBIM OTOOPayKeHHEM C OIPEJIeIEHHBIM HAOOPOM IIapaMer-
POB JJIst KaxKJ0ro Trma HeiipoHoB. ONHCaHbl JUHAMIYECKIE CBONCTBA HEHPOHOB PA3JIMYHBIX THUIIOB, HCCIIe-
JIOBaHa CIOHTAHHAs U WHIYIIMPOBAHHAS CTUMYJIOM JUHAMUKA OJIMBO-MO3KE€YKOBOU CHCTEMBI. B oTinyune or
paHee IIPeJIJIOXKEHHBIX MOJesell, B HacTodAIell paboTe y4TEHO aKCOHAJIBHOE B3aUMO/IeICTBIEe HEHPOHOB pas3-
JIMIHBIX CJIOEB U INIACTUYIHOCTD 3JIEKTPUIECKUX CHHAIICOB, Yepe3 KOTOPHIE OCYIIECTBIIAETCA B3auMOoAeicTBIe
HEHPOHOB HMKHUX 0J1uB. [lokazaHO, 9TO 3TH (HPAKTOPHI UIPAIOT 3AMETHYIO POJIb B IIpoIiecce (DOPMUPOBAHUS
IIPOCTPAHCTBEHHO-BPEMEHHOI aKTUBHOCTU B CJIO€ HEHPOHOB HUXKHUX OJIUB.

BBEAEHWNE

OpiHO# U3 BaXKHBIX (POPM KOJIJIEKTUBHON 3JIEKTPUIECKON aKTUBHOCTH HEHPOHHBIX CETEH SIBJISETCSI
obpasoBaHue KoJiebaTe/IbHBIX CTPYKTYD (MATTEPHOB) — TPYII HEHPOHOB, CHHXPOHHO I'€HEPUPYIOIINX
ITOTEHINAJIBI JIeHCTBUA Ha POHE OTHOCUTEIHLHOIO IIOKOsI HEHPOHOB BHE IPYIIIbl. Takue pOpMbl aKTHB-
HOCTH OBbLIM OOHApPYy»KEHBbI IKCIEPUMEHTAJHLHO B PA3/IMYHBIX HEHPOHHBIX CTPYKTYpax, B TOM YHCJIE B
spuTenbHON [1] u comarocencopHoii [2] kope, B Bucounoii jose [3], B Huxkuux onmsax [4] u ap. Ozgnako,
HECMOTPsI Ha 3HAYUTEIbHBIA MPOIPECC M YCIEXH B COBPEMEHHBIX SKCIEPHUMEHTAJIbHBIX Heipodusno-
JIOTUYECKUX HMCCJIEJIOBAHUSIX HEHPOHHBIX CHUCTEM, JIOCTUTHYTBIE C IIOMOIIHIO HUX PE3YJIbTAaThl BCE-TaKHN
ocTafoTcs orpanmdeHHbIMI. OHHU IIOKa eIé He MO3BOJIAIOT JOCTUYD JOCTATOYHO ITOJIHOTO HOHMMAHMSI
paboThl KPYITHOMACIITAOHBIX HEMPOHHBIX CeTell U Ieneil, TpeOyIonnux 0IHOBPEMEHHON PErucTpaIlun aK-
TUBHOCTH OYE€Hb OOJILIIIOrO YHCJ/Ia HEHPOHOB, KOTOPhIE YaCcTO MPUHAJIEXKAT PA3IUIHBIM CTPYKTYPHBIM
€JIMHUIIAM.

B wacTHOCTH, BO MHOTHX C/Iydasix OCTAIOTCS HESICHBIMU MEXAHU3Mbl BOSHUKHOBEHUS M PA3PYIIEHU
[IaTTEPHOB JIEKTPUIECKON aKTUBHOCTH B OOJIBIINX HEUPOHHBIX CHCTEMAaX, COCTOSIIUX M3 HECKOJBKIX
B3aUMOJEHCTBYIONINX CTPYKTYPHBIX €IUHUIL, T.€. [TOJCUCTEM HEeHPOHOB, KaxK/as U3 KOTOPBHIX 00pa3o-
BaHa KJIETKAMHU OmpeieaéHHoro tuma. OJHUM M3 BO3MOXKHBIX IIyTell BBISIBIEHUS TaKUX MEXaHU3MOB
MOXKeT ObITH Mojie/inpoBanre. OCHOBHBIM MPEISITCTBUEM 3/1€CH SIBJISIETCST CJIOZKHOCTD MOJIeJIeil — BBICO-
KOPa3MEpPHBIX HEJIMHEHHBIX JUHAMHIECKIX CHCTEM, KaK IPABUJIO N30BITOYHO JIETAJIbHO OIMUCHIBAIOIINX
MOHHBIIl TpaHCIIOPT Yepe3 MeMbOpany Kierku (dopmasn3M XomKKnHa—XaKCm).

CpaBHHUTEILHO HEJIABHO, CM., HAIpuMep, 0030pkl [5, 6], ObLIO MOKa3aHO, YTO B 3HAYUTEJILHOI cTere-
HU 9T TPYIHOCTU MOTYT OBITH IIPEOJIOJIEHBI C TOMOIIBIO BBEJAEHUsT HOBOI'O KJIACCA MOJIeJIel HeHPOHHOM
AKTUBHOCTHU B (bOpPMe HEJIMHEHHBIX TOUEUHBIX OTOOparkeHuii. YCTaAHOBJIEHO, UTO, C OAHON CTOPOHBI, Ta-
KHe MOJIEJIU C BBICOKO TOYHOCTBIO BOCIIPOU3BOJAT KJIIOUEBble CBOMCTBA KaK OT/AE/JbHBIX HEMPOHOB, TaK
7 KPYITHOMACIITAOHBIX HEHPOHHBIX CUCTEM, a C JIPyTroil — SBJISIOTCH BBICOKOI(MD(MEKTUBHBIMU aJITOPUT-
MaMHU JIJIsl YUCJIEHHBIX TEXHOJIOTUH.

Hacrosimmas pabora oTHOCHTCSA K 9TOMY HAIIPAB/ICHHUIO MOJACIUPOBAHUS HEHPOHHBIX cUCTeM. B Hei
HOCTPOEHa JUCKPeTHad MOJe/b TaK HAa3bIBAEMOIl OJIMBO-MO32KEYKOBOW CHUCTEMbI — OTJIeJIa MO3ra Io-
3BOHOYHBIX, COAEPzKAIIero OIPOMHOE YHCJIO KJIETOK, CBA3AHHBIX APYT C JPYTrOM MHOXKECTBOM CHHAIl-
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THYIECKUX CBsaA3el. BoJIbIoe 9nc/io 9KCIepuMeHTANbHBIX CBEICHUN CBUIETE/ILCTBYET O €€ BayKHOH po-
JIX B OCYIIECTBJIEHUU MOTOPHOI (DYHKIIMKM OPraHU3Ma, T.€. KOHTPOJIE ABUIATeIbHBIX CHCTEM, aJallTa-
MU JIBUZKEHUS] B U3MEHSIIOIINXCsl BHEIIHUX YCJIOBUSAX, MOTOpHOM ob6yuenun [11, 12|. Heiipous! onmso-
MO3KEJIKOBOIl CHUCTEMBbI OObEIUHEHBI B BBICOKOYIIOPSIIOYEHHDBIE T'PYIIILI, KaXKJIasd U3 KOTOPBIX HIPAeT
CBOIO (DYHKITMOHAJLHYIO POJib. VICK/IIOUNTEIbHA BayKHOCTD 3TOM CUCTEMBI OOYC/IAB/INBACT €€ M3yIeHHe
HCCIIeZIOBATEISIMUA PA3JIMIHbIX HalpaBjeHuil [13-21] u crumysnupyer mojesmpoBanue eé CBONCTB Jijist
CO3/IaHUST UCKYCCTBEHHBIX HEHPOIOIOOHBIX CTPYKTYDP, IMUTHPYIONINX BO3MOXKHOCTH PEAJTHLHON OJIUBO-
MO32KEIKOBOU CUCTEMBI.

B macrosieii crarbe Mbl OIIMPAEMCsi Ha, KOHIIENIIO paboThl OJIMBO-MO32KEIKOBOI CHCTEMBI, IIPE]I-
JIOKEeHHYIO (CM., B gacTHOCTH, [18]) amepukanckum Heiipoduszuosorom P. Jlaunacom u3 MeaunuHCKoO
mkouibl Heto-Mopkckoro yHuepcuTeTa. B Heil ompeesisiiomast poiib OTBOIATCS IIporeccaM hopMupo-
BaHUS U PA3PYIIEHUsT KJIACTEPHBIX COCTOSHUN ITEKTPUIECCKON AKTUBHOCTU BXOISIIUX B ITY CUCTEMY
HeHpOHHBIX cereil. [IpuBenéMm Kparkuii 0630p MpemIIecTBYOMMUX PAabOT IO MOJAEIUPOBAHUIO OJIMBO-
MO32KE€UKOBOI CHCTeMbI Ha OCHOBe T01x0/1a JImnHaca. 3aMeTuM, 9YTO B HUX MCIIOJIb3YOTCS HEITPEPBIBHBIE
MOJIE/IU CTPYKTYPHBIX €IMHUI] OJINBO-MO3KEIKOBON CHCTEMbBI, C PA3HON CTEIEHBIO ITOJTHOTHI UCIOJIL3Y-
foriue hopmanzm XOKKHHA—X AKCJIH.

B pabote [22] npeiozkena u uccsieioBaHa MoJIeJIb OJIMBO-MO3KEIKOBOl CUCTEMBI B BHJIE TPEX JIBY-
MEPHBIX CJIOEB 3JIEMEHTOB-HEUPOHOB. JIMHAMUKA IEPBBIX JBYX CJIOEB BOCIPOU3BOJUT AKTHBHOCTH TaK
Ha3bIBAEMBIX HEIIPOHOB HIKHUX OJIUB, & INHAMUKA TPETHErO CJIOS — HEHPOHOB IVIyOOKUX s/Iep MO3Ked-
Ka. DJIEMEHTBI [IEPBOTO U TPETHETO CJIOEB OIMUCHIBAIOTCS AuddepeHnInabHbIMI yPABHEHUSIME [IEPBOTO
[IOPsAIKa, a BTOPOro CJI0s — JAByMepHoii cucremoin PurnXbio—Harymo. DjieMeHThI IepBOro CJIos B3au-
MOEHCTBYIOT JIPYT C APYTOM 3a CUET JIEKTPUIECKUX CBA3EH, CUIa KOTOPBIX OIpeIe/sieTcs ajaredpan-
JecKUME PYHKIUSIMA OT IIEPEMEHHBIX TPEThEro cJjiost. VceiemoBana 3aBUCAMOCTD Pa3MEPOB KJIACTEPOB
U KOI'€PEHTHOCTHU CIIAPKOBBIX IIOCJICIOBATE/IbHOCTEl HEMPOHOB HUXKHUX OJIUB OT CUJIBI CBA3CH MeXKIy
HUMH U JIPYTHUX [IapaMeTpoOB MOIEIN. 3aMEeTUM, 9TO B 9TOI paboTe paccCMOTPEHa aBTOHOMHAsT JUHAMUKA
cucTeMbl 0e3 yuéra BJIUSHUSI BHENTHUX CTUMYJIOB. CUmTaeTcst, YTO B3aMMOJEHCTBAE MeXK 1y HelpoHa-
MM Pa3JIMIHBIX CJI0EB MOJEJM IIPOUCXOAUT MIHOBEHHO, T.€. HE YUTHUTBIBAIOTCS S(PMEKTHI 3a1eP:KKU
MHAOPMAIMOHHOIO O0MEHA MEXKJy SJIEMEHTaMU, UTO B HEMPOIIOJOOHBIX CHCTEMAX 3a9aCTyI0 HIPAET
OIIPEJIE/ISIONIYIO poJib. JIMHAMUYeCcKre CBOMCTBA HEUPOHA HUXKHUX OJIMB — T'€HEPAIUsd IO/IIOPOTrOBhIX
KOJIEOAHWI U CIIAfKOB HA UX MUKAX — MOJEJUPYIOTCS C MOMOIIBIO IIIYMOBOIO CJIAraeMOTO.

B pa6orax |23, 24| upe/jioxKeHa MOJIeJIb OJIMBO-MO3KEUKOBO CHCTEMBI, COCTOSIIIAs U3 CJI0sT HEHipO-
HOB HUKHUX OJIUB M JIOTMYECKHX OJIOKOB, paboTa KOTOPBHIX OIUCHLIBAET CyMMAapHYIO aKTHBHOCTHL Heii-
pouoB Ilypkunbe u smaep mMozkedka. JlnHamuka HepoHa HUKHUX OJIUB OIMUCHIBACTCH UETBIPEXMEP-
HOIT cucremoii muddepeHIaibHbIX ypaBHeHuii (1ByMsi cBsazanabiMu cucreMamu PurnXbvio—Harymo).
Paccemorpen adpdexr dazoroit mepeyctaHoBKE KOJIeOAHUN HEHPOHOB HIKHUX OJIUB BHEITHUM CTHMY-
JIOM H IIPOIIECC 3AIIOMUHAHUS CJIOEM ITUX HEHPOHOB BHIHYKIEHHBIX MOTOPHBIX IATTEPHOB aKTUBHOCTH.
Hecomuennast 3HA4UMOCTD 9THX pabOT 3aKJIIOYAETCsI B TOM, 9TO B HUX CIEJAHA IIONBITKA OObICHUTD
CBOMICTBa, OJINBO-MO3KEUYKOBOI CHCTEMBI Ha SI3bIKE TEOPHUH AUHAMUYecKuX cucreM. OJHAKO UCIOJIb3Y-
eMasl B 9TUX CTATbAX MOJIe/Ib HEHpOHA HUXKHHUX OJIUB B BUJE HEJIWHEHHON YeTBhIPEXMEPHON CHCTEMBbI
3aTPYIHSIET AHAIU3 OJUBO-MO32KEUKOBOW CHCTEMBI C PEAUCTHIHBIM UHCIOM 3JIEMEHTOB. B cBs3u ¢
9TUM paboTa TaKUX TUIIOB HEHAPOHOB, KaK KJeTKH IlypKuHbe M HEHAPOHBI siep MO3XKEUYKa, CBEJIeHa K
JEMCTBUIO IIPOCTBIX JIoruvaeckux 0,10koB. Kpome Toro, B pabore He yIUTHIBAETCS KOHEIHOCTH BPEMEHHU
pacrpocTpaHeHUsT HEPBHBIX MMITYJIbCOB 110 BOJIOKHAM MEXKJIy HEMPOHAMU, UTO BCEIJia UMEET MECTO B
peabHBIX HEHPOHHBIX CHCTEMAX.

B pa6ote [25] paccmarpuBaercst JIMIb OJUH CJI0i HEIPDOHOB HUYKHUX OJIMB, JIMHAMUKA KayKJIOIO U3
KOTOPBIX OIUCBIBAETCS MOJIEIbIO0 HEHPOHHOM akTUBHOCTU VI>KrKeBUYa, UMEOIeil BU 1By MEPHOU CHUCTe-
MbI ndepeHITnaAIbHBIX ypaBHeHuii. 3y deHbl cTaTUCTHYIECKUe CBONCTBA CJIOS, HAWIEHBI TapaMeTPhI
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MOJIEJIN, IIPU KOTOPBIX IOJIyIaeMble B Pe3yJIbTaTe BLIYUCICHUI BEJIUIUHBI OJIM3KH K SKCIIEPUMEHTAJIb-
HBIM 3HAYEHUSIM, IIOJIYI€HHBIM IIPA MHOI'OJIEMEHTHON PErnCTpalii aKTUBHOCTH KJI€TOK, HAXOIAIIIXCST
O] BO3AEHCTBUEM PA3JIMYHBIX XUMUYIECKUX COeanHeHnit. B 9Toit paboTe OCHOBHOI AKIIEHT HEeIaeTCsI
MMEHHO Ha COBIAJIEHUN CTATUCTUIECKHX XaPAKTEPUCTUK C KCIIEPUMEHTAJILHBIMEI BBIBOJAMU U HE yIIe-
JISIETCsT IOCTATOYHOTO BHUMAHUS (DYHKIIMOHAIHHON POJIM U3yYIaeMbIX HEPOHOB U JIWMHAMUYECKHUX IIPO-
[IECCOB B KOHTEKCTE (PYHKIIMOHNPOBAHUSI BCeil cucreMbl. IToMUMO 2TOr0, HECMOTPs Ha, COBIIAJAEHUE CTa-
TUCTUIECKUX XaPAKTEPUCTUK MOJE/H C SKCIIEPUMEHTAILHBIMEU PE3y/IbTaTaMu, OHA KATeCTBEHHO HE BOC-
[IPOU3BOIUT OCHOBHBIX CBOMCTB HEPOHOB HMXKHUX OJIUB, T.€. T€HEPAIUIO IIOIIIOPOTrOBBIX KoJIeOaHuil 1
daz30ByI0 HIEPEYCTAHOBKY.

B macrosimieit pabore OymeT mocTpoeHa IUCKPETHAST MOJIEb OJIMBO-MO3KEIKOBONW CHUCTEMBI U IIPO-
BeJEeHO HCCJIeoBaHNe e€ MUHAMHUKU. BakKHO OTMETHTDH, 9YTO B HAIIleil MOJE/M BCE BXOJMAINME B OJIUBO-
MOBKEYKOBYIO CHCTEMY HEHPOHBI, HECMOTPsI HA WX Pa3JnIHble (DYyHKIIMOHAJILHBIE CBONCTBA, y/IaJ0Ch
OIIUCATDH C ITIOMOIILIO OJHON M TOW YK€ CUCTEMbI HEJIMHEHHBIX TOYEUHBIX 0TOOparkKeHuil, moadupast mo/l-
XOJISIIIAM 0OPA30M JIUIIh [APaMETPbl 9TON MOJIEJIN.

CraTbs opranm3oBaHa CJIeIyOmKUM obpa3oM. B pasnene 1 maércs ommcanne apXUTEKTYPbl IIPEJI-
JlaraeMoil MOJEe/N U XapaKTEPUCTUKA OCHOBHBIX AMHAMHYECKNX CBOWCTB BCEX THUIIOB MOIE/BHBIX HEM-
POHOB, COCTABJISIOIINX CHCTEMY. B pasmesne 2 usydaercsd IUHAMUKA CHCTEMbBI B OTCYTCTBHE BHEIIHETO
BO3/IEHCTBUS U IIPU HAJUYIUM CTUMYJA. B 3aK/odeHnn 00CyKIAI0TCS OCHOBHBIE PE3YJIbTATHI PAOOTHI.

1. IJUCKPETHAY MO/IEJIb OJINBO-MO3>KEUYKOBOI CUCTEMBI
1.1. CrpykTypHas cxema

Hama mMozensb cocrout n3 Tpéx cioés (puc. 1).
[Tepeblit — 210 CcyI0ii HeliponoB HuzkHUX oiuB (10,
inferior olives), KoTopblii naee OygemM Ha3bIBATH OC-
HOBHBIM, IIOCKOJIBKY €r0 JUHAMUKA SIBJISIETCS BbI-
XO/THO# B Hareil mojesin. Bropoit cioit coctout us
kiterok Ilypkunbe (PC, Purkinje cells), rpernii — u3
HeiiporoB siziep mozxkedka (CN, cerebellar nuclei).
Coceane sj1eMeHTbl OCHOBHOT'O CJIOST CBSI3aHBI JIPYT
C IPYTOM Yepe3 JIEKTPUIECKUE CUHAIICHI, 00J1a,1a10-
[ye CBOMCTBOM IutacTuaHoCTH. OT KarkJI0r0 Heilpo-
Ha HI2KHUX OJIUB C WHJAEKCAMU %, OTXOIUT AKCOH,
TaK HA3bIBAEMOE JIa3alollee BOJOKHO, PA3BETBIISIO-
Puc. 1. Cxemarnyeckoe IIpejcTaBjeHue JUCKpeTHo# IIUICST HaIBOE (CM- puc. 1)~ O6e akcoHaJIbHBIE BET-
MOJIEJI OJIMBO-MO3KEUYKOBOM cucTeMbl. | — cJIOii  BH (KOJIJIaTepam/I) OKaHYMBAIOTCSI BO3OY K IAIOIIIMHI

kierok Hypkunbe (PC), 2 — croit HefipoHOB HUZK-  cpparcaMu: ofHa Ha Heiipore ITyPKHHbE ¢ HOMEPOM
Hux oyus (I0) — ocHoBHOI cit0it, 3 — cJ10il HEHPOHOB

(i,7), npyras — na Heiipone sinpa (i,7). Kaxnas
riry6okux saep (CN)

kierka Ilypkunbe (i,j) uMeeT akCOH, OKAHIHBAIO-
IIU{icst TOPMO3HBIM CHHAIICOM Ha COOTBETCTBYIOIIEM HefpOHe sipa ¢ mHjeKcaMu i, j. Takum obpasoMm,
KaK/Iblil HEHPOH $/[pa IPUHIMAET CHI'HAJBI PA3JIMYHBIX THIOB Y€Pe3 CBOU CHHAITHYIECKHUE BXOIBL C
HeflpoHa HMKHUX OJIMB — BO30Yy2Kjafomiue, a ¢ KjaeTku Ilypkunbe — TopMmossiue. B cBoo odepep,
OT KaKJI0ro HeifpoHa sijpa (i, j) OTXOAUT AKCOH ¢ MHIMOMTOPHBIME CHHAIITHYECKAMU OKOHYAHUSIMH,
HO/IABJIAIONIAME JIEKTPHYECKHE CBSI3M COOTBETCTBYIONIErO HEfPOHA HIZKHIX OJIHUB (i,7) C COCEHNMU
9JIeMEHTaMH OCHOBHOI'O CJIOgl, T.€. ¢ Hefiponamu ¢ Homepamu (i — 1,7), (i +1,7), (i,5 —1) u (4,5 + 1).
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1.2. BazoBoe oTobparkeHue

Jlist onucanus JUHAMUAKY OTAE/ILHBIX HEfIpOHOB MbI Oy/I€M UCIIOJIb30BaTh JOCTATOYHO yHUBEPCAIb-
Hoe |9, 10| nBymepHOe oToOparkeHne B Ge3pa3MEPHBIX [IEPEMEHHBIX CJIE/YIONIEero BHA:

=2+ F(x)—y—BH( —d) + Lyn.

g=y+e(z—J), M)

rJie IepeMeHHasl & Ka9eCTBEeHHO OIHMCHIBACT JMHAMUKY MEMODAHHOIO HOTEHI[HAIa HEPBHOI KJIETKH, Y
— COBOKYIIHOE JIeficTBUe BCEX HMOHHBIX TOKOB, IIPOXOJAIINX Uepe3 MeMOpaHy HeHpOHA M OTBEYAOIIIX
3a BOCCTAHOBJICHHE [TOKOs MeMOpambl (Tak Ha3blBacMasi BOCCTAHAB/IMBAIONIAs IepeMeHHast), a PyHKInH
F(z) n H(x) umeror Buj,

F(z)=z(z —a)(l—2), (2)
o= 720

Yepra 0603HaYAET, YTO 3HAYEHNE [IEPEMEHHOI, HAJl KOTOPOH OHA CTOUT, 6EPETCsI B CII/Y 0N MOMEHT
6e3pa3MepHOro JUCKPETHOro (Imar JucKpern3anun pasen 1) Bpemenn t. [losokuresnbHblil mapamerp €
OIIpeeIIeT XapaKTePHbI BpeMeHHO MaciiTad n3MEHEeHNs BOCCTAHABINBAIONIEH IEPEMEHHONI ¥, mapa-
metp J (J < d) KOHTpOIMpPYeT YyPOBEHb JEHOJISIPU3AIN MeMOPAHBI, ITOJIOKUTEIbHBIE TapaMeTpsl § 1
d XapaKTepu3yIoT II0porosele cBoiicTBa Mogenn. Ciaraemoe Igyy ONUCHIBAET CHHAITHYECKHI TOK, I10-
CTYIAIOIHIi Ha JAHHBI HEfPOH OT JPYIUX HEHPOHOB, U MMEET Pa3HbIE IIPEJICTABICHHS B 3aBUCHMOCTI
OT THUIIA CUHAIICA.

[TokaxkeM, onupasicb Ha pe3y/braTbl PadoThl |9, 4TO MOBe/eHNE HEPOHOB, BXOMSIIUX B OJIUBO-
MO3KEUKOBYIO CHCTEMY, MOXKET OBITH ommcaHo orobpazkenneM (1)—(3).

1.3. HelipoHbl HU>XKHUX OJINB

HeillpoHbl HUYKHUX OJIUB O0JIAJIAIOT PSIZIOM UCKJIIOUUTE/bHBIX JUHAMUYECKUX cBoiicTs [15-18|. Bo-
IIEPBLIX, B COCTOAHUN ITOKOA MeM6paHHbH71 IIOTEHIINAJI 3TUX KJIETOK HaXOIUTCA B peKMMe TaK Ha3bI-
BaeMbIX IIOJIIIOPOTOBBIX KOJiebaHUil. DTO KBA3UCUHYCOUIAbHBIE KOJIEOAHUS € MAJIONH aMILUIUTYI0N U
qacroroit 1+10 I't. ITo mocTmKeHnn MeMOpPAHHBIM MOTEHITMAJIOM KJIETKH HEKOTOPOI'O IIOPOrOBOTO 3HAa-
YeHUs Ha IUKE ITUX KOJIeOAHUN TeHepUpyercsi MOTEHINA JIEHCTBUS — CHAlK. Bo-BTOPBIX, HEHPOHBI
HU>KHUX OJINB B3aHMOﬂeﬁCTByIOT APYTr C APYTrOM IIOCPEJACTBOM JIEKTPUIECKUX CUHAIICOB, T. €. HIEJIEBbIX
KOHTAKTOB, IMPUYEM CHJIA 9TOI'O B3aUMOJIEHCTBUS JUHAMUIECKA MEHSETCH C HOMOIIBIO 0CODOro Mexa-
Hu3Ma — rioMepysia (or Jjar. glomerulus — kiy6ovek). Pabora 9/1eKTpUYIecKOro CHHAIICA yIIPABIISIeTCst
AKTUBHOCTBIO HEHPOHOB TUIYOOKUX sIJIED.

B kadecTBe MoJle1 HefipoHa HUKHUX 0B 3anuiieM cucremy (1)—(3) B cieyromem Buje:

Zio = z10 + F(z10) — Y10 — o H (z10 — dio) + Lsyn,
g10 = y1o + €10 (z10 — J10)-

(4)

Crnaraemoe Iy, = ZZ gi (:U{O — r10) dopMEpyercsi BceMu COCEJHUMH HelpOHAMM HUZKHHUX OJIUB, C
KOTOPBIMU JIAHHDBIA HEHPOH B3aWMMOJIEHCTBYET dUepe3 IJEKTPUIECKUil cuHalc. B JaHHON MOJeIn MBI
OyeM y9IUTBIBATH CBI3b TOJBKO C YETBHIPbMS OJIMKAUIINME coceHUMH HeipoHamu. CHHAIITHIECKasT
IIPOBOJIMMOCTD ¢; AMHAMUYECKU YIIPABJIACTCS aKTUBHOCTHIO HEPOHOB dAJep MO3XKEUKa.

[ToapobHee ocTaHOBUMCsT Ha BBIOOPE IMOAXOAAIIMX IIapaMeTPOB JJisl BOCIPOU3BEIeHNs 0COOEHHOCTE
JIMHAMUKU HEepOHOB HIKHUX oyiuB. Ha puc. 2a, 6 npupeneHbl guarpaMMbl aMIuiuTyasl A u nepuoma T
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Puc. 2. 3aBucumocrs amiumuTyasl (a) u nepuoga (6) kosebanuit or mapamerpos J u € upu = 0,9 u
d = 0,85. Kpyx)kamu ¢ iudpamu 1 u 2 oTMedYeHbl 3HAUEHUS] TAPAMETPOB, KOTOPBIM OTBEUAIOT (Ha30BbIe
HOPTPETH HAa NAHENsIX (6, 2) COOTBETCTBEHHO. ['pajianueli ceporo mpera KOJAUPYeTcsl BEJININHA aMILIATY-
sl (@) m nepuoja Kosebanmii (6). Bosee TéMHBIE OTTEHKH COOTBETCTBYIOT MEHBIIHNM, 0OJiee CBETIIbIE —
OOIBITIM 3HAYCHASM AMILIUTY/bI U IepUoia KolebaHnii COOTBETCTBEHHO

KojieOaHuil HepOHA HUXKHUX OJIUB B 3aBUCUMOCTU OT napamerpoB J u €. M3 mero BumHO, 9TO BO3MO-
JKeH JIDO PEXKUM TIOIIOPOTrOBBIX KOJIeOaHuil, TubO pesKuM reHepaliuu CIIaiikoB Ha IMUKaX HOIIOPOTOBBIX
kosiebanuii. [1pu snadenusx J u €, 0603HaxIeHHBIX UMPON 1, MOIE/ILHBIN HEIPOH reHepupyeT KBa3UCH-
HYCOHUJIAJIbHBIE TIOJIIIOPOIOBbIE KOJIeOaHMs, KOTOPBIM Ha, (Da30BOM IIJIOCKOCTA OTBEYAET yCTOWYINBAS WH-
BapUaHTHasl KpUBasl, POJUBIIAsICS B pe3yJibrare cynepkpurudeckoii budypkarun Heitmapka—Cakepa
(puc. 26). C yBeauuenuem J, npu nomnajanuu 3HadeHuil J u € B 061aCTh S, POKIAETCs KaueCTBEH-
HO MHOI arrpakrop (puc. 22, orBevaromuii 3HauenusiM J u €, 0603HaYeHHBIM 1UdPOIl 2), coorBeT-
CTBYIOIINY PEXKUMY CIIAfKOBOI aKTHMBHOCTH Ha IMHMKAX IMOJIIOPOroBbIX Kojiebanwmii. [lepexom I — 2 Ha
wiockoctu (J,€) coorBeTCTBYET nepexojly HefipoHa HUXKHUX OJIUB M3 PEeKUMa, IOJIIOPOrOBBIX Kojieba-
HUW B PEXKUM IeHEePaIluu CHANKOB Ha NMUKaxX Takux KoJiebauuil. /laHHbIE TIepexo/ibl 0OHADYKUBAIOTCS
B juHaMuKe Mojesn npu dpukcuposanubix J = 0,049, ¢ = 0,005 (cm. puc. 3), HOCKOJIBbKY yIIPaBJisi-
IOIIUM TIaPaMeTPOM B JAHHOM CJIydae sIBJISIETCsI lepeMeHHoe ciaraemoe Ign B (4), MeHsiiolee mopor
BO30OYKJIEHUST CITAKOB HA MUKAX IOIIIOPOTrOBBIX KOJIEOAHUIA.

Baxknyio posib B paboTe 0JIMBO-MO3KEIKOBON CHCTEMBI UI'PAeT OOHAPYKEHHDIN SKCIEPUMEHTA b
HO 3P PEKT mepeycTaHoBKU (ra3bl KojaeObaHuil HEHPOHOB HMXKHHUX OJIMB BHEIIHHM HMITyjabcoM. OH co-
CTOUT B CJIeyiomeM. PaccMOTpUM i ONPEIE/IEHHOCTH CUCTEMY MBAJIATH HEB3aUMOIEHCTBYIOIIIX
HEHPOHOB CO CJIErKa Pa3/INIAONIUMUCS JacTOTaMu ([apaMeTp € I PA3/IMIHbIX HEPOHOB paBHOMED-
HO pacupenesnén B guanazone 0,0052 £ 0,0002), Ha koTopyio B MoMmeHT BpeMmenu t = 500 mocrymaer
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Puc. 3. Ocrmutorpamma (@) 1 cooTBeTCTBYIONHI ha3oBblil mopTpeT (6) cucremsl (4) npu Bo3aeiicTBIN
TIEPEMEHHOTO CHHAIITUYIECKOTO ToKa i Jio = 0,049, £ = 0,005. BugHO, ITO OCYIITECTBIIAIOTCS TEPEXO/IBI
13 peXKUMa, [OIIOPOTrOBBIX KOJIEOAHUN B PEXKUM T'eHEPAIMY TOTEHINAJIOB JIEHCTBUS HA MUKAX KOJIeDaHUi

IPSIMOYTOJILHBINA CTUMYJI ¢ aMILIATYI0H Agim = 0,4 u gyurensnocToio Tyim = 10. Ilocie okonuanus
JIeMCTBUS CTUMYJIa, KOT/a IPEKPATITCS BCE IEPEXOHbIEe IIPOIECChl, B CUCTEME HeiPOHOB OOHApYKU-
BaroTca KojebaHusi, (pasbl KOTOPBLIX OJIM3KK U HE 3aBUCAT OT (Pa3bl KOJEOAHUI 10 IPUXOJa BHEIIHErO
nMiyiabca. Ha puc. 46 mokaszaHbl OCIUIIOTPAMMBI CIIARKOBBIX KOJI€0aHMit Ha (POHE MOAIIOPOTOBON aK-
tuBHOCTH. [lox melicTBHEM CTHMYyJia B CHCTEME YCTAHABIUBAIOTCS KoJebaHuUsl, OJIN3KIE K CHH(AZHBIM.
DTOT pexKNM PeAIM3yeTCsl HEKOTOPOe KOHEYHOE BpeMs, IOCIe YEro KoJIeOaHusl CTAHOBATCA HeCHHpas3-
HBIMHU U3-33 Pa3JIuddsl YaCTOT JIEMEHTOB. JTO CBOWCTBO SIBJISIETCSI BAyKHBIM, ITOCKOJIBKY IIO3BOJISIET
dOpMHUPOBATH IPYIIILI HEHPOHOB ¢ OJM3KUME (ba3aMM IOMIIOPOIOBLIX W CIIARKOBBIX KOJIEOaHUA, T.e.
dazoBbIE KIACTEPHI.

3amMernM, 9To peajusaiius 3(p@eKTa MepeyCTaHOBKY 3aBUCHUT OT JJINTEJBHOCTH U AMILIATY/bI BHEIII-
HEro CTUMYyJIa, T. €. OH HabJIOJAeTCs He IIPHU JII0ObIX 3HAYEHUIX IOCIeIHIX. Kpome Toro, npu HaJIudnu
SJIEKTPUIECKON CBSI3U MEXKTY IJIEMEHTAMU BBICOKAsSI CTEIIeHb CHHXPOHHOCTU KOJIeO0AHUN MOYXKET MMOIIeP-
JKUBaTbCs B TedeHwe 0oJiee JJINTEILHOIO BPEMEHM, YeM 9TO IOKAa3aHO Ha puc. 46 i HEeCBA3AHHDLIX
HENPOHOB.

Hunavmudeckuit Mexanu3M (Hhas3oBoil IepeyCTaHOBKHU BHEITHUM CTUMYJIOM B HEPOHAX HUXKHUX OJIUB
yxKe Obl1 u3ydeH B [23, 24| Ha MOIeJSX ¢ HENPEPLIBHBIM BpeMeHeM. B ciydae cucremsl (4) daszosast
[IEPEYCTAHOBKA 00YCJIABIUBACTCS CXOIHBIM MEXAHIM3MOM, KOTOPBI, OJIHAKO, 00JIa/[aeT HEKOTOPBIMHU OCO-
OEHHOCTSIME, TIOCKOJIBKY 9TO OTOOpaXKeHne nMeeT Pas3pbiB B TOUke r1o = dio. Ha puc. 4a, 6 moxazana
dazoBast MWIOCKOCTH CHCTEMBI JIJIsi DEXKUMOB HOJIIOPOrOBOH aKTHBHOCTH (@) ¥ CIANKOBOW reHepaluu
Ha GoHe 1OIIOPOroBbIxX Kosebanuil (6). B HauaabHBIA MOMEHT BpeMeHH H300pPaKakoIe TOUKH PaB-
HOMEPHO PACIIPEJIEJIEHBI 110 3aMKHYTONH MHBAPUAHTHOW KPHUBOH, T.e. (PaKTUUECKH PACCMATPUBACTCS
arcaMOJIb, 3JIEMEHTBI KOTOPOI'0 MMEIOT pa3jinvdHble HadajbHbie (ha3bl. [Ipu mogade BHEITHETO CTUMYJIA
B BHUJIE IPSIMOYTOJIBHOTO UMITYJIbCA, MIPOUCXOMAT CJjemytoniue nporecchl. CHavaia aHcaMO/b nzobpa-
2KAIOIIUX TOYEK [EPEXOJUT 3a JIMHUIO Pa3pbiBa 1o = djo, 3aTeM ObICTPO HEPEMEIaeTcs B IIpeJieiax
XAOTUIECKOH 00/IaCTH BOKPYT JIMHUU PA3PhIBA U OJHOBPEMEHHO CXKMMAETCs BHOJIb ocu abcrmcc. [locse
nputsruBanus (azoBoro oobéMa K KPUBOI MeJJICHHBIX JIBUKEHUN OH C2KIMAETCs eIl¢ cuiibHee. B KoH-
1I€ OIMCAHHOI'O IEPEXOJHOrO IIPOIecca M300parkKalolue TOYKNA OKa3bIBAIOTCS OJIM3KU APYT K JAPYTy B
OKPECTHOCTHU 3aMKHYTOW MHBAPUAHTHOW KPUBOW, U 110 Heil BO30OHOBJISIIOTCS JBUKEHUS C OJTU3KUMU Ha-
JaJbHBIMU YCJIOBUSIME, HHAYTE TOBOPs ¢ Oym3kumu dazamu. Takum 06pa3oM, BO3OYKIAIOIIHI UMILYJIbLC
cTupaeT HHGOPMAIMIO O HAYaJIbHBIX (a3ax KoJebaHuil HEHPOHOB U ycTaHABIUBaeT OJM3Kue (has3bl J1Jist
BCEX 3JIEMEHTOB.
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Puc. 4. 9dbdexr dazopoit mepeycTaHOBKY MOIEIBHO-
ro HefipoHa HmXKHUX oiuB (4). B MoMeHT BpemeHn
t = 500 Ha 20 He CcBA3aHHBIX APYT C APYTOM 3JI€EMEH-
TOB OJHOBPEMEHHO BO3/ICHCTBYET KOPOTKHI BHEIII-
Huit crumys. [locste mepexoHBIX MPOIECCOB KOJTe-
6aHust BO30OHOBIIAIOTCs ¢ Osm3kuMu dazamu. [osc-
Henne sddexra Ha dazoBoit wiockoetn (r10, YIo)
(a, 6); ociutorpaMmbl KosieGanuit (6). Heliponsr
HAXOJISITCSL B PEXKUME MOJIOPOrOBbIX Kostebanuii (a)
MJTA T€HEPAITUH CIIAMKOB HA IIIKAX [TOIIIOPOTOBBIX KO-
neGanwuit (6, 6)

1.4. Heiipons! Ilypkunbe u riiyboKux siiep MO32KedKa

B coorBercTBum ¢ Hamei cxemoii OJIMBO-MO3KeYKOBOIi cucrembl (puc. 1) Heiiponbl Ilypkuube n
HEUPOHBI TVIYOOKUX si/Iep MO3KEUKa, — ITO IJIEMEHThI BTOPOI'0 U TPETHero CJ0éB coorBeTcTBeHHO. [Ipn
MOJIEJIMPOBAHUM 3TUX KJIETOK Mbl YHJIM UX KJIIOYEBble CBONCTBa, KOTOPbIE BHOCAT OCHOBHOH BKJaJ B
paboTy 0IMBO-MO32KEUKOBO# cucrembl. B Momenmn kimerku [lypKkuHbe yaTEeHO CBOWCTBO IeHEPAITUU TaK
HA3BIBAEMOI'0 KOMILIEKCHOIO CIafika pu BO30YKJICHUH JIA3AI0IIUM BOJOKHOM (CcM. puc. 5a). dpyrumu
CJIOBAMU, 3JIEMEHT BTOPOT'O CJIOS — 9TO CHUCTEMa, HAXOISIINAsACS B BO3OYIMMOM pPEXKHME, KOTOpas re-
Hepupyer 3aJ (66éper) craiikos npu Bo30yxkaeHnn. CucreMa, ONMUCHIBAIONIAS JIUHAMUKY MEMOPAHHOIO
noreHIuala Kiaerku [lypKuHbe, BBITVISIIUT CIETYONIM 06pa30oM:

Tpc = xpc + F(xpc) — ypc — BpcH (zpc — dpc) + Isyn,
ypc = ypc + epc (zpc — Jpc).

()

re o
Crnaraemoe Iy, = —gpcH (2p§ — Opc) (zpc + vpc) OnmCBIBaeT NeHCTBHE MMITYJIbCA, IPHXOSAIIETO C
HellpoHa HUZKHUX OJIAB IO JIa3alolleMy BOJOKHY, 4epe3 XMMHUYeCKUil cHHAIC. 3aMeTUM, 9TO CHHAIITHU-
YecKuil TOK B BHUJIE CIAraeMoro
syn — -
Iy, gH (x93 —0) (1 +v) (6)

YUUTBIBAET JIefiCTBUE IPECUHAIITHYECKOI'0 HeipOHa Ha IIOCTCHHAIITUYECKUN Yepe3 XUMUYEeCKNil CHHAIIC.
31ech X1 U To — 3HAYEHHUSI IIOCT- W IIPECHHAIITUIECKOTO IMTOTEHIINAJa COOTBETCTBEHHO, mapamerp O
olpeneJisgeT IIOPOroBoe 3HAYCHUE ITPECUHAITHYECKOrO IIOTEHIINAJIA, IIPU IPEBBIMIEHNN KOTOPOr'O IIOCT-
CUHAIITHYECKasi KJIeTKa BO30YK/AETCsl, IapaMeTp V — TaK Ha3bIBAEMBIN ITOTEHIUAJI PEBEPCHUH, OIIpe-
JEJISIONINI BeJIMIUHY TOTO BO30YKICHUS.

B mMonenu Helipona riyboKuX sijiep OTPaXKeHo cJjejyomiee ero ¢cBoiictBo. OH MEPexouT B aKTUBHOE
CIIATKOBOE COCTOsIHUE TIPU BO3OYKICHUN UYepe3 CHHAIITUIEeCKOe OKOHIAHNE COOTBETCTBYIONIEN KOJIIaTe-
paJii aKCOHA HEHPOHA HUXKHUX OJIUB M BO3BPAIIAETCS B COCTOSHUE ITOKOs IIPU UHIUOUPOBAHUU CHHAII-
TUYECKOI'0 OKOHUYaHWsi akcoHa kieTku [Iypkunbe (cMm. puc. 56). VHbIMU ciioBaMu, 5JIeMEHT TPETbEro
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Puc. 5. lunamuueckue cBoficTBa MosiesibHbIX Hefiporos [lypkunbe (a) n ray6okux sijaep Mosxkedka (6)

CJIOsT — 9TO OHCTAOUIbHASI CUCTEMA, UMEIOIAs 1Ba COCTOAHUS. [l KauecTBeHHOrO BOCIIPOU3BEIEHUST
9THX CBOMCTB OKa3bIBAETCS JTOCTATOYHBIM OJHOMEPHOE OTOOpaykKeHue IJjisl IEPEMEHHON TN, XapaKTe-
pusyiomeii MeMOpaHHBIN TOTEHIINAJT KIETKH:

Ton = zon + F(zen) — yon — BenH (zon — don) + 1SS + I, (7)

31ech ciaaraeMbie Iy un I;rylg OlpeIesIsIoT Bo3/eiicTBre BO30y K paommux (excitatory) u mojaBJsionux
(inhibitory) morennumanos meificTBust, TPUXOASIINX C HEHPOHOB HUXKHUX OJIMB U ¢ HeipoHOB [lypkunbe
coorBercTBeHHO. O0a cjIaraeMbIX OIMCHIBAIOT B3aUMOJEHCTBHE depe3 XUMUYIECKHUIl CHHAIIC, IIOITOMY
Gepyrcst B Bugie (6). [Tapamerpbr Mojie/ibHBIX cHHAIICOB ¢, 0 1 v Gbuin B3sThl pasabivu 0,2; 0,3 u 0,6
st Bo3oOyxmaromux cuaarcoB u 0,2; 0,7 u —0,2 11 MOgaB/ISIONINX CHHAIICOB COOTBETCTBEHHO. [Ipnm
YKA3aHHBIX 3HAYEHUAX HapameTpoB ypasuenue (7) umeer nsa arrpakropa. OJUH M3 HUX — COCTOSI-
HIe paBHOBECHs, OTBEYAIOIIee ITOKOI0 Heiipora. Bropoit — xaoTudeckuit arTpakTop, COOTBETCTBY IONINIA

6bICTpI)IM CIIAMIKOBLIM KOJIEOAHUAM B aKTUBHOM COCTOAHUU HeﬁpOHa.

1.5. AKcoHbI

AKCOHBI, N1 HEPBHBIE BOJIOKHA, IPEJICTABJIEHBl B MOJIEJIU B BHJIE IEIIOYEK JIEMEHTOB, CBSI3AHHBIX
¢ GUIKANIIIME cOceIsIMI IeKTpUaecKr. Kaxkplil 13 9JIeMEHTOB HAXOANUTCS B BO3OYMMOM PeKHME,
reHepupysl HOTEHIHAT JIeHcTBIs IpH Bo30y»kaenun. IlocseioBarenbnoe BO30YKIEHIE COCEIHEX JIe-
MEHTOB [ENOYKN MOJIEIUPYET PACIPOCTPAHEHIE UMILYJIbCA [10 HEDBHOMY BOJIOKHY. 3aMETHM, ITO TaKasi
MOJIeJIb IPUMEHUMA He TOJIBKO JIJIsl OIUCAHUS JIMHAMUKY JINHEHHBIX BOJIOKOH, HO, KaK B CJIydae Hallei
MOJIEJIH, CIIOCOOHA BOCIIPOU3BOUTD IIPOIECCHI PACIPOCTPAHEHNUST MMILYJILCA I€PE3 BETBSIIINEC aKCOHBI
(cMm., nanpumep, [26]).

Cucrema 0TOOpayKeHuil, OINCHIBAIOIIAs KasK bl TAKON 3JIEMEHT, BBIIVISIIUT CJIELYIOMIUM OOPa30M:

Tp =xF + F(zp) — yr + Lsyn,

8

gr =yr +er (xr — Jp). ®)
Cunanrudeckuit ToK Igyn = ), ¢ (:U’F — X ) PaBeH CyMMe O OJIMKARIIIM COCEHUM JIEMEHTAM IeII0Y-
K, YUCJIO KOTOPBIX MOXKET ObITh PaBHBIM ejuHuIle (Ha KOHIE BOJIOKHA), IBYM (B CepejinHe BOJIOKHA) U
TpélVI (B TOYKE BETBJIGHI/IH). STO CcJlaraeMoe€ OIIMCBhIBaET IJICKTPHUIECCKOE BSaI/IMO,ILeI.;ICTBI/Ie, CHJIa KOTOPO-
To XapaKTepH3yeTC§[ Hapal\leTpOl\l C. CTOI/IT OT]\/IeTI/ITb, 9gTOo HpeﬂCTa.BJIeHHe HepBHOI‘O BOJIOKHaA B BI/I,[Le
OEIIOYKHU JUCKPETHBIX 3JIEMEHTOB HE sABJIAETCA JINIIb yﬂO6HOI'71 JJIdd aHaJIn3a MaTeMaTUYECKON a6CTpaK—
I_[I/Ieﬁ. MHOFI/IG THUIIBI HepBHbIX BOHOKOH, B 9aCTHOCTH I\/II/Ie.HI/IHI/I:SI/IpOBaHHBIe aKCOHbI, B TOM 4YHCJIE U B
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Puc.6. 3aBucumocTb CKOpPOCTH pPaCIPOCTPAHEHUS
HMITYJIbCa BO30YXKCHUS [0 IEIOYKe 1eMEHTOB (8)
B 3aBUCHAMOCTH OT IapaMerpos ¢ u Jr (a). [paganus
CepOro OT TEMHOTO K CBETJIIOMY KOJUPYET BEJIUINHY
CKOPOCTH DPACIIPOCTPAHEHNUS] TTOTEHITNAJA, JIeHCTBHUSI.
Crpykrypa Y-1ienouk (6). 3aBHCHMOCTH YACIA dJIe-
MEHTOB Y-IIeTIOYKH, Yepe3 KOTOPBIE IIPOXOIUT IIOTEH-
A JefcTBus, ot napamMerpos ¢ u Jp (6). OrreHkn
CEPOTO COOTBETCTBYIOT PEXKMMAM 3aTyXaHUs CIIAiKa
B HAYAJIBHON BeTBU (YEPHBIH IBET), GIOKMPOBKH TI0-
TeHIaIA JCHCTBIS B TOYKE BETBJICHU (CepBIit I[BeT)

0,05

U IIPOXOK/IEHN CUTHAJIA B 00a orBerBiIenus (6enelii () o0
?

uBer) -0,10 —0,05 JF 0,00

OJIMBO-MO32KE€UKOBO#l cucTeMe, B JEHCTBUTEILHOCTH COCTOST U3 OTJIEJbHBIX OJIOKOB, Pa3J/Ie/IEHHBIX TaK
Ha3bIBAEMBIMHU TIepexBaTaMu PaHBbe.

B zaBucumocTn ot ympasisgomux mapamMerpos ¢ u Jp pacupocTpaHeHHe UMITYJIbCa 10 BOJOKHY
MO2KET ITPOUCXOJUTD C PA3IUIHON CKOPOCTHIO JTUOO BJIOKUPOBATHCS.

Ha puc. 6a npejacrasieHa 3aBHCHMOCTL CKOPOCTH PaCHpOCTpaHeHHs HoTeHnuasa geficrsus Vipike
10 BOJIOKHY B 3aBHCHUMOCTU OT 3TUX mapaMerpoB. CKOPOCTh BBIPAXKAETCS B UUCJIE DJIEMEHTOB, Yepe3
KOTODBIE IPOXOJIUT CIAfK B €IUMHUIY BPEMEHU. 3aMETHM HAJUYNE PE3KOM IPAHUIBI MEXKILY 0DJIACTHIO
9EPHOrO I[BETA, COOTBETCTBYIOIIEH CJIyYaio, KOIia MOTEHINAI JeHCTBAST He PACIIPOCTPAHIETCs, U 00/1a-
CTBIO, IJIe CKOPOCTh IPOXOK/JIEHHUS ClIaliKa IPUHUMAET IOJI0KUTEJIbHbIE 3HAYEHUSI.

Ocoboro paccMoTpeHust TpedyeT cJIydaii, Korjia BOJOKHO UMEET TOUYKY BETBJIEHHS, B KOTOPOH CXO-
JISITCS TpY BeTBHU. VIMEHHO Takasi CHTyaIlisi UMEET MECTO B OJIMBO-MO3KEUKOBOI crucreMe. AKCOH Heli-
POHA HUKHHX OJIMB (Jla3aioliee BOJIOKHO) BO3JeiicTByeT Ha KieTKy [IypKuHbe, a uepes OTXOJISILYT0
KOJLJIATEPAJIb, T. €. OTBETBJIEHHBII OTPOCTOK BOJIOKHA — Ha HEHPOH sifipa. B ciydae Takoit Y-obpasHoit
CTPYKTYPBI aKCOHA PacCIpOCTpPaHEHNe HEPBHOI'O UMILY/IbCa OT HEMpPOHA HUKHUX OJIMB MOXKET IIPOMCXO-
JUTH 110 HECKOJTBKUM BO3MOXKHBIM CITEHAPUSIM.

Ha puc. 66 moka3zana 3aBHUCHMOCTb YHCJA 3JIeMEHTOB [N Y-BOJIOKHA, epe3 KOTOPBIE MPOXOIUT
cuaiik, or nmapamMerpoB ¢ U Jp. CTpyKTypa CHCTEMBI, JJIsl KOTOPO# IMOCTPOEH 3TOT IpaduK, IIPOIeMOH-
crpupoBana Ha puc. 66. [lorennuasn nelicTBUs MOAABAJIC C JIEBOTO KOHIIA, TEMOYKU, U 3aT€M HCCIIE0-
BaJIach 3aJia49a O IMPOXOXKJIEHUN €ro depe3 TOYKY BEeTBJIEHUS.

W3 puc. 66 ciaemayer, 9TO BOSMOXKHBI TPU PeKuMa. BeJiblit OTTEHOK Ha PUCYHKE COOTBETCTBYET IIPO-
XOXKJIEHUIO CIIAKa Yepe3 BCIO CHCTEMY, KOIJia MMOTEHIUAJ JefiCTBUs JOCTUraeT KOHIOB 0DenxX BeTBeil
BOJIOKHA. UEpHBIII OTTEHOK COOTBETCTBYET CJIydalo, KOI/a CIAWK 3aTyXaeT B CaMOM HadJaJie IeHOYKH,
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HE JIOXOJIsI JI0 TOUKHU BeTBjeHus. Cephlii 0TTeHOK cooTBeTcTBYeT 20 sj1eMeHTaM 110 IIPUBEIEHHON CXeMe
KOJIUPOBKM U ITOKA3BIBAET, UTO MPU JAHHBIX 3HAYEHUSX MAPaAMETPOB MMITYJIbC JTOCTUTAET TOYKU BETB-
JIEHWSI U JAJIbIIE HE IIPOXOIUT, T.€. PEAJU3IYeTCs PEKUM OJIOKUPOBKH IIOTEHITHAJIA JIEHCTBUS B TOYKE
BETBJICHUS.

C yuéroM IpuBeEHHBIX Pe3yJIbTATOB napaMerpbl €, Jp u ¢ B (8) 6blan BoiOpansl pasabiMu 0,011;
0,04 u 0,15 coorBeTcTBenHO. [IpM 3TOM BO BCeX MOJEIBLHBIX aKCOHAX TepeJaBaeMble HEPBHBIE UMITYJILCHI
[IPOXO/IAJIH CBODOJIHO.

1.6. JIuaamudeckasi cBI3b MeXKJAy HelipOHAMU HUKHUX OJINB

BzanmogeiicTBue Mexk 1y HeipoHAMU HUYKHUX OJINB, KAK OBLIO YKA3aHO BBIIIE, OCYIIECTB/ISIETCS e~
pes IeseBble KOHTAKThI — 3jIeKTprudecKue cuHarchl. Cua aroit cBsa3u yupasisercsa 'AMK-sprugyecku-
mu (TAMK — ramma-aMuHOMAC/IsSIHAS KUCIOTA) CHHAIICAMU aKCOHOB KJIETOK IUIyOOKHX siJIep, T. €. 3JIeK-
TPUIECKUE CUHAICHI SIBJIAIOTCS IJIACTUIHBIMHU. DTOT KOHTPOJIb SIBJISIETCSI HHITHOUTOPHBIM: B OTCYTCTBHE
VIIPABJISIONINX UMILY/IHLCOB CUJIA CBSI3W PAaBHA HEKOTOPOMY IOJIOKUATEILHOMY 3HAUEHUIO, ITO MIPUBOIUAT
K CHHXPOHU3AIUU IOIIIOPOrOBLIX KOJIEOAHUI B3aMMOIEHCTBYIOMNX HEHPOHOB HUXKHHUX OJIMB; IIPHU II0-
CTYILJICHUU CATHAJIA, HAIIPOTUB, IPOUCXOINUT IIOJAB/IEHNAE CBA3U U JJIEKTPUIECKAsT CBSA3b MEXKTY HEHpOo-
HaMU Pa3pbIBAETCH.

Bseném momesib [uHaMUYECKO# CBSA3M MEXKIY JBYyM HEHPOHAME HUXKHUX OJIUB, KOTOPAsl yIPaBJIs-
eTCcs CUT'HAJIAMU, IMOCTYIAIOMUMHI 110 aKCOHAM HEHPOHOB siJiep, B CJIEIYIONIEM BHJIE:

iy =791y + 06 [1— H(v; + vj — Ugnwesn))- )

31ech gll;») — BesmunHa KodddurmenTa ca3n Mexk/ 1y Heiiponamn Hrkaux oaus (10) ¢ nomepamu i u
J, mapaMeTrp 7y OIpeJessieT CKOPOCTb PEeJaKCAIllud 3TOro Ko3(hUIUEHTa K HYJII0 U K CBOEMY MAaKCH-
MAaJILHOMY 3HAYEHHIO Jmax, HapaMeTp § yCTAaHABIMBAET CAMO 3TO 3HAYEHHUE, V; U Uj — IIOTEHIHAJIB] Ha
KOHEYHBIX 3JIeMEHTaX aKCOHOB HeUpOHOB dAzep. I[lapamMeTp Vihresh XapaKTepusyeT MOPOT, IPU MIPEBLIIIe-
HUU KOTOPOI'O XOTd Obl OJIHUM M3 IOTEHIINAJIOB vU; U V; CBA3b gg;) UHTUOUPYETCH.

a) 6)
gmax gmax
[ 3
g 10 g 10
Y
K
0 g g 0 g© g,

Puc. 7. Oro6paxenue (9) B OTCYyTCTBHE YIPABJISIOINIEr0 CUTHAIA (@) U DU BO3AEHCTBUN YIPABJISIONIErO
curnasa (6)
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HerpyHo BuzieTs, 9T0 B OTCYTCTBHE YIPABJISIONIETO CUTHATA, Korta GyHKIust H (v;+v; — Uthresh) =
= 0, orobpazkenue (9) nMeeT eMHCTBEHHYIO HEIOJBHKHYIO TOUKY ¢ = gmax = 0/(1 — 7), KoTOpas
siBJIsteTcst ycroitunsoit npu |7y| < 1 (puc. 7a). IIpu nocryruieHun yupassioiero CUrHaa, IPeBbIIao-
II[ErO IIOPOT' Vthresh, CTAHOBUTCS CIIPABE/UIMBBIM PaBeHCTBO H (V; +Vj — Uthresh) = 1. Ilpu Takom yciiosuu
orobpazkenue (9) uMeeT yCTONUUBYIO HENMOABHKHYIO TOUKY ¢ = 0 1 cBsi3b paspbiBaeTcs (puc. 70).

Takum 06pa3oM, ¢ MOMOIIBIO OTOOPAYKEHUsI MOYKHO IPOBECTH MOJEIMPOBAHME AKTUBHOCTU BCEX
[JIABHBIX 3JIEMEHTOB OJIMBO-MO3YKEIKOBOH CHCTEMBI, BBIOPAB JIJI 9TOIO COOTBETCTBYIOIIMM 00pPa30M
napamMeTpbl Mojies. [IpejcraBum 3T0T BBIGOD B BUJIE ciepytomei Tabi. 1.

Tabsmuma 1
Bun kiaerkn a 15} d € J
Heiipon mmxaux osus (10) 0,1 10,9 |0,85 0,005 | 0,049
Kinerka ITypkunbe (PC) 0,1 10,5 0,60 | 0,001 | 0,045
Heiipon rury6okux siep (CN) 0,1]0,61060]| — —
Duement HepsHoro soiokna (F) | 0,1 | — | — | 0,011 | 0,040

2. INHAMUWUKA MOIEJIN
2.1. KauecTBeHHOE oImcaHue

IIycts B HEKOTOPBII MOMEHT BpPEMEHM MEMOPAHHBIN MOTEHIAJ HA OJHOM W3 HEWPOHOB HUXKHUX
OJIMB JIOCTUT TIOPOTOBOT'O 3HauYeHus. B pe3ysbrare 3TOr0 MPOUCXOAUT BO3OYK/IEHUE MOTEHITHAJA Jeii-
CTBUs B aKCOHE Helipona. Pacmpocrpanssich o 060uM OTBETBJ/IEHUAM JIA3AIOIMIET0 BOJIOKHA, 9TOT CIANK
MMOPOK/IaeT aKTUBHOCTL B KJIeTKaxX lIlypKuHbe U sapa Mo3Kedka, T.€. B COOTBETCTBYIONMINUX IJIEMEHTAX
BTOPOIo U Tperhero cjioéB. B neitpone Ilypkunabe reHepupyeTcss KOpOTKasi cepusi OBICTPBIX CIAMKOB,
T. €. KOMILJIEKCHBIH CIIaiiK, B HEHPOHE si/Ipa MO3KedIKa BO30YyKIaeTCsl IJIUTE/IbHAs TIOC/IEI0BATEILHOCTD
MIOTEHINAJIOB feiicTBust. KoMIuteKcHbIN criaiik B KiaeTKe [lypKuHbe BLI3BIBAET pacpocTpaHeHne TOPMO-
3AIIEro MOTEHIHAJIA JIeHCTBAS 110 AKCOHY K HeHpoHy siapa. ymrenbHas cepusi CHailkoB B IIOC/IEIHEM
[IpEPBIBAECTCsT TPU MHTUOUPOBAHWM IPUINEIIUM ¢ Helfipona [lypkuHbe moTeHImasoMm jeiicTBust. 3asn
CLAMKOB, IlepeJaHHbIi 110 aKCOHY HEHpOoHa #/1pa, K CUHAIITUYCCKUM CBA34AM COOTBETCTBYIOIIEI'O HEpOo-
Ha HUKHUX OJIUB, IIPUBOJIUT K IOJABJIEHUIO TOCAETHUX. TakuM 00pa3oM, B TeYeHNE BPEMEHHU, PABHOTO
JUIATEJIBHOCTU CI€HEPUPOBAHHOI'O B HEMPOHE f/1pa 3aJ11a CIaKOB, IIPOUCXOAUT PAa3PbIB CUHAIITUICCKUX
CBeA3ell HelpoHa HUXKHUX OJIUB C COCEAHUMU 3JI€MEHTAMU OCHOBHOI'O CJIOH.

Yr100b! MOHATH, KAKYIO POJIb B JIMHAMEUKE CJI0sI HEHPOHOB HIKHUX OJIUB UI'PAIOT Pa3JInIHbIe (DAKTO-
PBbl, OrpaHUYUMCA BHaYaJjIe CjIydaeM ABYX HEHPOHOB HUXKHUX OJIUB, B3aUMOJACHCTBYIOIIUX Yepe3 JJIeK-
TPUYECKUN CHHAIIC [IPU HAJIMYUU HETIU OOPATHOH CBSI3M, T. €. COOTBETCTBYIONUX HeipoHOB [lypkutbe
7 TIyOOKUX SIIeP MO32KEUKA.

2.2. BzaumogeiicTBue ABYX HEHPOHOB HU2KHUX OJIUB

PacemorpuM uHaAMUKY OJIMBO-MO3KEIKOBOW CHCTEMBI, KOT/IA KAXK I CJION CONEPKUT II0 JIBA dJIe-
menTa. Ha puc. 8a mnpejcraBjieHbl OCHUILUIOIPAMMBI KOJI€DAHUI JIBYX HEHPOHOB HIXKHMX oJinB. Ha
puc. 86 moKa3zaHa AWHAMUKA JIEKTPUIECKUN CBA3U MEXKIy HUMHU. BuaHo, 4To mpw reHeparum Heil-
pOHAMM HUKHHUX OJIUB IOTEHIIMAJIOB JEHCTBUS IIPOUCXOJUT yMEHBIIIEHUE BEJIUYUHBI CBA3U JI0 HYJId B
TedeHne MPOMEeXKYTKa BpeMeHH, OJIM3KOI0 K IIEPUOJLY IOAIIOPOTrOBhIX KoJiebanwnii. [Ipu sToMm, eciu reme-
palusi CriaiikoB IByMsI HEPOHAMM IIPOUCXOJIUT B OUEHb OJIU3KHE ITPOMEXKYTKU BPEMEHH, TO JIEKTPH-
qecKas CBsI3b Ha KOPOTKOE BPEMsl YBEJIUIUBAETCs, YTO HOBBLIIMIAET CTEIEeHb CUHXPOHHOCTHU KOJIEDAHMI.
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Puc. 8. BaaumoseiicTBre 1ByX HEHPOHOB HUYKHUX OJIUB, CBSI3QHHBIX U€pe3 IEeJeBOH KOHTAKT U TIETIIO0 00-
PATHO# CBA3H: OCIUILIOTPAMMBI KOJTeGanmil (a) 1 TMHAMIKA BeTHYIHHBI 3JIEKTPHYECKON CBAZH g1% Mex Ty

;
HefipOHaMU HHKHUX OJIUB (6)

Ecnu ke nmorenua bl geiicTBUS NeHEPUPYIOTCS ¢ HEKOTOPOH PA3HOCTHIO (a3, 0COOEHHO B MPOTUBOdga-
3e, TO B TeUEHHEe BCEro Ieproa KoJjebaHnii CBA3b MKy KJIeTKaMu OTCyTcTByer. IIpu momomoporosoit
AKTUBHOCTU 3JIEMEHTOB HéTHI/I O6paTHOI71 CBA31 HEaKTHUBHDLI 1 BEJIMYMHAa CBA3U JOCTHUT'aeT CBOET'O MaK-
CUMAaJIbHOIO 3HAYEHUSI.

Byﬂel\/l OIleHuBaTL CTEIIeHb CHMHXPOHHOCTHU KOHe6aHI/II>)I ABYX HeﬁpOHOB HHN>KHHUX OJIMB C IIOMOIIIBIO
napamerpa [, ompenenaseMoro popMyJIoit

D=~ f: [wlo(i) - mlo(i)] ’ (10)
K g 1 2 9

rne K — [AuTe/bHOCTD peajin3allii, B TeUeHne KOTOPOH IPOBOAMTCA BhIUncIeHune. Kak ciemayer u3
onpeJiesieHus, mapaMeTp I paBeH cpejHeMY KBaJIpaTy PA3HOCTHU ITEPEMEHHBIX, XapaKTEePU3YIOIIUX MeM-
OpaHHbBIE MTOTEHIIMAJIBI ABYX KJIETOK. deMm Oymke 3Hadenune ) K HYJIIO, T€M BBIIIE CTEIEHb CUHXPOH-
HOCTH IIOIIOPOTOBBIX MJIM CIANKOBBIX Kojebanuit. IIpu mocTosHHOM KO3 DUIMEHTe 3IeKTPUIECKOM
CBSI3M MEXKJIy JIByM KJIE€TKAMU Xapakrep 3aBUCUMOCTH D (gmax) BIOJIHE OYEBHJICH: 3aKOH CliajaHus D
MOXKHO AIMTPOKCHUMUPOBATH IKCIIOHEHIINAIBHON (yHKImeil. OcoOOeHHOCTH BO3HUKAIOT MIPU PACCMOTPE-
HUH JIBYX KJIETOK, B3AaUMOJIEHCTBYIOIMNX YePe3 JIMHAMUYIECKYIO CBS3b, KOTOPasd KOHTPOJIUPYETCH TeTIEH
obparnoit csi3u. B aToM citydae k0dDPUITUEHT CBA3M JTOCTUTAET MAKCUMAJILHOTO 3HAYEHUS §pyax JIAIID
B HEKOTOpbIe MOMEHTHI BpeMeHH. [Ipu renepanum craiika OJHUM M3 HEHAPOHOB JIEKTPUUYECKAS CBA3b
[TO/IABJISIETCS, UYTO BBIPAXKAETCS yMEHDBIIIEHHEM €€ CHUJIBI /10 HYJIsI B TeUeHHe HEKOTOPOTO BPEMEHM.

Ha puc. 9 npejictaBiieHbl 3aBUCUMOCTHA BEJIMYMHBI [) OT JUIMHBI aKCOHOB KJIeTOK I[lypkuHbe mpn
(bUKCHPOBAHHBIX ITAPDAMETPAX §max (@) U OT MAKCHMAJIBHON CHUJIBI CBSI3U NPH (PUKCUPOBAHHON JJIMHE
AKCOHOB LpC_axon (0). dumaa akconos kierok ITypkunbe omnpejessier JIMTENLHOCTh MHTEPBAJIA 110~
JAaBJIEHNST 3JEKTPUIECKON CBSI3U: UeM 0Oomblne LpC_axon, TEM OOJIBINE STOT MHTEPBAT U TEM MEHBIIE
B3aMMOJIECTBYIOT JBa HeipoHa APyT ¢ ApyroM. Mbr paccMarpuBaeM IIUHBI Lpo_axon B TAKOM JIHAITA-
30HE, B KOTOPOM OHU COOTBETCTBYIOT JIJIMTE/ILHOCTH BpEeMEHN MHIMOMPOBaHUsl, HE IPEBBIIIAOIIEH cpel-
HUit Iepuo/ Kojebanuii HefipoHoB HUxKHUX oyuB. CleqoBaTeIbHO, B 3aBUCUMOCTU OT JJIMHBL LpC_axons
9JIEKTPUYIECKAsl CB3b MOXKET Pa3pbIBaThCsl HA BPEeMsl HauUHAsi ¢ HyJist (KOTJa OTCYyTCTBYeT WHIHOMPO-
BaHWEe WM HEUPOHBI BCE BpEMS B3a1/IMog:Le171(:TByIOT) 1 3aKaHIMBasI IEPUOIOM KOJIeOaHMT HEHPOHOB OJINB
(Korjia HEPOHBI B TEUEHUE BCEr0 BPEMEHH OCTAIOTCs HecBsizaHHbIMHU). [Ipu 9TOM, Kak ObLIO CKAa3aHO
paHee, COCTOSIHIE BCel MeTIn 0OPATHOM CBSI3W — AKTWUBHOE MJINM HEAKTHBHOE — 3aBUCHUT OT XapaKTepa
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Puc. 9. 3aBucuMocTh CTeeHN CHHXPOHU3AINN ABYX HEMPOHOB HUXKHUX OJIMB OT JJIMHBI aKCOHOB KJIETOK
ITypkunbe npu GUKCUPOBAHHBIX 3HAYCHUAX Jmax: Jmax = 0,04 (W), gmax = 0,03 (), gmax = 0,02 (A)

U gmax = 0,01 (%) (a), u OT 3HaUEHUs] MAKCHUMAJBHON CHJIBI CBsI3U NpH (DUKCHPOBAHHOM NApPAMETPE
Lpc—axon (6) Lpc—axon =95 (I), Lpc—_axon = 10 (‘)7 Lpc—_axon = 15 (A) n Lpc_axon = 20 (*)

KoJIeOaHUI HEHPOHOB HIXKHUX OJIUB. EC/u OHI HAXOHATCS B PEsKUME TOIIIOPOTrOBBIX KOJEOAHMIT, ITeTIIsI
0OpaTHOIT CBA3M OCTAa&TCS HEAKTUBHOI, U HEPOHBI HE IIPEPLIBAIOT B3aMMOIECHCTBUS 9epe3 3JIeKTPHYe-
CKHII CHHAIIC. B 9TOM CJiyda€ Ha CTEI€Hb CUHXPOHU3aIlUun KO.He6aHI/H'71 BJINAET TOJBKO MaKCHUMaJIbHaA
ClJia CBA3U gmax- HpI/I regepanumn CIIAJIKOB IIE€TJIS AKTUBUPYETCA U CTAaHOBUTCA CyHIECCTBEHHBIM BJIMAHNE
AJIAHDBI LPC—axon-

CxkaszanHoe mojrBep:ktaercs: puc. 9a. [Ipu Becex 4eThIpéX 3HAYEHUSIX (max KPUBbIE IMEIOT JIBA Yy IacT-
Ka. llepBbIil — y9acTOK BBICOKOI CTENEHN CUHXPOHHOCTHU MIPU JJINHE LpC_axon < 15, COOTBETCTBYIONIIIT
CJIyYai0 Pa3phIBa CBA3M HA KOPOTKOE BpeMsi. BKIIIOUeHNS 9JIEKTPHUIECKON CBSI3U B MIPOMEXKYTKHU MEXKTY
pa3pblBaMU XBaTaeT, YTOObI CHHXPOHU30BATH KoJiebaHust JAByX Heiiponos. Ilpu sTom (em. puc. 9a) st
OOJIBINX BHAMEHUI (ax CTEIIEHDb CUHXPOHHOCTH BBIIIE, T. €. rmapamerp D Oymke K Hys1i0. Bropoit yaa-
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cTOK Ha puc. 9a, coorBeTcTByOIHUHI ynHe Lpo_axon > 18, OTBevaeT ciiydaio, KOrja CBsA3b I0IAB/IEHA B
TedeHre BCEro WM IOYTH BCero BpemMenu. IIpu aroM mpu j1000M 3HAYEHUN Grax CTEIEHD CHHXPOHHOCTH
OCTa€TCA HEBBICOKOI.

Pucynok 96 moarBeprkiaeT ONMUCAHHBIN BBIIIE XapaKTep 3aBUCUMOCTHU napamerpa D oT gmax. Ipn
MaJIbIX JIuHAX LpC_axon = D+10 ciabasi CBsI3b CHHXPOHU3YET B3aMMOJIEHCTBYIONINE 3JIEMEHTDI, U I1a-
pamerp D crnamaer 1o 3uadeHust, 6J1u3koro K Hyso. [Ipu majpHeineM yBeJMIeHUN Gy ax BeIunanaa D
BO3pacTaeT 10 3Ha4deHus1, paBHoro npubansnreabao 0,01, koropoe ciaabo 3aBUCUT OT Gax. 11pu Ipome-
KyTodaHOU fuHe Lpo_axon = 15 BesmmamHa D ¢ POCTOM (max B CPEIHEM CIIAAET K MaJOMY 3HAYEHUIO,
9TO COOTBETCTBYET CJIyYalO MOBBINIEHUS CUHXPOHU3AIINY IIPU YBEJUIEHUN MAKCUMAaJIbLHON CHUJIBI CBSA3H.
IIpu 6onbmmx gmuHaX Lpc_axon = 20 CTeleHb CUHXPOHHOCTH IPAKTUIECKU HE 3aBUCUT OT Gmax MU
OCTa€TCI HEBBICOKOI.

2.3. CnoHTaHHBIE CTPYKTYPbhl aKTUBHOCTUA B OJINBO-MO32KEYKOBOI CHUCTEME

[Tporecc obpazoBanus KIaCTEPOB B CJI0€ HEHPOHOB HUXKHUX OJINB UCCIEyeMOM MOIE/H YIIPABJISIET-
Csl, B IIEPBYIO 09ePe/ib, MAKCUMAJILHON CUJION CBABH Giax MEXKIY HUMHU. OU3UOJOTMIECKUM IIPOTOTUTIOM
9TOr0 IMapaMerpa CJIy:KUT ypoBeHb 'AMK-sprudyeckoro 6j10KaTopa 3JIEKTPUIECKON CBI3H MEXKy Heli-
pOHAME HUYKHUX OJIUB, BBIIEJIEHIE KOTOPOTO YIIPAB/ISAETCS NHIMONTOPHBIMY CHHAIICAMU aKCOHOB HEHPO-
HOB IJIyOOKHX sifiep. boJjiee BbICOKasl CTelleHb IIOIaBJIEHIsI CBsI3eil COOTBETCTBYET MEHBIIEMY 3HAUEHUIO
mapaMeTpa gmax ¥ Ha000pOT. JIpyroit BaxKHBLIN mapamMerp — 9TO JJIUTEIbLHOCTDL Pa3pbiBa CHHAIITHIE-
CKUX CBsI3eil MexKIy HelipoHaMU HUKHHMX OJIMB. B Harreit Mozmean Oy/ieM M3MEHSATH 9TO XapaKTepHOEe
BpeMsi, MEHsIsI JIJIMHY aKCOHOB KJIeTOK llypKuHbe, OKAaHIMBAIONIUXCS HA HeHpoHAx saep. Bpems pac-
[IPpOCTpaHEeHUs TOTEHIINAIA AefICTBHUS IO HUM, KaK OBLIO IOKA3aHO BBIIIE, 3aBUCUT OT UX JJIUHBI. dem
ObICTpee MOTEHINAJ AeficTBUS NOUIET 10 HEHpOHA sapa, TeEM PaHbIIe MIPOU30HIET MOAABICHIEe aKTHB-
HOCTH IIOCJIEIHENO U TeM Kopode Oymer daza Jenosspu3anun ero kosuebanuii. CiemnoBare/ibHo, pa3pbiB
3JICKTPUYECKON CBSA3U COOTBETCTBYIOIEIO HEpOHA HUXKHUX OJIUB C COCEIHUMU HelipOHaMu OCHOBHOI'O
CJ10s1 OYIeT MPOUCXOANTh B T€UEHNE MEHBIIEr0 BPEMEHH.

Ha pwuc. 10 npeacraBiaeHbl MTHOBEHHBIE CHUMKH KJIACTEPOB aKTUBHOCTH B aHcaMOJie HEIPOHOB HIK-
HUX OJIUB JJIg CJIy4asl, KOTJia CBA3b MEXK/Iy 3JIEMEeHTaMU CJIOf yIPaBJIfdeTCd JUHAMUYECKU Yepes3 IEeTII0
obparnoit cBs3u. KiracTepbl COOTBETCTBYIOT KOH(PUTYPAIUU MOJEILHON CHCTEMBI, XapaKTepU3yeMOi

6)
t =0 t =65 t =130
. 0,1
10
t =195 t = 260 = 325 t =195 t = 260 { =325 0,0
30wy e e 30 _ :
20 A= Y et o
e N I
! S0 5
10 20 30 10 20 30 10 20 30 10 20 30 10 20 30 10 20 30 ’

Puc. 10. Iunamuka K1acTepoB aKTUBHOCTH B CJI0€ HEHPOHOB HIKHUX OJIB ¢ pazmepoM 30 x 30 saieMeHToB
B CJIy4ae HAJIMYHA JIEKTPUYECKOI'O0 B3aMMOJIEHCTBHUS MEXK/Iy COCETHUMU dJIeMEHTAMH U MEeTJIN O0paTHON
cBsi3u. MakcuMasbHOE 3HAYECHHUE CBSA3U gmax = 0,005 (a) u 0,02 (6)
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JJIMHOM aKCOHOB KJeTOK Ilypkunbe Lpc_axon = 15, 1 MaKCUMaJbHONU CUJION CBA3M MEXKTy HEHpPOHA-
MU HUXKHUX OJHB gmax = 0,005 (@) ¥ gmax = 0,02 (6). Jdaxke u3 BU3yaabHOTO CpaBHEHUs BHJIHO,
YTO IPU MAJIOM 3HAYEHHUU Jpmax PA3MEpBl KJIACTEPOB Takke Masibl (puc. 10a), a uX IpOCTpaHCTBEH-
HOE PACIIOJIOKEHNE M3MEHSeTCs B Te4eHNe BPeMeHH MOopsAKa Ieprona Konebanuii. B ciayuae Gosbmero
SHAYEHUS] MAKCUMAJILHON CHJIBI CBA3H MEXKY JEMEHTaMH pasMep KJIACTEPOB B CPEIHEM yBeJINInBACT-
Cd, ¥ UX IIPOCTPAHCTBEHHOE ITOJIOXKEHHE OCTAETCS MOCTOAHHBLIM B IIPOJOJIKEHNE HECKOJLKUX IIEPUOIOB
Kostebannii. YKaszaHHas KA4eCTBEHHAsl 3aBUCUMOCTD HMOATBEPKIAETCA, KaK Oy/IeT MOKa3aHO HUXKe, KO-
JINYECTBEHHBIMU XapPaKTEPUCTUKAMU.

2.4. TTapamerp MapkoBa OJisi OEHKU CTEeNEeHN IMPOCTPAHCTBEHHOU OpraHu3anuu

JL1sl KOJIM1eCTBEHHOTO ONUCAHUST KOJIJIEKTUBHON AKTUBHOCTH HEHPOHOB HIKHUX OJIUB ITPUMEHUM
CTQTUCTUYCCKUNI METO/I, U3BECTHBLII KaK T€OpUs MapPKOBCKUX CJIyYalHbIX II0J1eil [4] DTOT MeToJ, n3HAa-
YaJIbHO Pa3BUTBIN I XapaKTEePUCTUKU IIPOCTPAHCTBEHHON Oprann3anu ABy MEPHBIX MaTPHUILL, UCIOJIb-
3yeTcd IIPU aHaJIN3€e IKCIIEPUMEHTAJIbHBIX JaHHbBIX, II0JIyYeHHBIX IIPU OIITUYECKON BU3yaJIN3allul CPE30B
MO3ra U MYJIBTUIJIEKTPOIHOM U3MEPEHUN HEeHPOHHOM aKTUBHOCTH. B HaIleMm caydae OH UCHOIb3yeTCs
JUId aHaJIN3a IIOJIYYEHHBIX B PaMKaX PacCMaTpUBAEMONl MOJE/IN YUCJ/ICHHBIX JaHHDBIX.

Beeném mapamerp MapkoBa, KOTOPBIN /I JIBYMEPHOM KBaJIpATHON PEIIETKU 3JEMEHTOB OIpee-
JgeTcs ceLylonuM obpasom. Obo3HaunM 4epes T; ; 3HaAYCHHA MeMOPAHHBIX NOTEHIHAIOB HEiPOHOB,
PACIOJIOXKEHHBIX B y3JIaX PEIETKy ¢ Homepamu (4, 7). Torua jiist OleHKN CTereHn KiacTepu3aiuy Toro
CJI0Sl BBIYUCIIAETCA IIapaMeTp

i,jEQ i,J€Q i,jEQ

> Tig¥ig — | Do Tij > Yij /m
B:: D) s
> yi2j = X v /m

1,jEQ INISY]

The Y j = Ti—1,j + Tit1,j + Tij—1 + Tij4+1. 37ech depe3 {2 obo3HaueHa OJHA U3 JBYX MOJIPEMIETOK,
06pasyIoNMX UCXOIHYIO PEIIETKY, 9JIEMEHTHI KOTOPBIX PACIPE/IEIeHbl OTHOCUTEBHO JPYT APYra, Kak
GeJIble 1 IEpHbIE KIIETKU MIAXMATHON JI0CKU, 1M — THCIO 371eMeHToB B §). OKOHUaTe bHOE 3HaueHHe [3
[TOJIy9aeTCsT TOCJIe B3STHSI CPEJIHEro apudMEeTHIECKOTO 3HAUEHHUsI 3TOro ImapaMerpa 1o ob0enM Iojpe-
MIETKAM.

KOJIMeCTBeHHbI CMBICI BEJMHUHDL 3 COCTOUT B cienyromeM. Yem 0ojtee OTIMYIAETCS OT HYJIs ab-
COJIIOTHOE 3HAUEHHE [, TeM BbIIIE YPOBEHb HPOCTPAHCTBEHHON OPraHU3alii CJI0sL. DTO O3HAUAECT, UTO
eCJIH 3HAMEHNs] [IOTEHIIAJIOB SJIEMEHTOB PACIIPEIENICHBI CJIyIaiiHo, TO BeJIMINHA 3 CTPEMUTCS K HYJIIO.
[TpoTHBOMOIOKHBINH CJIydail IMeeT MeCTO, KOIJia 3HAYEHUs MTOTEHIINAJIOB PABHBI JJIsT BCEX JIEMEHTOB.
T. €. BCE BJIEMEHTBI PELIETKH 06pas3yIoT OuH Kiacrep. Tora Beudnaa 3 IPHHIMAET CBOS MAKCUMAb-
Hoe 3Havenue. UeM Goublle mapaMeTp [ OTIMAeTCs OT HyJ/lsl, TeM KpYIHee XapaKTepHBIH pasMep
KJIACTEPOB B PEIIETKE.

Ha puc. 11 npuBeseHbl 3aBHCHMOCTH OT BpeMeHH mapamerpa Mapkosa [ (nanesu a, ) u Co-
OTBETCTBYIOIIUE I'MCTOIPAMMBI BEPOSITHOCTH €ro pacipejiesiennst (naHejau 6, ) JUisd JABYX 3HAYCHUil
LAPAMETPA CBS3U Gmax. VI3 HETO CJIEAYeT, UTO NPU MAJBIX 3HAMEHHUSX (mayx BEJHIHHA (3 M3MEHSETCH
B IIMPOKIX OTHOCHTEILHBIX HPEIEIax, HO abCoMoOTHbIe 3Hadenns 3 OGmusku K Hymo (puc. 11a, 6). C
POCTOM IAPAMETpPA CBSA3H max IOBBIIIAETCS CpeHee 3HAUeHHe [, a IUCIepcust 3HAYCHHH [ yMeHb-
nraercst (puc. 11, 2). DTOT pe3yjbraT BIOJHE COIIACYETCS € SKCIEPUMEHTAJbHBIMU U3MEPEHUSIMU
mapamMerpa MapkoBa IIpu pasjndHOM yPOBHE OJIOKUPOBAHUS IJIEKTPUIECKON CBSI3U MEXKy HeiipoHaMU
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Puc. 11. [Tapamerp MapkoBa ( mjs 3/1eMEHTOB CJIOsi HEPOHOB HUKHUX OJIMB KaK (DYHKIINS BPEMEHU
(manesnu a, 8), a TaK¥Ke TUCTOTPAMMBI BEPOSITHOCTHU PACIipe/ielieHnst tapameTpa 3 (manenau 6, 2). Maxcn-
MaJIbHAS CHJTA CBSI3U gmax PaBHa 1073 (a, 6) u 1072 (6, 2)

HIKHUX oyinB. [Ipu cjaboit cBsi3u MexK Iy HelipoHaMu CJIol pa3buBaeTCs HA MHOYKECTBO KJIACTEPOB Ma-
JIOTO pasMepa, U KapTHHA TaKOro pa30heHusl CO BpeMeHeM 3HAaIUTeIbHO MeHsieTcst. C yCHIeHueM CBS3U
pa3Mepbl KJIACTEPOB yBEJIUIUBAIOTCS, U IPOCTPAHCTBEHHAs KOHMUIypaIlusi CHHXPOHHOW aKTHBHOCTU
CJIOA C TeUYeHUeM BPeMeHH He hcue3aeT.

2.5. BeiHYy>K/IeHHbIE 11a0JIOHBI AKTUBHOCTU

JLJ1st MOTOPHOTO YIIPABJIEHUsT OJTMBO-MO3XKEUKOBAs CHUCTEMa, He IMPOCTO F€HEPUPYET U COXPAHSIET BO
BPEMEHHU MIPOCTPAHCTBEHHO-BPEMEHHEIE CTPYKTYPBbI (IIATTEPHbI) — MIa0JIOHbI AKTUBHOCTHU, & U3MEHSIeT
UX B 3aBHCHMOCTHU OT BXOJHBIX CUT'HAJIOB. B COOTBETCTBHUU C STUMU CATHAJIAMHU 00Pa3yIOTCS MOATPY b
HEHPOHOB HI2KHUX OJIUB C CHHXPOHHBIMU U CJIBUHYTBHIMU 110 (ha3e KoJIeOAHUSIMU, U B T€UCHUE HECKOJIh-
KX [I€PUOIOB KOJIEOAHMIT 9Ta IIPOCTPAHCTBEHHAsT CTPYKTypa coxpansercsd. [Ipu mocTyieHun HOBOrO
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Puc. 12. Jlunamuka BBIHY2KIEHHOTO MIA0JI0OHa AKTUBHOCTH B CJI0€ HEHPOHOB HUKHUX OJIUB C Pa3MePOM
30 x 30 ssemenToB. O6paTHasi CBsI3b AKTUBUPOBAHA, MAKCUMAJIBHAS CUJIA JIEKTPUIECKON CBSII3U Gmax =
= 0,02, myiuaa axcoHoB KjaeTok Ilypkuabe paBna 18 syremenTam

mabJioHa KojiebaHus 3JIEMEHTOB IIePECTPAMBAIOTCS B COOTBETCTBUU C HUM Ojaromapst a¢pdekty daszo-
BOIl IepeyCTaHOBKU. Takoe IoBeneHne CUCTEMBI JIEZKUT B OCHOBE YIIPABJICHUs JIBUTaTEILHON dyHKIuel
opranusma [18].

Ha pwuc. 12 npeacrasiena auHaMuKa KJIacTEPOB aKTUBHOCTU B CJI0€ HEHPOHOB HUKHUX 0JiuB. Ha-
JaJibHble 3HAYEHUs IePEMEHHBIX [0 BBIOPAHBI CIyYailHO. 3aTeM Ha CJION IMOMaéTCsl BHEIIHUIA CTUMYJI B
BHUJIC HpOCTpaHCTBeHHO—BpeMeHHéI‘O H_Ia.6JIOHa AKTHUBHOCTU, JJIg IIpUMEPa B3ATOI'O B BUAE IIATH KJIaCTe-
poB B popMe «Kpyrosy. CTUMYJIBI, AefICTBYOIINE Ha 3JIEMEHTHI BCEX KJIACTEPOB, OJAMHAKOBDI 110 aMILIU-
Ty,zpe n JJINTEeJIbHOCTH. OT.HI/ILII/Ie COCTOHUT B TOM, YTO Ha Pa3/JIMIHBbIC KJIaCTEPbI CTI/IMy.HSH_H/IH ,ZLeI;JICTByeT
B pas3JIMYHbIE MOMEHTBLI BPEMEHH, CO3JaBas TeM CaMbIM (DAa30BLIA COBUI KOJIeOATEJLHOR AKTHBHOCTH
MeXK/ly KJjacrepaMmu ImabJjoHa. B cuiy Toro, 9ro reHepalusi CiaiilkoB IIPOUCXOIUT Ha, MUKaX ITOJIIOPO-
IOBBLIX KoJiebanuii, pasoBblil CABUI IIOAIIOPOrOBLIX KOJIEOAHUH OJHO3HAYHO COOTBETCTBYET (Pa3oBOMY
CIABHT'Y IIOTEHIINAJIOB JIEHCTBHS, II€peIaBaeMbIX B JIa3alolllee BOJIOKHO U Jajee B IVIyOOKHe siipa U KOpy
MO3KEIKA.

3. SAKJIFOUYEHUE

B pabore mpesiokena u u3ydeHa JUCKPETHAST MOJETb OJIMBO-MO32KEUKOBOI CUCTEMBI B BHJIE TPEX
CJIOEB MUCKPETHBIX IJIEMEHTOB — CJIOf HEHPOHOB HUXKHHUX OJIUB, KJI€TOK llypkuabe n ryiybOKmX siaep
mozzkedka. Mojiesnb HelipoHa HUXKHUX OJIUB OIKCHLIBAET CJIEYIONINE €r0 JIUHAMWYECKHe CBOWCTBA: re-
HEpAIUIO B IOKOE IOAIMOPOTOBBIX KBA3UCHUHYCOUIAJILHBIX KOJIEOAHMIT; TeHEpaIni0 Ha ITUKAX ITUX KO-
JiebaHuil TTOTEHIINAJIOB JIEHCTBUS MPU JOCTUKEHUU [TOPOIOBOI'0 3HAYEHNS MEMOPAHHBIM [TOTEHITUAJIOM;
addexT Has3o0Boil MEepeyCTAaHOBKU BHENIHUM CTHUMYJIOM, NP JIEHCTBUM KOTOPOIO HAa TPYIILY HEHpOo-
HOB YCTAHABJIMBAIOTCs CUH(MDA3HBIE KOJIEOAHNST; B3AUMOJIEHCTBIE C JIPDYTUMHU HEPOHAMY HI2KHUX OJIMB
qepe3 JUHAMUYECKN yIPABJIsIeMbIe IeeBble KOHTAKTHI — 3JIeKTpUIecKue cuHarcbl. Momenn kierku
[lypkunbe u HellpoHA sijIpa MO3XKEUYKa OIMCHIBAIOT IIPOIECChI BO3OYXKICHUS U TEePeIadn [0 aKCOHAM
UMITYJIbCOB OIIPEEJIEHHON JNJINTETbHOCTH.

Tpu cnost B3amMOIeRCTBYIOT MKy COOOil depe3 aKCOHAJBHBIE CBSI3U, MPUIEM PACIPOCTPAHEHUE
HEPBHBIX UMITYJIBCOB 110 AKCOHAM MOJIEJIUPYETCsT € TIOMOIIBIO MOJIE/IN «IIACCHBHOTO Kabesisi», T. €. 1erov-
KU BO30OYINMBIX 3/IEMEHTOB. V3ydeHbl fuHAMUYIECKIE CBOMCTBA OTIe/IbHBIX 9JIEMEHTOB CUCTEMbI, Hall1e-
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HBI [TapaMeTPhl, OTBEYAOIINE IUHAMUKE, aIeKBATHON OmoJsiormdeckumM npororunaM. [Ipemmoxkena mo-
JIeJIb JINTHAMUYIECKOM CBSI3UM MEXK/ly HepOHAMM HUXKHUX OJIUB M U3y YeHbI IIPOIECCHI 0Opa30BaHUs CTPYK-
Typ (IATTEpPHOB) B 0OPA30BAHHOM HMMH CJIO€. YCTAHOBJIEHA B3aMMOCBSI3b PA3MEpPOB CIIOHTAHHBIX IaT-
TEPHOB CHHXPOHHOM aKTHBHOCTH CO 3HAYECHUEM MAaKCUMAJIbHOTO KOI(DMDUIINEHTA IJEKTPUIECKON CBSI3H.
IToxkazana BO3BMOXKHOCTE (POPMHUPOBAHUS B CUCTEME BBIHYKICHHBIX MTab/IOHOB AKTUBHOCTH OIIPEIeIEH-
HOI KOH(MDUTYpAIUU U UX NEPEYCTAHOBKU BHEITHUM CTUMYJIOM. [locsiesiHee cBOMCTBO JIXKUT B OCHOBE
HEHPOHHBIX CHCTEM KOHTPOJISI MOTOPHON (yukimu. [losyaennbie pe3yabTaTbl MOTYT CJIY?KUTH OCHO-
BOI JUIsI JaJIbHEHUIero TeopeTUIeCKOro N3yYeHNs U COBEPIIEHCTBOBAHUS MO/IEIN OJIMBO-MO3KE€UKOBOI
CHUCTEMBI.

Taxum 06pazoM, B IPEIJIOZKEHHON MOJETH OJINBO-MO32KEIKOBOI CUCTEMBI JIOCTATOIHO MTOJTHO yUTe-
HbI OCHOBHBIE 3JIEMEHTBI KIBOI CUCTEMBI, BOCIIPOU3BE/IeHbI KII0UeBble JUHAMIYECKHIE CBOMCTBA OT/Ie/Ib-
HBIX €€ 3JIEeMeHTOB U (PYHKIIMOHAJIBHBIX CBsI3eil. Pe3y/ibTarsl 9MC/IeHHBIX SKCIIEPUMEHTOB JIEMOHCTPHU-
PYIOT XOpoIliee Ka4eCTBEHHOE COOTBETCTBUE C U3BECTHBIMU OMOJIOTMYECKUME pe3yJibraTtaMu. HecMoTpst
Ha OOJIBIIIOE YHCJIO OTMEIbHBIX 3JIEMEHTOB, BXOJSIIUX B MOJE/h OJIMBO-MO32KEUKOBOI CHCTEMBI, OHA
XOPOIIIO MIPUCIOCOOJIeHA, JJIsT YUCJIEHHOTO HCC/IeOBAHUS, TOCKOJIBKY 33 OCHOBY B HEll B3STHI aJIlOPUT-
MUYECKHU IIPOCTHIE JIEMEHTHI B BUJE JIUCKPETHBIX TOYEUHBIX OTOOPAKEHUI.

Pabora Beiosnena npu nojepxke PODU (npoekr 10-02-00643-a) u DenepalibHOil 1e1€B0il 11po-

rpamMmbl «Hay4nble 1 nay4dno-nenarormyeckue Kaapbl mHHOBarmonuoir Poccums» ma 2009-2013 rompr
(konTpakT 14.740.11.0348).
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DISCRETE MODEL OF THE OLIVO-CEREBELLAR SYSTEM:
STRUCTURE AND DYNAMICS

0. V. Maslennikov and V. I. Nekorkin

We propose a discrete model of the olivo-cerebellar system. The model consists of three layers of
interacting elements, namely, inferior olive neurons, Purkinje cells, and deep cerebellar nuclei neurons
combined into a structure by axonal connections. Each element of the structure is described by a two-
dimensional map with an individual set of parameters for each type of neurons. Dynamic properties
of different types of neurons are described and spontaneous and stimulus-induced dynamics of the
system is explored. Unlike the previously proposed models, this study takes into account the axonal
interaction of neurons of different layers, as well as the interaction of the inferior olive neurons through
electrical synapses with the property of plasticity. It is shown that the inclusion of these factors plays
a significant role in the formation of spatiotemporal activity of the inferior olive neurons.
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