Cankr-IlerepOyprckuii MOJMTEXHUYECKUN YHUBEPCUTET

Ilerpa Beaukoro

HNuctutyt bnomenununckux Cucrem n buorexnosormii

Ha npaBax pykonucu

CKPEBEHKOB EBI'EHUI AJTJEKCAHJIPOBUY

MartemMaTH4eckoe MO/Ie THPOBAHNE NOIYJIAMI HEIIPOHOB U CONPSKEHHON

OHMOMEXaHUYECKOU CHCTEMBI.

Hanpagsnenue noarorosku 03.06.01 dusnka u acTpoHOMUS

Ko0 u naumernosanue

Hamnpasnennocts 03.06.01 12 «buoduznuka

Koo u naumenosanue

HAYYHBIN TOKJIA T

00 OCHOBHBIX pe3yJibTaTaXx HAyYHO-KBATMU(DUKAITMOHHONU PAaOOTHI
(muccepTanuu)

ABTtop pabotsl: CkpebenkoB E.A.
HayuHnb1i1 pykoBOAUTENS:
n.¢.-M.H., goi., Bmacosa O.JI.

Cankr IleTepOypr — 2022



HayuHo-kBanudukanuonHas paboTra  BbINOJAHEHa B Beicmeld  mkose
OMOMEIMLIMHCKUX CUCTEM U TEXHOJIOTH MHCTUTYyTa OMOMETUIIMHCKUX CUCTEM U
OMOTEXHOJIOTHIA (deneparbHOTrO roCyJapCTBEHHOIO ABTOHOMHOI'O
00pa30BaTENBLHOTO YUPEXKIEHUS BhICHIETO 00pazoBanus «CaHkT-IleTepOyprekuii
NOJIMTEXHUYECKUN yHUBepcuTeT [lerpa Benmkoro»

Hupexrop BIIBCuT: — Bnacosa Onvea Jleonapoosna —,
0.¢.-m.H., Ooy.
HayuHb1i1 pyKOBOAUTEND: — Bnacosa Onvea Jleonapoosna —,
0.¢.-m.H., Ooy.
Penensenr: — Kpwvinos bopuc Braoumupoguy —,
0.0.H., npogh.

C Hay4YHBIM JOKJIAJIOM MOKHO O3HAaKOMHUThCSI B 6ubnmuotexke ®I'AOY BO

«CankrlletepOyprckuii nonutexuuueckuili yuusepcuret Iletpa Benukoro»
Y Ha calre

OnextponHout oudaunotexku CIIOITY mo agpecy: http://elib.spbstu.ru
2



OraBJjieHue

|23 101 (35 1% (<P 5
0001 0 (60 (0):3 (S PRSP PPRP PP 5
AKTYATTBHOCTD «tutvvtesutteesssseesssssessssssesssssesssssssssssssssssssessssssesesnssssssnsssssssesssnnes 7
CreneHb pa3pabOTAHHOCTU TEMbI UCCICTOBAHMSI. .. .eeeruvrreernrrreninreeessirneennnns 13
TSN 07200 G-V £ 1 (OSSR 14
HayUHAS HOBHBHA ......oooiiiiiiiiiiiiiiiiie st 14
[TyOMMKAIIHM M QITPOOALIHIS «..vvvveevveeesseieeessreeessssesssssnnssssseesssnesssssessssnessnnes 15
Teopernyeckas U NPAKTUUECKAS] 3HAUUMOCTD PAOOTBI ...c..vvvereveeirereieeenenes 15
MeTo1070THSL U METOIBI UCCIEIIOBAHUS «..veenveeanreeeireessneessreesseesnseeensneessnas 16
[TO0KEHMS, BEIHOCUMBIC HA BAIIHTY ..vvveiuvrrresssreessssnnssssseessssseessnsseessnssesssnes 17
JIAYHBIA BKITAIT ABTOPA ... uevveeeeeaurrereesaasssneeessssnsseeesssssnesessassseessssnssseesessnnnes 17
JIOCTOBEPHOCTD PEBYIIBTATOB . vveeiuvvreesssreeesssresssssreesssnesssssesesssesesnsesessneenns 17

OO3B0D JTUTEPATYPBI -reenvveenrreernreessneesnreeaseeasseeessseessreessreesneesneeaaseeessneennneesneess 18

1.1 TlocranoBka mnpoOIeMbl, HEHPOHHOE KOJUPOBAHHE JBUTATEIHLHOMN

UHOOPMAIIUU B HEPBHOM CHCTEME .....eeiuvererreeeireessreessnessnneesnesassessnnesessnessnneesneens 18
1.2 Peructpanusi akTHBHOCTH HEUPOHOB ABUTATEIBHOM KOPBI .....cccveveennee. 22

1.3 HelipoHHass akTUBHOCTb B CETAX CIHHHOTO MO3ra W LEHTPaJbHbIE

TEHEPATOPBI TTATTEPHOB. ... .vveeeurreeaiurreesasseeesasseeesasseesasseesssseesasseessaseessasseeesnseeans 26
1.3. MoaenrpoBaHUe KOMIIOHEHTOB JIBUTATEIIBHON CUCTEMBI ......cceerrvvne.. 32

1.3.1 MoaenupoBaHNE MBIIIEYHOTO COKPAIICHMS .. .vvvveresivrreeressirneneennns 32

1.3.2 MoaenupoBaHue TUHAMUKA HEMPOMBIIIIEYHOT'O CUHAIICA .............. 33

3



1.3.3 MoaenupoBaHue CIUHAIBLHBIX MOTOHEHPOHOB U CPG................... 36

AV (S 0 3 (0 11 (0 ) & % - AP 38
Mopenb KOTUPYIOITUX HEHPOHOB .....civvvieiirieesiresesstinesssseessssnessssseesssseessnns 38
[TPOMEIKYTOTHAS TTOTTYIISIIIFIS « vt seeeessteesneeesbeeesanaessnaessseesnseesnseesnseeessnas 40
JIMHAMHKA MBIIICTHON QKTHUBAIIHH .......vvvveeeeesrreeeeesinnneeesssisnneeesssnssseeeesansnns 41
\Y (5,150 L5 (5100 (%25 0L (0 1 ()1 0 SR 42

o ) 15 2 1 2 PRSP 47

AHann3 3aBUCUMOCTH MEXaHUYECKOTO JABMXKCHUA OT 4aCTOThI aKTHBAIIUH

KATBIIACBOM JIHAMEIKH ...cevvuneeeeesesseeeesssssssesssseesessanssssssssnsssssessnseesessnnseessssnnns 47
Pe3ynbTaThl MOAETHMPOBAHUS KOTUPOBAHUS ABUKCHUS ...vvevvveervreeereeenes 53
BAKITHOUCHIIC .....ceeieuvtrrrrereeseessssassssssssseessessssassssssssssssssessssansssssssssssesessssansssssnes 56
CITHCOK JTUTEPATYPBL «...vveenvveenreessneessreeansesasseeessseessseessseesnnessnsessnsesessneesneesnneess 58



BBenenue

IpeaucioBue

[lenpro mpoekTa sBiIsIETCS pa3pabOTKa © TpOrpaMMHas pean3alus
MAaTEMATHYECKOW MOJIEIM HEMPOMBIIIEYHOTO B3auMojencTBus. Ha ceromHsmHumii
JICHb CYILIECTBYET MHOXECTBO pAa3JHYHBIX, KaK OSKCIIEPUMEHTAIbHBIX, TaK U
TEOPETUYECKUX, C HCIOJIb30BAHUEM MATEMATHYECKUX MOJIENEH, IOIXO0I0B K
U3YYCHHIO TMPOLIECCOB OOpaOOTKM HHPOpPMAIMK U YOPABICHUS JBHKCHUEM
OMOJOTUYECKUMH HEUPOHHBIMU ceTsAMU. OJHAKO, MHOXKECTBO BOIIPOCOB, B TOM
YHUCJIe CBSA3aHHBIX C MEXaHM3MaM{ KOJIWPOBAHUS JIBUTATEIHLHOW WHGOpMAINN B
KOpEe TOJIOBHOIO MO3ra, OcTalTcsi 0e3 OJHO3HayHOro oteera. IlpuunHamu
SABJISIFOTCS CJI0KHOCTU B UCCJIEJOBAHMM HEUPOHHOM aKTMBHOCTU KODPBI, TAKHE KaK
BBICOKAsl MHBA3WBHOCTb DKCIEPHUMEHTAJIBHBIX METOJOB, CIIOXKHAs OpraHu3anus
caMOro M3y4aeMoro cyocTpaTa, HEIMHEWHBIH XapakTep U MHOTOKOMIIOHEHTHOE
YCTPOMCTBO [BUIATEJIBHOTO ammapara. YacTMYHO pPEMINTh HEKOTOPBIE M3 3THX
npoOJeM MOKHO TpPH HCIOJIb30BAHUM MATEMATHUYECKUX MOJENEH, KOTOpbIE
CUMYJHUPYIOT pabOoTy HEMpPOHOB MOTOPHOM KOpbI M MEXaHUYECKOoe JeiCTBHUE
MBIIIEYHOCKEIIETHOTO aIIapara rnoj yIpaBJIeHUEM 3TOU aKTUBHOCTH. CyIIECTBYIOT
MHOJKECTBO  MOJEJNEH, JOBOJIBHO TOYHO  MOJCIUPYIOIIUX  AKTUBHOCTH
OMOJIOTUYECKUX HEHpoceTel, TakKe CYIIECTBYIOT pe3yJbTaTUBHBIE MOJCIN
OMOMEXaHMYECKOro  amnmapara, OJIHaKO CYIIECTBYeT HeXBaTKa MOJIEJeH,
00BEIMHAIOINX BBICOKOE OMOJIOrHMUYEcKoe Mogo0ue Juisi HEMPOHOB JIBUraTENIbHOM
KOpbl M MBIIIEYHOCKEJIETHOIO arnmapara. Takue MOJenu MO3BOJAT H3y4aTh
COOTHOIIIEHHE OMOMEXaHUYECKUX NIEPEMEHHBIX U MapaMeTPOB C MPOU3BOASIICH HX
HEPBHOM JIESITEJIbHOCTBIO, TECTUPOBATH THUIIOTE€3bl MOTOPHOIO KOHTPOJIA Ha
KOMITBIOTEPE, @ TAKXKE MOTYT ObITh MCIIOJIb30BaHbI B MPUKIIAHBIX 00JIACTAX, TAKUX

KaK HEHPOIPOTE3UPOBAHKE U pa3padoTKa HHTEPPEICOB MO3T-KOMITBIOTED.

JIBrokeHue SBISCTCS 3HAYMMOM (DYHKIIMEH HEPBHOW CHUCTEMBI, (PaKTUYECKH,
JBKEHWE — HTO KOHEYHBIM MPOAYKT BCEX HEHPOHHBIX MPOILIECCOB, CIOCOO,

KOTOPBIM OpraHM3M pEearupyeT M aKTUBHO JIEWCTBYET B OKpYXKalolled cpene.



HccnenoBanrie GyHKIUNA U MEXAHU3MOB YIIPABICHUS JIBUKEHUSMU MPEICTABISET
3HAUUTEIbHBIN QyHAaAMEHTANBHBINA U TpakTUyeckuil uaTepec. C pyHnaMeHTaIbHON
TOYKM 3PEHUS, MCCIEIOBAHNE MOTOPHOIO KOHTPOJS HEOOXOIWMO KaK C TOYKHU
3peHUs TOHMMaHUS (PYHIAMEHTAJIbHBIX 3aKOHOB O0Opa0OTKM U Teperayu
uHbOpMaIlMK, TaK U C TOYKU 3PEHUS MOJACHCTEMBI MO3Ta, KOTOpas MCIOJNb3YyEeT
OPOAYKT KOJUPOBAHMS CEHCOPHBIX M  HUCHOJHUTENbHBIX moacucteM. C
MPAKTUYECKON TOUKH 3pEHUSI OOJBIIOE 3HAYCHHE UMEET MOHUMAaHUE MEXaHU3MOB
KOJMPOBAHMS U MPEACTABICHUS JBUTATENIbHBIX 33/1a4 B HEPBHOW CHCTEME, TAK KaK
NOHUMAHUE HTUX IMPOLECCOB MOXKET YCHINUTh IPOrpecc B HCCIEIOBAHMSIX,
MOCBSAMIEHHBIX JBUTATCIIbHOW peaOWIMTallMd W JICUCHUIO JIBUTATEIbHBIX
pPAcCTPOMCTB, a TAKXKE MOXKET 3HAYUTENbHO YIJIYUIIUTHh MpaBujia U aarOpPUTMBIL,
UCIOJIb3yEMBbIE B MHTepdeiicax MO3r-KOMIBIOTEp, NpPEIHA3HAYEHHBIX JUIs

HEUPONPOTE3UPOBAHUS M ACCUCTUBHOM peaOUTUTALIUH.

JIBrKeHue SBISIETCA 3HAYMMOM (PyHKUMEH HEPBHOM CHUCTEMBI, (DAKTUYECKH,
JIBUKEHHE — 3TO KOHEUYHBIM IPOAYKT BCEX HEUPOHHBIX MPOIECCOB, CIOCOO,
KOTOPBIM OPraHU3M pearupyerT M akTUBHO JEHUCTBYET B OKPYXKaIOILIEW cpene.
HccnenoBanve GyHKUUNA U MEXAHU3MOB YIPABJICHUS JBUKEHUSIMU MPEICTABISAET
3HAUUTETBHBIN QyHIaAMEHTANBHBIN U TpaKkTuyeckuii maTepec. C pyHIaMeHTaTbHON
TOYKU 3pPEHUS, MCCIEOBAHNE MOTOPHOTO KOHTPOJS HEOOXOJIMMO KaK C TOYKH
3peHHsl TOHMMaHUsl (PyHIAMEHTaJbHBIX 3aKOHOB O00pabOTKM U Mepenadu
uHpOpMallMU, TaK U C TOYKU 3PEHUS MOJACHCTEMBbI MO3Ta, KOTOpas HCMOIb3YeT
NPONYKT KOOWUPOBAaHUS CEHCOPHBIX W  HCHOJHUTENBbHBIX mnoacucrem. C
IPAKTUYECKON TOYKU 3peHUs OO0JbIIOE 3HAUEHUE UMEET MOHUMaHHEe MEXaHU3MOB
KOJIMPOBAHUS U MPEACTABJICHUS ABUTATENbHBIX 3a7a4 B HEPBHOM CUCTEME, TaK KakK
MIOHUMAHUE JTUX TPOLECCOB MOXKET YCWIUTh IMPOTPECC B HUCCICHOBAHUSX,
MOCBAMIEHHBIX JBUTATCIIBHOW peadWIuTallid W JICUCHUIO  JIBUTATEIbHBIX
pacCTpOMCTB, a TAKKE MOMKET 3HAYUTEIBHO YJIYYIIWTh NpPAaBUJIA U AITOPUTMBI,
UCIIONIb3yeMble B MHTepdeiicax MO3r-KOMIBIOTEp, NpEeIHA3HAYEHHBIX JUIs

HEUPONPOTE3NPOBAHUS M ACCUCTUBHOM peaOHMIIUTAIINY.



AKTYaJIbHOCTh

Hcropust m3ydeHHss MOTOPHOTO KOHTPOJII B BBICHIMX OTHENaX HEPBHOM
CHCTEMBl HauMHAaeTCcs ¢ 3kcnepuMeHToB Fritsch u Fitzig [1]. B 1870 roxy onu
IPOJIEMOHCTPUPOBAIIHU, YTO DIICKTPUUECKAs] CTUMYJISIIHS ONPEACIEHHBIX 30H KOPBI
TOJIOBHOTO MO3ra COOaK BBI3BIBAET COKPAIEHHsS MBIIII XUBOTHOTO. VX padoTa
3ajayia HarpaBJIeHUuE JUIsl OyIyIIuX HCCIEOBAHUHN 1O KapTUPOBAHUIO (YHKIIHIA
Pa3IMYHBIX YYaCTKOB KOPKI. Ferrier mepBblii mpeocTaBuil JaHHBIC O TOM, YTO YacTh
KOPBI, CTUMYJISIIIUS. KOTOPOH MPUBOMT K MBIIIEYHBIM COKPAIIICHUSIM, TIPEACTABIISCT
coboii rpyOyr kapty Tena y o0e3bsH [2]. To, 4To MOTOpHAs KOpa COCTOUT U3
NEPEKPBIBAIONIMXCS YYACTKOB, OTBEYAIONIMX 32 Pa3lIMYHbIC YacTH Teja ObLIO
NIOKa3aHO B MHOXKECTBE HCCIICIOBAHWN HA Pa3IMYHBIX JKUBOTHBIX. HambOoubmryto
U3BECTHOCTh MPHUOOpPENTH Pe3yJabTaThbl SKCIEPHUMEHTOB I0 CTUMYIISLUN KOPBI Y
Haxomsmmxcsi B co3HaHmu manueHToB. Penfield mpencraBun pesynbrarel 3THX

9KCIICPUMCHTOB B BUJIC MOJCIIN «ABUI'aTCIIbHOT'O T'OMYHKYJIyCa» pHUC. l.
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Puc. 1. MotopHnsiit romyskyyc [lendunaa, Tonorpaduyeckas opranuzaius
KOpBI, pa3Mep YacTei Tella yKa3blBaeT HAa KOJMYECTBO HEHPOHOB OTHOCHTEIHHO
(bU3UIECKOTro pazMmepa 4acTH Telna (MCTOYHHK:

https://en.wikipedia.org/wiki/Cortical _"homunculus).

Kpome dakra Tomorpadguyeckoil opraHuzaiuu 3Ta HSKCIEpUMEHTaIbHas
napajurMa MCroJyib30Bajach JJsl YCTAHOBIEHUS (DYHKIMM MOTOPHOM KOpbl. Tak,
MHOKECTBO HCCIICJIOBAaHUM OBLIIO MOCBAMIEHO CTUMYJISIIUU PA3JTMYHBIX YYaCTKOB
MOTOPHOM KOpbI M HAOJIOJIEHUIO MOBEICHYECKUX MOCJIEICTBUIA aKTUBUPYIOIIETO
Bo3aciicTBus [3—-6]. Hampumep, 01HO M3 paHHUX MPEANOI0KEHHI, OCHOBAHHBIX Ha
ATON HSKCIEPUMEHTAIBHON MapaaurMe, MNOAPa3yMEBAEeT, YTO MOTOpHAas Kopa
YOPABJISIET COKpAILlEHUEM OJHOM wWin Habopa (yHKIHMOHAJIBHO COMPSKEHHBIX
mpii  [3].  HawubGosbimiee pa3BuTHe WSS YCTAHOBIACHHS (DYHKIHUH U3

IKCTIICPUMEHTOB O CTUMYJISIIIMK TpuoOpena B paborax Grazziano. OH mepBblii
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MPUMEHUI AKTUBUPYIOLKE TOKH C (PU3UOJIOTHYECKU €CTECTBEHHOM JJIUTENbHOCTHIO
Bo3zaelictBust [7]. Ilpum TakoM BO3JACHCTBUM JKCICPUMEHTAIBHOE JKUBOTHOC
BBIIIOJIHAET CJI0)KHOE, MHOTIOCYCTAaBHOE IOBEIAEHYECKOE JBW)KEHHUE, HaIpUMED,
MPOTATUBAET BEPXHIOI KOHEYHOCTD Iepes] cCO00M U B KOHIIE ABM>KEHUS BBIMOJIHSET
XBaTaTeJIbHOEC JBWXKEHHE B KUCTU WIM BBIIOJHIET T[OJHECEHHE BEpXHEH
KOHEYHOCTH KO PTy M OTKpBIBaeT poT. JlanpHelas pa3paboTka Takoro Mmojaxoja
npuBeia K MepeoCMbICICHUIO TONOrpaduyecKuX KapT MOTOPHOM KOpPBI U3 KapThl,
coJiepKallleld 4acTH Teja K KapTe, colepKalled MOBEACHYECKUE JIBUTATEIbHBIC

nporpammsi [8].

[IpumeHeHue Opyrux MOAXOJOB K H3YUYEHUIO (DYHKIIMM MOTOPHON KOPBI:
3aIlUCh AIIEKTPUYECKOMN AKTUBHOCTH OTHEIIbHBIX HEWPOHOB,
anexTpodHIedanorpadus, B 6osiee No3gHUX paboTax PyHKIIMOHATIbHAS MAarHUTHO-
pe3oHaHCHas ToMmorpadusi, B COBOKYITHOCTH C HOBBIMH CIIOCOOAMHU OpTraHU3alluu
AKCIEPUMEHTA; TpPUBEIO K 0oJsiee JeTaalbHOMY MOHUMaHUIO (DYHKIHMOHAIBLHOIO
NOApPA3NAECIEHUsI MOTOPHOM KOpbl. CeroiHss BBIACISIOTCS TPU OCHOBHBIX
KOMIIOHEHTBI. JOMOJHUTENbHAsI MOTOPHAsI KOpa, MPEMOTOpPHAs KOpa U MEpBUYHAs
MoTtopHas kopa [9]. Cpeau GpyHKIHIA JOMOJHATEIBHOW MOTOPHOM KOPBI IOKA3aHBbI:
IUTAHUPOBAHKME CIIOKHBIX IEMOYECK ABUTaTeNbHBIX nevctBuid [10], mmanupoBaHue
MOCJIEA0BaTEILHOCTEN JBWKEHHM, CIIOKHBIE BBIYUYCHHBIC JBUTATEIIbHBIC aAKThI
[11,12]. TIpemoTopHast kopa OOHApY>KHMBAaeT POJIb B HCIIOJIB30BAHUH CEHCOPHBIX
CUTHAJIOB B TJIAHMPOBAHWU U CONPOBOXKACHUH ABrKeHMi [13], OosbIioe 3HaUCHUE
UMeeT 3pUTeNbHas WHpOpMaIUsa U e€ accolMalys ¢ JBHraTelIbHbIM akToMm [14].
Hakonen, mnepBuUYHasT MOTOpHas Kopa HMEET HauOOJIblIee KOJIUYECTBO
CUHANTUYECKUX COEAMHEHUN C MOTOPHBIMM HEHPOHAMHU CIHUHHOTO MO3ra, 4TO B
COBOKYITHOCTU C JKCHEPUMEHTAJIbHBIMU JAaHHBIMU 00 HEHPOHHOM AaKTUBHOCTH
TOBOPUT O TOM, YTO HEUPOHBI ITOM 0OJACTH OTBEYAIOT 3a KOJWPOBaHUE OoJiee
MPOCTBIX, HU3KOYPOBHEBBIX XapPaKTEPUCTHK JBWXKEHHUA. [lOMBITKH oOmpeaeanThb
GyHKIIMOHATBPHOE 3HAYECHHE TEPBUYHON MOTOPHOW KOPBHI HAYaIUCh C PabOTHI

Evarts, koTopslili UCIOIB30BaN 3aMKUCh SJIEKTPUUECKON AKTUBHOCTH OJMHOYHOIO



HCﬁpOHa 00€3bSIHEI BO BpPEMs BBIIIOJTHCHUSA CTaTUYECKOM reacpain CUJbl IIpU

crubaHuy Wik pa3rudanun kuctu [15].

- —— - - - -
- - e -

Puc. 2. Ilpumep paHHBIX, MOdydeHHbIX EVvarts, 3zamuch OIUHOYHOTO

MOTOHEHpPOHa KOPBI U COOTBETCTBYIOIIEE MEpEeMeEIIeHUE 3armsicThs [15].

CormnocraBiieHUE NaHHBIX O T€HEPUPYEMOW CUJIE€ UM CHAWKOBOW aKTUBHOCTH
HEUPOHOB TMOKa3aJid CYIIECTBEHHYIO KOPPEJALHIo, ObUT CHAENaH BBIBOJ, 4YTO
HEUPOHBI NEPBUYHON MOTOPHOU KOPBI KOJUPYIOT CUJIy COKPALIEHUS OTIEJIbHBIX
Mmbim.  [logxonm, mnpw  KOTOPOM  BIIEKTPUYECKAsT AKTUBHOCTh  HEHWpOHA
COTIOCTAaBIISICTCA ¢ MEXaHMYECKUMH MMapaMeTpaMu, MOJyYnsl pa3BUTHE B paboTax
Georgopoulos, KOTOPOMY YAQJIOCh TIPOBECTH 3aMKCh OOJIBIIET0 KOJMYECTBA
HEWpPOHOB, a TaKXke HCCeAoBaTh Oo0Jjieeé €CTEeCTBEHHBIC JIBI)KEHHUS BEpxXHEU
KoHeuHOCTH [16]. B ero paborax ObLIO IMOKa3aHO, YTO OTAEAbHBIE HEHPOHBI HMEIOT
CBOIO «HACTPONKY» Ha oO0llee HaIlpaBJICHUE JIBM)KCHUSI KUCTH B MPOCTPAHCTBE, TO

€CTh, UeM OJmke oOlIee HanmpaBJiIeHUE JBHXKEHHSI KUCTU MPU JABUKEHUU BEPXHEU

10



KOHEYHOCTH K «IpeanountaeMoMy» Hamnpasienuto (preferred direction), rem Bbiiire
Y4acTOTa MOTEHIMAJIOB JCHCTBUS KOPKOBOTrO HeipoHna. JlambHelimas pa3paboTka
9THX JAHHBIX TpuBeida K (OPMYJIUPOBAHHIO THMIIOTE3bI MOMYJISIIHOHHOTO
KOJMPOBAHKS, B KOTOPOU MPEIIOJIAracTCs, YT0 HEKOTOPOE KOJIMYECTBO HEHPOHOB,
KaXIbIi M3 KOTOPHIX HMEET KOPPEIALHUI0 C ONPEACAEHHBIM HaIPaBICHUCM
JIBMYKEHUS, COBOKYITHO (DOPMHUPYIOT BEKTOP, SABJISIOIIAIACS OOIIMM HaIlpaBICHHEM

nBrkeHus [17].
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Puc. 3. TlpuHOMO KOAUPYIOMIMX HAMpPABICHUE IBUXKEHUS HEHUPOHOB I10

Georgopoulos [16].

PacmnpeHHe IMPUMCHSACMBIX  OKCIICPHUMCHTAJIbHBIX YCHOBHﬁ, a TaKxXeE

OTCJICKHNBACMbIX MCXaHHNYCCKUX mapamMcTpOB IIPpUBCIIO IIOABJICHHUIO
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NPOTUBOPEUYMBBIX KOHLEMIMA O (QYHKIUSAX MEPBUYHON MOTOPHOM  KOPBI.
Hampumep, 6pU10 MOKa3aHO, YTO KOPPEJIALIMA HEUPOHHOW aKTUBHOCTHU U YTJIIOBBIX
IIOJIO’)KEHUH CYCTaBOB BHIIIE, YeM KOPPEISIHS C HallpaBJICeHHEM JaBrokeHus [18],
KpOME TOTO, MHOKECTBO JPYTHX MEXaHUYECKUX MMapaMeTPOB, KaK ObLIO MOKA3aHO,
3HAYMMO KOPPEIUPYIOT C aKTUBHOCTHIO KOPTUKAIBHBIX MOTOHEHPOHOB, HAITPUMED:
ckopocTh aBwkeHus [19], moment cwibl [20], mO3bI, Kak COBOKYITHOCTH
KOH(UTypalyii CycTaBHBIX YIJIOB [7]. Pe3ynbTaThl Mo100HBIX HCCIICIOBAHUN JAFOT
KaK CBHJIETEJIbCTBA B TI0JIb3y KOJAUPOBAHUS MAapaMETPOB BBICOKOIO YPOBHS
(HampaBlieHUsI, TPAEKTOPUHM, CHUHEPTUHU), TaK U B TOJB3Yy IMMapaMeTPOB HU3KOTO
YpOBHsI (MBIIIEYHBIE CHUJIbI, aKTHUBAIMH, TMOJIOKEHHUS CYCTaBOB). Takxke ciemyer
OTMETHUTH, YTO MHOKECTBO MEXaHUUYECKUX MTAPaMETPOB MOKET KOPPEIUPOBATH APYT
C ApyroM B BUAy (GU3UUECKOW MpUpOAbl (HApUMeEp, KOPPENALHs YCKOPEHUS U
MOMEHTa), TakK, Hampumep, 10d0Orov mokas3pIBaeT, 4YTO KOPPEIAIUU C
BBICOKOYPOBHEBBIMHM MapamMeTpaMyd MOTYT ObITb OOBSICHEHBl BSI3KOYNPYTUMU
CBOWMCTBAMH MBIIIIl M JAPYTUMH OCOOEHHOCTSIMH Ouomexanuku [21].Beicokas
CTEMICHb KOPPEJSIMU B IKCIEPUMEHTAIBHBIX YCIOBUAX MOXET OBITh BBbI3BaHA
JA3aMHOM TAaKWM OKCIIEPUMEHTOB, KOTOPBIM HE [OIYCKaeT pPeaTuCTUYHOU
BApPUATUBHOCTU JBWIKECHMS, OJIHAKO, €CIU yAa€Tcs TMPOBECTU TMOJAOOHBIN
OKCIEPUMEHT 0€3 OrpaHMYCHHM, KOPPEISIMd OKa3blBAIOTCA HE TaKUMU

OJTHO3HAYHBIMH, & HACTPOIHKa HEHPOHOB MOKAa3bIBACT CMEIIAaHHYIO Tipupoay [22].

HemanoBaxxHO OTMETUTH, YTO PaCIpEICICHUE MOTOPHOIO KOHTPOJISI MEXIY
BBICIIIMMHU U CIIMHAJIBHBIMU OTJEJIaMU HEPBHON CUCTEMbI IPUBOJUT K CIOKHOCTSIM
HKCIIEPUMEHTAJILHOTO HW3Yy4YeHUs TpaHchopMallud cuUrHajga TpH Tepeaade oT
KOPTUKAJIBHOTO MOTOHEUPOHA K MbIIIIaM. BMecTe ¢ TeM, He 10 KOHLIA ICHO, YTO K€
ABJISICTCSL DJIEMEHTAPHOW E€IMHMIEA MOTOPHOTO KOHTPOJSL, KPATKOE MBIIIEYHOE
COKpalleHue, BEJIMYMHA FEHEPUPYEMOU CHIIbI, 103a, CUHepruu, etc.. OnucaHHbie
BbIlEe (DAaKTOPHI MPUBOJAT K OTCYTCTBHIO OOIICHPHUHSATON TEOPUM OTHOCUTEIHLHO
MEXAaHU3MOB MOTOPHOI'O KOHTPOJIS, UTO HE IO3BOJISIET pa3peliaTh CI0KUBIIUECA

MPOTUBOPEYHS B BOMPOCax (PyHKIIUN MEPBUYHON MOTOPHOU KOPBHI.
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Crenenb pa3padOTAaHHOCTH TeMbI UCCJIEIOBAHMS

CyIecTBYIOIIME HAa CETOTHS TEOPETUICCKHUE MOJICIIH TOr0, KaK MOTOpHAs KOpa
YIPAaBIISAET IBIKCHUAMHI OMOMEXaHUYECKOW CHCTEMBI, pa3IelIssioTCs Ha J[Ba Kiacca:
JUHAMHYECKHe cucTeMmbl [23], Momenu onruMmaibHOro ympasicHus [24,25].
HecMoTpst Ha TO, 9TO TaKOTO POJia MOJEIN 00JIaa0T MpeIcKa3aTeIbHON CUIION U
CTIIOCOOHBI BOCITPOU3BOIUTH HEKOTOPBIC (hDEHOMEHBI MOTOPHOTO KOHTPOJIS, CITOCO0
uX GOpPMyYJIMPOBAHUS U MATEMATUYCCKHE MPUHIIUIIBI, HA KOTOPHIX OHH OCHOBAHBI HE
MIO3BOJIAIOT YYUTHIBATh M3BECTHBIC OMO(PH3NUICCKHE MEXaHU3MBl B3aUMOJICHCTBUS
HEHpOHOB. MareMaTu4eckoe MOJICIMPOBAHNE HEWPOHHBIX CETEH aKTUBHO
NPUMEHSICTCS U1 M3Yy4YCHHsS MEXaHHW3MOB IMaMSATH M HEHporiacTUYHOCTH [26],
3peHus [27], TMHAMUKHY TOITYJISIIMOHHONW aKTUBHOCTH HelpoceTei [28], snmnencun

[29] u npyrux oOsacTsIX HEHpPOHAYK.

MaremaTtuueckoe MOIETUPOBAHUE CETEH HEHPOHOB B KOHTEKCTE yIPaBICHHUS
MBIIIAMH TPUMEHSIETCA Il U3YYCHHUS IIEHTPAIbHBIX TE€HEPAaTOpOB IMaTTEpHA
[30,31]. Monenu Mo3BOJSIOT YTOYHITH MEXaHU3M (POPMHPOBAHUS PUTMHUUCCKUX
natTepHoB aktuBHOocTH [32], wuccrmemoBaTh posib  Hedpomoayssinuu - [33].
CoBMeECTHOE HCIOJIb30BAHUE MOJIETICH HEUPOHHBIX CeTed M OMOMEXaHUYECKUX
MojieJIel O3BOJIIET MOJEIUPOBATh BECh Mpolecc (JOPMUPOBAHUSI YIPABIISIOLIETO

CHUI'HAJIa U BOBHUKHOBEHUs ABmxkeHus [34,35].

C oJIHOM CTOPOHBI, CYIIIECTBYET 3aMpOC HA U3YUEHHUE MEXaHU3MOB 00pabOTKHU
JIBUTATEIBHOW WHGOpPMAIINK, 3aKOJAUPOBAHHONM B AKTUBHOCTU KOPTHKAJIBHBIX
HEUPOHOB, KOTOPBIM CII0KHO BBIMOJHUM 3KCIIEPUMEHTAIBHO, C APYTOW, pa3BUTHE
BBIYMCIIUTEIBHBIX CPEICTB U MAaT€MAaTHYECKUX METOJOB ITO3BOJIIET B KA4ECTBE
9KCIEPUMEHTATIBHOTO CyOCTpaTa HCmoib30BaTh IN Silico momenu. MoaenupoBaHue
HEHPOHHBIX CETEH M COBOKYITHOE MOJEIMPOBAHHUE MOBEACHUS OMOMEXaHUYECKOM
CUCTEMBI MOTYT OBITh IPUMEHEHBI B KAYECTBE JIOMOJHUTEILHOIO HHCTPYMEHTA JIsl

HCCICA0BAHUA MCXAHU3MOB KOJAUPOBAHUA I[BI/DKCHI/Iﬁ B MOTOpHOﬁ KOpC.
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eau u 3apaun
[lenbto paboOTHI — HCCIIENOBATh TUIOTE3y KOAUPOBAHHUS IOIMYJISIIHOHHBIM
BEKTOPOM IpU MOMOIIM MAaTEMATUYECKOrO0 MOJICTUPOBAHUS, OOBEIUHSIONIETO

HEHPOOHOIOTMYECKYI0 1 OMOMEXaHUICCKYIO0 KOMITOHEHTBI B OJJHY MOJICITb.
3amaun:

1. Pa3paboTka apXUTEKTYpbl MOJIEIH, BEIOOP YPOBHS MOJACIUPOBAHUS U
JEeTalu3aluyd  JJI1  OCHOBHBIX 4YacTe MOJENH: KOJIUPYIOIIME HEUPOHBI,

IMPOMCIKYTOYHBIC HCprOHBI, HCﬁpOMBImeqHBIC CHHaAIIChI, MCXaHNYCCKasA CUCTCMa

2. Brei6op mojaxona M MHCTPYMEHTOB Ul HPOTPaMMHON peain3aluu
MOJETUPOBAHUS

3. Peanusamnus nporpaMMHOro Koja Ui CUMYJISILIMA pabOThl KOPKOBBIX
HEUPOHOB

4. AHanmu3  pe3ylbTaTOB  MOJCIMPOBAHUA  IIpolecca TeHepaluu

MEXaHUYECKOTO JBMKEHMS B paMKaxX I'MIIOTE3bI MOIYIALMOHHOIO KOAUPOBAHUS
S. AHaiM3 BO3MOXXHOCTEM M OrpaHWYEHUM pPaCIIMPEHUs Ha Jpyrue

OTACJIBI MO3I'a IIPUYACTHLBIC K IBUT'ATCIIbHOMY KOHTPOJITO

HayuyHnast HOBU3Ha

B  nmanHOii paboTe BHEpBbIE peaTM30BaHA  KOMIUIEKCHas  MOJIEb
HEUPOMBIIIEYHOTO CONPSHKEHUS B LIEJISIX UCCIIEIOBAHUS MEXAHU3MOB KOJIUPOBAHUSA
MIPOU3BOJIBHBIX JABIKCHUN. MaTteMaTuaecKuii (hopMaIn3M JUIT KOMIIOHSHT MOJICIN
OMUPAETCS HA XOpPOLIO HCCIECAOBAHHBIE M MIMPOKO MCIIOJIb3yEMbIE B HAayKe
MOAXO/bI, OJHAKO Takas KOMOWHAIMS STHUX TOJIXOJIOB W IIeNIb HCCIEIOBAHUS
BO3HMKAIOT BIIepBbIe. Pe3ynbTarhl 0030pa JUTEpaTyphl, HA OCHOBAaHUU KOTOPOTO
aBTOP MPUXOJUT K BBIBOJIY O HAYYHON HOBU3HE PaOOTHI PEACTaBICHBI B OCHOBHOM
yacTu. PazpaboTanHbiil oAX01 K MOJACIMPOBAHUIO HEHPOMBITIIEUHOTO COTIPSHKEHUS
TAKXK€ MO3BOJINJI PEATM30BATh TEOPETUUECKYIO MOJIEIIb JJIs1 TUIIOTE3bI KOJAUPOBAHMS
HaIpaBJICHUS JBWKEHUSI MOMYJISIUOHHBIA BEKTOPOM Ha YpOBHE OMOGU3UYECKHUX

MEXaHU3MOB MPOTUB PAHEE PACCMOTPEHHBIX O0siee a0CTPAKTHBIX MOJIEIICH.
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Teopernueckasi U NpaKTH4eCKAasi 3HAYUMOCTH Pa0OTHI

Ynmamoce peanu3oBaTh MOJEIb KOAWUPOBAHUS YIPABISIONIUX MOTOPHBIX
CUTHAJIOB HEPBHOM cHCTEMbl Ha OMOGU3MUECKOM YPOBHE JeTanu3anuu. Takas
MOJEIb TMO3BOJSIET OTCJIEXKHBATh HW3MEHEHHSI B AKTUBHOCTM HEWPOHOB Ha
HECKOJIbKUX JTamnax MpeoOpa3oBaHusi BXOJAHOTo curHajia. [lomoOHBIN Mmoaxon
MOXET OBbITh TPUMEHEH HE TOJBKO JUIsl JBUTATEIBHBIX HEUPOOMOJIOTUYECKUX
CUCTEM, HO U, HAIIPUMEP, CEHCOPHBIX. Pe3yNibTaThl aHAIN3a TUIIOTE3bI KOJAUPOBAHUS
MOMYJISITUOHHBIM ~ BEKTOPOM TMPH  TMOMOIIM pa3pabOTaHHOM MOJEIU TaKkKe
YKa3bIBaIOT Ha AaMIUIMTYJIHbIE OrPAaHUYEHUS TUIOTE3bl U BBICOKYIO CBS3b
OMopu3MUYEeCKUMH  TapaMeTpaMHl  TOMYJISAIMU  HEUPOHOB, T'E€HEPUPYIOLIUX
YIPaBISIONIMN CUTHAM JUIsl MBI, BCE 3TO yKa3piBaeT Ha BO3MOKHbBIE YTOUHEHUS,
HEOOXOJMMbIC TEOpPUM HEUPOHHOM AaKTUBHOCTH, KOJHMPYIOUIEH MapameTphl

JABHUKCHUS.

C nOpakTHYECKOW TOYKM 3pEHHUS, HCIOJb30BAHHBIM HOBBIA MOAXOA U
peaau30BaHHBI  IPOrpaMMHBIM  KOJ  MOXET OBITh MOIU(PHUIIMPOBAH H
MEePErCIIONb30BaH KaK JUIsl JAPYTHUX TUIIOT€3 MOTOPHOIO KOHTPOJsS, Tak U (Npu

CYIIIECTBEHHON JO0pabOTKEe) B KadecTBe MOJeinu (OPMHUPOBAHUS YIPABISIONINX
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CUTHAJIOB B HEKOTOPBIX AJITOPUTMAX pacIIM(PpPOBKHU CUTHANIA UHTEPHENHCOB «MO3T-
KOMITbIOTEPY». TeKylllee COCTOSTHUE MOJIEJIM HE MO3BOJISIET JiejaTh IPUMEHUMBIE Ha

IMPAaKTHUKC BBIBOABI O (1)I/IBI/IOJIOFI/II/I MOTOPHOI'O KOHTPOJIA.

MeToa0J10THs1 M1 METOABI UCCJIeIOBAHUS

MeTtononorus:

Jlns peanuzanyu 1ed MCCIEAOBaHUsA OblIa pa3paboTaHa W peaii30BaHa
CI0KHOCOCTaBHass MOJENb. [71aBHbIE KOMIIOHEHTBI: BXOJHAas HEUPOHHAaA
aKTUBHOCTh - MMHUTAIMA KOJUPOBAHUSA COIVIACHO THUIIOTE3€ KOIUPOBAHUS
MONYJISALIMOHHBIM BeKTOpoM. Ilomyssiiidsi mpoMeXyTOYHBIX HEHPOHOB, CBS3b C
BXOJIOM, BBIXOJI OTHPABJISICTCS Ha MOJEIbL HEUPOMBIIIIEYHOTO CHUHAICA. A TaM yxKe
nojgy4vaercs 'ypOBEHb AaKTHUBAIlMU'" MBI, KOTOPBIM IMEPEXOJUT Ha MPOCTYIO
OMoMexaHU4eCKyI0 MoJienb. [lapameTpsl cBsizeil MEXy KOMIIOHEHTAMU MOJIENIA U
BHYTPU KOMIIOHEHT AaHAJIM3UPYIOTCS HA CHOCOOHOCTH 3TOM CJIOKHOM MOJAENIU
F€HEpUpPOBaTh  MEXAHWYECKHE  JIBUKCHMS,  COOTBETCTBYIOIIME  BXOJIHBIM

JIBUTATEIbHBIM 3aJadaM.
MeTonsr:

s MozienupoBaHus MOMYJISIIUA TPOMEKYTOUYHBIX HEUPOHOB MCIOIb30BAHbI
cucTeMbl ¢ depeHIuaTbHBIX YPaBHEHUN IO TUITY "HHTETPUPOBATH-U-CPAOOTATH"
(integrate-and-fire), cuHaNTHYECKHE CBSI3M MEXAy HEHPOHAMHU OIHMCHIBAIOTCS
CIIy4yailHOW BEJIMYMHOW C PABHOW BEPOATHOCTHIO OOpa30BaHMsI CHHAIICA MEXKIY
KaXIbIM C KaXKIbIM HEUPOHOM. HeWpOMBIIEUHBbIM CHHANC W IIPOLECC
npeoOpa3oBaHusl HEHPOHHOM AaKTHUBHOCTH B YPOBEHb AaKTHUBAIMUA  MBbIIIII]
ONMMCHIBACTCS  cUCTeMOM  nu(PepeHIINAIBHBIX  KUHETUYECKHX  YpaBHEHUH,
ONMCBHIBAIOIINX W3MEHEHUS KOHICHTPALUU HeWpomeauaropa 151
CapKOIUIa3MaTUYECKOr0 KaJbldsl. YPOBEHb AaKTUBAIMM MBIl BO BpPEMEHU
SBJIIETCSI BXOJHBIM TIapaMeTPOM JUIsl CUCTEMbl ypaBHEHUN OMOMEXaHMYECKOU
KOMITOHEHTBI, COCTOSIIEH U3 YpaBHEHUI XWiuia U 1u(PepeHIInaIbHOrO ypaBHEHUS

BTOPOro nopsaaka aJri OrmuCanusa IBHMKCHHUA CCIMCHTAa KOHCYHOCTH.
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HOJ’IO)KGHI/IH, BBIHOCUMBIC HA 3aIIIUTY
1. Pa3pa60TaHa CJIOKHas1 MaTcMaTH4YCCKas MOACIIb HCﬁpOMBIIHC‘{HOFO
COIIPSAKCHUSA, ITO3BOJIAIOIMIAA MCCIICAOBAT MCXAHU3MbI KOIAWPOBAHWA 11apaMCTPOB

JABHKCHUS.

2. Ilpu momomm pa3pabOoTaHHOW MOJENU OBUIM BBISBICHBI OTPAHUYCHUS
TUTIOTE3bl  TOMYJISIIIUOHHOTO BEKTOpPA, KOTOpBIE TPEOYIOT TOMOJHUTEIHHBIX
YTOYHEHUW, HEOOXOMMMBIX IS JIY4IIero OMHCAaHUS MeXaHW3Ma KOJIUPOBAHUS

napameTpoOB JBUKEHUH.

3. OrpaHuuyeHHs THUIOTE3bl KOJIWPOBAHUSA NOMYJISLUMOHHBIA BEKTOPOM
ONPEAENSIOTCA OMOPU3NUECKUMU XapaKTEePUCTUKaMU HEHPOHOB, YYACTBYIOIIMX B
npeoOpa3oBaHUU YIPABIAIONIETO CUTHAja, B YAaCTHOCTH, 3aBUCUMOCTb YaCTOTHI

CIalKOBOI aKTUBHOCTH OT BXOJISIIIIETO TOKA Yepe3 MEMOpaHy.

JIMYHBIH BKJIAJ aBTOPA
Bce pesynbTarhl, BKIOYas pa3pabOTKy U pealu3alui Mojenedl u
MPOrPaMMHOT0 KO/a O0IIeH MOJIENH, MOJCIIMPOBAHUE U aHAIU3 PE3YJIbTATOB ObLITU
BBITIOJTHEHBI ABTOPOM IOJHOCTBIO CaAMOCTOSITENIbHO. METOo0oTs M JIOTHKa
HAy4YHOTO TMOWCKa OOCYXJAIMCh M COBMECTHO TPOIYMBIBAIIUCH C HAYYHBIM

pykoBoaureneM A.¢p-m.H. O. JI. BracoBoi.

s mporpaMMHOM peain3alui MOJEIH ObLIM HCIOJb30BaHbl: OMONIMOTEKA
JUIs. HepoOuosiornyeckux BbluuciaeHudd Brian simulator [40], mporpammHas
peanmuzanusi moaenet Muimibsl M. Duarte [42]. KonkpeTHas peanuzanus
YPaBHEHMM, COBOKYIIHOM MOJEIM W MNPOrpaMMHBIA KOJA JJii TNPOBENCHUS
MOJICIUPOBAHUSI W aHAJINW3a PE3YyJIbTATOB OBUIM CaMOCTOSITEIIHHO BBITIOJIHEHBI

aBTOPOM.

JlocToBepHOCTH pe3y/ibTaTOB
JIOCTOBEPHOCTh ~ MOJYYEHHBIX  PE3YyJbTAaTOB  MOATBEPXKAAECTCS  HX
COTIACOBAHHOCTHIO HAYYHOW MUPOBOM JIUTEPATYPOH,  HCIIOIB30BAHUEM

KOMIIJICKCAa COBPEMCHHBIX MCTOAOB HCCIICOOBAHUSA, aHAJIW3a H CTaTUCTUYECCKOU
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06pa6OTKI/I INOJIYYCHHBIX PE3YJIbTATOB MW CPABHCHHUC IIOJTYUYCHHBLIX JaHHBIX C

HUMCIOIIINMHCS Ha I[aHHI)II\/JI MOMCHT JIMTCPATYPHBIMU HCTOYHHUKAMMU.

O030p JuTEpaTypHI

1.1 [locTaHoBKa Npood.1eMbl, HeliPOHHOE KOANPOBAaHUE IBUTaTeIbHOM
HH(poOpMaALM¥ B HEPBHOM cCHCTEeMe

YnpaBrneHue ABWKEHUSMU (JABUTaTEIbHBIA KOHTPOJIb) B JKUBBIX CHCTEMAax
OCYIIECTBIISICTCS] B PE3yIbTaTe€ COBOKYITHOM JMEATEIBHOCTH OOJBIIOrO KOJTHYECTBA
Pa3IMYHBIX OTJIEJOB KaK [IEHTPaIbHOM, TaK U NepupepruuecKoil HEpBHOI CUCTEMBI.
Tem He MeHEee MOKHO BBIICTUTH JIBa OT/ENA, KOTOPHIE OTBEYAIOT HEMTOCPEACTBEHHO
3a  (opMUpOBaHHME KOHEYHBIX HH(OPMALMOHHBIX  CUTHAJIOB, KOTOpHIE
BO3/JCICTBYIOT Ha 3(PQEeKTOp, TO €CTh Ha MBILIEUYHYIO TKaHb, KOTOpas B CBOIO
ouepenp NPOAYLUUPYET MABMKEHHE. TakuMmMu OTAeNaMu SBJSICTCS TEepBUYHAS
JBUTaTeNIbHas Kopa (primary motor cortex, M1) u Tak Ha3bIBaeMbl€ LIEHTPAJIbHbIC
reHeparopbl marrepHa (central pattern generators, CPG). 3Otu otaens
NPEJCTaBISIIOT HMHTEPEC C TOYKH 3PEHUS HEMOCPEICTBEHHOTO HEWPOHHOTO
KOJIMPOBAHMS CUTHAJIOB, TaK MPEACTaBICHHBIA B HUX HEUPOHHBINA KOJT MOKET OBITh
MPAKTHYECKH HAIPSIMYIO COMOCTABIIEH C MPOU3BOANMBIMU JABIKCHUSAMHU. MHOTHE
o01acTi MO3ra y4acTBYIOT B ()YHKUMOHMPOBAHUM IPOU3BOJIBHBIX ABMXKEHUN, HO
HET HUKAKWX COMHEHHMI B TOM, YTO MepBUYHAs MoTopHas kopa (M1) wurpaer
BAXHYIO POJIb B PETYJSIIMU TaKWX JABUTATENbHBIX akToB. Porter & Lemon, 1993;
Kandel et al. 2000; Shadmehr). & Wise, 2005). IlepBuunas gBurareibHas Kopa
o0ecrieunBaeT HAMOONBIINA BKJIAJ B KOPTHUKAJIbHO-CIIMHHOMO3TOBOW TPAaKT.
[Mopaxenuss mpu M1 mpuBOAAT K OCTpOMYy Hapajudyy M JOJTOBPEMEHHBIM
TPYAHOCTSIM B KOOPAUHAIINH ABM)KCHUN, TAKUX KaK OTAENbHbIE ABM)KECHHUS MaJIbLEB.
Konnenmus HeliponHoro koaupoBanus (neural coding) okasana BiIusHUE Ha
u3yueHue HH(OpMaluM, MepeaaBaeMold B MNaTTepHAX MOTEHLHUAIOB JEWCTBUSA
HEHPOHOB TMEPBUYHON ABUTATEIIBHOW KOpbI Yy OOAPCTBYIOIIMX >KUBOTHBIX. OTH

MCCIIeIOBaHUSI HE HAIILTK OOIIEro Koja Jisl OMUCaHUs HeUPOHHOM 00paOOTKU B 3TOM

18



oOiacTH Mo3ra. CKOpGC, 9T HUCCIICAOBAaHUA O6Hapy}KI/IJ'II/I BE€CbMa HCOJHOPOJHOC
COUYCTAaHUC CUT'HAJIOB UJIKM KOO OB. BOSMO}KHO, 9TO CBA3aHO C KOHKPCTHBIM q)OKYCOM
OTACIBbHBIX I/ICCJIeI[OBaHI/Iﬁ Ha pa3JIMYHbIC ABUTATCIIbHBLIC ACIICKTHI, TdK, HAIIPUMCD,
HHSaﬁH HCCIICAOBAHUA MOKCT OBITH HAIIPpaBJICH Ha pas3jindud B CKOPOCTAX
BBIIIOJIHCHWA ABUIATCIIBHBIX 3aJda4 WA, HAIIPUMCP, Ha MCHAIOIMIUCCS YCJIIOBUSA
I[BHF&TCJ'IBHOﬁ 3ala4r, KOTOpasA CTaBUTCA IICPCA KUBOTHBIM IIPU IMPOBCIACHUUN

9KCIICPUMCHTA.

MOTOR INFRASTRUCTURE
Neuronal networks that co-ordinate
different movements

Cerebral cortex
Fino motar skils
(spoach
Cerebellum hand-finger comol)
Basal ganglia
Spinal cord
....... — v e
Eating and drinking
Protoctive rofiexes \ | ‘ | Brainstem
LOCOMObON QaNarnioe
Breatring
Chewing

Swakowing
Eye movernonts

Puc. 4 O6rras cxema motopHo# cuceremsl, Grillner (2003)

VY NO3BOHOYHBIX TI€HEpalus PUTMUUYECKON AKTUBHOCTH B MBIIIIAX 3aJHUX
KOHEUHOCTEH, JBUTaTelibHAs AaKTUBHOCTh, HE TpeOyeT CEHCOPHOTO BBOjA, a
reHepupyeTcs IeHTpaIbHbIMU ceTeBbIMU reHepaTopamu (CPG). OTo paaukanbHOE
OTKPBITHE MOSBUIOCH B HOBATOPCKUX uccienoBanusix bpayna (1911) u ¢pon Xoncra
(1935) u ompoepriio mpeodaagaroee Torjia MHEHHE O TOM, YTO JIJISl CIIOXKHOTO
JIBUTATEILHOTO TMOBEICHUSI HEOOXOIUMBI MOCIIEA0BaTEeIbHbIE PEIICKChI, KOTOPhIC
CBs3aHbl Apyr ¢ Apyrom. OpjHako, 4YTOOBI TOJY4YWUTH OOIEe MPU3HAHUE,
HE00X0MMMBI 00JIee TOPOOHBIE UCCIIEIOBAHUS, YTOOBI TBEPJIO0 YCTAHOBUTH CXEMBbI
CPG kak o0muii MpuUHUUI HEHPOHHON OpraHu3aluMd y O00OHMX MO3BOHOYHBIX
(Grillner u Zangger, 1975, Grillner u ap., 1976, Grillner, 1985, OpnoBckuii u ap.,
1999, Kiehn, 2006) u 6ecno3sonounsie (cm. Wilson, 1966, Jing and Weiss, 2005,
Kandel, 1979, Kristan et al., 2005, Marder et al., 2005, Selverston, 2005).
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Mpbl 3HaeM, 4TO y BCEX >KMBOTHBIX, NMO3BOHOYHBIX WM OECIO3BOHOYHBIX,
NBIDKEHUS  KOHTpoiupytotcss  cetssmu  CPG,  KoTopble  ompenensior
COOTBETCTBYIOIIHME TOCIEAOBaTeIbHOCTH akTuBanuu Mol (cM. Grillner, 2003,
Selverston, 2005). Kaxnoe XuBOTHOE HajeleHO IMpOKUM penepryapom CPG,
PACIIONIOKEHHBIM B Pa3HBIX 00JIACTSX IIEHTPATbHON HEPBHON CUCTEMBI (PHCYHOK 1)
U JOCTYIHBIM 17151 AudHepeHIInaaIbHON aKTUBAIMH, YTO JAeT )KUBOTHBIM OCOOBII
HA0Op pelIeHUuN AJI1 MPUCTIOCOONICHHS] K MX HIMPOKO Pa3TMYAIOIIUMCS MOJEISIM
noBefeHus. Hampumep, Habop pasmuunabix CPG mo3BOMSIET HOBOPOXIACHHOMY
[BITVICHKY BBIMOJIHATH COOTBETCTBYIOIINE MHKYOAIIMOHHBIE IBMKCHUS - pa30MBaTh
SUYHAsg CKOpJyNa U CTOSITh, XOAUTh HAa JBYX HOTAax, JbIIIATh M BBIMNOJIHATH
COOTBETCTBYIOIINE ABMKCHUS IIICH U TJ1a3, YTOOBI HICHTU(DUIIMPOBATH M CKJIEBAThH

3CPHA Ha 3EMJIC. 1, HAKOHCI, IIPOIJIOTUTH HX.

Xotsa CPG ob6ecrieunBaroT OCHOBY JUIsl T€HEpaIlMU JBUTATEIbHBIX ATTEPHOB,
SICHO, YTO CEHCOPHBIA BKJIAJ, TEM HE MEHEE, MMEET pEIIaoIIee 3HAUYCHUE IS
yrouHeHus1 akTuBHOCTH CPG B oTBeT Ha BHemHue coObiTus (Grillner, 1985). Eciu
ob1 [III" HEeM3MeHHO co37aBaju >XECTKO (PUKCUPOBAHHBIE CXEMBI JICHCTBUS,
JKUBOTHBIC BEIHM CeOS KaK aBTOMATHI - CTEPEOTHUITHBIE POOOTHI MM COJIAThI Ha
napaje. B netficrButensHOCTH 6a30Bas nesarenbHocTh CPG moaBep)keHa aganTauu
C TTIOMOIIIbIO PA3JIMYHBIX CEHCOPHBIX MEXAHU3MOB, TaK YTO JIBI)KCHUSI MOTYT OBITh
TUHAMWAYECKH aJanTHPOBAaHBl K HW3MEHCHHSAM B OKpyXaromed cpeme. Takum
obpazom, CPG mpenocTaBisitoT THOKUN ¥ MOAUGDUIIUPYEMBIN 1Ta0JI0H - OCHOBHOE
TpeObOoBaHKE B TPeOOBATEIHPHOM W MEHSIOIIEMCS MHUpE. AmanTamws, JOCTUTaeMast
CEHCOPHBIM BBOJIOM, MOKET OBITh OBICTPOM - OT ITUKJIA K ITUKITY, KaK MpH Oere B JIecy
- WUIM MEJJICHHOM, YTOOBI MPUCTIOCOOUTHCSI K POCTY JKUBOTHOTO. Takue ajantaiuu
OOBIYHO  OMOCPEAYIOTCS  KPAaTKOCPOYHBIMA W JIONTOCPOYHBIMH  (hOpMaMH
CUHANITUYECKOMN TUTACTUYHOCTH U MOTYT OBITh BBI3BAHBI PA3TUYHBIMU KIE€TOYHBIMH
W CHHANTHYECKHUMHM MEXaHWU3MaMH TIOCPEIACTBOM JCHCTBUI Ha CETEBOM YPOBHE.
Xots Hekotopbie CPG, Takue Kak JbpIXaTeNbHBIC MYTH, TOCTOSHHO aKTHWBHBI Ha

MMPOTAKCHHUHA BCEH KHN3HHU, OOJBLIIMHCTBO M3 HUX HaxXoAaATCAaA B COCTOSHHMH ITOKOS B
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YCJIOBHSIX TIOKOSI U HAOUPAIOTCS TOJBKO TOTA, KOTAa UMH YIIPABISIOT HEHPOHBI €
KOMaHJIHBIMU (DYHKIUSAMU. SIpKUM NpPUMEpPOM TaKOrO0 HUCXOJSALIEIO KOHTPOJIS
SBIIICTCS. KOMAHIHBIM LIEHTP JIOKOMOIIMHM, KOTOPBIM COXpaHseTCsl B TEUYCHHE
(buIoreHn MO3BOHOYHBIX. OJTOT UEHTP PAacCMOJIOKEH B CpelHeM Mo3re (cMm.
Orlovsky et al., 1999) u ompenensier, kKorma JOMKHBI OBITh AKTUBUPOBAHBI
neuratensHble CPG, a Takke ypoBEHb aKTHMBHOCTH (Hampumep, ObIcTpas WA
MeJUIeHHasl JIoKoMmolusi). BakHbIM moaxoaoMm s oObACHEHHsS TOro, kak M1
y4acTBYET B YNPABICHUH CEHCOMOTOPHOM (PYHKIIHEH, ObIIIO U3yUeHHE aKTUBHOCTH
OTJEJIbHBIX HEHPOHOB B COCTOSIHUU OOJIPCTBOBAHMUS, TIOBEACHUS 00€3bsIH, KOT'1a OHU
BBIMOJIHAIOT PA3lMYHble CEHCOMOTOPHBIE 3a/layd, TaKUe Kak IepeMelleHue
3aMACTbS WU MPOTSATHBAHHUE WM TMOAJEPKaHWE WX PYKH B MPOCTPAHCTBEHHBIX
HeNsIX. B JMAna3oHe MEXaHWYECKUX YCIOBMHA. DTH MCCIEAOBAaHUS HMMEIOT Pl
OTPaHUYECHHUI, B TOM 4YHcie TOT (DaKT, 4YTO HEUPOHHAs aKTUBHOCTh MOXKET OBIThH
3apeTUCTPUpPOBaHa TOJBKO OT KPYHHBIX HEWPOHOB, MPEUMYIIECTBEHHO
KOPTUKOCIIMHAIBHBIX U JIPYTHUX BBICTYHAIOIIMX HEUPOHOB. DTU HCCIEAOBAHUS
Tak)Ke HE MOTYT pacCMaTpyBaTh B3aMMOACHCTBHS MEXAy HeilpoHamu B M1, xoTs
pa3BuTHE U 00JIee MIMPOKOE UCIIOIb30BAaHHE MHOTO3JIEKTPOAHBIX CUCTEM 3aIIMCH B
HACTOSAIIEE BPEeMs IMO3BOJISIET HCCIENOBAaTh 3TOT BAXKHBIM YPOBEHb HEHWPOHHBIX
BeiunciacHuit. [Nirenberg & Victor, 2007] Tem He MeHee, HCIOJb30BaHUE
KOppEJSIUM MEeXIy pa3psaoM HEMpoHa M acleKTaMH JBUTATEIbHOTO MOBEICHUS

OCTACTCA BAXXHBIM M BJIMUATCIIBHBIM ITOJAXO0A0M IJIA U3YUYCHUS (byHKHI/II/I M1.

JuzaiilH 3TUX HEHPOPU3NOIOTHYECKUX DSKCIEPUMEHTOB HAXOIWICS TOJ
CWJIbHBIM BJIMSIHUEM KOHIENTYAJbHBIX OCHOB, UCIOJIb3YEMBIX ISl OIIMCAHUS TOTO,
kak M1, B yacTHOCTH, U MO3T, B LIEJIOM, KOHTPOJIMPYIOT ABHKeHUE. MccnenoBanus
MOTYT COCPEAOTOYUTHCS HA TOM, KAKUE JBUTATENIbHbIE IEPEMEHHBIE MTPEICTABICHbI
WIM 3aKOJUPOBaHbl B JIaHHOW 0O0JacTH MO3ra, WM H3Y4YUTh, KaK HEHpOHHas
o0paboTka napaiesnbHa (opMajbHBIM MpolieccaM KOHTpoJisi. Kak onucaHo Huxe,
JOMUHHUPYIOIAass KOHULENUUA C TOJAaMH HM3MEHWIACh, CO3[aBas E€CTECTBEHHYIO

MUKIIMYCCKYK0 MOJCIIb MCKIAY HCCICAOBAHUAMU, KOTOPLIC HCCICAYIOT, KaKHC
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nepeMeHHbIE MPECTABIEHBI WK 3aKOAUPOBaHbl B M1 (1 B Ipyrux mecrax), mocie
4yero cjeayeT Iepuo]i HCCIeNOBaHUM, KOTOpPBIM HCCIeAyeT, Kak HeWpoHHas

o0paboTka mapasuiensHa (OpMaTbHBIM MTPOIIECCaM YITPaBICHUS.

1.2 PerucTpanusi aAKTUBHOCTH HEHPOHOB IBUTaTeJIbHON KOPBbI
Hauunnas ¢ pabor I'epobepra Ixacmepa (Jasper et al., 1958) u Dnga DBaprca
(Evarts, 1968), ¢dbyHKIMH TBUTATENBHOW KOPBI W3YyYAIHCh MYTEM pPETHCTPAIdd
AKTUBHOCTA OJWHOYHOTO HEHPOHA TPH BBIMOJHEHUU >KUBOTHBIM Pa3TUIHBIX
MOBEJICHUECKUX aKTOB, BKJOUas npuHsTue pemieHuid (Newsome et al. , 1989),
Sensation (Wurtz, 1969) u nemwxkenune (Georgopoulos et al., 1982, Humphrey et al.,
1970).

- - -

Puc. 5 Ilpumep nanubix, noiaydeHHsix Ed Evarts, 3amwch OJuHOYHOTO
MOTOHEHpOHA KOpPBI M COOTBETCTBYIOIIEE MepeMerienne 3amsacThsa. Ed Evarts
MPEANONOKUI, YTO KaXKIblM HEUPOH B JBUIATEIIbHOW KOPE BIUSIET HA CHILY,

TEHEPUPYEMYIO MbIIILEH. [Ipr akTUBalMK HEUPOH OH MOCHUIAET CUTHAJ B CIUHHOM
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MO3TI', CUTHAJ IIEPCAacTCA Ha MOTOHGI\/’IpOH, KOTOprﬁ INOChUIACT CUTHAJI MBIIINEC, U
MbIIIIa COKpAaIacTCsA. Yem Oo0JIbIIIC aKTUBHOCTH B HeﬁpOHaX MOTOpHOﬁ KOPBI, TCM

OO0JIBIIIE MBIIIICYHAS CUJIA.

Georgopoulos u koJIeru mPEeoI0KIIN, YTO MBIIICYHAS CHJIa caMa 1o cebe
SBJIIETCSL CJIMILIKOM IpPOCThIM onucaHueM. OHu oOydanu 00e€3bsiH JOCTUIaTh
Pa3JINYHBIX HAIIPABJICHUW M KOHTPOJMPOBAIA AKTUBHOCTH HEUPOHOB B MOTOPHOM
kope. OHM 0OHAPYKUIIH, UTO KaXKbI HEHPOH B MOTOPHOM KOpe ObLIT MaKCUMAIbHO
aKTHBHBIM BO BPEMS OIPEACIICHHOIO HANPABJICHUS JOCTHXKEHHSI U MEHEE XOPOIIO
pearupoBa’ Ha COCEJHWE HANpaBICHUSA NOCTMXkeHus. Mcxoms wu3 3toro, oHu
IIPEANOJIOKUIIN, YTO HEUPOHBI B MOTOPHOM KOpE€ IIyTEM «TOJOCOBaHUS» WIHU
OOBEAUHEHUSI UX BIMAHUA B «HOMYJSUMOHHBIM KOA» MOTYT TOYHO OINPENENSIThH
HarnpasyieHue aeuctBus. [IpennokeHue O TOM, YTO HEWPOHBI MOTOPHOW KOPBI
KOJIMPYIOT HallpaBJICHUE TOCTIOKEHHS, cTao cnopabiM. CkoTT 1 Kanacka (Scott and
Kalaska) moka3zaim, 4To KaKAblii HEWPOH MOTOPHOW KOPBI JIy4IlIe COOTHOCUTCS C
JETalsIMU  JBWJKCHUSA CYCTaBOB W MBIIIEYHONW CHUJIbI, Y€M C HaIlpaBJICHUEM
noctwkenud. IlIBapi u ero kosiern mnokasanau, 4TO HEUPOHBI MOTOPHOM KOPBI
XOpOIIO KOPPETUPYIOT CO CKOPOCTHIO KUCTU. CTPUK M KOJUIETH OOHAPY UM, YTO
HEKOTOPbIE HEUPOHBI B MOTOPHOW KOpPE€ aKTUBHBI B CBS3U C MBILICYHOW CUJIOH, a
HEKOTOpPBIE - C TMPOCTPAHCTBEHHBIM HANPABICHUEM JBWXKEHHs. TOAOpOB
MPEANOJIONKUI, YTO MHOTHE PAa3JIMYHbIE KOPPEISALNH SBISIOTCS PE3YIBTATOM
MBIIIEYHOT'O PETYJISATOPA, B KOTOPOM MHOTME ITAPAMETPHI ABHKEHHS OKa3bIBAKOTCS
KOPPENUPOBAHHBIMU C MBIIEYHOU crilon. KoJ, M0 KOTOpOMY HEHPOHBI B MOTOPHOM
KOpe IIPUMATOB KOHTPOJUPYIOT CIIMHHOW MO3T M, CI€I0BATENIBHO, €ro IBUKECHUE,
OCTaeTCsi CIOPHBIM. HEKOTOPBIN OIpEEICHHBIN TPOrPECC B MIOHUMAaHUHU TOTO, KaK
MOTOpHAsl KOpa BbI3bIBAET JBM)KEHHE, ObLIT TAK)KE JOCTUTHYT B MOJIETU TPHI3YHOB.
MotopHas Kopa TpbI3yHOB, KaK U MOTOpHas Kopa 00€3bsH, MOXKET COJEp)KaTh
CyOperuoHbl, KOTOpbI€ TMOJYEPKUBAIOT pa3IMUHbIe OOILIUME THUIBI JAEUCTBUM,
HampuMep, OAHa o00JacTb, KaXKETCS, IOAYEPKUBAECT PUTMHUYHBIA KOHTPOIb

B30uBaHus1. HelipoHs! B 3TOM 00aCTH MPOCIIMPYIOTCS HA KOHKPETHOE TIOJIKOPKOBOE
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SJIPO, B KOTOPOM T€HEpaTOp MAaTTEPHOB KOOPJIUHUPYET IHUKIMUYCCKHI PHUTM YCOB.
3aTeM 3TO SAAPO MPOCIUPYETCS HA MBIIIIBI, KOTOPHIE KOHTPOJIHMPYIOT YChl. B
JBUTATEILHOW CHUCTEME WCCIICJIOBAHMS OTJCIBHBIX HEHPOHOB OOBIYHO BKITIOYAIH
3aIMCH BO BPEMS IMOBTOPSIOIINXCS CTEPEOTHITHBIX IABMIKECHUN. MHOTHE M3 3THX
OKCIIEPUMEHTOB MCKAIH SBHBIX MPEICTABICHHMA, KOTOPBIC CBSA3BIBAIOT AKTHBHOCTH
OJTHOTO HEHpOHa C KOHKPETHBIMH TICPEMEHHBIMH JIBFDKCHUS, BKIIIOUas, HO HeE
OTpaHUYHMBASCh STHUM, ITOJIOKEHHUE IIEJIM, KOHCUHYIO TOYKY U KHHEMAaTHKY CyCTaBa,
KOHEYHBIC CHJIBI U MBbIIIeuHyl0 akTUBHOCTHL (Evarts, 1968, Georgopoulos et al.,
1982, Humphrey et al., 1970, Morrow et al., 2007, Thach, 1978). Xots HekoTOpbIE
U3 9TUX YCWIMHA OBUIM CBSI3aHBI C PACHIM(pPOBKOM MOIYJISIMOHHOW aKTUBHOCTH
(Georgopoulos et al., 1982), oHM OBUIM OrpaHUYEHBI  MOJCIISAMHU
HEB3aUMOJICHCTBYIOIIIMX HEWPOHOB, YbS WHAMBHAYyaJbHAs aKTUBHOCTh OblLia

CBA3aHAa C KOHKPCTHBIMU IICPEMCHHBIMHA IBHIKCHMA.
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Puc 6. AKTHBHOCTP KOAMPYIOIIMX HEUPOHOB MO NPEANOYUTAEMBIM

HamrpaBJICHUAM, IPCACTABJICHHAA B BUAC MOMYJIIMUOHHOI'O BCKTOpA
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TeMm He MeHee, HEKOTOpbIe U3 ATUX UCCIEAOBAHUM TaKkKe UICHTUDUIIMPOBATN
OIMHOYHBIE HEWPOHbI, AKTUBHOCTH KOTOPBIX HE MPEICTaBIsLIa MapaMeTpoB
newkenns (Churchland and Shenoy, 2007, Fetz, 1992, Scott, 2008). Eciu 051
HEWpPOHBI B MEPBUYHOM MOTOpHOM kope (MI1) moDKHBI OBLIM TPEACTABIATH
napamMeTphl IBWKEHUS, dTH MPEJCTABICHUS JOJDKHBI ObITh HAOO0JIee OUYEBHIHBIMU
B KIETKax KOPKOBBIX MOTOHEWpoHOB (CM), KOTOpble HEMOCPEACTBEHHO
CBSI3bIBAIOTCA C MoOTOHeWpoHamu Tmo3BoHouHHMKa (Fetz, 1992). Tem He MmeHee,
MHOTHE M3 3TuX KiIeTok CM He mnpeacTaBisiOT KaKOW-TMOO KOHKPETHOU
koBapuanuu aswxkeHus (Fetz et al.,, 1989). Koneunas ponr M1 - co3gaBath
nBrkeHue, a He npeactaBiaaTh ero (Churchland et al., 2012, Cisek, 2006, Scott,
2004); TakuM 00pa3oM, HEYIUBUTEIBHO, YTO MHOTHE HEHPOHBI M1 He CBs3aHbI HU
C OJHOM mepemMeHHOM aBuxkeHus. [lonck penpe3eHTalnuii Ha YpOBHE OAWHOYHBIX
HEUPOHOB MOXKET (PAKTUYECKHU OTBJIEUb HAC OT MMOHMMAHUS HEHPOHHOTO KOHTPOJIS
JNBW)KEHUS. PaHHEe MOAENIMpPOBAHME HEMPOHHOM CETH INOKA3aJ0, YTO OTHAEIBHBIC
HEWPOHBI HE JOJDKHBI SIBHO KOJUPOBATh NEPEMEHHBIC ABUKEHHS, KOTJa IEJbIO
MOMYJISILIMOHHOM aKTUBHOCTH M1 SBIAETCA CO3MaHUE PEATUCTHUYHBIX MOJEIIEH

MmblmeuHoit aktuBanuu (Fetz, 1992).
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Puc 7. HckyccTBeHHass HEWpPOHHAs CETh, OCYILECTBIISIONIAs TI'€HEPALUIO

MMaTTCpHA oA 3aJdHHBIM ITapaMETpaM.
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Ponb HEWpOHOB, KOTOPbIE SIBHO HE MPEACTABISIIOT KaKOW-TMOO KOBapualuu
JBIKEHUS, MOXKHO OOBSICHUTh HeJaBHEW pabOTO, OCHOBAHHOW Ha TEOpUHU
ONTHUMAJIBHOTO YIPABJIEHUSI C OOpPaTHOW CBS3bIO, B KOTOPOH MOCTYJUPYETCS, UTO
LEJIbI0 MOTOPHOM KOPBI SIBJISIETCS CO3JAaHUE JKEIIAEMOT0 IBU>KEHUS U CUJIBI C YUETOM
COCTOSIHAS MBI, OJTa THUIOTE3a YCTpaHSIeT HEOOXOJUMOCTh B SIBHOM
IIPEACTABICHUN IIEPEMEHHBIX JBW)XKCHUW OTACIBHBIMM HEHUPOHAMH, XOTSA
HEKOTOPBIE HEMPOHBI BCE €IlI€ MOTYT NPEACTABIATh MEPEMEHHBIE IBUKECHUS WIIN
XapaKTePUCTHKU 33aJ]a4M BHICOKOTO YPOBHS KaK MOOOYHBIN MPOAYKT HEOOXOANMMBIX

ynpasisitonmx curnanon (Scott, 2008, Togopos, 2000).

[locnennue W yCKOpSAIONIMECS TEXHUYECKHE pPa3padOTKU MPEIOCTaBISIOT
AKCIEPUMEHTAIbHBIE HHCTPYMEHTHI JJI1 MOHHUTOPHUHIa aKTUBHOCTH OOJBIIOTO
YUCia HEUPOHOB, a TAKXKE CTATUCTUYECKHE U MOJEIUPYIONIUE UHCTPYMEHTHI IS
aHajgu3a TOrO, KakK O3TH HEWPOHHBIEC TMOMYJSIUUU BBINOJHAIOT BBIYHUCIICHHUS,
HEOOXOAMMBbIE I IJIAaHUPOBAHMS M BbIONHEHUs nBrkeHus (Gao and Ganguli,
2015). 3amauya MOHUMAHWA HEUPOHHOTO KOHTPOJS ABUKEHHUS IyTeM aHalIu3a
AKTUBHOCTH HEMPOHHOM MOIYJSALUU SBJISETCS OTPOMHOM, IMOCKOJIBKY aKTHBHOCTD
HAcCeJICHUsI B JIIOOON KOHKPETHON 00JIaCTH HE TOJIBKO OTpakaeT €€ BHYTPEHHIOIO
JWHAMUKY, HO TaK)Xe JTIOJ>KHA pearupoBaTh HA €€ BXOIHbIE JaHHBIE U TEHEPUPOBATH
BBIXOJIHBIC TTPOTHO3bI HA OCHOBE BBIMOJHAEMBIX BburcieHul (Sussillo u ap., 2015).
VYrporieHue BO3HUKAET M3-3a TOTO, YTO HEUPOHHBIC BBHIYMCICHUS OCHOBAHBI Ha
COBMECTHOM aKTMBHOCTH B3anMOCBsI3aHHBIX HelipoHOB (Fetz, 1992, Hatsopoulos et
al., 1998, Shenoy et al., 2013); uToroBasi akTUBHOCTh HACEJICHUS, TAKUM 00pa3oM,

BEPOSITHO, OTPAaHUYECHA CB3HOCTHIO 0a30BOI CETH.

1.3 HeiipoHHasi aKTUBHOCTD B CE€TSX CIIMHHOTO MO3Ia M LIEHTPaJIbHbIE

reHepaTopbl NATTEPHOB.

[Ipupoga MHOTO ThICSY pa3 peluia mpodaeMy KOHTPOJS MEepeIBUKEHUS Ha
HOTaX Yy  JKUBOTHBIX, JEMOHCTPHUPYIOIIMX  OrPOMHOE  pazHooOpa3ue

HEUPOMEXAHUYECKUX CTPYKTYDP. DYHKIIMU CUCTEM YIIPABJIECHUS, KOTOPBIE SBIISIIOTCA
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OOLIMMU JIJIs1 TIOYTU BCEX BUIOB, BKIIIOUAIOT B ce0s YIpaBieHUE 0OpaTHOM CBSI3bIO
CMENICHUS] KOHEYHOCTEN M CUJIbI U TEHEPALIMIO IBUTATEIbHBIX TATTEPHOB C MIPSMOM
CBSI3BIO C TTOMOIIBIO HEMPOHHBIX CETEH B IMEHTpaIbHOW HepBHOU cucteMe (Central
Pattern Generators: CPGS). 3aech MBI pacCMOTPUM KOMIIOHEHTHI CHCTEM
YOPABJICHUS JBUKEHUEM, C AKIIEHTOM Ha XMUBOTHBIX MJICKONMTAIONINX, BKIFOUYas
JaroAei. 3aTeM MBI MpeajaraeM OO0OOIICHHYIO MOJENb YNpaBieHUs pedriekcoM U
o0cyM MateMaTtuyeckue (yHKIIMHU, KOTOPbIE OMUCHIBAIOT CBOMCTBA KOMIIOHEHTOB

MoJieH pediieKca pacTsHKeHHsI TO3BOHOYHUKA.

KoHTpoib nepeaBuKeHs )KUBOTHBIX 10 HEPBHOM CHUCTEME M3y4asiCsi MHOTO
aeT. B panHux paborax y MIIEKOMHUTAIONIMX U3ydaycs pedIeKCUBHBIAN KOHTPOIb
NPOCTBIX JABMKEHUH, BKJIIOYAs JIOKOMOIIMIO, IMOCJIE XUPYPrUYECKOIro YJajIeHUs
TOJIOBHOTO MO3Ta U pa3pe3a CIIMHHOI'O MO3ra, OTMEHSSI BCE HUCXO/SIINE HEPBHBIE
CUTHAJIBI OT T'OJIOBHOTO MO3ra, CTBOJIA MO3ra M CIMHHOIO MO3ra BBILIE pa3pesa
(Flourens, 1824 ; Freusberg, 1874; Goltz, 1869; Magnus, 1909; Sherrington, 1910).
VY KUBOTHBIX, IEPECEKAIOIINX CIIMHY, MaJCHUE OJHOM 3aJHEH KOHEYHOCTH U3
COTHYTOTO MOJIOKEHUS MOXKET  HWHULUMHUPOBATH  MOCIEAOBATEIbHOCTh
YepeayIoLUXCs JIOKOMOTOPHBIX COKPAIEHUI MBIl crudaTenei u parudarenen
3anHux koneunocteit (Freusberg, 1874). Putmudeckas nocneoBaTeIbHOCTh MOKET
ObITh OCTAHOBJICHA MPOCTHIM OIPAaHUYEHUEM KOHEYHOCTH B (PUKCHUPOBAHHOM
nonoxenun (Freusberg, 1874; Sherrington, 1910). Dtu pe3ynabTaThl NpUBEIU
@peiicOepra K BbIBOY, YTO JOKOMOIIMS ObllIa PE3yIbTaTOM IMOCIIEI0BATEILHOCTH
CIIMHHOMO3TOBBIX pe(IEKCOB, CEHCOPHBIA BXOJ CUTHAIU3UPOBAT 00 OKOHYAHHUH
¢da3pl KayaHus, BbI3bIBAsT Hadano (asbl CTOsSHUA, U HaoOopoT. [loHaTHe 1enouek
pednekcoB He ObUTO HOBBIM. JlecsTh JIeT Ha3aj poccuiickuii Heitpodusuonor MBan
CedeHOB MPEeJIOKIWI, KaK OOIIMA MEXaHW3M, YIPaBJISIONINN BCEM IBHKCHUEM
(Ceuenos, 1863). Habmonenue o TOM, YTO JOKOMOIIMSI MOKET ObITh IOCTUTHYTA Y
KUBOTHBIX 0€3 aKTUBHOM KOOpJWHAIMK MO3ra, MOXET [OoHaJyaly ObITh
HEOXXHJIaHHBIM. Tem He MeHee, ObLIM CO37aHbl MACCUBHBIC POOOTHI HA HOXKKAX,

KOTOpBIE HE MMEIOT HU IPUBOJOB, HU KOHTPOJUIEPOB, HO MOTYT CITYCKaTbCS IO
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HErIyOOKOH pamIie, HepeKIovasch MEeX1y packaunBaHHEM U MO3ULUEHN IPOCTO KaK
pesyabTaT ux Mexanuku (McGeer, 1990; Collins et al., 2005). [TogoGHoe siBlieHUE
OBLIO MPOJIEMOHCTPUPOBAHO I padoTaromux MamuH (Owaki et al., 2010). Maes o
TOM, YTO TIEPEJBIKEHUE >KUBOTHBIX IIOJIHOCTBIO KOHTPOJIUPYETCS IIETIbIO
peduiekcoB, Obula cepbe3HO ocmopeHa, korna T. I'pam bpayn oGHapyxui, 4to
JIOKOMOTOPHBIE PUTMBI y KOIIIEK C TIEPECEKAIOIIUMUCS CTUHHBIMHA MO3TaMH BCE €IIIe
MOTYT BO3HHMKATh @K€ IOCJIE€ TOr0, KaK YyBCTBUTEIbHBbIC HEPBHBIC KOPEIIKH,

NIOTIAIAfOIIUE B CTIMHHON MO3T, Oblt oTpe3ans (bpays, 1911).

Nnes o ToM, 4TO MEPEBUKEHUE YKUBOTHBIX IMOJHOCTHIO KOHTPOJIUPYETCS
1enelo pediiekcos, ObuIa cepbe3Ho ocnopeHa, koraa T. ['pam bpayn oOHapyxui,
YTO JIOKOMOTOPHBIE PUTMBI Y KOIIEK C IEPECEKAIOIIUMUCS CIMHHBIMA MO3TaMU BCE
€IIe MOTYT BO3HHUKATh JaXKE MOCJE TOro, KaK YyBCTBUTEIbHBIE HEPBHBIC KOPEIIKH,
IIOMIaJAI0IIME B CIIMHHON MO3T, ObLIH oTpe3ansl (brown, 1911). Do mpuBeno ero K
MPEANOJIOKEHUIO O CYIIECTBOBAHUM «BHYTPEHHETO (paKTOpa» B CIMHHOM MO3TE,
KOTOpPBI MOT' T€HEpUPOBATh JIOKOMOTOPHBI PpUTM O€3 CHUMKEHHUS KOHTPOJIS CO
CTOPOHBI MO3Ta, a Takxke 6e3 ceHcopHoit nuadopmaruu. B 1975 roxy Cren ['punnep
u Ilutep [lanrrep nepeMMEHOBAIM ATOT MEXAHU3M B «TE€HEPALUIO IIEHTPATHHOTO
natrepHa» (Grillner and Zangger, 1975). CyiecTBoBaHHE IEHTPATBHBIX
reHeparopoB nartepHoB (CPG), KoTopble MOTYT T€HEpUPOBATh PUTMHYECKHUE
JIBIDKCHUSI B OTCYTCTBUE CEHCOPHOW MH(OpMaIMM, Takke ObUIO MPEITI0KEHO B
pabore ¢ capanudoi (Wilson, 1961) u ¢ Tex mop ObUIO MPOAEMOHCTPUPOBAHO Y
MHOTHX JIpyTMX BHJIOB TO3BOHOYHBIX M O€CMO3BOHOYHBLIX. B 3TON riaBe Mbl
paccMOTPUM HEKOTOPbIE UCCIIEIOBAHUS, B KOTOPBIX U3Y4YallOCh, KAK MEXAHUYECKasI
CTPYKTypa, ceHCOpHbIN BBOJ 1 CPG B3auMOJICUCTBYIOT Y pa3HBIX )KUBOTHBIX U TIPU
pa3HBIX 00CTOSITENBCTBAX, YTOOBI reHEPUPOBATh JIOKOMOLIUIO.
[IpobGnema, cBsizZaHHas C MOJIENSIMU TE€HEpaTopa C IMOJYLHEHTPOM U €IMHUYHBIM
B3PBIBOM, 3aKJIFOYAETCSI B TOM, YTO OHU OBLJIM CKOHCTPYHPOBAHBI TAKHUM 00pa3oM,
YTO BO30YXKIAIOIINE HHTEPHEUPOHBI, TEHEPUPYIOIINE JIOKOMOTOPHBIN PUTM, OBLITH

HCIIOCPCACTBCHHO CBA3aHBI C Q-MOTOHeﬁpOHaMH, TCHCPHUPYHOHNIMMHU JIOKOMOIIHIO.
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OTO0 3aTpyIHSET NPEACTABIEHUE O TOM, KaK JJOCTUIaeTCsl HE3aBUCUMbINH KOHTPOJIb
aAMIUIATY Il U TPOAOJKUTEIBHOCTH UHIUBUAYaJIbHON IBUTATEIbHON aKTUBHOCTH.
Psn rpymm (Burke, 2001; Kriellaars et al., 1994; Orsal et al., 1990; Perret et al., 1988)
IPEINOJIOKUIN, YTO BMECTO MPSAMOM CBSI3M MEXKIY IE€HEpPAaTOpoM pPUTMA U O-
MoToHelpoHamu, CPG sBnsieTcss MHOTOCIOMHBIM OOBEKTOM C BEPXHUM YPOBHEM,
KOTOPBIM JEUCTBYET KaK Yachl W YCTAHABIMBAECT BPEMs AKTUBHOCTH. Yacsl
COEJUHSIOTCS] C HUYKHUM CIIOEM, KOTOPBI KOHTPOJIMPYET 3aIyCK (.-MOTOHEMPOHOB.
HeonpoBepxuMble  JT0Ka3aTeNbCTBA 3TOIO0  MHOIOCIOMHOIO  PacHOJIOKEHHS
IOJyY€Hbl B MCCIIEIOBAHUAX, MOCBSIIEHHBIX BPEMEHHU IPOIYIIEHHBIX BCIBILIEK
AKTUBHOCTH B 0-MOTOHEMPOHAJBHBIX MyJaX (HA3bIBAEMBIX <JICTCIUSIMU).
VY naneHus: mpoUCXoAiaT OTHOCUTEIBHO YacTO BO BpeMsl (PUKTUBHOW JIOKOMOLIMHU
(Lafreniere-Roula and McCrea, 2005). Ananu3 mokasajn, 4TO B OOJIBIIMHCTBE
CIIy4aeB B3pbIB IMOCIIE€ YAAJIECHHUA OOBIYHO MPOUCXOAWI B MOMEHT BPEMEHH,
OKUJAeMbIil OT mpeapiayniero purMa. OHu ObUTM Ha3BaHbl HEBOCCTAHOBUMBIMH

JCICOUAMH, TaK KaK IIBHF&TGJIBHLIﬁ PHUTM HC OBLI C6p0HI€H.
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Puc. 8. KoHuenmus ycTpoiicTBa reHepaTOpOB MaTTEPHOB

["opa3no MeHee pacpOCTPAHEHHBIM SIBJICHHEM ObLIO YIaJIeHue, PU KOTOPOM
AKTUBHOCTh B 3aTPOHYTHIX IIyJi€ O-MOTOHEWPOHOB IPOUCXOIWJIA B CIIyYaWHBIN
MOMEHT BpPEMEHH IOCJE «IPOMYIIEHHOTO BCIUIECKa», COOBITUSI, U3BECTHOIO Kak
yaangiomee yaainenue. Mcxoas HW3 3THUX JaHHBIX, aBTOPbl MPEIJIOKHIN
JIBYXCIIOMHYIO MOJIENIb C BEPXHHUM CIIOEM, COJIEPKAILUM MOJYJIb TeHEpaTopa puTMa
(RG), koTopeIit MogaeT Ha HIKHUM ciiol GpopmupoBanus pucyHka (PF), koTopsrii,
B CBOIO ouepep, aKTUBUPYET 0.-MOTOHEHPOHBI.
beuto mpemiokeHo, uyToObl HE cOpachlBaeMble JeJIelMd MPOUCXOIMIN H3-3a
abeppanTHoOif akTuBHOCTH B ciioe PF, a ne B Mmomyiie RG. Hao6opot, cOpaceiBaromue
Jenenuu OblUTM mpumnucanbl oo RG, Tak kak ObUTM 3aTPOHYTHI KaK BpEMEHHas

AKTUBHOCTb, TaK U aKTHUBHOCTb 0O-MOTOHEHPOHOB. CTPYKTypa CETE€BOW MOJENH,
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IIOCTPOEHHOM B CBETE 3TUX JAHHBIX (PUC. TPEXCIOWHAs MOJIYLIEHTPOBAsT MOJIEINb),
BKJItouaeT B cedst RG-mMoaynb crubartens u pasrudarens B KaxaA0W KOHEYHOCTH,
KOTOPBIA aKTHUBUPYETCS 4YE€pe3 BHYTPEHHHE KJIETOYHBIE CBOICTBA (IOCTOSHHBIE
HaTpUEBbIE KaHaibl). DT Motysii RG 1elicTBYIOT Kak TpaJuLIMOHHBIE TIOTYLIEHTPBI,
COCTOSIIIAE U3 BO30Y)KIAIOIUX MHTEPHEHPOHOB, KOTOPBIE B3aHUMHO BO30YKIAIOT
Ipyr JApyra, a TaKkke BO30YXAAOT MOAYJIb WHIHMOHUPYIOUIMX HWHTEPHEHPOHOB,
OTBEYAIOLIMX 33 B3aMMHOE HHIMOMpPOBAHME AHTArOHUCTUYECKOTO IOIYyLEHTpA.
Kinerku cnos PF nosy4atoT BXOAHBIE CUTHAJIBI OT UX COOTBETCTBYIOMIErO ciiosd RG
U BO30YXJIAlOT aroHUCTUYECKHUE O-MOTOHEHPOHBI, a TakK€ WHTHOMpYIOIINE

HHTGpHCprOHBI, KOTOPLBIC I/IHFI/I6I/Ipy10T AKTUBHOCTb B AHTAarOHUCTHYCCKHX O~

MOTOHEMPOHAX.
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silence bursting tonic

E, increase

Puc. 9. Pe3ynbraTel MOIETMPOBAHUS LICHTPAIBHBIX TEHEPATOPOB MMATTEPHA

[lepBoHauanbHass TpexciolHas Monaens JokomoTtopHoit CPG  Obuia
CKOHCTPYHPOBaHA TaKUM O0pa3oM, 4TOOBI YUHTHIBATH B TIEPBYIO OUEpEb in Vivo
JIOKOMOTOpHBIE JTaHHBIE, BKJIOYaromme aenenuu. HemnaBHO ObUTHM NMpeANPUHSATHI
MOMNBITKY BKJIIOYUTH T€HETUYECKU OTPECIICHHbIE MEXKHEUPOHAIbHBIE TOIYJIALINUH,
ONKCaHHBIE BbIIIE, B OOHOBJICHHYIO BEPCHUIO0 ITOHM HMHTETPUPOBAHHONW MOJIEIH
(IleBuoBa u ap., 2015). ITockoybKy MexXHEHPOHATbHBIE TOMYJISNN, YYaCTBYIOIIHE
B KOOPJMHAILIMK JIEBOTO / MPABOTO YepeOBaHUsl, ObUIM TaK XOPOILIO ONPEACIICHBI,
MOJieJb CHEIHAIbHO BKIIOYAET UX M TMBITAETCS OOBACHUTH, KaK OHHU MOTYT

B3aMMOJIEUCTBOBATH JIPYT C APyroM, a Takxe co cioeMm RG (IleBuosa u ap., 2015).
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1.3. MoaennpoBaHue KOMIIOHEHTOB IBUTaTeJIbHON CHCTEMbI

1.3.1 MoaenupoBaHue MbIILIEYHOT0 COKPAIlEeHUS

[To ymMoOm4aHMIO MBIIIEUHBIE MOJEIU MCIIOJNb3YIOTCS BO MHOTHX 00JIACTAX
Hayku (Hampumep, OMOIOTHS, METUIIMHCKAsI HayKa, OMOMEXaHUKa U (PU3UOJIOTHS).
C Haweil HpIHEIIHEW TOUKU 3pEHUS 9T MOJEIN IPUMEHSIOTCS ISl PELLICHUs IBYX
pa3HbIx 3a1a4. C oqHOM cTOpoHBI (1enb 1), MOJeTnpOoBaHUE MBILIL UCIIOIb3YETCS
JUIS TIOHMMaHUSl CTPYKTYphl M (YHKIUH MBI W I YIy4IIeHUs OOIIero
NOHMMAaHUS TUHAMHUKHU COKpAILEHHUs. DTa TeMa MOXET ObIThb OTHECEHA K 00J1acTh
byHaameHTaIbHbIX HcciieqoBaHui. C apyroid CcTOpoHbl (L€db 2), MBIIIEYHBIE
MOJIEJI HCIIOJIb3YIOTCS B KayeCTBE «UHCTPYMEHTOB» B OOJACTH MPHUKIAJHBIX
UCCJIEIOBAHUM (HampuMmep, MyTeM HX pean3aluu B 00Jiee CII0KHBIE MBIIIEYHO-
CKEJIETHBIE CHCTEMbBI), YTOObI OTBETHUTh Ha BONPOCHI O (YHKUMOHUPOBAHHUH

I[BI/I)K@HHﬁ, BKJIIO4Yasa MCXaHNYICCKHUC, METa0O0JINUECKHE UITH MCAMIMHCKHUC aCIICKThI.

[IpomyKkiusi MBIMIEYHOW CHUJIBI 3aBUCHUT OT XapaKTEPHBIX OMOPU3NYECKUX
CBOMCTB MBIIICYHBIX CTPYKTyp. Huke npeacraBiieHbl HauboJiee BaKHbIE U3 ITUX
cBoicTB. OgHUM U3 GyHIAMEHTAIBHBIX CBOMCTB MBIIII SIBISIETCS COOTHOIIICHHE
CHJIa-CKOPOCTh. THUNIUYHAS TUTIEPOOIMYECKast CBSI3b MEXKAy MbllieuHoi cuioit (F) u
CKOPOCTBIO (V) JIJIs1 KOHIICHTPUUECKUX (YKOPOUYEHHBIX) COKpPAIIICHUH BIIEPBbIC ObLiIa
u3Mepena XwuioMm (1938) u mokeT OBITh OmHcaHa C TOMOIIBIO CIEAYIOIIETO

rUnepooJMYECKOr0 YpaBHEHUS:

_ F(V) _ 1-(V‘Vm;|x)
- C1+(v/eurvx vy, )

v>0,

rae v_max> 0 - MakcumalibHasi CKOpOCTh yKopodeHus, F_im - makcumainbHast
u3oMeTpuyeckas cuia, a F / F_Im - Hopmanu3oBaHHas Mbliednas cuia. [Tapamerp
' 1 .
curv' onuckiBaet kpuBu3Hy (Winters, 1990) oTHOIIEHHS CHIIa-CKOPOCTH U SIBJISIETCS
pe3yabTaToOM TapaMeTpoB a Wi b (- a U - b - acHMOTOTBI CHIBI U CKOPOCTH

COOTBETCTBEHHO), UCIOJIb3yeMbIx XmiuioM (1938) cnenyronmm odpazom:
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TunuuHble 3HAYEHUS KPUBU3HBI JIJIsl Pa3HBIX BUJOB HAXOJATCS B JHUANa30HE
0,25. Kak npaBuiio, 01710 0OHAPYKEHO, YTO MeJUIeHHbIe MbIIIEI (ST, MenneHHoe
MOJIEPrUBaHuE) JEMOHCTPUPYIOT OOJBIITYI0 KPUBH3HY OTHOIIEHUS CUJIa-CKOPOCTh
(4TO COOTBETCTBYET MEHBIITNM 3HAYEHUSIM KpruBH3HBI), ueM ObicTphie (FT, OpicTpoe
noaepruBanue) (Close, 1972). Kpome TOro, KpuBas Cuiia-CKOPOCTb CTaHOBUTCS

0oJiee TUHEHHON ¢ pOCTOM TeMIlepaTyphl (3HaYEHUs KPUBU3HBI YBEIMUYMBAKOTCS)

(Ranatunga, 1984).

1.3.2 MoaenupoBaHue JMHAMMKYI HEHPOMBIILIEYHOI'0 CHHAIICA

B HEpBHO-MBIIIIEUHOM COEIUHEHHM JBUraTENIbHbIE HEHPOHBI CTUMYIHUPYIOT
COKpAILIEHHE MBI Yepe3 MHOrME MOoApOoOHbIe mpolecchl. Taimop Mepenut
(Taylor Meredith) mpemmoxuia MoJieNb, CBS3BIBAIONIYI0 MHOXECTBO IPOIECCOB,
CBSI3AHHBIX C COKPAIICHHEM MBI, OT 3JIEKTPUYECKOW AKTUBHOCTH HEPBHBIX
UMITYJIECOB /IO TeHepaluu MexaHudeckou cuibl. Mcnonp3ys muddepeHnmnansHbe
yYpaBHEHHUS I ONMCAHUS JUHAMHMKHU KaJbLUA U MBIIIEUHON CHUJIBI B COYETAHHUH C
NOTEHIIMATaMH  KOHIIEBBIX IUIACTUH B  HEPBHO-MBIIIEYHOM  COCIMHEHHH,
MOJIEJIMPYETCSI 3TOT MPOLIECC KaK B 3JOPOBON CUCTEME, TaK U MPHU NATOJOTUYECKUX
HapylIeHUsx. B kadecTBe MpUIIOKEHUS HAIIed MOJEIN MbI COCPEIOTOYMMCS Ha
HeHpoMbIIiewHOH OoJyie3Hr MuacteHus (myasthenia gravis) u ee BIusSHUM Ha
dhopMUpOBaHNE MBIIICUHON CHIIBI B HAIICH MOJIEIH, a Takke Ha d(DQeKTe IeueHus,

OCHOBAaHHOM Ha I/IHFI/I6I/IpOBaHI/II/I ALCTUIIXOJIMHICTCPA3HhI.
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Puc. 10. CxemMa HEMPOMBIIIEYHOTO CHHATIICA.

YacTb Haliei MoJieNIu, Kacaromascs JTMHAMUKY KaJIbIUs M COKPAICHUS MBIIIIII,
ocHoBaHa Ha pabore Williams, onybnukoBannoit B McMillen et al. [5] u Williams
et al. [9]. Mouenb HCHONB3YyeT MPOCTYI0O KUHETHUKY MAaCCOBOIO ACHCTBHS IS
ONHCAHMUS JUHAMMKM KaJbliMsl B Mblnax. KuHeTHKa MaccoBOro ACHCTBUS
MPEIIOaaraeT, 4YTo0 CKOPOCTh XHMHUYECKOM pEakiuu MPsSMO MPONOPHHOHATbHA
KOHIICHTpaIuu peareHToB. Ha ¢gur.2 mokazaHbsl CKOPOCTH BRICBOOOKICHUS KaJTbITUS
n3 SR, cBsa3piBanus kanblus ¢ CF, cBsa3biBanusa kanbliusg ¢ CF u cBA3bIBaHUS
Kaiblusi ¢ SR, Kak CKOPOCTH, 3aBUCAIIME OT KOHIICHTpAIMi KaJbllUs, CaWTOB
cBsa3biBaHUs SR u cBsa3biBanuga CF Mecta. YUIbSIMC OTKJIOHSIETCS OT MPOCTOM
KMHETUKU MacCOBOTO jeicTBUsl, uMes k1, KOHCTAaHTY CKOPOCTU BBICBOOOXKIACHUS
Kapliusl U3 SR, paBHYIO HYJIO, KOTJIa CTUMYJ BBIKIIOUCH, W k2, KOHCTaHTY
CKOPOCTH ISl CBSI3BIBAHMS KAJbIMA C SR, paBHBIM HYJIIO, KOT/1a CTUMYJI BKJIFOUCH.
Kpome Toro, 9To0sl yuecTh KOOTEepaTUBHOCTh B BRICBOOOKAeHNH Kanbius u3 CF,
CKOPOCTb BBICBOOOKJICHHS JEIaeTCA TMPOIOPIIMOHATLHON KOHIIEHTPAIlUH Kak
CBSI3aHHBIX, TaK M HecBs3aHHBIX caiToB CF ¢ koHcTaHTOol ckopoctu k4. Otun
CKOPOCTH M WX MOJAUGHUKAIIMA W3 MTPOCTOM KHWHETHMKH MAacCOBOTO JCHCTBHS

NPUBOJAT K ClIeTyonuM AuddepeHIuanbHbIM YPaBHEHUSIM:
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dftf =k [C.S] — kg[c][s] — k‘g[(’”ﬂ + k’4[(°f][f]

d|es] ‘
sl — o fes] + kalellsl,
ds] _

A _ ko fes] = kafe] s
dlef] _ )
- ksc][f] — kale 11/,
dly

i = —hadllf] + kalcfIIf],

rjae [c] - KOHIEHTpalus CBOOOJHBIX MOHOB KaJbLMS, [S] - KOHIICHTpaIus
HECBSI3aHHBIX CaHTOB CBs3bIBaHMS Kaiblusa SR, [f] - koHIIeHTpaIusa HECBA3aHHBIX
carlToB cBs3biBaHus Kanblus CF, [cs] - KOHIEHTpalus CBsA3aHHbIX Kanblusl. CaiThl

SR, [cf] - koHuenTpanus cBsa3aHHbIX ¢ KanabiueM caiitoB CF, a k1 {k4 - koHCTaHTBI

CKOPOCTH CBA3bIBAHUA U BBICB060)KI[CHI/IH.

Stimulus on

cf
cs ki [cs] k3 [c][f]
@ Y - OO o L ¢
@ kalellsl ¢ Fa [cf1(f] FI
s Stimulus off

Puc. 11. Kunetnueckas cxema MOJI€JIA HEHPOMBIIIIEYHOT'O CUHAIICA.

[Ipennonarasi, 4To 00IIee KOJIUUECTBO KAJbILIUS SBJISICTCS TIOCTOSIHHBIM, KaK U
o0I1Iee KOJIMYSCTBO CBI3aHHBIX M HecBsa3aHHBIX calToB SR m CF, Bo3HHMKaioT

CICAYIOIHNEC 3aKOHBI COXPAaHCHUA!

]+ [es] + [ef] = €,
5]+ [es] = S.
]+ [ef] = F,

rae C - o0miee KOIUIECTBO KAk, S - o01iee koandecTBo canTtoB SR, a F -
obOmee konmmyectBo caitoB CF. Macmrabupys mo F, Mbl BBOAMM HOBBIE

MIEPEMEHHBIE:
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Caf = [cf|/F.

Ca = [d/F,
C'=C/F,
S=25S/F.
Square Wave Stimulus Exponential Stimulus
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=== Ca(t): Free calcium concentration
Caf(t): Filament-bound calcium concentration
P(t): Force generation

Puc. 12. Pe3ynbTarsl MOAEIUPOBAHUS HEUPOMBIIIIEYHOTO COUJICHEHMUSI.

1.3.3 MoaeupoBaHue ciMHAJLHBIX MOTOHelponoB u CPG

3a mpoluezliee cTojeTue ObUIo MPEAIOKEHO HECKOIBKO CETEBBIX MOENIEH IS
ydeTa CBSI3HOCTH U MeXaHu3Ma (QpyHKImoHupoBanus jJjokomoropHor CPG. IlepBas
u3 Hux, wmoxenb mnonymnentpa (half-center model), omnucannas Beime,
MIOCTYJIMPOBAJIA, YTO LIAT B KAXKJA0M KOHEUHOCTH KOHTponupyercsa otaenbnou LI,
KOTOpasi COJAEPKUT JIBE TPYIIBI BO30YKIAIOIIMX MUHTEPHEHPOHOB C B3aWMHBIMU
TOPMO3HBIMH CBSI3SIMH, KOTOpbIE MPOEUUPYIOTCS JUOO Ha crubaromiue, aub0 Ha
pasrubaTenbHbIe 0-MOTOHEHPOHBI (cM. Puc. 6.2. .2A, cxema ¢ mosyreHTpoM). XoTs
MHOTHE U3 HEHTPAIbHBIX IPUHIIUIIOB 3TON MOJIEIH BCE €IIe OCTAIOTCS B CHIIE TIOCIIE
CTOJICTHUX HCIBITAHUM HSKCIEPUMEHTAIILHBIMU JIaHHBIMHU, HAOJIOJICHUE, 4YTO
AKTUBHOCTh MHOTHX O-MOTOHEHpPOHOB crubareneil W pasrudareneid HE SBISICTCS
CTPOT0 PEUUIIPOKHON (TO €CTh OMpeIeICHHBIE 0.-MOTOHEHPOHHBIE MYJIbl AKTUBHbI
BO BpeMsi 000MX crubanuii U (a3bl pacHIMPEHUs, a TAK)Ke HA4aJIo U TPEKPAIICHUE
AKTUBHOCTU HEKOTOPBIX IMYJOB (.-MOTOHEHPOHOB pa3IMYyalOTCSd MO BPEMEHHU) HE

COOTBETCTBOBAJIM THIIOTE3€. JTO TPHUBEIO K pa3pabOTKe THIOTE3bl «TEHEPaTop
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equanyHoro B3phiBay (Grillner and Zangger, 1975), koTopast Oblia mpeasiokeHa
1ocJiie TOro, Kak OBLJIO MPOJAEMOHCTPUPOBAHO, YTO OOJE€€ CIOKHBIC TATTEPHBI
aKTUBHOCTH 0O-MOTOHEMpPOHOB crubateneil M pasrudareneil COXpaHsUIMCh MOCTe
MOJIHOM JBYCTOpOHHEW neaddepeHtanuu 3agHue KoHeyHocTH. [mmore3a o
TeHepaluy MaKeTHOro TeHepaTopa YTBep:Kaaja, 4YTO BMECTO OJHOTO TOJy-
IIEHTPOBOTO PACIIOJIOKEHUS, KOHTPOIUPYIOMIETO NEITeIbHOCTh B KaXIOW 3aaHEl
KOHEYHOCTH, BOKPYT KaXKIOrO0 CyCTaBa OBUIM IOJYIEHTPhI, KOTOpHIC OBLIN
coeIMHEHBI Apyr ¢ apyroM (cMm. Puc. 6.2.2B, cxema renepaTtopa MHakeTHOTO
BBIOpOCa). AKTUBHOCTD B 3TUX OTJICIBHBIX «EAMHUIIAX» Obla CBsA3aHa, HO KaXIbIN
U3 HUX MOT HWHAMBHUAYaJbHO KOHTPOJHUPOBATHCSA CYNPACIHUHAIBHBIMU BXOJaMH,
YTOOBI MPOU3BOIUTH PA3TMIHBIC MOJICITH IBUTATEIIEHOTO BBIX0/1a B COOTBETCTBHH C

TpeboBanusimu cpenibl (Grillner, 1981).
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MeTtoaoJorus

Mopesib KOTHPYIOIIMX HEHPOHOB

Wcxoas W3 SMIUPUYECKUX JaHHbIX [19], BXOAHOW CHTHaA HMHUTHPYETCS
HAa0OpOM TEHEPATOPOB HEHPOHHOW AKTUBHOCTH, MPH ITOM YacTOTa aKTUBHOCTHU
Ka)KJI0T0 TeHepaTtopa KOPPEeIHpyeT ¢ OJM30CThI0 KOAUPYEMOTO HAmpaBlICHHS C
NPENOYTUTENIBHBIM I 3Toro reneparopa (preferred direction). CoBokymHOCTb
TaKUX TEHEPAaTOPOB, KAKIBIH HMX, KOTOPBIX 00JaJacT CBOMM IPEIIOYHUTAEMBIM
HAIpaBJICHUEM, PEATU3YET MOMY/ISIIMOHHBIA BEKTOP aKTHBHOCTEH, OMPEICIIAIONINX
KOJHUPYEMOE HalpaBlICHUEC IBH)KEHUS CErMEHTa KOHEYHOCTH. YacToTa cCHaikoB

TIOITYJISIIIUM TEHEPATOPOB OIIPENENSIETCS] COTJIACHO (hopMyJIe:

v, =g +b cos(q—-d,)

IJIe Vi — 9aCTOTa CIAKOB 1-0ro KOJAMPYIOIIET0 HeHPOHa;
ai 1 bi — K03 (HUIMEHTBI, 1-0ro KOJUPYIOMIEro HeHpOoHa;
g —xoampyemoe HampasieHue (puc.l, 0);

(oi — IPEANIOYMTAEMOC HAIIPABJICHUEC HeﬁpOHa.

B monenmupoBannu Obi10 ucnonb3oBaHo N = 400 koaupyromux HEWPOHOB.
[IpennmountacMble  HaMpaBJICHUS  TE€HEPUPOBAIUCH  CIy4yallHO,  COTJIACHO

HOPMaJIbHOMY PacIpeIeICHHUIO CO CPEIHUM (mean ¥ CTAHIAPTHBIM OTKJIOHEHUEM (std

(Tabm. 1).

Jlnsg  pemieHWs  3aJa4d  WUCCIICAOBAHUS  THIIOTE3bl  HOMYJSAIHOHHOTO
KOJMPOBaHUS OBLTH BRIOpAHBI TAKKE MapaMeTphl Homyrsiuu reaeparopos: N = 400,
preferred direction Qi 3amaBamKch Kak ciaydaiHas BeIHMYMHA C HOPMAaJIbHBIM

pacrpeiesieHueM, CpeIHee U CTaHJapTHOE OTKJIOHEHHE NpuBeaeHbl B Tabmuue 1.

Taxkoit ke CTaTUCTUYECKUI 3aKOH OBbLT MCIOJIb30BaH Jijis reHepamuu b u |, ¢
ONISAKOM Ha 3HaueHust ['eopromyioca [19], a amsa pacuéra 4acTOTHI OMpEAEIACTCS

ypaBHenuem: a = | - b,
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Puc. 13. Kogupyromas monyisius: a) - mpumep pacnpenenenus “‘preferred
directions” komupyromux, 0) — NPUHOMUI PaOOThI, CTPEIKOW IMOKa3aH BEKTOP

JBUKEHUS, 1 — KoaupyeMoe HarpaBlICHHUE.

Ta6auua 1. [TapameTpbl akTHBHOCTH KOAUPYIOLIEH MOMYJIALUH

Omean 140
Ostd 50°
Dmean 20T
Dsta 75T
Imean 0.9

Ista 0.45

HpOMe)KyTO‘IHaSI MmonyJasimus
Cocrosiaue MOICIIBHBIX HCﬁpOHOB B HpOMG)KYTO‘iHOﬁ IMOIIYJIAOHUH

OITNCBIBAIOTCA I[I/I(b(bepeHI_[I/IaJIBHBIMI/I YPaBHCHUAMHU THIIA <«HHTCTPHUPOBATL-U-

cpaboTaTh»:
du u—E;
dat Tm

r7ie U — HampshKeHue Ha MeEMOpaHe;

E| — pa3HOCTh MOTEHIIMATOB YTEUKHY;

Tm — KOHCTaHTa BPEMEHH.

Hcnonb3oBaHHbIE MTapaMeTphl puBeaeHbI B Tabnuue 2.

BepoATHOCTh HaNMM4Msl CUHANTUYECKUX COCHUHEHUNW MEXIAYy HEMPOHAMU W3
MOMYJSILIMM  TE€HEPATOPOB U MPOMEXKYTOUYHOM MOMYJSIUMUA — ONPEAEIISIETCA

napameTpoM Pgi = 0.8.

Hanuue norenuumana AeMCcTBUs y HEUPOHA U3 KOAUPYIOLIEH NTONYIALUHN BEAET
K CKa4YKOOOpa3HOMY M3MEHEHMIO MOTEHIINala y COeANHEHHOTO ¢ HUM HEHpOHa U3

HpOMeH(YTOqHOﬁ MOIYJIAUM HAa BEIUYHHY We;.
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HOI[O6HI)IM XKC 06p3.30M OpraHn30BaHbl CHHAIITHYCCKHUC CBA3U MCKIAY
HCﬁpOHaMH HpOMe)I(YTO‘{HOﬁ IMONIyJsIur, BCINYXMHA WU3MCHCHUS HAIIPAKCHUA Ha

MeMOpaHe ONMUCHIBACTCSI BEIMUUHON Wij.

Tab6anua 2. [lapameTpsl «KMHTETPUPOBATH-U-CPAOOTATH» HEUPOHOB

Nint 100

E -70 MB
Tm S Mc

Wei 1.6 MB
Wi 0.05 MB

JIlnHAMUKA MBIIIEYHOU AKTUBAIIMH
JluHaMuKa  MBIIICYHOM AaKTHUBAIMM HCHOJBb3YyeT TMOAXOJ, IMOAOOHBIN
npuMeHéaaomy B [20], MoauduiimpoBaHHbIH HEOOXOAUMOM IS JAHHOW PabOTHI

(GyHKLMEN epeaayd BXOAHOTO CUTHAja OT TPOMEKYTOYHOM MOIMYJISIUH.

[Ipy naHHOM TOAXOJE€ MBIIIEYHAs AKTHBALUS OMNPEIEISIETCS KOJIMYECTBOM
Ca’* CBA3aHHOTO C MBIIICYHBIMHA BOJIOKHAMY. BO3HUKHOBEHME ITOTEHIHAIA
JICHCTBHS HA BXOJE BBI3bIBAECT U3MEHEHHE KOJIMUeCTBa Kayblys. [loHOe onncanue
HEUPOMBIIIEYHOTO  CONPSDKEHUST ~ ONMCBIBAETCS  CIEAYIOUIEM  CUCTEMOU

KHHEMaTH4eCKuX MU PepeHInanbHbIX YPaBHEHUH!

‘%“ = (k,Caf — k3Ca)(1 — Caf) + k,(C — Ca — Caf) + k,Ca(C —S — Ca — Ca
% = —(ksCaf — k3Ca)(1 — Caf)

rne Ca — cBoooanbrii Ca?*;
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Caf — Ca?* ca3aHHbII C MbIIICYHBIMU (PHIAMEHTAMHU,

k3 — KOHCTAaHTa CKOPOCTH CBA3bIBAHUA CBO60I[HOFO C3.2+ C MBIIICYHBIMH

dbunaMeHTamu;

k4 — KOHCTaHTa CKOPOCTHU BI)ICBO60)KI[€HI/IH C3.2+, CBsA3aHHOI'O C MBIIICYHBIMHA

dbunameHTaMu.

[ToTeHnMaN qENCTBUSA CUHAIITHYECKN COEAMHEHHOIO NHTEPHEUPOHA BBI3BIBACT

M3MEHEHHE NIEPEMEHHOM Stim Ha Benmuuny Astim. Jlnnamuxa Ca®* B 3aBucumocTu

OT CTUMYJIAa OT HpOMC)KYTO‘IHOfI IOITYJIAIHN

k. = {klo, stim > 0.01
7o, WHaue '

ko = {kzo; stim < 0.01}
2710, WHaue )’

rac k10 — KOHCTaHTa CKOPOCTH BBICBO60)KI[€HI/I$I

CapKOILIa3MAaTHICCKOI'O pCTUKYIIYyMa,

k20 — KOHCTaHTa CKOPOCTH CBA3bIBAHHA CBO6OILHOFO KaJIbIIHs.

Ta6auna 3. [TapameTpbl ypaBHEHHI MBIIIICYHON aKTUBAITUU

C 2

S 6

K1o 50T
Kao 10 I'g
ks 100 I'g
Kq 35T
Ts 5 Mc

Mexannuyeckas MoJaeJb

KaJIbIIUI

nus3

DddexTopom s MOJACTUPYEMON HEUPOHHON aKTUBHOCTH SIBJISIETCS TTPOCTast

OroMexaHW4ecKass CHCTeMa, MPEACTABISIIONIas CO0OW CEerMEeHT Ha IIapHHpe, K
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KOTOPOMY  MNpPHUKpPEIUICHa  MBIIIA, ONKHChiBaeMass  (DEHOMEHOJIOTHUECKUM
ypaBHEHHEM XHIUIA TSI MBIIIEYHOTO COKpAIleHHs. Y POBEHb aKTHBAIIMU MBITIIIHI A
= (0, 1) ompenensiercs 3HaueHusiMu mnepemenHoi Caf, paccumraHHBIE Ha

MpeAbIIYIIEM cioe Mojienu (puc. 2).

Puc. 14. Cxema MexaHUYECKOM MOJIEIU; MOJENIb COCTOMT U3 BpaIllarOIIerocs
CErMEHTa, Ha KOTOPBIN IEMCTBYET CUJIA, TECHEPUPYEMAs MBIIIIIEN U CUIIA TSIKECTH.

JIBrkeHue cucteMmbl omuchiBaeTcs AU epeHunanbHbIM ypaBHEHUEM BTOPOIO
MOPSAKA:

s T—mgrsin6
- T .5

i+mr?
rjae 0 — coOCTBEHHBIN yTOT,
T — MOMEHT BHENIHUX CHII,

M — Macca CeTMEHTA,

g — YCKOpeHHEe CBOOOTHOTO TaICHUS;
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' — paCCTOsHUE N0 LICHTpA TAKECTHU CCIMECHTA,

| — MOMEHT HHCPIHUHN CCITMCHTA,

T-— COBOKYHHI)II?I MOMCHT BHCIIHHUX CHII.

lime = \/pg + p? — 2p,p; cos 6,

i sin @
d — popl

1
lime

'€ Po — pacCTOSIHUE OT LIApHHUPA 40 TOYKU KPEIIJICHUS MBIIIIBI K OCH,

Pi — paccTossHUE OT IIapHUpPA A0 TOYKU KPCIIJICHUS MBIMIIBI K CETMCHTY.

CranmapTHBIH  TOJIXOJ

WCIIOJIB30BaH JJ1s1 MOJICIUPOBAHUS MBIIIIEYHOU TUHAMUKH (puC. 3).

Tabauua 4. [TapameTpsl ypaBHEHU MEXaHUUECKON CUCTEMBbI

C

HCIIOJIB30BAHHUCM  YPABHCHHA Xunna

m 2.4 xr
9.8 m/c?

r 0.15m

i m-12/3

Pi 0.1 m

Po 0.02 m
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mt

/ [, coso

F,

SE

Puc. 15. TpéxxommoneHntHass Mmojaenb Xwuia, SE — mnocnenoBaTenbHbIN
ITACCUBHBIN AJIEMEHT, NMPEACTABIET CyXOXuiaue Mplmnsl, PE — mapamnenbHbii
MACCUBHBIN AJIEMEHT, MPEACTABIISIET COEAUHUTEIBHYIO TKaHb Oproika Mbliibl; CE
— COKPaTUTENBHBIN JJIEMEHT, NPEACTABISCT MUOLMUTHI, aKTUBHO T'€HEPUPYIOIINE
yCHUJIHE.

HpI/I 9TOM JONIYHICHHUHU AJIMHBI 3JICMCHTOB MOJCJIIN U CUJIBI, HeﬁCTBYIOIHHe Ha

AJIEMEHTHI MOJICIIU, OTIMCHIBAIOTCS CJICIYIONUMHU YPaBHEHUSMHU:
lime =l + 1, cos a,
Ep =Fe+E pe:
Fr =F, =F, cosa,
r11€ limt — JUTMHA MBIIIEYHO-CYXO0KUIBHON €IMHHUIIBI;
|t — MHA CyXO0KUIIHSI, TOCTIEIOBATEIBHOTO ITACCUBHOTO AJIEMEHTA;

Im — uTMHA MBITIIET (0€3 CYXOXKUIIHS);

O — YIoJI ICPpUCTOCTH,
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Fm — CHJIa, ICHCpHUpycMmasd MBImHCﬁ, COKPATUTCIbHBIM MW IIapalJICIIbHBIM

ITIaCCUBHBIM JJICMCHTaAMU,

Ft — CHJIa, I[GﬁCTBYIOHI&)I Ha CYXOXHIIUC, HOCJIC,ZIOB&TGHI)HHﬁ IIaCCHUBHBIN

DJICMCHT.

Cuuia, BO3HHMKAIOIIAs B aKTUBHOM 3JIeMEHTE (apaJijieIbHOM MaCCUBHOM U COKPATUTEIHHOM),
3aBHCUT OT JYIMHBI MBIl 1 CKOPOCTU COKPAILIEHUS:

En(Caf,lee, ice) =[fi (lm)fv(im)caf + Fpe(lm)]FmO’
rac f| — HOPpMHPOBAaHHAA 3aBUCUMOCTb CHJIBI COKpAICHUA OT JIMHBI

MBIIIICYHOT'O BOJIOKHA,

fv — HOpMHUPOBAaHHAsA 3aBUCHUMOCTL CHUJIbI COKPAIICHUA OT CKOPOCTH N3MCHCHU A

JJIWHBI MBINICYHOI'O BOJIOKHA.

OTa 3aBHCHUMOCTH IO3BOJISIET BBIPA3UTh CKOPOCTH COKPAIIEHHS MBIIIIBI Yepe3 0OpaTHYIo
dyukuro s fu(v) [21]:

iy = (0.25 + 0.75) - v =S Siee

b Mmax
riae b — koHcTaHTa ypaBHeHus Xuiuia [22].

Fn MoxeT ObITh HalijicHa TpW TOMOIIM Fg, KOTOpas 3aBUCHUT OT JJTHHBI
CYXOKUIHS limt. 3aBUCHMMOCTh CHJIBI COKpPAIEHUS OT JUIMHBI COKPATHUTEIBLHOTO

AJIEMEHTa MOJICTTUPYETCS TayCCUaHOM C IIEHTPOM B TOUKE ONTUMAJILHON JIJTUHBI:

fl,ce = exp( - (lm - 1)2/)/)7
rie Y — kodpdurment popmsi [21].

3Ha4YeHUS MAPAMETPOB YPABHEHUM MBIIIEYHOTO COKPAILCHUS MPE/ICTABIICHBI B

Tabmnure 5.

Crnenyromme BpEMEHHbIE XapaKTEPUCTUKU ObUIM  HWCIIOJNB30BAHBI IS
cumyJissiua mozenu: 500 Mc — BpeMsi JeHWCTBUSI HEMPOHHBIX CUTHAIOB, 800 Mc,
BpeMmsi pentakcanuu. YHucieHHoe MOIeIMpOBaHNE TPOBOAUIIOCH MPU MOMOIIH SI3bIKA
nporpammupoBanus Python 3.8 u gononHuTe bHBIX OMOIMOTEK. MoaenupoBaHue

MOTEHUHUAJIOB JIEUCTBUSA KOAUPYIOIIMX HEHUPOHOB, AKTHUBHOCTU IOIYJISIIUN
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"HHTErpHPOBATh-U-CPAOOTATL" HEHPOHOB M TUHAMHUKHU KaJIbIIUS BBIMOIHSINCH TIPH
oMoty oudnmoreku Brian 2 [23]. lns peanu3annn MeXaHUYSCKON YaCTH MOJCIIN
UCIIOJIb30Bajach Onbamoreka SCIPY [24], a a1 MoJeH MBIIIEYHOTO COKPAIICHHUS

Obu1a B3siTa Bepeus Duarte, M. [25].

Ta6auna 5. [TapameTpbl ypaBHEHHI MBIIIICYHOTO COKpAIICHUS

o 0

Fmo 5/5H

lo 0.01m

Io 0.1wm

Vinmax 10 m/c

Y 0.45
Pe3yabTaTsl

AHaJIN3 3aBUCMMOCTH MEXaHMYECKOI0 IBHKEHUS OT YACTOThI AKTUBALMHU
KAJIbLIMEBOH TMHAMUKH

bbIT BRINOJIHEH TOKOMIIOHEHTHBIN aHAJIN3 PEATM30BaHHOM CII0KHOM MOJENH,
Ha PucyHke 4 npencraBiieHbl pe3yJIbTaThl CONOCTABICHUS IBU)KEHUSI U KaJIbLIUEBON
JUHAMUKH, 4YTO TO3BOJIIET YBUAETh 3aBUCUMOCTb U TPAHUYHBIE YCIIOBUS.
[IpencraBineHHass 3aBUCHUMOCTb OTOOpa)KaeT pe3yJbTaTbl CHUMYJALHUHU TPU
JIMAna30He 4acTOT CHANKOB, BXOAAIIMX B MOJENb KaJblMEBOM AUHAMUKU OT 0 10
150 I'i. HaGop ncnosib30BaHHbBIX HAYaIbHBIX MOJI0XEHHH 111 cuMytstinid — (15, 45,
90, 135) °. Te xe pe3yabTaThl, HO B TEPMHUHAX KOHEYHBIX YIJIOBBIX MOJOXKCHHI

noka3aHsl Ha PucyHke 5.
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Puc. 16. [Tpumep MomenupoBaHus MEXaHUISCKOTO IESHCTBHS IPH HAYaJIbHOM
YTII0BOM ToJIokeHHH B 90°: a) - yIriIoBoe MOJIOKEHHE; 0) - TUHAMUKA aKTHBAINH
MBIIIIBI; [[BETAMH IOKa3aHbl pPa3HbIE YAaCTOThl AKTHUBALIMM MOJIENN KaJIbIIUEBOM
JTUHAMUKH.

48



== FI5 3-8
. e =24
— o - 45° A .17’1"_:’%.--0—.—.—-r0
o —e- 90° > -
g 150 —e- 135° et
= ."’./.D' _ o0 ®®
L —9 1550 f @ o -®
‘1{’ Y Yodi'd e ad
_ P ‘ P
o / ‘ ‘ /.'-'./
c f/' '-/ »
8 100 - % nd
o , / Y ¥ J
8 /o / / & [ L J
/ - .-o—0—
5 751 pi S a e
0] I\ 7/ ™ o
£ ¢ P / e ol
T 1/ » &
(O] 50 A , /' /' 7 ./.
T F 1 o .
o) /14 -
/| / P
X 10/ o ./..
25 4 /‘/.0// ,/._,o/
o o0

0 20 40 60 80 100 120 140
YacToTa BxoaHonm akTueBauuu, [Mu]

Puc. 17. Pe3ynbrarsl 1elCTBHUS pa3IuYHbIX YACTOT HA IUHAMHKY MBIIICYHON
aKTUBallMM, HAOOpbl TOYEK COOTBETCTBYIOT DA3JIMYHBIM HAYaJIbHBIM YTJOBBIM

ITOJIOXCHUAM CHUCTCMBI.

bemo mokaszaHo — HeEIMHEWMHOE  OTHOIIEHHME  BXOAHOM  YacTOTBI |
PE3YNBTUPYIOIIMM YTJIOBBIX MOJOKEHUEM OMOMEXaHUYECKOTo0 cerMeHTa. boinbiioe
BIIMSIHUE B HEJIIMHEHMHOCTH PE3YJbTaTa NEWCTBUS PA3JIMYHBIX BXOJHBIX CHUTHAJIOB
BHOCHT TaK)K€ HayaJbHOE MOJI0KEHUE CETMEHTA MEXAHNYECKOM yacTh Moaenu. [Ipn
9TOM Habop TpaekTopui misg mojoxkeHuit ot 90° go 155° umeroT cxoxue
XapaKTEPUCTHUKHU U, KAXKETCsl, UMEIOT MOAYJISIIUMOHHBIE oTianyus. Torma kak ais 15°

u 45° o6Hapy ) KUBarOTCs O0Jee 3HAYUTENbHBIC OTIINUus (puc. 6).
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Puc. 18. Pe3ynbpTaThl 1eHCTBUS pa3IMYHBIX YaCTOT HA JUHAMUKY MBIIICUHOMN
aKTUBAllUM, BBIPAKECHHAsT Yepe3 KOAUPYEMOE HampaBieHUE, 3aBUCUMOCTh
HEOOXOJIMMOM YacTOTHl aKTHUBAIlMM MOJICIM  KaJbLIMEBOW JUHAMHMKH U
MEXaHMYECKON MOJIeNId OT KOJAMPYEMOro HampapyieHus. HarpaBiieHue IBMXEHUs
(ycnoBHbIe crubaHus-pa3rubanusi) orToOpa)xaeTcss B paclIeIUIEHUHd TIpaduKoB
3aBUCHMOCTH YacCTOThI M KOJUPYEMOTO HampaBiieHus. MiHTepecHbIM HaOI01eHuEM
SBJISIETCS, YTO HE3HAYUTEIbHBIE U3MEHEHHUS KOJIUPYEMOI'0 HampaBieHUs TpeOyeT
3HAYMMOTO OTKJIOHEHHUSI BXOJHON 4aCTOThl aKTUBALIMM MBIIIIIBI, U3 YEro CIEAYET,
YTO M3MCHCHUS HANpaBJICHUS JIBM)KCHHUS OOECIeUunBacTCsS B OOJbIICH Mepe MO
BIIMSIHUEM KOJMPYIOIIMX HEHPOHOB, «MPEANOYUTAEMOE HAMPABICHUE» KOTOPBIX,
3aMETHO OTJMYACTCS OT TEKYIIEero KOIWpyeMoro HampasieHus. Jlanee Obum
MPOAHAIN3UPOBAHBl  BO3MOXXHOCTH  KOAMPYIOIIEH TMOMYJSIMM  peaiu30BaTh
aKTUBHOCTb, KOTOpas o0ecrneunBasa Obl HEOOXOIUMYIO AKTUBHOCTh JIJIs TMaIra3oHa

nBwkeHui (puc. 18)

50
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Puc. 19. Ilpumep 3aBUCHMOCTM AKTHUBHOCTH KOJUPYIOLIUX HEHPOHOB OT
KOAMPYEMOI'O  HANpaBJICHUS; IIOKa3aHbl HANPABJICHUS, AaKTyaJbHbIE JJIf
Ccru0aTeabHOr0 IBMXKEHHMS IPYU HAYAJIbHOM YTJI0OBOM MOJIOKEHUU 15°: a) cimyyaiinas
[0JIBBIOOPKA KOJUPYIOLIUX HEHPOHOB; 0) HEHPOHBI, 00ECIIEUNBAIOIINE YBETUUYEHUE

YaCTOThI, IIPU YBCIIMYCHUMN yTIJIa HAIIPABJICHUA KOJUPYCMOTO ABUKCHUSI.

AHanu3 3TON 3aBUCMMOCTH TOKa3biBaeT (puc. 19), a TouHee — aMIUIUTYAbI
AKTUBHOCTH Ha JUana3oHE KOJMPYEMBIX HAIlpaBJICHUM; YTO HE BCE KOAMPYIOILNE
HEHpPOHBI MOTYT BHOCUTH OCMBICIEHHBIH BKJIJ] B pealu3aliio HEoOXOAUMOMN
aKTUBAIIMM MBIIIEYHOM CHCTEMBl JIs peaii3allii KOJIMPYEMbIX HAIpaBICHUU.
JloctaToyHasi aMmIUIMTyJa YacTOThl TE€HEPUPYEMBIX CHAHKOB MOXET OBITh
IpUBHECEHA B OOJBIIE CTENEHH HEUPOHAMH C OTJIMYHBIM MPEAINOYUTAEMbBIM

HaIlpaBJICHUEM.

35.2 A o .\.._.
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Puc. 20. Cpennsis yacToTa akTUBALMK KOJUPYIOIIUX HEMPOHOB B 3aBUCUIMOCTH
OT KOJUPYEMOro HampaBiICHUs: a) AJI1 BCEX KOAUPYIOIIMX HEHpOHOB; 0) mis
HEHPOHOB, OOECHEUMBAIOIINX YBEJIMYEHHE YacCTOThl IpPHU YBEIUYECHHUU YyIJia

HarpaBJICHUA.

Pe3yabTarhl MOACJIMPOBAHUA KOAUPOBAHUSA IBUKCHHUS

[Ipenpinymume pe3yibTarbl, BEpHEE AHAIM3 JUAINIa30HOB YacTOT, KOTOPbIE
MO/IeJIb CIIOCOOHA TeHEPUPOBATH, MOT'YT ObITh TO00PAHBI MOAXOSIINE TAPAMETPhI
CBA3CH MEXIy KOMIIOHEHTaMu Monenud. Huke npencraBieHbl MHOTOKpPATHBIE
CUMYJIAIMH JJIs CITy4aifHO CT€HEPUPOBAHHBIX MapaMeTpOB MOJENH, Ha Tpaduxax
IIPEACTABICHBl TE€HEPUPYEMBIE YACTOTBI W PE3YJBTUPYIOIIEE MEXAHUYECKOE

neiicreue (puc. 21, 22).

53



=
=
oy
o
5 e
8_ 70 A ‘—_//"/..—'j,
= P <l — /,—
) I o n- 2
o 60 pomn s
g =
it i
T 50 e e
o L el
5 40 1 =
7 30 A /'.’,',.'"
® | w27 "
© PP~ g
T 20 A o
I 2.7 A
(@] —j’ s
S 10 +— 8=
E T T T T T T T T T
> 100 105 110 115 120 125 130 135 140
8 Koaonpyemoe HanpaBsieHue, [°]

Puc. 21. AKTUBHOCTh UHTEPHEHPOHOB: CpeHEE U CTaHIAPTHOE OTKJIOHEHHE
st 100 pemreHnid mpsiMOro mpoxoa 0 KOAMPYEMBIM yIJIaM Ul HadaJbHOIO

YIJIOBOTO MOJIOXKEHUS 15°.
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Puc. 22. Pe3ynbpTaThl MEXaHMYECKOTO MOJACIMPOBAHUS TOJA JEHCTBUEM
AKTUBHOCTU KOJMPYIOITUX HEHPOHOB; KPaCHBIE TOUKH - KOJIUPYEeMbIe (MTOTPeOHOE)
HAIPaBJICHUE, CUHSSA JIMHUSA - CPEIHEE 3HAYEHUE PE3YJIbTATOB MOJICIUPOBAHUU,

IMYHKTHUPHBIC IMHHUU - CTAHAAPTHOC OTKIIOHCHHC
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Huskas wactoTa axkTHBAlMM MBIIIBI TPH ABMKCHHUSAX C HEOOIBIION
aMILTATYAOU IIPUBOJUT K IIIyMaM B aKTUBHOCTH BO BPEMEHU U CIECAYIOIIEH U3 ITOTO

HECTaOMJIILHOCTH MEXaHHMYECKOIO I[CﬁCTBPIH.
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Puc. 23. Pe3ynbrartel Mo€IMpOBaHUS IPU KOJAUPOBAHUU yTJIa HAINpaBICHUS
ot 100° no 140° c¢ marom 2°: a) aKTUBHOCTh MHTEPHEHPOHOB; 0) KaiblMeBas

IUHAMHUKA.
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3akJIroueHue

[To pesympraram maHHOW pabOTHI OBUTH CHOPMYIUPOBAHBI CIICTYIOITHE

BBIBOJBI:

1. VYpgamnoce cdhopmynupoBaTb M pealn30BaTh  MHOTOKOMIIOHEHTHYIO
MaTEMaTUYECKYI0 MOJIENh HEHPOMBIIICYHOTO COMPSDKCHHSI ¢ OMO(DU3UIECKUM

YPOBHEM ACTAIN3AIUU IIPOTCKAIOIIUX ITPOICCCOB

2. Tlpeobpa3oBaHue aKTUBHOCTU KOJUPYIOUIUX HEHUPOHOB 3aBUCUT OT CXEMBbI
CUHANTUYECKUX CBA3EH U OMOPU3HUECKUX XapaKTEPUCTUK HEMPOHOB, B YACTHOCTH
3aBUCUMOCTH YaCTOThI T€HEpaIMi NOTEHIIMAJIOB JEHCTBUS OT BXO/SIIETO CUTHANA.
3. CxeMa CHHANTHYECKHUX CBSA3€H MOXKET ObITh BbIOpaHa AJis y4é€Ta 3aBUCUMOCTHU
YacTOThl AKTUBAIMM HWHTEPHEHMPOHOB OT BXOJHOTO CHUTHANA, YTO IO3BOJIAET
OCYIIECTBUTh HEOOXOAMMOE JJisi YPOBHS aKTHBAllMM MBIIIILl HEJIMHEWHOE

npeoOpa3oBaHuUE.

PeanuzoBaHHas MOJEIb COCTOUT U3 TPEX KOMIIOHEHTOB: CJI0M BXOJHOM aKTUBAlWH,
WHTEPHEHUPOHbI M CONpsDKEHHAs NpocTas MeXaHW4eckas cucrema. BxopHas
aKTUBAIMSI MOXET OBbITh TMpeJCcTaBieHa (PEHOMEHOJOTUYECKH WM CIEIHUATbHON
MOJIENIbI0 HEUPOHOB. llepBblii ClIOW COEIMHEH MOJECIBHBIMU HACTPAMBAEMBIMU
CUHANTUYECKUMHU CBA3SMU CO CIIOEM HHTEPHEHPOHOB, KOTOPBIE MOJEIUPYIOTCS
YpaBHEHUSIMU THUIIA "WHTErPUPOBATH-U-CpadOTaTh". CJIOM MHTEPHEHPOHOB CBSI3aH
CHUHANTUYECKUA C MOJICJISIMU MBI, AECHCTBYIOIIUX HA MPOCTOM MasTHUK. Takum
o0pa3oM, JaHHas MOjelb Mmo3BosisgeT in SiliCO mccieaoBaTh KOPPEISIUI0 MEKIY
CMOJICJIMPOBAHHOM  HEHMPOHHOM  AaKTUBHOCTBKO M  CONPSDKEHHBIM C  HEU
MEXaHUYECKUM JIBH)KCHUEM. XapakKTep MOJICIMPOBAaHUS  BXOJHOIO  CJIOS,
CUHAITHYECKUE CBSI3M MEXIY BXOJHBIM CJIO€M, MHTEPHEHUPOHAMH M MBIIIIIAMU
MOTYT OBITb BBIOpaHbl MOJ CHEUU(DUUECKUH MOJETUPYEMbI 3IKCIIEPUMEHT.
Hcnonp3ys 3Ty 0a30BYI0 MOJIeib, YAAJIOCh PEAM30BaTh U MPOBECTU aHAIIN3 JBYX
KOHKPETU3UPOBAHHBIX MOJIENeil yrpaBieHus: ABWxkeHusiMd. [lepBas B KauecTBe

BXOJHOr'o CJ0osA COACPKUT HUMHUTAIUIO AKTHUBHOCTHU HGprOHOB, KOJUPYIOIITHUX
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HaIIpaBJICHUE JB)KECHHSI B COOTBETCTBUM C TMIIOTE30M IMOIYJIALIMOHHOTO BEKTOpA.
Bropas peannsoBaHa Tak, 4TO BXOJHOM CJIOW COCTOUT U3 HEMPOHOB, KOAUPYIOIINX
Ha4yaJbHOE M KOHEYHOE IOJIOKEHUS MEXAHUYECKOW CUCTEMBI, 1 CUHAIICOB MEXIY
HUMU. AHanu3 B3aUMOJCHCTBHA KOMIIOHEHTOB MOJEIM II03BOJIMI  CHEIaTh
IIPEABAPUTEIBHYIO OLEHKY BO3MOKHOCTENM M OIPAHUYEHUM NPOCTBIX aPXUTEKTYP
CBSI3e MeXxay HelpoHamMH B ympaBlieHUH JBkeHusMuU. [Ipeacrosmias pabota
COCTOMT B 100aBJIIEHUU BTOPOI'O CYCTaBa B MEXaHUUYECKYIO MOJIEIb, YTOOBI J0OOAaBUTh
BO3MOKHOCTb MCCJIEAOBAaHUA POJM HEMPOHHOW AKTUBHOCTHM B BO3HUKHOBEHUU
CUHEpPIUil U peain3alliyd ONTHUMU3AIMOHHOTO aJIfOPUTMa BbIOOpA CUHANTUYECKUX
CBSI3EU /17151 yIpaBJICHUS] MEXaHUYECKUM JIBUKEHHEM. Pa3BuTre 3Toi paboThl MOKET
ObITh HANpaBJICHO B CTOPOHY MPWIOKEHUS PEATM30BAHHOIO MOAXOAA K
MEXaHUYECKOM cucTteMe C¢ OOJIbLIIMM KOJUYECTBOM cTeneHel cBoOoabl. Takike,
BO3MOKHO, HHTEpPEC IPEACTABIACT CPABHUTEIBHBIM aHAIU3 Uil Pa3IUYHBIX

HayaJIbHBIX MOJIOKCHUM.
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