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BBEJEHUE U TOCTAHOBKA 3AJTAYU

Xotss B (OPMUPOBAHMM JABUTATENbHBIX MporpaMMm HUiu  «hHopmys
newkenus» (bepHuireiin, 1947) yd4acTBYIOT MHOTOYMCIEHHBIE CTPYKTYPbI
MO3ra W CEHCOpHas oOpaTHas CBs3b, «OONIMM KOHEUHBIM ITyTem» (Sherrington,
1906) cuuTaeTcs aKTHBAIMSI MOTOHEHPOHOB U (DOPMHUPOBAHKME HCITOJHUTEIBHBIX
KOMaH/ K MbIIIaM. /[pyrumu ciioBaMH MOKHO CKa3aTh, YTO MO3I IPOSIBIISIETCS
B JABWXKEHUsAX. Maen o MblIIe Kak OpraHe MO3HAHUS MPOCTPAHCTBEHHO-
BPEMEHHBIX OTHOIIECHUN BEIICH U O KOOPAMHUPOBAHHON JEATEIbHOCTH (HOopM
YyBCTBOBAHUS U MBIIUICHUS C JIBUTATEIIbHBIMU PEAKLHUSIMU TEIa Pa3BUBAJ €IIE
B 19 Beke Benmkuii pycckuit ¢uzuonor .M. CeuenoB. Iloatomy u3yudenwue
MOTOPHOT'O BbIXO/Ia MOXKET OBITh MCIOJIb30BAHO KAaK CPEACTBO, MO3BOJIAIOIICE
B3TJISIHYTh  «HA3aa» ¢ Tnepudepur Ha CTPYKTYPHYIO OpPraHU3AIUi0 |
dbyukiuonuporanue I[MHC. Oguum u3 crnocoOOB ucCIeA0BaHUS PaOOTHI
MOTOHEHPOHOB SIBJISICTCSI PETUCTPALIUS DIECKTPOMUOTpadUUECKON aKTUBHOCTH,
MO3BOJISIIONIAS TOHATh, YTO MPOTpaMMHUPYETCd B UEHTPAIbHOW HEPBHOU
cUcCTeMeE.

Jlannast npobnemaThka TecHO cBsizaHa ¢ umeHeM H.A. Bbepumreitna u
nocinenytonmx pabor akagemuka PAH B.C. I'ypdunxens. Tak, ectb MHOro
OCHOBaHUM CUWTaTh, YTO «BBILICJIEKAIIMNA yNpPaBICHUYECKUH MPHOOP»
LHEHTPAIbHOM HEPBHOW CUCTEMbl HE KOMAaHAYET JAETAIbHO BCEM IPOIECCOM
JBIKEHUS JaHHOTO CEerMEeHTa nepudepuyeckoro ABUTraTEeNIbHOIO amnmnapara, a
JUIIb OMPEACISIET Ty «MATPHUILY» YIPABIEHUS, 0 KOTOPON MOAYMHEHHBINA eMy
«LEHTp» paboTaeT ykKe CO 3HAUUTEIBHOUN J1oyiei caMocTosITelbHOCTH. [loaToMy
U3YYEHHE «MATpUI» MW OPraHU3alMOHHBIX CTPYKTYp CIHMHHOTO MO3ra
IpeACTaBIIICT OOJIBIION HHTEPEC.

JlokOMOTOpHBIE JBUKEHUS MOTYT MPHUCHOCAOIUBATHLCS K Pa3IMYHBIM
BHEIIIHUM YCIIOBHSIM, CKOPOCTSIM, Harpy3Kam, HaIlpaBJICHUIO JBUKEHUS, TOW WIH

WHOM moxojke (xonp0a, 0er u T.11.), a Takke K paznuuHbiM HapyieHusm [THC u



ONOPHO-JBUraTeIbHOrO anmnapara. [laxke eciii Tak Ha3bIBa€MbIE LICHTPAJIbHBIC
reHepaTophl IIaraHusi MOTYT OOeCHneuYuBaTh CTEPEOTHUIHYIO PHUTMHUYECKYIO
AKTUBALMIO MBI IpU (PUKTUBHOM JIOKOMOLMH (B OTCYTCTBHE JABHXKEHUSA),
MOTOPHBIN BBIXOJl B €CTECTBEHHBIX YCJIOBHUAX OYECHb aJalTUPYEM M KOHTEKCT-
3aBUCHM. boisee TOro, CMHHOM MO3I HE SIBISETCS NPOCTHIM IIPOBOJHUKOM
CUTHAJIOB OT LEHTPAJbHBIX CTPYKTYpP K MbIIIaM K oOpaTHO, a o0iajgaer
3HAQUUTENBHOM JIOJEM IUIACTUYHOCTH M aBTOHOMUHM. llommmo ypoBH4,
CIIOCOOHOT'O TEHEPUPOBATh PELUIPOKHYI0 PUTMUYECKYIO aKTUBHOCTb, CIIMHHOMN
MO3Ir HME€eT H Jpyrue OpraHu3aluOHHBIE YpOBHU. Tak, Hampumep,
MHOTI'OYHCIICHHBIE KJIACCBI CIIMHAJIBHBIX UHTEPHENPOHOB MOTYT
paccMaTpuBaThCsl Kak «(QYHKIMOHAIbHBIE €AMHULIBD, MIPEICTABIISIONINE COOOH
pa3IuYHbIE YPOBHH MBIIIEYHBIX CHUHEPIH, CETMEHTOB IBWKEHUS WU JaXe
0o0siee MHTETPUPOBAHHOTO TOBEJCHMUS.

bonee Toro, ObUIO BBICKA3aHO NPEIOJOKEHUE, YTO B3aUMOJAEHUCTBHE
HeHTpaidbHbIX U mepudepuueckux otaenaoB [IHC Moxer mpoucxoauTs HE Ha
A3bIKE OTAEIBHBIX MBI WIM HMHQOpPMALMM O JBHKEHUSX B OTAEIBHBIX
CycTaBaX, a Ha S3bIKE€ MBIIICYHBIX CHHEPIMM W JPYIMX TaK Ha3bIBAEMBbIX
«MOMYJEeI», KOTOpbIE MOTYT UMETh KaK MEpU(PEpUUIecKoe, TaK U LIEHTPAIbHOE
npejcTaBuTeNbeTBO. Hanpumep, B nocnennee AecsTUiaeTHE ObUTM OOHAPYKEHbI
HOIYJISIIUN HEHPOHOB JTOPCAILHOTO CITUHHO-MO3)KEYKOBOTO TpakTta (Poppele
and Bosco, 2003), koTopble KOIUPYIOT U MOCHLIAIOT B MO3KEUOK HHPOPMAIHIO
O TIOJIO)KEHUU CTONbl 1O OTHOLIEHUIO K Teoy, a He cheunpuueckyro
uHbOpMaIMI0O 00 OTHENbHBIX MBIIIIAX WM JOKAJIBHBIX CyCTaBaX, KOTOPYIO
MO’KHO OBLIIO OBl 0XHUAATH, UCXOJ U3 MPUXOJAIIET0 K HUM CEHCOPHOTO BXOJa.
Takum 00pa3oM, FJIEMEHTHI «CXEMBbl TeNay MPUCYTCTBYIOT YK€ B CIIMHHOM
MO3re, a HE SBJISIOTCS IPEPOraTUBOM TOJIBKO cynpacnuHaibHbIX oraenos [THC.
Hakowner, B 1006aBiaeHre K TPOCTPAHCTBEHHON apXUTEKType HEUPOHHBIX IIETICH,
JIOJKHA CYIIECTBOBATh TAK)KE BPEMEHHAS apXUTEKTYpPa, CBA3BIBAIOIIAS BOCIUHO

IMPOCTPAHCTBCHHO-BPEMCHHYIO AKTHUBAIIUIO MBIIIIY IIpu XO,Z[I>6C NN



BBITIOJIHEHUHA TOTO WM HWHOTO JBWXKEHUA. DAaKTUYECKU BPEMS MPEICTABISIET
co00i1 BaKHEHIITYIO XapaKTePUCTHKY (DYHKIIMOHUPOBAHUS HEHPOHHBIX LIETICH.

CBs3p  MexAy HedWpoHamu 0Oojiee TOYHO  XapaKTEpU3yeTcs  Kak
(GbyHKUHOHATIBHAS, & HE KaK YACTO aHaToMHU4Yeckas. [leno B TOM, 4TO OJIMH U TOT
K€ MHTEPHEHPOH WJIM MOTOHEHPOH MOYKET Y4acCTBOBATh B JECATKAX WIIM JIaXKe
COTHSIX Pa3JIMYHBIX JBUraTENIbHBIX 3a7ad. biaromaps ToMmy, 4TO OJHU U TE€ K€
UHTEPHEHPOHBI MOTYT HCHOJB30BaThCSA ISl Pa3HOOOPA3HBIX JBUTATEIbHBIX
3a7a4 W (popM TOBEACHUS, OJIMH U TOT K€ CEHCOPHBI CTUMYJI MOXKET
NPUBOJIUTHh K Pa3HbBIM pEakUusAM B 3aBUCHUMOCTH OT MPEIIIECTBOBABILIETO
BbIOOpPa  aKkTMBHOM  «dyHKIMOHANbHOW  eamammb»  (Hultborn,  2001).
@akTUYEeCKHA, MEPEXOJ] OT TMOKOS K  JIOKOMOLMH  XapaKTEepU3yeTCs
cenupUUecKor MpeIHACTPONKON CTPYKTYyp CIHMHHOTO MO3Tra HHUCXOJSLIMMHU
CUTHAJIAMH, MPUBOAS K TaK Ha3bIBAEMOMY JIOKOMOTOPHOMY COCTOSIHUIO
cnuHHoro mo3ra (Iuk, 1991).

CoBpeMEeHHbBIE METOAbl MO3BOJSIOT U3MEPATH HANPSAMYIO (XOTS YacTo
WHBA3UBHBIMH METOJaMH) aKTHUBHOCTb OOJIBIIMX aHcamMOJiell HEHpOHOB
ONPEJEICHHOr0 TUMa MPHU MOJJAEPKaHUM MO3bl WM BO BpeMsl JABWXKeHUs. B
nocieAHue Tobl GYHKIMOHATBHOW KapTHHE OOIIEel aKTHBAIMHM LEHTPaJIbHBIX
CTPYKTYp TOJIOBHOTO MO3Ta 4YeJOBEKa MPH XOAbOEe Haualo YAEISIThCS OOJIbIIOE
BHUMaHHe. OJHAKo, CpaBHUMAasi METOJMKA IMOJYyYEHHsS KapTHHBI aKTHUBALMH
MOTOHEMPOHOB B CIMHHOM MO3T€ YE€JIOBEKa HAXOJUTCS €UI€ B 3apOoJbIlIe U
OCTAHETCSI YPE3BbIYANHO CIIOXKHOW JUisi MPUMEHEHUS B YCJIOBHUSAX XOJbOBI.
[ToMMMO TEXHHYECKUX TPYIHOCTEH, TaKUX Kak apTeakThl JBUKEHUS
MO3BOHOYHHMKA WJIM BHYTPUCIIMHHOMO3TOBOM JKHUJIKOCTH [0 OTHOLIEHUIO K
MO3BOHOYHUKY BO BpEMsI XOJbObI, HESICHO, Kakhe KOHKPETHO HEMpPOHHbIE
CTPYKTYpBhl CIIMHHOTO MO3ra 3Ta TEXHHMKa (HAmpuMep, TEXHHKAa MarHUTHOTO
pe30HaHca) MOXKET u3ydarb. Takxke, TPYJHO HPHU 3TOM OTAEIUTH AKTHUBALIMIO
CIMHHOTO MO3ra BCJEACTBUE CYNPACHUHAIBHBIX BIMSHUA U pabOTHI

CIIMHAJIBHBIX I'CHCPATOPOB HIaraHusa OT aKTHUBALWH, O6YCHOBHCHHOﬁ IIPUTOKOM



nepudepudeckol CEHCOpHOM HH(pOpMaLMU, KOTOpas CONPOBOXKIAET JIH0O0E
JNBH)KEHHUE, JaXke MaccuBHOe. B cBoro ouepenb, ananmu3z OMIT MoxeT aaTh
KapTHUHY aKTUBAallUM MOTOHEWPOHHBIX IIyJIOB CIHMHHOTO Mo3ra. Paspaborka
HOBBIX METOJOB aHAJIM3a MHTETPUPOBAHHON AaKTUBHOCTH U IIPOCTPAHCTBEHHO-
BPEMEHHBIX XapaKTEPUCTHUK MOTOPHOT'O BBIXOJA SIBJISIETCS OAHOM U3 KIIFOYEBBIX
npo0JieM, pelIeHUuEe KOTOPOW HEOOXOIMMO AJisi NMOHMMAaHMs 3aKOHOMEPHOCTEH
(GYHKIIMOHUPOBAHUS CUCTEMBI YIIPABICHUS IBXKEHUSIMU YEJIOBEKA.

B cBs3u co cka3aHHBIM BbIlIE€ ObUIM C(HOPMYIMPOBAHBI CIACAYIOLUIUE LEIN
uccienoBanus: Pa3paboTka HOBOro HapaBJIEHUS B UCCIEAOBAHUU CTPYKTYPHO-
(YHKIIMOHAJIBHOW OpraHu3allil CHUCTEMBbl VYIPaBIEHUS TO30H U XOAbOOI
YeJioBeKa, 0a3upyolerocs Ha NMPUMEHEHUM METOJa TIJIaBHBIX KOMIIOHEHT K
aHaIu3y AJEKTPOMHUOTPAPUUECKUX [IaTTEPHOB, PEKOHCTPYKLIUU
[IPOCTPAHCTBEHHO-BPEMEHHBIX KapT AaKTUBAaUMM MOTOHEUPOHHBIX  IIYyJIOB
CIIMHHOTO MO3Ta, MWCIOJb30BAHUM TOHUYECKOW CTUMYJSIIMM W aHAJIU3E
KMHEMAaTU4YECKUX HHBAPUAHTOB JIBUYKECHHUS.

B pamkax 3Tux 001uX Leael pelaauch cIeayolue KOHKPETHBIE 3a1a4u:

Hcnons30BaTh  KOMILIEKC METOAMYECKUX IPUEMOB, IO3BOJIAFOLIMX
U3y4aTh HMHTETpPAIbHbIE U CTPYKTYPHO-(DYHKIIMOHAJIBHBIE XapaKTEPUCTUKU
MOTOPHOI'O BBIXOJa U YPOBHEH YIPAaBIICHUS 11030M M XO0JbOOW uejIoBeKa, a He
TOJIBKO TpPaJULMOHHBIE JIOKAJbHBIE XapPAKTEPUCTUKH AKTUBALMU OTHEIIBHBIX
MBI WIK JOKaJIbHBIC ABMXKECHUS B cycTaBax. K 4uciy Takux IpueMoB MOYKHO
OTHECTH IIPUMEHEHHE METOJA TJIABHBIX KOMIIOHEHTOB K AHAJIN3Y MBIIICYHOU
AKTUBHOCTH, PEKOHCTPYKLMIO ITPOCTPAHCTBEHHO-BPEMEHHBIX KapT aKTUBALIUU
MOTOHEUPOHHBIX ITyJIOB CIIMHHOTO MO3ra Ye€JOBEKAa, AHAIN3 KMHEMAaTUYECKUX
WHBAapUAHTOB JABI)KCHHUS W TOHHUYECKYIO CTHUMYJSIIHIO Nepudepuueckux u
LEHTPAIBHBIX CTPYKTYP.

HccnenoBath CTPYKTypy U 0a30Bble MEXaHU3Mbl OpPraHU3aL[MN MBIIIEYHON
aKTUBHOCTHU IPH X0J1b0€ U Oere 4esoBeKa, XapakTepHble 0COOCHHOCTH XO/IbOBI y

,Z[CTGI\/'I, HauWMHAIOMMUX ACJIaTh IICPBLIC IIIAru, MOTOpHBIﬁ BBIXOJ CIIMHAJIBHBIX



re€HEPATOPOB LIATaHUs U IIACTUYHOCTh JIOKOMOTOPHOM MTPOTPaMMBbl Y 3I0POBBIX
oIl ¥ O0JTBHBIX C TIOBPEKIEHUEM CITMHHOTO MO3Ta.

[TonyunTs HOBBIE JAHHBIE, XapaKTepUu3yroume 0COOEHHOCTH
dbyukimonupoBanus pazHbix ypoBHer [HTHC mpu moagepskaHuu BepTUKAIBHOM
103bl 4eNOBEeKA. [IpUMEHHTh HOBBIA TMOAXOJ K MCCICIOBAHUIO MEXaHH3MOB
NOAJCPKAHUS PABHOBECHS TENA, COYETAIOIIMN MCIIOIb30BAHUE MEJIEHHBIX
MOBOPOTHBIX  IJIATHOPM, CTUMYJSIIIUIO  MBIIIECYHBIX  POMPHUOIIETITOPOB,
raJIbBAHUYECKYI0 CTUMYJSILIUIO  BECTUOYJISIPHOTO — ammapata ¢ BIIMSHHE
HaIlpaBJICHUS B30pa HA MO3HBIE OTBETHI.

ChopmynupoBaTh TPEACTABICHHUS O PpOJIM TOHWYECKUX BIUSHUU B

yIpaBJeHUH MO30M M X000 YesloBeKa.



O030p auTEpaTypHI

Perynsiuus mo3sl U IBM>)KEHUIN YEJIOBEKA SIBIISIETCS YPE3BBIYANHO CII0KHBIM
npoieccoM (hU3MOJIOTHUECKOr0 HcclieoBaHus. Borpoc o Tom, kakuMm 00pa3om
Ha OCHOBE pPa3HOOOpA3HBIX CHUTHAJOB, IMOCTYMAIOIIUX OT OPraHOB YYBCTB,
OpPraHMu3yeTCsl  LICJICHANPaBJICHHOE  JIBUTATEIIbHOE  TOBEIACHUE, H3JaBHA
NpuUBJIEKal BHHUMaHUE wuccienoBareneil. MccnenoBarenu JaBHO — CTajH
3alyMbIBaTbCd O HEOOXOJMMOCTH HEKOTOPOW HHTETrpaTMBHOM OpraHM3alluu,
OCYILIECTBIISIFOIIEH CBSI3b MEXAY pa3IMYHBIMU CTPYKTYpPaMH LEHTPAJIbHOM
HepBHOU cuctembl (ILIHC), mexmy BocmpustieM W aBMkeHHEM. CyIecTBYIOT
TaK)Kke O0OIlHMe 3aKOHOMEPHOCTH JABMKEHUH Yy pa3HbIX >KMBOTHBIX, BKJIHOYas
KOOIIEPAaTUBHOE B3aUMOJICHCTBUE (CUHEPTHUH) PA3HBIX MBIIIEYHBIX TPYII WA
CErMEHTOB Te€jla B pPEaIu3alliy LEJIOCTHOTO JBUTATEIbHOIO aKTa, CHIKAKOIIUX
YUCJI0 HE3aBHUCHUMBIX IMapaMeTpoB yrpaBisiemMoil cuctembl (bepuinreiin, 1947,
1966; Full and Koditschek, 1999; Cmonstannos, 2000; Bizzi et al., 2008). Vxe
ApucroTtenb 00paTuil BHUMaHUE Ha BO3MOKHOCTh OOIIETo MpaBuia NOCTPOSHUS
MOXOJIOK Y ’KUBOTHBIX C pa3HbIM YUCJIOM HOT (Apucrotensb, 1996).

JlnHaMu4eckuili Mponecc HEMPEpPhIBHOTO B3aUMOIIEPEMEILICHHSI 3BEHBEB
TeJa U MepeMelIeHus] OOLIEro EeHTpa Macc COMPOBOXKAACTCS KaK M3MEHEHHEM
YPOBHSI TOHUYECKON aKTUBHOCTH MOCTYPATbHBIX MBIIII TaK U UX (Ha3uIeCKUMU
COKpalllecHUsIMUA. B perynsiuuyd mo3HOM W JOKOMOTOPHOW AKTMBHOCTH MBIIIIL
npuHUMaroT ydactue pasHele ypoBHH I[[HC: cnuHanmbHble, CTBOJIOBHIE,
KOPKOBBIE, OPTraHHU3YyIOIIME CBOIO JEATEILHOCTh HAa OCHOBE IMepepaboTKH
adpdepeHTHoit  wmHPOpMAaMKM  OT  pPA3IUYHBIX  CEHCOPHBIX  CHUCTEM
(MponpHUOLIEITUBHOM, BECTUOYIISIPHOM, 3puTebHOM, TakTiibHON) (['ypdhunkens
u ap., 1965; Nashner, 1976; Horak and Macpherson, 1995; Pearson, 2004). Hx
B3aMMOJICUCTBHE HE  SBISETCA  MPOCTOM  cymMMmanuen  addepeHTHOM

uH(pOpMaIIMK, HO MIOCTPOCHO Ha joruyeckoir ocHose (Pearson, 2004; Prochazka
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and Ellaway, 2012) u B cOOTBETCTBHE CO CXEMOH Tella WM BHYTPEHHEM
npencrasieaneM (Gurfinkel, 1994).

[lonnmanue TOTO, KakuM oOOpa3oM Takhe Kaxylluecss MPOCTHIMH U
aBTOMAaTUYCCKUMHU JBHKCHHS Kak Xoapba mmm Oer koHTpomupytotcs [THC,
JABHO TIPHBJICKAJl W TPHUBIICKACT BHUMaHHWE HccienoBaTeneii. Kakum-To
obpazom I[HC cmocoOHa KOOpAMHUPOBATH, KAaKOW CYCTaB JOJDKEH JBUTAThHCA,
Ha KaKyl aMIUTUTYJIy W B Kakoe Bpems. [IpwueM bacTo Takas KOOpPIWHAIUS
IPOUCXOANT AaBTOMAaTHYECKH, B TO BpeMs KakK YEJIOBEK pasroBapuBacT,
BBITMIOJHACT  pasHOOOpa3HbIe€  NBIDKEHUS  pyKaMH WIM  CMOTPUT  Ha
UHTEPECYIOIMA ero TmpeaMer. boiee TOTo, JIOKOMOTOPHBIC —JIBHYKECHUS
HENPEPBIBHO AJaNTHPYIOTCS K BHEIITHUM YCIOBHUSIM, CKOPOCTH XOABOBI, CMEHBI
HaNpPAaBIICHUS, HATMYHIO MPENATCTBUN HA MyTH, W T.A. [10 MpUBEICHHBIM BBIIIE
npuMepaM W IEpPeYHI0 (YHKIUH, KOTOpBIC JOJDKHA BBITIOJIHATH CHCTEMa
yIpaBIeHUSI OJHOBPEMEHHO, MOXKHO BHUJETh, YTO OHAa AKTUBHO YYacTBYeT B
OpraHM3aliK JABW)KCHHUH Ha TOJICO3HATELHOM, aBTOMAaTHYeCKoM ypoBHe. Ha
OCHOBE OOJBIIOrO TMOTOKA CEHCOPHOW WHQOpPMAIMK CHCTEMa YIpPaBICHUS
criocobHa  BbIOMpaTh ~ Haubojee  ONTUMAJIbHYIH)  KOHTEKCT-3aBHUCHMYIO
WH(POPMAITHIO U UCTIOIH30BATh €€ JIUISl BHITOJIHCHUS JIBHKCHUS.

Ota 3a7ada yMpouiaeTcss B OMPEACIICHHOW CTENeHH HW3-3a ONTUMAabHOU
UEPAPXUUYECKON OpraHU3allid HEWPOHHBIX CTPYKTYp, CICIUATH3UPYIOIINXCS B
MHOTOKPATHOM TIOBTOPEHUHU XapaKTEPHBIX NEHCTBUU. (751 MHOTHX >KMBOTHBIX
[IUKJIMYECKUE TATTePHBI U1 XOAhObI, Oera, NbIXaHus, TepeKeBbIBAHUS TTUIIHA U
JAPYTHX PUTMHYECKUAX JBUTATCIBHBIX aAKTUBHOCTCH TEHEPHUPYIOTCS TaKUMHU
HEUPOHHBIMU CTPyKTypaMu. [ moxkoMonuu OBLT BBEACH CIEHHATbHBIN
TEpMUH IeHTpaNbHBIN Teneparop maranus (CPG, ‘central pattern generator”,
st o630pa cm. Grillner and Wallén, 1985).

Knaccuueckne skcnepuMentsl I'paxam bpayma (Graham Brown, 1912)
MOKa3aJI¥, YTO KOIITKA C W30JIMPOBAHHBIM CITMHHBIM MO3TOM H II€pEpe3aHHBIMU

3aIHUIMH KOPEIIKaMH CIOCOOHA T€HEpUpOBaTh YEPEAYIOIIHECS PUTMHUYECKUE
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COKparieHusi crubateneii W pasrubaTencii TOJICHOCTOMHOIO CycTaBa. OTH
IKCIIEPUMEHTBI SIBHJIUCh OCHOBOW KOHIICTII[MH CIUHAIBHOTO JIOKOMOTOPHOTO
1eHTpa, kotopeiii I'paxam bpayn HasBan mozensio ‘moayuentpa’ (“half-center”
model). [TosloBHMHA 3TOr0 LEHTPa BHI3BIBACT aKTUBHOCTH CTHOATENCH, a JApyras
nosoBuHa — pazrudateneid (Puc. 1). C Tex mop 3TH 3KCIEPUMEHTHI ObLIU
BOCHpou3BeaeHbl MHOro pa3 (cm  Rossignol, 1996a; Orlovsky et al., 1999).
Graham Brown u Sherrington (1912) taxkxe oOpariaiyi BHUIMaHHE Ha CXOXKECTh
MEXy MOTOPHBIM BBIXOJIOM BO BpeMs (a3bl CrHOaHHs HOTHM MPH IIAraHUU U
TPOMHBIM crubatenbHbIM peduiekcoM. B oboux cinydasx Habmoganach

CHUHCPIrUYICCKasA aKTUBAILlUS BCCX crubaTteneii HOTH.

ToHWueckur Bxon

LALLELETEELEETT
B

R
L crubaTtenm

pasrubaTtenu

Puc. 1. CxemaTnueckasi MOJIETb «IOJTYLIEHTPay reHepaTopa maraHus.

HCKOTOpBIG ABTOPLI MCIIOJB30BaJIM TOT KC caMbIi METOJ, YTO H FpaxaM

bpayH, u mnoiy4aiu HOpPMalbHBI JOKOMOTOPHBIA BBIXOJ Y CIMHAJIBHBIX
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JKUBOTHBIX C Iepepe3aHHbIMU 3aauuMu koperikamu (Grillner and Zangger,
1975). Onmnako mepepe3ka KOPEIIKOB HE YCTPaHSET TOJHOCTBIO CEHCOPHBIN
BXOJT B CIHHHOH MO3T, TIOCKOJBKY addepeHTHas WHPOpMAIUs MOKET
JOCTUTaTh CIIMHHOT'O MO3ra MocpeacTBoM HemudauHuznpoBaHHbX (Coggeshall
et al., 1973) u musmuHM3MpoBaHHbIX (Loeb, 1976) ceHCOpHBIX BOJIOKOH depe3
nepeaHrue (MOTOpHbBIE) KOpelku. TeM He MeHee, MHOTHE U3 3TUX addepeHToB
npuxonsat ot BHyrpernnux opranos (Grillner and Zangger, 1984). Bonee Ttoro,
HUKAaKHX 3HAYUTEIbHBIX OIIYIICHWH HE BO3HHUKACT OT CTHUMYJIIIHH MEPETHUX
kopemkoB (Coggeshall, 1980). ITosTomy Ka)eTCsi MajJOBEPOSITHBIM, YTO 3TH
apdepeHTHbIE  BOJIOKHA  TEpPEJHUX  KOPEHIKOB  HWIPalOT  KaKyko-1u0o
CYIIIECTBEHHYIO POJIb B JIOKOMOIIHH.

[ToreHIMATPHO BaXXHBIM HCTOYHHUKOM CEHCOPHOW WHMOpPMAIMKA IS
TeHepaluyd JIOKOMOTOPHOTO BBHIXOJIAa B OJHOW KOHEYHOCTH MOXKET OBITh
aKTUBHOCTh, TCHEpUpyeMasi B JPYroll KOHEYHOCTH. Tak, ABWKCHUS TEPEIHUX
KOHEYHOCTEH MOJXKET BBI3bIBATH IIaraTeJIbHBIC JBWKCHHS B 3aJHUX
koHeunocTsx. Grillner & Zangger (1984) mokasamu, 4ToO MEKKOHEYHOCTHAs
KOOpJWHAIIMS TPH IIaraTeJIbHbIX JBM)KCHUSAX 3aJHUX KOHEYHOCTEH Yy
Me3dHIIepaTnuecKol KOMKN ucde3aeT mocie neaddepenranuu. Eme omxanm
apryMEHTOM B TIOJIb3y BXKHOCTU MEKKOHEYHOCTOW KOOPMHAIIUHU TOCITYXKHIIN
paboter Cruse & Warnecke (1992) na mutakTHO#M Korike u Giuliani & Smith
(1987) Ha XpPOHHMYECKOM CIHMHAJIBHOM JKHBOTHOM. bBBIJIO B YacCTHOCTH
OOHApYKEHO, YTO CBSA3b MEXKIY ABMIKCHUSIMH 33HUX KOHEYHOCTEH BO BpEMs
«IaraHvs B BO3AyXe» (B OTCYTCTBHE KOHTAaKTa C OIOPHON TOBEPXHOCTHIO)
Obuta cimabee mociae gaeaddepeHTalMu  3aJHUX ~ KOHEYHOCTEH: 4acTo
HaOJII0IaNCh HEepeTysipHbIe (Da30Bbie COOTHOIICHHUS JIEBOM M MPaBOW HOT U C
MEHBIIIEN YaCTOTOM, YEM Y MHTAKTHOU KOILIKHU.

BaxHpIM BKJIaJIOM B pa3BUTHE KOHIIEMIMH JIOKOMOTOPHOTO Te€HEepaTropa
[IaraHusl SBUWIKCH PabOThI PYCCKHX YUYEHBIX, KOTOPHIE TOJYYWIH MHPOBOE

IMPpHU3HAHUEC. HGCOMHCHHO, CYHICCTBCHHLIM IIPOABMIKCHUCM B IIOHUMAHHU



13

B3aMMOJICUCTBUS  IICHTPAJIBHBIX H  MEepU(DEPUUECKUX CTPYKTYP SBUIIOCH
otkpeiTe [llukom u coaBropamu (1966a,0) TOKOMOTOPHBIX IIEHTPOB B CTBOJIE
mosra. Tak, cTuMymsiuus omnpeaeraeHHoi oOnactu crtBoia wmosra (MLR,
mesencephalic locomotor region) y Me3sHuedamuyeckoll KOIIKHA CIOCOOHA
BBI3bIBaTh ImaratenbHbie aBrokeHus (Puc. 2) (Iuk w ap., 1966a, 1966Db;
Cesepun u ap., 1967; Shik and Orlovsky, 1976). B 3aBucumocT OT CHIIBI
CTUMYJISIIIMA MOKHO BBI3BIBATh PA3JIUYHBIC TMOXOJKH: C YBEIUYCHUEM CHIIBI
CTUMYJISIIMK  TPOMCXOAUT TIepexo] K Ooyiee OBICTPHIM  JIOKOMOTOPHBIM
NBIDKEHUSM, HampuMmep, rajomy. OcCTaHOBKAa JIOKOMOTOPHBIX JABHKCHUH

JIOCTHUTAJIACh MPOCTHIM YCTPAaHEHWEM BO30YyIUTETHLHOTO BXOJa K ATOW 00JacTu

ctBojia mo3ra (I1luk u np., 1966a, 1966b, 1968).

10

Puc. 2. Cxema ycTaHOBKH JUTs BbI30Ba JOKOMoIHH y kotiku (CeBepuH u 1p., 1967).
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HaubGonee yOenuTenpbHBIM JOKA3aTEIbCTBOM HAIMYUAS  HEUPOHHBIX
CTPYKTYp B CHMHHOM MO3T€, CIIOCOOHBIX BBI3BIBATH PUTMUUYECKYIO aKTUBHOCTD,
MOCITY)KUJIM DKCIIEPUMEHTBI, B KOTOPBIX TaKOW BBIXOJ TEHEPHPOBAICS IPHU
MOJTHOM OTCYTCTBUU pPEANbHBIX JBMKCHUH KOHEYHOCTEH. DTO MOIJIO OBITh
JOCTUTHYTO JHOO C TIOMOIIBI0 HMHBEKIIUU HEHPOMBIIICUYHBIX WHTHOUTOPOB
(Perret and Cabelguen, 1980), nmu6o mnepepe3koit 3¢ epeHTHBIX HEPBOB Ha
MBIIIIEYHOM YPOBHE WJIM B MIEpeIHUX Kopemkax. [Ipu perucrparun MOTOPHOTO
BbIxoMa dS(ddepeHTHBIX HEPBOB B IMEPEIHUX KOpEIIKax HaOIaanach
NepPUOANYECKas PEIUMPOKHAS aKTUBHOCTh AarOHWCTOB M AHTarOHHCTOB
(«dukTHBHAs TOKOMOITU») Kak 3amaaux (Edgerton et al., 1976; Chandler et al.,
1984; Fleshman et al., 1984; Floeter et al., 1993), tax u nepeauux (Miller et al.,
1975; Amemiya and Yamaguchi, 1984; Yamaguchi, 1992) xoneunocreii. B
ITUX YyCIOBUSX PUTMHYECKHH CEHCOPHBIM BXOJ OTCYTCTBOBAJ, XOTS
«ctatuyeckas» abdepenTHas uHPopmalus (HampuMmep, CBs3aHHAsA C
MOJIOKEHUEM B Ta300€IPEHHOM CYCTaBE) COXpaHsJIaCh M MOIJIa BIUSATH Ha
IEHTpaJIbHBINA TeHepaTop maranus. OTHAKO U 3TO MOXKHO yCTPaHUTh, IPUMEHSIS
0JHOBpPEMEHHO Kypapu3aiuio u aeaepsarmio (Grillner and Wallén, 1985).

JlemoHCTpanust (GUKTUBHON JIOKOMOIIMH SIBIIICTCS JOKA3aTE€ILCTBOM TOTO,
4TO HEHPOHHBIE CTPYKTYPHl HM30JUPOBAHHOTO CIMHHOTO MO3Ta CIOCOOHBI
TEHEPUPOBATh PUTMUYECKHHA BBIXOJ] (PEIMIPOKHYIO aKTUBHOCTH arOHUCTOB U
AHTarOHWCTOB) B OTCYTCTBHUM KaKWX-TUOO HHUCXOMIAIIUX CHUTHAJIOB OT
Boimectosimux otaenoB [[HC wnam addepeHTHBIX CHUTHANIOB, CBS3aHHBIX C
nBIKeHWEeM. Takue CTPYKTyphbl, Kak OBUIO YHOMSIHYTO BBINIC, TOTYYUIIN
Ha3BaHHE ICHTPAIbHBIX reHepaTtopoB tmaranus (LI'T).

CxonctBo Mexay (UKTHBHOM M pEaTbHOM JOKOMOIIMEH HE WCKIIOYAeT
BO3MOXXHOCTH TOTO, YTO Y WHTAKHBIX >KMBOTHBIX OMpEICICHHAS JIOJIS
JOKOMOTOPHOTO  BbIXO/Aa (MBIIIEYHOW AKTUBHOCTH) TEHEPUPYETCS  He
[IEHTPAJIbHO, a OMpPENeNsieTCs COOTBETCTBYHOIMMH pediekcamu. Hampumep,

MBIIICYHAsA  AKTUBHOCTL BO  BpPEMs HOpMaHBHOﬁ JOKOMOIIMKM  MOXKCT
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MOJKPEIUIATECS B OINPEACICHHOM CTENEHU pPEeQIeKCOM Ha PaCTSIKEHUE WU
MIOJIOXKHUTEITFHON 00paTHOM CBS3bI0 OT perenTopoB Harpysku (Prochazka et al.,
1979; Perret and Cabelguen, 1980; Wisleder et al., 1990; Harkema et al., 1997;
Duysens and Van de Crommert, 1998; Duysens et al., 1998; Dietz and Duysens,
2000; Dietz et al., 2002; Nielsen and Sinkjaer, 2002; Pearson, 2004).

Mopens II'II Obuta ommicaHa HE TOJBKO Ha KOIIKE, T.K. (PUKTHUBHAs
JokoMommsl ObUTa TaKXKe TPOJAEMOHCTPUPOBAHA HA  OOJBIIOM  YHCIIE
0€CIT03BOHOYHBIX M ITO3BOHOYHBIX KUBOTHBIX (cM 0030p Orlovsky et al., 1999).
[IpyHuMas 3To BO BHMMaHue, ObUIO Obl yIMBHUTENBHO, €CIU Obl MPUMATHI HE
umenu cxoaueix LTI ctpykryp. OnHako, B OTJAMYHME OT MHOTOYMCIEHHBIX
nyOnuKaluii Ha SKUBOTHBIX, 3HAUUTEIBHO MEHbBIIE M3BECTHO O TaKUX
CIUHAIBHBIX CTPYKTYpaxX y IPUMATOB, U y YeJIOBEKa B 0OCOOCHHOCTH, BOZMOXHO,
MOTOMY, YTO JIOKOMOIIMS y TPHUMAaTOB 0Oa3upyeTcss B MEHBIINEH CTENEeHU Ha
COMHAJBHBIX  aBTOMAaTHU3MaxX, M 3aBUCUT B  OOJbIIeH CTeNeHH OT
cynpacnuHaibHoro kKoutpoas (Armstrong, 1988; Capaday, 2002). Tosabko y
Hu3mmx npumaTtoB (Hampumep, New World o6e3psrax) (Hultborn et al., 1993;
Vilensky and O’Connor, 1997) naOmioganuch marateibHbIC IBHKCHHS Ha
CIUHAIBHBIX Mpenaparax. TeM He MeHee, CIaeaytomue GakThl TOBOPAT B MOJIB3Y
TOTO, YTO CYIIECTBYET 3aMETHOE CXOJCTBO MEKIY CITMHAJIBLHBIMU HEHPOHHBIMHU
CTPYKTYpaMH M 4eJIOBEKa U KOIIKH.

Y OOJBHBIX C TIOJTHOM TMepepe3KOd CHUHHOTO MO3ra JJIEKTpUYeCcKas
ctumysinus  apdepeHToB crudareiabHOro pediiekca BBI3BIBAET IJIMHHO-
JATEHTHBIE Pa3psiibl C XapaKTEPUCTUKAMH, CXOJHBIMH C OTBETaMH Yy KOIIIKH.
Tak, Hanmpumep, ATMHHO-TATCHTHBIC Pa3psabl B CTHOATENSX COMPOBOXKIAIOTCS
npecuHantudeckuM yruereHueMm la addepenror (Roby-Brami and Bussel,
1990). Ilo3muue pas3psabl B (PIESKCOPHBIX MBIIIIAX HA OJHOW CTOPOHE
COTIPOBOXIAIOTCSI MHTHOMPOBAHUEM MBIIII[-CTHOATENel Ha KOHTpaiaTepalbHON
CTOpoHe Ha ypoBHe uHTepHelpoHoB (Roby-Brami and Bussel, 1992). Hakowner,

XapaKTEPHOM OCOOEHHOCTBIO TMO3JHUX pa3ps/ioB SBISETCA TO, UYTO OHHU
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HOSIBJISIOTCS TOJIBKO TOCIC OKOHYAHUS MAaYKH CTUMYJIOB, KakoBa Obl He Oblia ¢
JUTATEIHHOCTh, KaK y KOIIKH, TaK U y OOJBHBIX C MOBPEKICHHEM CITHHHOTO
mo3ra (Duysens, 1977; Roby-Brami and Bussel, 1990, 1992). Purmuueckue
JBUKCHHS U MBIIIICUHAS aKTUBHOCTD PEIKO, HO HAOJIOIAIMCh UJIH BbI3bIBAINCH
y OOJILHBIX C IOJIHOHM mepepes3koir cnmHHOro mo3sra (Lhermite, 1919; Kuhn,
1950; Illankoga, 2000; Shapkova and Schomburg, 2001; Minassian et al., 2004;
Shapkova, 2004).

-

Standing ~

Scratching
Locomotion

General flexion Paw shake

X ANKLE
S A
multimodal \i\\\
sensory 3
input \\W‘

Puc. 3. «DyHKIWOHAIBHBIE EAWHHUIBD) HEHPOHHBIX IIENEH CHUHHOTO MO3ra JJis
pasnuuHbIX QyHKIHOHANIBHBIX 3a1au (Hultborn, 2001).
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BaxxHo oOTMETHTBH, 4YTO MOTOHEUPOHBI, XOTS U SBISIIOTCS «OOLIUM
KOHEYHBIM IyTeM» IIEHTPAJIbHOIO TeHepaTopa IlaraHus, COCTaBISIOT OYEHb
HEOOJIBIIYIO YacTh (HECKOJBKO TIPOIIEHTOB) HEMPOHOB CIMHHOTO MO3ra.
OcHOBHasi 4acTb HEHWPOHOB (MHTEPHEHUPOHBI) CIYXKHUT JUIsI HACTPOMKH H
(GYyHKIMOHUPOBAHUS ONPENEICHHOMN JBUraTeIbHON 33J]a4i U COOTBETCTBYIOIIEH
ceHcopHoii obpatHoi cBsizm (Poppele and Bosco, 2003). IIpu stom, Kak yxke
YKa3bIBAJIOCh BBIIIE, OJJHU U TE K€ UHTEPHEUPOHBI MOTYT MCIIOIb30BATHCS IS
Pa3HOOOpa3HBIX JBUraTEIbHBIX 337a4 U (OpM MOBENEHHUS, OJAUH U TOT Ke
CEHCOPHBINA CTUMYJI MOXET NMPUBOJIUTH K Pa3HbIM PEaKIUsM B 3aBUCUMOCTH OT
IPE/IIIIECTBOBABIIETO BHIOOpA aKTUBHOM «(DYHKIIMOHAIBHOU enuHuIb (Puc. 3)
(Hultborn, 2001). Bonee Toro, maxe mist pyrxuonuposanust LI mpu pazuabix
CKOPOCTSIX  JIOKOMOIIMM,  MOTYT  BOBJIEKaTbCSl ~ pa3jM4yHblE  TPYIIIbI
untepueiriponoB (MclLean et al., 2008). Takum o0pa3om, CIHHHOW MO3T
ABIIIETCS HE TMPOCTHIM TMPOBOJHUKOM KOMaHJA OT BBIIIECTOSIIMX OTICIOB
CIIMHHOTO MO3ra, a aKTUBHOM U THMOKOM CTPYKTYPOH CO CI0KHBIM MEXaHU3MOM
o0paboTku ceHcopHoi uapopmaruu (Poppele and Bosco, 2003).

Bonbmioit uHTEpEC Takke MPECTaBISIIOT MEXaHU3MBI, JIeXkKAllle B OCHOBE
pa3BUTHsA JBIKEHUH y JeTedd W (YHKIMOHMPOBAHWS W  Pa3BUTHUA
COOTBETCTBYIOIIUX HelpoHHbIX cTpykTyp (Kucrskosckas, 1970; Yang et al.,
2015). Tak kak L' y B3pocCibIX JOACH peaKO MPOSBISET CBOK aKTUBHOCTH
0€3 COOTBETCTBYIOIICH MOMYJSIIIMM OT BBIIIECTOSIINX OTICIOB TOJOBHOTO
Mo3ra, Yang ¢ coasropamu (Yang et al., 1998, 2005; Yang and Gorassini, 2006)
UCTIONB30BAJIM paHHUE TPOSBICHHUS €r0 aKTUBHOCTH Y MaJCHBKUX JETEH Kak
MOJieJIb CHHHAJIBHOTO JIOKOMOTOPHOI'O T'eHepaTopa IiaraHus. Jletn crnocoOHbI
BBIMOJIHATH LIaraTelbHbIE JBUKEHHS Cpa3y MOCIe POXKIACHUS MIPHU YCIOBUH, UYTO
UX TEJIO TOMJIEPKUBAETCS W Harpy3Kka Ha HOTH yMmeHblneHa (He Oonee ~30%
Beca tena, Forssberg, 1985). Takoii mararenbHbIi «pedaekcy 0ObBIYHO HCUYe3aeT

ciycts 1-2 Mecsina mociie pOXKIAEHUsS W TOABJIETCS BHOBb K 6-7 mecsmy.
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PuTmudeckue «iaraTeabHbBIC» JBMKCHHS HOT MOXKHO Jake HaOoaaTh 0
pOXIEeHUS B yTpoOe MaTepu C MOMOIIBIO YJIbTPa3ByKOBOW armmapaTypbl (de
Vries et al., 1982). Iloxokue JIOKOMOTOpPHBIC MATTEPHbI HAOIIOJAIOTCA Y
MHOTHX JKHBOTHBIX B paHHeM mepuojne passutus (Westerga and Gramsbergen,
1990; Robinson and Smotherman, 1992; Howland et al., 1995), xots

OOJBIIMHCTBO JKMBOTHBIX HAUMHACT XOAHUTDB ITOCJIC POKIACHHA HAMHOI'O pPaHBIIIC,

yem yenoBek (Garwicz et al., 2009).

7 Hurns EIEphaEl
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Puc. 4. 3aBucuMOCTh BpeMEHHM Hadajia XOAbOBI (JorapudmMuyueckas IKamsa, HOJb
COOTBETCTBYET BPEMEHHU 3a4arus) OT aOCONIOTHOW Macchl MO3ra y pPa3HBIX >KUBOTHBIX. B
1esIoM HaOJro1aeTcst IMHEeHast 3aBUCUMOCTh MEXy 3TUMH MapameTpamu. JIeBblid 1 paBblii
PHUCYHOK IOKa3bIBAIOT T€ K€ JJaHHbIe, HO B pa3HbIX MacuITabax. JIeBbIi pUCYHOK MOKa3bIBAET
TaKXe JTUHEHHYI0 3aBUCUMOCTh, a IIPaBblii PUCYHOK - Ha3BaHUS >KMBOTHBIX. 3aNIOJHEHHBIC U
HE3alOJHEHHBIE KPYXOYKH COOTBETCTBYIOT JKMBOTHBIM, KOTOpBIE CHOCOOHBI WM HE
CIIOCOOHBI CTOSITh, OMUPAsCh HA BCIO “CTYMHIO 3aTHUX KOHEYHOCTEH COOTBETCTBEHHO
(“plantigrade standing”, Garwicz et al., 2009).

[[lararenpHble OBUAKEHUA Y MAIEHBKUX JE€TEM HMMEIOT CXOIHbIE U
OTIMYUTENbHBIE YepThl C XO0JAb0OW y B3pochbix moaeld. Horum aBmxyTcs
OOYEpPEHO, CrudareaM W pasrudareau aKTUBHPYIOTCS PELUIPOKHO U

JUTUTEIBHOCTD (pa3bl OMOPHI BApbUPYETCSI HAMHOTO OOJIbIIIE, YeM IUTEIBHOCTh
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¢a3bl nepenoca Horu. OAHOM U3 OTIMYUTENbHBIX XapaKTEPUCTUK IIAraTesIbHbIX
JBIDKEHUN Y MaJICHBKUX JeTel (B Bo3pacte A0 1 roaa; T.K. peOEHOK B 3TO BpeMs
el He HAYMHAET CaMOCTOSITENIbHO XOJUTh, JIi OCYIECTBICHHUS IIaraTesIbHbIX
JBW)KCHUN €ro OOBIYHO TOJUICPKUBAIOT 332 KOPIYC WM 332 PYKH) SIBIISCTCS
OTCYTCTBHEC BBIPQKEHHOTO HACTYNAHUS HA TATKY M «IepeKaTay CTOMbI B (azy
onopsl. M3ydyeHne MeXaHW3MOB, JIEXKAIUX B OCHOBE pa3BUTUS XOABOBI U
JIBUTATEIPHBIX HABBIKOB Yy peOCHKa, OOydeHUs JBWKCHUSM W PAaBHOBECHIO,
UMEEeT KakK OOIIEeTeOpPeTHYEeCKOE 3HAYeHUE B IUJIaHE YIIyOJieHUs MOHUMAaHMUS
OOLIMX HBOJIOINMOHHBIX MPUHILMIOB aJanTallid U OpraHU3allUh CUCTEMBI
VIOPABJICHHUS JIBIDKCHUSIMH, TaK M TMPAKTUUECKOE 3HAYCHUE IS Pa3padOTKH
Pa3IMYHBIX PeaOMIIMTAIMOHHBIX METOIUK ¥ O0yUEHHUSI IBUKEHUSIM.

VYrupaBnenve ABMKEHHUSIMU (M JIOKOMOLIMM B YaCTHOCTH) HEPa3pbIBHO
CBSI3aHO C pEryJsiued TMO03bl, PaBHOBECHUS M TOHUYECKOW AaKTUBHOCTH.
[Tonnepxanue  mO3bI - TAHAMUYECKHM  TPOILIECC HETIPEPBIBHOTO
B3aMMOIIEPEMEIIECHHUS 3BEHBEB TeJla U MepeMelIeHns 00LIEro HeHTpa Macc. ITO
COMPOBOXK/IAECTCS U3MEHEHUEM YPOBHSA TOHMYECKON aKTUBHOCTH MOCTYpPAJIbHBIX
MBI, @ B CiIydae OOJIBIIMX HApYIICHUM paBHOBECHS elle U UX (Pa3uuecKuMH
cokparmenusimMu. Kak nmoguepkuBan uzBecTHbiid ¢usnosior Yapnss [leppuHrTow,
«TOHYC CJeAyeT 3a JIBI)KCHUSAMHM KakK TeHby». [loBblllleHHE W HacTpoiika
COOTBETCTBYIOIIETO TOHYCA MPENIIeCTBYeT Havany xoa60e1 (Mori et al., 1982), a
BBI30B JIOKOMOTOPHBIX JIBDKEHHUH BO3MOXKEH TMPHU OIPEIACICHHOM YpPOBHE
TOHYCa, KOTOPBIH JIOHKEH OBbITh HE CIUIIKOM BBICOKUM M HE OYE€Hb HH3KUM
(Beritoff, 1915).

Jns m3ydeHuss poiM TOHUYECKUX BIIMSHUM TMPUMEHSIOTCS pPa3IuyHbIC
METO/Ibl AKTHBAIIUU IEHTPAIBHBIX M Tepudepuueckux cTpykryp. OgHuM u3
3¢ (HEKTUBHBIX CITOCOOOB UCCIIENOBAHUS POJIM MBIIICYHON MPOMPUOIICTIIIAN TTPH
MOAJACP)KAHUM  TO3bl  SIBJSICTCSI BUOpPAIIMOHHAS CTUMYJISILIUS  MBIIICYHBIX
apdepentoB (Eklund, 1972; I'ypdunkens u ap., 1977; Lackner and Levine,
1979; Roll et al., 1989, 1993). Onnako, cieayeT HOTYEPKHYThb, YTO IMO3HBIC
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peakuuMyu HE SBIAIOTCA MNPOCTBIMUA JIOKAJIBHBIMM OTBETAMH HA AKTUBALIUIO
COOTBETCTBYIOIIMX peuenTopoB. B monb3y BoBieueHus 0Oosiee BBICOKUX
CyIpacnUHAIBHBIX YPOBHEN YINPABICHUS JBWKECHUSMHU CBUICTEIBCTBYIOT
nepuentuBHbie  3pdekTsl (mosBieHue wmo3ui aswkenns) (Eklund and
Hagbarth, 1966; Goodwin et al., 1972; Eklund, 1973; McCloskey, 1973;
Capaday and Cooke, 1981; Feldman and Latash, 1982; Roll et al., 2012) u
b (}HEKTh MEPEeKITIOYCHNS, KOTOPhIE MOTYT 3aXBaThIBaTh OTIAJICHHBIC MBIIIIIGI
(JIataur u I'ypdunkens, 1976; I'ypdunkens u ap., 1991).

B mnocnennee BpeMs OOJBIION HHTEpEC HCCEAOBATENCH BBI3BIBAIOT
pa3IM4YHbIC 33/1a4d, CBA3aHHBIC C HEYCTOWYMBOW IMO30U. [10ABHKHOCTH ONOPBI
NpEeNbABISIET  TOBBILIEHHbIE  TpeOOBaHUA K  CHUCTEME  MOJJEP>KAHMS
BEPTUKAJIBHOM MO03bl. M3ydueHue moanepkaHus paBHOBECHsS HAa HEYCTOWYHMBOU
OTIOpe SABJIIETCSI OJHUM W3 PACIpOCTPAHEHHBIX CIOCOOOB WCCIIECIOBAHUS
0a30BBIX MeXxaHU3MOB peryssiuu mo3bl (I'ypounkens u ap., 1974; Dietz et al.,
1993). Kpome Toro, muorume 3aboneBanuss I[[HC u omopHO-aBHraTeabHOro
anmapata HauOoliee BBIPA3UTENBHO TMPOSBIAIOT ce€0s8 B  HAPYLICHUSIX
YCTOMYMBOCTH TM03bI, B CBSI3M C YeM JIydlllee IMOHUMaHUE MEXaHU3MOB
NOJAJICP>)KaHUSI PABHOBECHS TNPU HEYCTOMUYMBOM CTOSIHUM MOXKET HUMETh
KJIMHUYECKOe TMPUMEHEHHE. 3HaHUE MEXaHM3MOB PEryJAIUU TO3bl MTOMOTaeT
JUAarHOCTUPOBATh pA3JIMUYHbIC HAPYUIEHUS HEPBHOM CHUCTEMbI UEJIOBEKA,
KOTOPBIE YacTO MPOSBISIOT Ce0s B PA3IMUHBIX HAPYIICHUSX YCTOWYHMBOCTH U
JIBUTATEJIbHOW aKTUBHOCTH.

Kiaccuueckue npumMepsl TOro, Kak HapyIlICHHUs] MBIILIEYHOTO TOHYCA MOTYT
BJIMATh HAa €CTECTBEHHOE TOJJICPKAHUE BEPTUKAIBLHONW TI03bI, MPUBEIACHBI
M3BECTHBIM aHIIMHCKUM HeBposiorom J[xeriMcom Ilypaon Maprturom (Martin,
1967) (Puc. 5). UtoObl OOBSICHUTH BCE 3TH Ciydaw, MapTHH BBEJ IMOHATHE
«TO3HOM (hUKcalmny, a MpuMepbl Ha Puc. 5 kak MoaTBEpKIEHUE MOTEPU MO3HOM
dbuKkcaum, BIUIOTH O HECTIOCOOHOCTH TMOMIECPKUBATH MPSMOCTOSIHHE. BaxHO

OTMCTUTDL, YTO HAPYIICHUA IIO3bI U XOI[B6BI 4acTO KacCaroTCsda B IICPBYIO OUYCPCIAb
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ABTOMATUYECKOI0, a HE IMPOU3BOJIBHOIO PEXHMMA WX KOHTPOJS, T.K. MHOTHE
OonbHBIE ~ CMOCOOHBI  TMOAAEPXKHUBATh  BEPTUKAJIbHYIO  [O3y,  €CJH
KOHLIECHTPUPYIOTCS Ha 3TOM. HapylieHuss TOHyca MOTYT TakKe MPUBOJUTH K

BO3HHKHOBEHHIO YETBEPOHOIOM X0A60b1 y srozeit (Tan, 2014).

Puc. 5. Ilpumepbl HapymeHHs MOCTypaJbHOTO ToHyca. CBepXy BHH3: HapyIICHUE
«TMO3HOM (pUKcammy» TOJIOBBI MIPHU 3aKPHIBAHUM TJa3 (CleBa — ria3a OTKPBITHI, ClIpaBa — Iia3a
3aKpBITHI), TOCTEIIEHHOE HEMPOU3BOJIbHOE CrubaHue Kopmyca (cieBa - HaydalbHOE
MOJIOKEHUE, CIpaBa TMocie 2-3 MHHYTHOTO CTOSIHUS), «OOBIYHAs» 1o3a y OOJNBHOTO,
COCTOSIIIAs B CTOSTHUM Ha YeTBEpEHbKAxX (ClieBa — HadajbHas 103a, CIpaBa — B OTCYTCTBUU
3pUTENbHON WH(GOPMAIMU), COTHYTas IM03a y O00e3bsSHbI C JIBYCTOPOHHEH JeTreHepaluei
Globus pallidus (Martin, 1967).
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XOTsI TONBKO YaCTh OPTaHU3AIUN YIIPABICHUS IBUTATEIBHON aKTUBHOCTHIO
oTpaxkaercs Ha co3HarenbHOM ypoBHe (Castiello et al., 1991; Goodale et al.,
1991; Fourneret and Jeannerod, 1998), naBurarenbHble M CEHCOPHBIC
KOMIIOHEHTHI CHUCTEMBI YIPAaBICHUS HEPa3pbIBHO CBS3aHBI, CBUICTEIHLCTBYS O
TECHOH B3aMMOCBSI3M MEXKIY BOCIPHATHEM W JIBIDKEHHEM B CHCTEME
BHYTPEHHETO TPEJCTABICHUS WM CcXeMbl Tena (cM. o03op ['ypduukens u
JleBuk, 1991). OnHuM U3 ApKUX MPUMEPOB CYIIECTBOBAHUS (PYHKIIMOHAIBHON
CXeMBl Tela SBISETCS MOMYJALMS TMPOCTPAHCTBEHHO-OPHUEHTHPOBAHHBIX
ABTOMATUYECKUX TO3HBIX PEAKINi, BRI3BAHHBIX W3MEHEHUSIMH BO BHYTPECHHEM

BOCTIPUSATUU KOH(PUTYpALIUU 3BEHbEB TEA.

NO3HAA PeakIHA HA Fanb. CTHM.

HWLTIO30PHBI NOBOPOT FOJIOBBI
_ (OTKIOHEHHE TElA)

PRR

aHom (Tane. CTHM.)

LEHTD TAENEHHA Ha
CTOIIBL

Puc. 6. Cxemarnueckasi WIUTIOCTpAIUs TTO3HBIX PEaKIuii YeT0BEKa Ha TaIbBAHUYECKYIO
CTUMYJISILMIO BECTUOYISIPHOTO ammapara MpH pa3ndHbIX IOBOPOTax rosoBel. Hampumep,
KOoraga rojioBa IOBCPHYTA HAIIpPaBO, OTKJIOHCHHUSA TCJIa NPOUCXOOAT BICPCH, B HAIpPAaBJICHUUA
aHozaa. O,Z[HaKO, KOTIa BBI3BIBAKOTCA WJIFO30PHBIC ITOBOPOTHI T'OJIOBBI, HAIIPABJICHUC MMO3HBIX
peaKuHﬁ MMPOUCXOAUT B COOTBCTCTBUC C WIIJIFO30pPHBIMHU, @ HC PCAJIbHBIMH ITOBOPOTAMU

rososel (I'ypbunkens u ap., 1989b; Gurfinkel, 1994).
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Hanpumep, ecTh HECKOJBKO METOJOB JJIs BBI30BA HCKYCCTBEHHOMU
JVCCOLMAMN MEXAY PEaTbHOM M BOCHPUHUMAEMOW OPUEHTALMEW T'OJIOBBI IO
ornomennto k temy (Gurfinkel, 1994): ¢ nomoIibi0 MPOMPHOIEHTUBHBIX
WUTIO3UH, HUCTONB3ysl (DEHOMEH «BO3BpAIICHUSI» CYOBEKTHBHOTO TOJOKEHUS
TOJIOBBI K HEHUTPAIBHOMY TOJIOKEHUIO IOCIe €€ MPOJIOJDKUTEILHOTO TTOBOPOTa
HAJICBO WJIM HAaNpaBo, a TaKKe€ C MOMOIIbIO TMITHOTHYECKOro BHYIIEHHUs. Bce
9TH METOJIbI JCMOHCTPHUPYIOT CXOIHBIC MOIYJISIIMOHHBIC 3(h(DEKThl Ha TO3HBIC
peakiuu Ha ceHcopHyto ctumysiiuio (Gurfinkel, 1994). Puc. 6 wumoctpupyer
TUTIUYHBIA TIPUMEpP CBSI3W MEXKIY BOCIPHHUMACMBIM ITOJOXKEHHEM TOJIOBHI
OTHOCHTEIILHO CTOIl W HampaBJICHHEM TIO3HOW peaknud Telna IpHu
rajlbBaHUYECKOW CTUMYJISIIIUM BECTUOYJSPHOTO ammapata MpH CIOKOWHOM
cTossHuA. HampaBieHue OTKIOHEHUS IICHTPa Macc TeJia MEHSCSTCS MapalIeIbHO
C M3MCHCHHEM BOCIPUHUMAEMOW OpPUCHTAIIMHM TOJOBHL. TakuM 00pa3oM, TOT
¢dakT, 9TO aBTOMATHYECKHUE OTBETHI 0a3MPYIOTCS Ha WIUTIO30PHOM BOCIPHUSHHUH
nosioxkeHus: 3BeHbeB Tena (IlomoB u np., 1986; Cmeranun u np., 1988;
I'ypdunkens u gp., 1989b), ykassiBaer Ha TO, 4TO BHYTPEHHSS MOJEIb CIAYKHUT
HE TOJIBKO JUIS OCO3HAHHOTO BOCIPHUATHS IBMKCHHM, HO TaKXKe SBISCTCS
OCHOBOW IUJIAHUPOBAHUS U PEAU3alMU JBUTATEILHON aKTUBHOCTU. Bocnipusitre
JIBYKCHUH M (DYHKIIMOHAIBbHAS OpraHu3allds MOTOPHOIO BBIXOJA MPUHUMAIOT
Tak)e B pacueT 3akoHbl aBwkeHus (de’Sperati and Viviani, 1997; Mcintyre et
al., 2001).

TakuM 00pa3oM, H3yYeHHE CTPYKTYPHO-(QYHKIIMOHAIBLHOW OpraHU3aliH
MOTOPHOTO BBIXOJIa CHCTEMBI YIPAaBICHHUS 11030 W XOJIbOOW deIOBEeKa
NpeACTaBIseT CcOoOOM  aKTyadbHYIO 3ajady COBPEMEHHOH  (U3HOJIOTHH
JBUKCHHM, IMCIOIIYIO KaK OOIIEeTeOpEeTUIESCKOe 3HAUCHNE B TUTAHE YTITyOJICHUS
NMOHMMAHUS  OOIIWX TPUHIUIIOB OPTaHU3AIMA CHUCTEMBI  YIPaBICHUS
JIBYKCHHUSIMM YEJIOBCKA, TaK M NPAKTHUYECKOE 3HAUCHHE B IUIaHE pa3pabOTKU
pa3IMYHBIX PEAOWIIMTAIIMOHHBIX METOJWK JUIS KJIMHHUKH. JlOTMONHHUTEIhHBIC

CBEJIEHUSI U PACCMOTPEHHE JIMTEPaTypHBIX JaHHBIX O CTPYKTYpHO-
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(YHKIIMOHAJBHOW OpraHu3allid MOTOPHOI'O BBIXOJA CHCTEMBI YIPABICHUS
1030 1 X0/1b00M ueroBeka OyAyT Tak)Ke MPUBEACHBI B MOCIEAYIONINX TTIaBax B

npoliecce 00Cy X AEHUS OJIYYSHHBIX Pe3yJIbTaTOB.
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COIEPKAHUE PABOTHBI

I'maBa 1

MatepuaJjbl 1 MeTOAbI HCCAET0BAHMS

B Teuenue 25 nmer Obuio mpoBeseHO cBbiie 30 pa3IMUHBIX Cepuid
AKCHEPUMEHTOB, B KaXJI0W U3 KOTOPHIX MPHUHSIO y4acTUE B CPeAHEM OKOj0 12
YeJIOBeK. BBINONHATUCH, TakK€ MHOTOYMCIEHHBIE BCIIOMOTaTelIbHbIE U
JOTIOJTHUTENbHBIE CEPUU HA MEHBIIEM YHCIE HUCHBITYeMbIX. bBOJbIIMHCTBO
OTIBITOB MPOBOJWIIOCH HA 3J0POBBIX JOMAX 0€3 KaKUX-TUOO0 HEBPOIOTHUECKUX
HapymieHuid. Kpome TOro, mNpoOBOAMIUCH UCCIENOBAHUS PEaOMIMTALIMU
JOKOMOTOPHOU (YHKIIMH y OOJBHBIX C MOBPEXKACHUAMU clTMHHOTO Mo3ra (SCI-
A,B,C u D Oonbubie mo kimaccuduranuu ASIA, Ditunno et al., 1994). {ns
U3Y4YEHUS JIOKOMOTOPHON (DYHKIMHU y JeTeld, ObLIM MPOBEACHBI MCCIEIOBAHUS
maratensHoro  «pedrekcay y 40 ManeHBKHX HOBOPOXACHHBIX JeTel (B
BOo3pacte 2-7 JHEW), KWHEeMaTUKU XOJbObl y 15 meTeil, TOJbKO HaYWHAIOIIUX
JienaTh MepBbIe Maru (MpuMepHo B Bo3pacTe 1 rona), a Takxke y 25 nereit 0osee
crapuero Bo3pacra (1-14 ner).

B bskcnmepuMeHTax HCHOJb30BaJlach Kak CepuUiiHas anmaparypa Juis
(GU3MONOTUYECKUX  WCCIEAOBAHHMM, TaK W  YCTAaHOBKM W  MPHUOOPHI,
U3TOTOBJICHHBIE —caMoOCTOsATENbHO. K HHUM  OTHOCHUIIMCH  CUCTEMBI IS
perucrpanuu TpexMepHor kuHemaTuku Xoaws0bl (Vicon, Elite, Optotrak, Simi
Motion), smekTpoMuorpaduyeckoil aKTUBHOCTH (MHOTOKAHAJIbHBIC CHCTEMBI
Delsys, BTS u ap., a Taxxke 32-kKaHaJbHbIC OCCIPOBOIHBIC CHCTEMBI (HDUPMBI
Aurion u ¢upmer Delsys, Puc. 7J]) Kak NOBEPXHOCTHBIMH, TaK U
BHYTPHUMBIIIEYHBIMA ~ MPOBOJIOYHBIMH  DJIEKTpOJamMu, crabuiorpaduueckue
1aTHOPMBI SISl PETUCTPAIlUU CHJI B3aMMOJICHCTBUSI CTOM € OMOPOM MPHU X0a60€
(Kistler), 6eroseie mopoxxku (Woodway, EN-MILL treadmill), mueBMaTHuecKas

CHUCTeMa pa3rpy3kd Beca Teida mnpu xonpde (cuctema WARD, Puc. 7A),
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sk3ockeneTon “Mindwalker” (Sylos-Labini et al., 2014; Wang et al., 2014) nns
X0Jb0BI OOJIBHBIX € MapaXeHUSIMH CIIMHHOTO MO3ra, Mojgorpauueckas cucrema
B BHJE TOHKUX CTeleK (~ 2 MM) /Ui OOyBH ISl PETUCTPAIMH PACTIpEACTICHUS
JaBJICHHS Ha ITOJIOIIBY MpH X0ab0e U Oere uenoBeka (cuctema Pedar, Puc. 7B),
NOBOPOTHBIE TMIaTGOpPMBI C COOTBETCTBYIOmMMU mpuBoaamu (Puc. 7B),
HEYCTONYMBBIE TOBOPOTHBIE IIATGOPMBI pPa3IMYHON BBICOTHI U paauyca,
YCTpOMCTBA [JIsl (PUKCALMK U COBEPIICHUS JBUKEHUN pa3IMYHBIX YacTed Teja
(HanpuMep, 3K30CKENETOH [JIsi MOJBECKH BBIBEIIEHHOW HOTHU B TOJIOKEHHUH
nexa, Puc. 7T"), BUOpaTopsl Ha OCHOBE JJIEKTPOJBUTATENICH TTOCTOSHHOTO TOKA,
CUCTEMa  TpAaHCKpaHWAIbHOW  MarHuTHOM  crumyisiuuu  (Magstim),
raJlbBAHUYECKas CTUMYJISALKA BECTHOYISPHOTO ammapara, TEH30METPUYECKHe
JATYMKU JJI1 U3MEPEHUS CHJI U MOMEHTOB, cTabuiorpaduueckue miaThopMbl U
NOTEHIIMOMETPUYECKHE TOHUOMETPHI.

HccnenoBanne JIOKOMOTOPHON (YHKIIMHM OCYIIECTBISUIOCH JHOO TpHU
xoJp0e mo moiy, aubo mo OeroBoil mopoxke. [lognepxkaHue BepTHUKAILHOM
O3Bl MCCIEAOBANIOCh KaK MPHU CHOKOWHOM CTOSIHUM, TaK W MPH CTOSHUM Ha
MOJIBM)KHBIX U HEYCTOMYMBBIX oropax. [Ipy u3yueHnn MeXaHNU3MOB, CBSI3AHHBIX
C KOMIICHCAIlMe Beca Tena MpHU XoJb0e, UCIONIb30BaIach JMO00 MEXaHWYECKast
(y B3pocibIxX) mu00 pyuHas (y JeTed MIIaAIero BO3pacTa) YacTUYHas pa3rpys3Ka
Beca Tena. llpu wuccienoBaHuu JOKOMOTOPHOM (YHKIMH Yy OOJIBHBIX C
MOBPEXJIEHUEM CIIMHHOTO MO3Ta MCIOJIb30Balach X0/1b0a M0 OErOoBOM TOPOKKE
B COUYETAaHUU C YACTUYHOU pas3rpy3koil Beca tena (Puc. 7A). lns uccnenoBanus
peopraHu3ali MOTOPHOTO BBIXOJA, CBA3aHHOM C MEPEX0JOM OT XOJbOBI K
Oery, UCHoJib30Bajach aBTOMaTH3MPOBAaHHAsI CHUCTEMa YMNPABICHUS CKOPOCTHIO
oeroBoit mopokku. [lpu wucciemoBaHum BIMSHUS TOHWUYECKUX BIUSHUNA Ha
3aIyCK W TOJIepP)KaHNEe PUTMUYCCKUX IIAraTeIbHBIX JIBI)KCHUH DKCIIEPUMCHTHI
MIPOBOJIMIINCH B MOJIOKEHUHU JIeXKa TP TIOJIHOM pasrpy3Ke Beca Tella Ha CTOIBI
(«mraranvie B BO3AYXE») C I€JIbI0 MUHUMU3AIMU BHEIIHETO CONPOTHUBIICHUS U

BJIMSIHUS T'PaBUTALIMH.
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64 Analog Signals
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Puc. 7. DkcriepuMeHTaNIbHBIC YCTAHOBKU U TIPUOOPHI, HCIIOJIb30BAHHBIC B MTPOBEICHHBIX
UCCIIC/IOBAHMSX: CUCTEMA Pa3rpy3KH Beca Teja Mpu Xop0e Mo OeroBoil TOPOKKE U OMTHUKO-
JJIEKTPOHHBIE CHCTEMbI PETUCTPUIIMK KHHEMATHKH XOIb0bI (A), peructrparus pacipeaeieHust
JABIICHUS Ha TOJOIIBY MPH X0ap0e ¢ momoribio mogorpaduueckoii cucremsr Pedar (B),
pa3iMYHbIC MOBOPOTHBIC M HEYCTOWYMBBIC MIAT(HOPMBI B COUYCTAHUH C MPOMPHOICTITHBHOM
BUOPUIIMOHHOW CTUMYJISIMEH MM MAarHUTHOW CTHMYJISAIUCH KOPBI JUIS HWCCICIOBAHHS
nojyiep>kanust mo3sl (B), 3K30CKeNeTOH I BBIBEIIAHHBIX HOT JJIs BBI30BA HEMPOM3BOJIBHBIX
HIaraTeibHbIX JBWKEHUM B monoxenuu yéxa (I'), MHOrokaHampHbie cuctembl (Trigno,
Delsys) 6ecripoBoHOM perucTpaIuy 3JIEKTPUIESCKON akTUBHOCTH MbItL (/).

Jlng ananu3a MOTOPHOTO BbIXOJa Obul pa3paboTaH OpPUTHHANIBHBIHI
KOMILJIEKC METO/MK, O3BOJISIONINN UCCIIEA0BATh IPOCTPAHCTBEHHO-BPEMEHHYIO

CTPYKTYPY JTJOKOMOTOPHOM MPOTPaMMBbI YeJIOBEKa.



28

Tabnuna 1. Peructpupyembie MBIIIIIBL.

MbLULYbl STER sternocleidomastoideus TPYAUHO-KIFOUYUYHO-COCIICBHTHAS MBIIIIA
weu, pyx | SPLE splenius peMeHHasl MBIIIIIA IIIex
u TRAPS | trapezius, superior portion TparnenueBuIHAas MBIIIIIA (€€ BEPXHSISA YacTh)
mynosuwja | TRAPI | trapezius,inferior portion TparnenueBuIHas MBIIIIIA (€€ HIKHASA YacTh)
DELTA | deltoideus, anterior portion JeTbTOBUIHAS MBIIITIA (ee TepeIHUI My4YOK)
DELTP | deltoideus, posterior portion | menpTOBHIHAS MBIIIIIA (€€ 33 JHUI MYYOK)
BIC biceps brachii JBYTJIaBas MBIIIIA TIeYa
TRIC triceps brachii TpexTiaBas MBIIIIA [Ieda
LD latissimus dorsi HIMPOYaNIIIas MBIIILA CIIMHBI
RAS rectus abdominis superior | mpsiMasi MBI )KHBOTA (€€ BEPXHSSA YacTh)
portion
OE obliquus externus abdominis | mapy»Hast Kocast MBIIIIIIA )KHBOTA
Ol obliquus internus abdominis BHYTPEHHSS KOCas MBIIIIA )KMUBOTA
EST1 erector spinae (T1 vertabrae) | Mplmma,  BBIIPAMISIFOLIAS — [TO3BOHOYHHK
(ypoBenn T1)
EST9 erector spinae (T9 vertebrae) | meimmma,  BBHIIPAMIIAIONIAS  ITO3BOHOYHHUK
(ypoBenn T9)
ESL2 erector spinae (L2 vertabrae) | Mplmma, — BBIIPAMISIFOLIAS — [TO3BOHOYHHK
(yposenn L2)
GM gluteus maximus OOoJIBIIAs SITOANYHAS MBIIIIIA
Gmed gluteus medius CPEeIHSIS ATOMUYHAS MBIIIIA
MbLULYbl ILIO iliopsoas [IOJIB3IOLIHO-TTOSICHUYHAS MBIIIILIA
beopa TFL tensor fasciae latae HanpsraTels IUPoKoH daciym 6eapa
SART sartorius MTOPTHSDKHAS MBIIIIIA
ADDL | adductor longus JUTHHHAS TIPUBOIAINAS MBIIIIIA
ADDM | adductor magnus OoJbIIast NPUBOISINAS MBIIIIA
ST semitendinosus MOJTYCYXO0KHIIbHAS MBIIILA
BF biceps femoris (long head) JBYTJiaBasi MbIlIIa Oeapa, JNIMHHAasI TOJIOBKa
BFS biceps femoris (short head) IByTIaBas MBIIIIa 0eapa, KOPOTKas rOJ0BKa
RF rectus femoris mpsiMast MBIIa oeapa
VL vastus lateralis JaTepajbHas IKUPOKasi MeIIIIa Oeapa
VM vastus medialis MeralibHas MUPOKast MBIIIIa Oeapa
MbIUYb PERL peroneus longus JUIMHHAs Majio0epIioBasi MbIIIIa
20nenu PERS peroneus brevis KOPOTKasi MJI00epIIOBasi MBITIIIA
LG gastrocnemius lateralis HKPOHOYKHAS MBIIIIIA, JaTepalbHast ToJ0BKa
MG gastrocnemius medialis WKPOHOXKHAsI MBIIIA, MEAUAIbHAS TOJIOBKA
SOL soleus KaMOaJIOBHIHAS MBIIIIIA
TA tibialis anterior nepeHsst 00IbIIe0epIIOBas MBIIIIA
MblYbl EHL extensor hallucis longus JUTMHHBIA ~ pasrubaTenas OOJNBIIOro Mambia
cmonsl CTOIIBI
FDHL | flexor digitorum/hallucis | qnmuuHBI crubatens TaTbICB W OOJBIIOTO
longus maJbIiia
EHB extensor hallucis brevis KOPOTKHI pasrudaTens OOJBIIOro Mabia
CTOIIBI
EDB extensor digitorum brevis KOPOTKHIA pa3ru0aTesb MaJIbIEB CTOIBI
AbdDM | abductor digiti minimi MBIIIIIIA OTBOIAIIAS MU3HHEL] CTOIBI
FDB flexor digitorum brevis KOPOTKHIi CTHOATENh MaIbIIEB CTOIIBI
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JInst aHa3uW3a KOOPAWHAIIMN YTIIOBBIX U3MEHCHUH Oe/pa, TOJICHU U CTOIIBI B
IUTOCKOCTH JIBMDKEHHUSI TIPU XOJb0€ YeIOBEKa HCIOJIb30BAICS METO TJIaBHBIX
xommoneHnt (Borghese et al., 1996; Lacquaniti et al., 1999; Ivanenko et al.,
2008b), koppensiuu  YIUIOBBIX ~ HM3MEHEHHMH, a TakkKe IapaMeTphl,
XapaKTepHU3YIOIUe TPACKTOPUIO U  MPOCTPAHCTBEHHYIO BapuadeIbHOCTh
nBrKeHMs cTombl B (azy nepenoca (lvanenko et al., 2002a) u nienTpa Macc Tena
(Ivanenko et al., 2004a). B mocneanem ciydae (lvanenko et al., 2004a), mus
UCCICIOBAHUS KOOPAMHALIMK  YIJIOBBIX H3MEHEHHH W «MasTHHKOBOTO»
MEXaHHM3Ma JIBIXKCHHS IIEHTpa MacC B  XOJC¢ pa3BUTUSA  peOeHKa,
PETUCTPUPOBAINCH CHJIBI B3aMMOJCHCTBHSI CTOIl C OMOPOM M Ha OCHOBE IPH

XOIb0€.

b PERS EHL

PERL

AbdDM  gpg EHB

Puc. 8. IlonoxeHue 37€KTPOIOB [IJIsi PETUCTPAILUK MBI CTOIBI U TOJICHHU.
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B pasauyHBIX 3CHEpHMEHTaX pPEruCTPUpPOBAaCh aKTUBHOCTH OOJIBIIOTO
YyClia MBI HOT, TYJOBHIIA M PYK (BILUIOTH A0 32 3JIEKTPOMHOTpPaMM
OJIHOBPEMEHHO) JUIsl aHajiu3a MOTOPHOrO BbIXoja. Tabimmma 1 comepkuT
Ha3BaHUS MBI, PUTHCTPUPYEMBIX B  OKCIIEpUMEHTax. llomoskeHme
MOBEPXHOCTBIX 3JICKTPOAOB JUJISI PETUCTPAIlMM AaKTUBHOCTA BBIOMPAIOCH B
COOTBeTCTBUE ¢ oOmmnpuHsATeiMUA pekomenpammsamu (Winter, 1991; Kendall et
al., 2005). JMjgsa MpImg CTombl W TOJICHH, IIOJIOKEHHUE DIIEKTPOJIOB
WUTIOCTPUPOBAHO Ha Puc. 8 (perucTpamus MbIIII CTOMBI PEAKO UCIIOJIb30BaIaACh
panee npu xoap0e, cm. Zelik et al., 2014).

Jlns aHanam3a MBIYEYHON AaKTHMBHOCTU HCITOIL30BAJICS METOH TJIaBHBIX
KOMITOHEHT ((aKTOpPHBIA aHAIW3, aHAJIW3 HE3aBUCHUMBIX KOMIIOHCHT, METOJ
MIOJIOKUTEIPHON  (haKTOpH3aIlMM HWCXOAHOW MaTpuIilkl naHHBIX, Davis and
Vaughan, 1993; Ivanenko et al., 2004, 2005; Tresch et al., 2006) u
PEKOHCTPYKIIUS WHTErPAIbHON aKTUBHOCTH ajb()a-MOTOHEHPOHOB CIUHHOTO

mo3ra (Yakovenko et al., 2002; Ivanenko et al., 2006a).

0a30BbIE KOMIIOHEHTHI K03 PUIEHTHI MBIIIIEYHASA AKTUBALIU
Cl L‘ ml
KOMIT; e e
A‘ m,
KOMII C — ‘
2 X 2 — my
L m4
KOMII4
Cs
0 50 100
0 m5
%0 LIUKIA m; m,m,; m, mg
0 50 100
% LKA

Puc. 9. Cxemarudeckoe mpeacTaBieHUE MbIIIeUHON akTuBHOCTH (M) B BUIE TUHEHHON
KOMOUHAIMK 0a30BBIX BPEMEHHBIX KOMIOHEHT ((opmyia 1).
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Llenb CTATHCTUYECKOTO aHajau3a IJIaBHBIX KOMIIOHEHT COCTOHT B TOM,
4TOOBI MPECTaBUTh HAOOP BBIMPAMIICHHBIX M YCPEIHEHHBIX WHIAWUBUIYaTbHBIX
ANIEKTPOMUOTpaMM M JIOKOMOTOPHOTO IMKJIa (mXt MaTpulia, rje m — YUCIO
Mbl, t=200 — HOpMUPOBAHHOE KOJIMYECTBO TOYEK B JOKOMOTOPHOM LIUKJIE) B
BUJIC JIMHEHHON KOMOWHAIIMKM Majoro 4ucjia n 0a3oBBIX KOMIOHEHT (n < m)

(Puc. 9):

M(t) = C « K(t) + ocraToK, (1)

rae C — ko3¢ punuenTtsl (mxn matpuina), K — 6a3oBbic BpeMEHHBIE KOMITOHEHTHI
(nxt maTpuna). ba3oBble KOMIIOHEHTHI CYATAIUCH 3HAYUMBIMU, TOJIBKO €CJIM OHH
00BsCHSIM (KaXKaast U3 HUX) KaK MUHUMYM 5% BapHalluy UCXOAHBIX MUOTPaMM,
B IPOTUBHOM CJlyya€ OHM HE paccMaTrpuBaliach (BXOAMJIU B «OCTATOK»).
3HauYMMbIe KOMITOHEHTHI (N KOMIIOHEHT) OBLIIN YIOPS0YEHbI COTIIACHO BPEMEHH
ux rnaBHoro mnuka. [lo cBoeil cyTM MeTOJ TIJIaBHBIX KOMIIOHEHT CXOJIEH C
pasniokeHreM MuorpamMMm Ha Dypbe rapMOHHMKHU 3a MCKIIOYEHHUEM TOro, 4YTO B
ciyqae @Dypbe ananuza 0a30Bble KOMIIOHEHTHI (TapPMOHUKH) OIpPEIEICHbI
3apaHee, a B Clly4ae METOJa TJIABHBIX KOMIIOHEHT OHM 3aBUCAT OT HCXOIHBIX
JaHHBIX W TakuM o0pa3oM MOTYT XapakKTepH30BaTh HUX CTPYKTYPHYIO
OpraHu3aIINIo.

JIJ1sl OLIEHKW MHTETrpajibHOW aKTUBHOCTH alib(pa-MOTOHEHPOHOB CIHUHHOTO
MO3ra UCHOJIb30BaJIOCh MPOCIMPOBAHUE IIEKTPOMUOTPAPUUECKON aKTUBHOCTHU
OOJBIIOr0 MICHJIATEPATbHBIX MBI HAa MOTOHEHPOHBI CHMHHOTO MO3ra,
UHHEPBUPYIOIIKE ST  MBIIIBL.  Vcrmonb30Baiuch  OMyOJIMKOBAaHHBIE B
JUTEpAType TAOJIUIIBI O CETMEHTAPHBIX UCTOYHUKAX JBUTATEIIHLHON MHHEPBAITUU
y uenoBeka (Sharrard, 1964; Kendall et al., 2005). HecmoTpst Ha HEKOTOpYIO
UHIMBUAyalbHYI0 aHaTomuueckyro Bapuaruio (Phillips and Park, 1991;

Stewart, 1992), »5tu TaOMUIBI SBISIOTCS JOCTATOYHO HAJCKHBIMH U
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OCHOBAaHHBIMH HAa MHTCIPUPOBAHNHU aHATOMHUYCCKHUX W KIMHUYCCKUX AJAHHBIX M3
MHOI'nX HCTOYHHKOB. MOTOHCﬁpOHBI Pa3/IMYHBIX MbIIII B CIIMHHOM MO3IC
PacCIoJIO’KEHbI B BHAC KOJIOHOK C XapaKTepHOﬁ 11 JaHHOIro CErMEHTa

TPYIITAPOBKON MBIIIILI.

Tabmuna 2. MuanepBanwst Mermng Hor (Sharrard, 1964). CxemarnyHo Toka3aHa
JUIMHA KOHTYpa KaXKJOH MBIIIIbI, COOTBETCTBYIOMIAS [IMHE JBHIaTEIbHOMN
KOJIOHKM MOTOHCHPOHOB JAHHOW MBIIIIBI I10 OTHOLICHHIO K CErMEHTaM
MOSICHUYHO-KPECTI[OBOI'O OT/Ieja criiuHHoro mosra (Sharrard, 1964).
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Kaxxnas Mpima HOr, Kak IPaBUIIO, MTHHEPBUPYETCS U3 2-3 CETMEHTOB, B TO

BpeMsl KaK KaKIbli CErMEHT HMHHEPBHPYET HecKoJibko Mo (Tabmuma 2)
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(Sharrard, 1964). JIns peKOHCTPYKIIMH MOTOPHOIO BBIXOJA CIIMHAJIBLHOTO
cerMeHTa Sj, BCe BBIIPSIMIICHHbIE MHOTPAMMBI, COOTBETCTBYIOIIHME TaHHOMY

CErMEHTY, YCPEIHSITUCH:

Sk, -EMG,
-1

Ci— @

II€ Nj — YUCIO MHOTPaMM COOTBETCTBYIOIIUX HAHHOMY j-MY CEIMEHTY, kij —
koadduiment i—oi Mermmbl (Ivanenko et al., 2006a, 2013b; MacLellan et al.,
2012; La Scaleia et al., 2014a). Mcmoyib30Bamuch JBa METOJMA YCPEIHCHHS:
HEHOPMUPOBAHHBIM 1 HOPMHUPOBAHHBIN. B 1epBoM cirydae MHOTpaMMBbl Opaluch
B MUKpoBOJbTax (UV), BO BTOpPOM cCllydyae OHH HOPMHPOBAIUCH Ha
MaKCHMaJbHYI0 aKTHUBHOCTh BO BceX ombiTax. (0a MeTona OCHOBaHBI Ha
JTOMYIIEHUH, 4YTO BbIOpsAMICHHas OMI mpomnopimoHalibHa CyMMapHOH
AKTUBHOCTM MOTOHEHPOHOB HMCKOMOW MbIIIBI. XOTS OTKJIOHEHUS OT
JUHEHWHOCTH BO3MOXHBI, OJHAKO B IIEJIOM 3Ta 3aBHCHMOCTh OTpaKaeT
COOTHOIIICHUE CYMMapHOTO pa3psga MOTOHCHPOHOB ¥ HWHTCHCHBHOCTH
anekTpomuorpaduueckoir aktuBaoctu Mbimisl (Hoffer et al., 1987; Day and
Hulliger, 2001). Tak kak o0imee YKCII0 MOTOHEHPOHOB B KaXKJIOM CITMHAJIHLHOM
cermeHTe Sj yemoeka Bapeupyer (Tomlinson and Irving, 1977) (Taba. 3),
MOTOPHBIA BBIXOJ TaK)Ke OICHUBAICA (HOPMHUPOBAICSA) B KOJIUYCCTBE
«akTuBHBIX» MoToHelpoHoB MNj (lvanenko et al., 2013b; La Scaleia et al.,
2014a):

> (2 x EMG;)

I‘|I

e

S_Ii = x M ?‘-r_li

(3)
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Tabmuma 3. OOmiee YKUCIO MOTOHEMPOHOB B Pa3lIMYHBIX CETMEHTaX
MOACHUYHO-KPECTHOBOIo OTACIAa CIIMHHOTIO MO3ra 4C€JIOBCKa COIJIaCHO JaHHBIM
Tomlinson and Irving (1977).

CErMEHTHBIN KOJI-BO
YPOBEHD MOTOHEHUPOHOB

L1 806
L2 5146
L3 12765
L4 12069
LS 12674
S1 10372
S2 4216
S3 409
o01iee KOJI-BO 58457

Wcnone3oBanne Ttabnwm (Sharrard, 1964) naer Oosiee JmeTaidbHYIO
uHpOpMaIMi0 00 OTHOCHUTEIBLHOM KOJMYECTBE MOTOHCHPOHOB MBIIIILI B
HMCKOMOM CEIrMEHTE CIIMHHOTO MO3Ta, YeM HCIOJIb30BaHHE AUCKPETHBIX TaOJIHIL
(Kendall et al., 2005), Tem He MeHee, MOCIE CrIIA)KUBAaHUS KOHTYPHBIX KapT
AKTHBAIlMd MOTOHEHPOHOB PE3YJIbTAThl OKAa3bIBAIOTCS OYCHb CXOKUMH
(lvanenko et al., 2006a). MaTterpanpHas aKTHBHOCTh MOTOHEHPOHHBIX ITYJIOB
BBIUUCIIAJIACH HA OCHOBE pErMCTpalud OueHb Oosbmioro uyucia (32)
UTICHJIATePAILHBIX MBIIII], HO HE BCEX MBI, YYaCTBYIOIIUX B JIOKOMOIIWH.
OnHako, yJajaeHHe OJHOW WIIM JABYX MBIIII] M3 aHaJIM3a [MOYTH HE CKa3bIBacTCs
Ha KapTUHE MPOCTPAHCTBEHHO-BPEMECHHOW aKTHBAIMU IICHHOTO M TOSCHUYHO-
KPECTIIOBOTO OTIeN0B ciimHHOT0 Mo3ra (lvanenko et al., 2013b; La Scaleia et al.,

2014a), BepOsITHO, BCICICTBHE TOTO, YTO KAXK/bI CETMEHT UHHEPBUPYET MHOTO
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JOpyTUX MBI, /{7151 mpoBepKH 4yBCTBUTEIHLHOCTH JAHHOTO METO/Ia K BHYTPEHHE
NPUCYIIEMY IIYMy W B3aUMOBIHUSHHIO OT AKTHBHOCTH COCEIHHUX MBIIII] MPH
peructparmn = OMI'  MOBEPXHOCTHBIMH  3JIEKTPOJAMH,  OCYIIECTBIISIACH
OJTHOBPEMEHHAsI PErHCTpaIyisl aKTUBHOCTH YaCTH MBIMII (ACBATH MBIIII] HOT)
BHYTPHUMBIIICYHBIMI TPOBOJIOYHBIMU 3JIEKTpojamMu. HecMOTpsi Ha HEKOTOpoe
pacxokJIeHHE B XapaKTepe SJICKTPOMUOTPAMM, CHSTBIX MMOBEPXHOCTHBIMH U
BHYTPUMBIIICYHBIMA ~ AJIEKTpOJaMH  (4aCTUYHO HM3-3a TaK Ha3bIBaeMOW
KOMIApPTMEHTAIM3AIMM  MBIIIBI [P PETUCTPAIMA  BHYTPUMBIIICYHBIM
METOJIOM), TOJIy9aeMble KapThl aKTHBAIMH JIFOMOOCAKPAIbHOTO YTONIICHUS
CIIMHHOTO MO3Ta OBUIM BU3YaJIbHO OYEHBb CXOKUMH H COJIEPIKAIIU MPAKTUICCKU
OJIMHAKOBbIE OCHOBHBIC «OYarm» JOKaTU3alldid MOTOHEUPOHHON aKTUBHOCTH
(Ivanenko et al., 2006a).

B wuccnenoBaHMAX pEryJsIMM TO3bI U JABMKEHUH INMUPOKO MPUMEHSETCS
BO3/ICIICTBHE Ha TMPOINPHOLENTUBHYID CHCTEMY IyTeM BUOpPalMOHHON
cTUMYJISIIUU MbledHsix perentopos (Eklund, 1972; I'ypdunkens u np., 1977).
Takast cTUMySIHsi OOBIYHO BBI3BIBACT YKOPOUCHHE CTUMYIUPYEMOU MBIIIIBI U
COOTBETCTBYIOIIIEE JBIKEHUE, OJTHAKO, TBUTATENbHAS PEAKIHS MOXET HOCHUTH
KOHTEKCT-3aBUCHUMBIN XapakTep. OTOT 3P ¢deKT ObUT HCIOIb30BaH B HAIIUX
UCCIIC/IOBAHUSIX JJIsi BbI30BA M UCCIICAOBAHUS MPONPHOICITUBHBIX 3(PPEKTOB.
JUis  W3ydeHWs BIHMSHHUS BECTUOYISIDHBIX ¥ 3PUTCIBHBIX BXOJOB U
UCTIONIb30Bajlach TrajbBaHUYECKas CTUMYJISIIHS BECTHOYISApHOTO ammapata B
COYCTAaHUM C BIMSHUSAMH HalpaBJICHUS B30pa Ha mo3Hbie peakuuu (lvanenko et
al., 1999a). /lnst u3y4eHuss posid PElenTOpOB CTOMBI M B3aMMOCHCTBHUS CTOII C
OMOPON HMCIMOJIB30BAIM ONOPHI ¢ pa3HbIMU cBoiicTBamu (MBanenko u Tamwuc,
1995; Ivanenko et al., 1997b; ComomoBa u ap., 2002a), a Takxke MaJble
MexaHudeckue aedopmanuu cromsl npu crosauu (Wright et al., 2012). [{ns
UCCIIC/IOBAHMSI  yY4acTUS MOTOPHOH KOpPBl TpU  TOJJICPKAHUM  TO3BI
UCIIOJIb30BAJICSI METOJ BBI3BAHHBIX TOTEHITMAIIOB AKTHBHOCTH MBIIII HOT IPHU

TPAHCKPAaHUAJIBbHOW MArHUTHOM cTuMyJisinuu. [ uccnenoBaHus — poiu
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TOHUYECKON aKTUBALIMU LEHTPAIbHBIX CTPYKTYP HCIIOJIB30BAJICS TAKKE METOJ
MOCTAKTUBAIIMOHHON BO30OYAMMOCTH, 3aKIIOYAIOMIUNACS B HEMPOU3BOIHLHOM
COKpAIIeHUH MBI U COOTBETCTBYIOUIEH aKTHBAIMU LEHTPAIbHBIX CTPYKTYD
nocie jutenbHoro (~20-40 c¢) wu3omerpudeckoro ycwins (heHOMEH
Konmramma).

B 1915 r. B HEBpoJIOrMYECKOW JUTEpaType MOSIBUIUCH NMyOIUKALMH, B
KOTOPBIX OBLIO OMUCAHO WHTEPECHOE SIBJICHUE, HAOIIOJABIIIEECs] Ha PSC MBIIIII]
YeJIoBeKa, - BO3HUKHOBEHHUE JJIUTEIBHOTO HEMPOU3BOJIBLHOTO HANPSHKEHUS
MOCJIE MPEBAPUTENBHOTO YCUITUA. DTOT (PEHOMEH MepBOHAYAIBHO 0003HAYAICS
KaK «IOCJCABIKCHHUE» WM «KATATOHUYECKHE TIPOSIBICHUS Y 3I0POBBIX
monen». Hanbonee oOpa3Hoe onrcaHue OTHOTO U3 BAPUAHTOB €ro MPOSIBICHUS
naetcst y Konmramma (Kohnstamm, 1915): «Eciu, cTost 0K0JI0 CTEHBI, IPHKAThH
TBUIBHYIO CTOPOHY OITYIIEHHOW PYKH K CTCHE W HAaJaBJIMBATh Ha HEE C CHIION B
TeyeHue 5 — 60 ¢, a 3aTeM MOBEPHYTh KOPIYC U OCBOOOIUTH PYKY, MO3BOJIUB €i
JBUTATHCS, TO 3aMETHO, YTO pyKa aBTOMATHYECKH MOJHUMAETCA... [lpu sTom
UCIIBITHIBAIOT TaKOE OIIYIICHHE, KaK eclid Obl pyKa MOAHMMANach KaKOW-TO
TaWMHCTBEHHOM cwioi». O 3ameyaTelIbHOM CBOEOOpa3uu 3TOro  SIBJICHUS,
KOTOpO€ MbI OyZieM Ha3bIBaTh MOCTAKTUBAIIMOHHBIM 3(P(HEKTOM TOBOPHUT U TOT
(baKT, 4TO HE3aBUCUMO OTKPBIBIIMKA ero A.A. YXTOMCKUIl MPUBOJUT ONMHUCAHUE
MOYTH B TeX e BbIpakeHMsX (Yxtomckuid, 1952). Psan myOmukarmuii mmen
MmecTo U B ocieayromue roasl (Csiky, 1915; Matthaei, 1924; Hich, 1953; Heide
and Molbech, 1973; Gregory et al., 1988; I'ypbunkens u ap., 1989a; Ribot-
Ciscar et al., 1991; Gilhodes et al., 1992; Mathis et al., 1996; Hagbarth and
Nordin, 1998; Duclos et al., 2007). Craske & Craske (1986) ommcanu wHYyIO
(GopMy MOCTAaKTUBALMOHHBIX 3(PPEKTOB, XapaKTEPU3YIOUIYIOCS MEPUOAUYECKOIM
AKTUBALMEU MBIIIILI.

[TocTtakTuBaoHHbIE (PDEKTHI MPEACTABISIOT COOOM HEMPOU3BOJIbHBIC
peaKkiuy TOHWUYECKOTO THIMA, OTIMYAIOIIMECS IO CPAaBHCHUIO C JPYTHUMHU

HCTIPOU3BOJBbHBIMH PCAKIMUAMHA ITPOAOJKUTCIBHOCTLIO (OT HCCKOJIBKHNX CCKYH/



37

70 MUHYTBI U 0oJiee). Y YIOMHHABIINXCS aBTOPOB MOXKHO BCTPETHTH ONHCAHUE
O0COOCHHOCTEH TPOSBICHUS MOCTAKTUBALIMOHHOW BO30YAMMOCTH Ha pPa3HBIX
MBIIIEYHBIX TPYINNax TMpPH Pa3HBIX YCIOBUAX BbI30Ba. M3BECTHO, HTO
MOCTaKTUBAIIMOHHBIE 3(PEKTH XOPOIIO BHIPAXKEHBI HE TOJHKO HA MBIIIIAX
pyku, HO 1 Ha Mmbimax Horu (Matthaei, 1924). ITocraktuBanroHHble () HEKTHI
WHTEPECOBAIM HAC B TEPBYIO Ouepellb KaK CPEJACTBO W3YYCHHS TOHHYECKHX
BJIMSTHUI Ha JJOKOMOTOPHBIE ABM)KEHHUS y YEIOBEKa.

BBuny pasHooOpa3usi TOCTaBIEHHBIX OJKCIEPUMEHTOB H  OOJBIIOTO
KOJIMYECTBA HCIOJb3yeMbIX METOJAUK WX Oojiee MoApOoOHBIE OMUCAHMS OyAyT
NPUBOJUTHCS TAKXKE B COOTBETCTBYIOIIMX pasfesiax OMHCAHUS TOJYyYEHHBIX

pesynbratoB (I'aBel 2-8).
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I'maBa 2
IatTrepust IMI' aKkTUBHOCTH NIPH X0Ab0E ¢ PA3HOI CKOPOCTHIO U NIPH

pa3rpy3ke Beca TeJia

XOTS 4acTo JOIYCKAETCs, YTO HECKOJIBKO TaK Ha3bIBAEMBIX OCHOBHBIX
Mpll  (Hampumep, crubarened W pasrubaTenell  TOJEHOCTONHOIO U
Ta300€IPEHHOT0 CYCTaBOB) COCTABISIOT SAPO JOKOMOTOPHOM (DYHKIIMH, TEM HE
MEHEE, CTOUT MOJAYEPKHYTh, YTO JIECATKU MBIIIL aKTUBHO BOBJIEUEHBI B XObOY.
B nocnegnue necsatwieTus ObUIM NPENNPHUHSTHl 3HAUUTEIbHBIE YCHUIUS B
NOMCKE ONTUMAJbHBIX TPEHUPOBOK M CTPATETMd ISl BOCCTAHOBJICHMS
HOpManbHOro mnarrepHa OMI  akTuBHOCTH, Hanmpumep, Yy OOJBHBIX C
NOBPEXKIECHUAMH COMHHOTO Mo3ra. OHaKO 4acTO TaKue CTPATErMH TPEHUPOBKH
JOKOMOTOPHOU (DYHKIIMU M JIeXKalllie B UX OCHOBE THIIOTE3bl OCHOBaHBI Ha
JOTYIIEHNUH, YTO MOTOPHBIM BBIXOJ SIBISIETCS OTHOCUTEIBHO WHBApHUAHTHBIM,
HanmpuMep, B Cly4ae NPUMEHEHUS (YHKIMOHAIBHOW  DIEKTPHUUECKOMN
CTUMYJISILIUU MBI B X0JI¢ TPEHUPOBKH XOABOBI y OOJIBHBIX B (ha3y IBHIKEHUS,
KOI'JIa COOTBETCTBYIoIAs Mbimia aktusHa (Thrasher et al., 2006).

Jlis TpoBEepKH STOro JAOMYIIEHUS ObUTM TPOBENEHBI HCCIICIOBAHMS
NATTEPHOB MBIIIEYHON AKTMBHOCTH B PA3JIMYHBIX YCIOBHUSX XOAbObl. Hinke
PUBEAEHBl HEKOTOPBIE MPUMEPHI «IMAPAJOKCaNIbHOI» peopranuzauuun OMI
aKTUBHOCTH MPU U3MEHEHUHU cKopocTu XoAs0b1 (Puc. 10) u pasrpyske Beca Tena
(Puc. 11), nByx (paxTopoB, KOTOpPBIE YACTO BAPHUPYIOTCS B XOJI€ peaOUIUTALINH
noxkomortopHoit ¢pyukmuu (Ivanenko et al., 2002a).

Puc. 10 wimoctpupyeT TUNHYHBIN npuMep narrepHa OMIT akTUBHOCTH
17 uncuiarepanbHbBIX MBIIIL HOI M TYJOBHINA NPU MEMJIEHHBIX W3MEHEHMSX
cKopocTu Tpenbana oT 1 1o 7 km/4 u o6paTHO. MOXHO BHJIETh, YTO MHOTHE
Ml (Hanpumep, RF, VL, SART, LD, TRIC) npakTtuyecku HEaKTUBHBI TIPU
MaJbIX CKOpPOCTSX (<4 KM/4) ¥ 3HAUYUTENHFHO aKTHBUPYIOTCS MPU HOPMAIBHBIX

CKOpOCTSIX X0AbOBl. AKTUBHOCTH AucTtaibHbiX Mbi (TA, FDB, SOL, PERL,
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LG) yBenmuumBaercss co ckopocthio. IIpokcumanbhbie Mbisl (BF, VL, RF,
SART) cranoBsiTcsi 0ojiee aKTUBHBIMH MPH OOJBIIMX CKOPOCTSIX, M MATTEPHBI
MOTYT 3aBHUCETb OT CKOpPOCTH. IlaTTepHBI MBI XUBOTA WU CIUHBI TOXE
CYLIECTBEHHO MEHSIOTCS CO CKOPOCThIO0. AKTUBHOCTbH IIEWHBIX MBI (Splenius
capitis, sternocleidomastoid) ouenr cnabas mnpu MEIICHHBIX CKOPOCTSIX,
CTaHOBUTCS 3aMETHOM Ipu 0OJIBIIMX CKOPOCTAX. B nobaBneHne kK HeMMHEHHOMY
U3MEHEHHUIO aMIUIMTYAbl MBIIIEYHONH AaKTUBHOCTH, HAONIOJAIOTCA TaKkKe
3aMETHbIE MOAU(PHUKALMN BPEMEHHBIX NATTEPHOB, OCOOEHHO B MIPOKCHUMAJIBHBIX
mpimax (Hanpumep, ST, VM, GM, Gmed, TFL, SART) (lvanenko et al.,
2002a, 2006a). MumuBuayaibHble pPa3Iu4Hs MEXIY HCIBITYEMBIMHA OoJee

BBIPAKCHBI ITPX MCJICHHBIX CKOPOCTAX XOI[B6I>I.
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Puc. 10. HenuneitHash 3aBHCHUMOCTh TMATTEPHOB AKTUBHOCTH PA3IUYHBIX MBI OT
ckopoctu xoas0b1. TRIC — triceps brashii, LD — latissimus dorsi, Ol — internal oblique, ESL2 -
erector spinae (L2 yposens), GM — gluteus maximus, Gmed — gluteus medius, ADDL - adductor
longus, SART - sartorius, RF — rectus femoris, VL — vastus lateralis, BF — biceps femoris, ST -
semitendinosus, LG — lateral gastrocnemius, PERL - peroneus longus, SOL - soleus, FDB -
flexor digitorum brevis, TA — tibialis anterior.
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CKOpOCTb = 3 KM/Y
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Puc. 11. HenuueliHasi 3aBUCUMOCTb MAaTT€pHA aKTUBHOCTU MBIIII] OT pa3rpy3Ku Beca
tena. GM — m. gluteus maximus, LG — m. lateral gastrocnemius, TA — m. tibialis anterior, VL
— m. vastus lateralis, BF — m. biceps femoris.

Henuneiinoe wmacmrabupoBanue OMIT matrepHOB MOXXKHO HaOIIOAAaThH
TaK)Ke MpU XO0AbO€ C Pa3IMYHOM CTENEeHbI0 HArpy3Kd Ha crombl. [Ipumepbl
TaKOW peopraHu3anuy nokazansl Ha Puc. 11, mo mepe TOro kak ypoBEHb
pasrpy3ku mensics ot 0 1o 95% npu xoasde co ckopocTbio 3 kM/4. Puc. 12
WTIOCTPUPYET OOIIME XAPAaKTEPUCTUKH CpelHero ypoBeHst OMI' akKTMBHOCTH
Ipu X0Jp0€ C pa3HON CKOPOCTHIO M MPH Pa3HBIX YPOBHIX Pa3rpy3Ku Beca Teja
[0 BCEM MCHBITYyeMbIM. [IpocTeimmii BUA W3MEHEHUW 3aKJIOYAICA B
MOHOTOHHOM YMEHBIIEHUU AMIUIUTYIbl MBIIICEYHON aKTHUBHOCTH, HAIpUMED,
pasrubareneit roneHocronHoro cycraBa (LG) (Puc. 11). OnHako u3MeHeHUs
OMI" m. tibialis anterior ObLJIM HE TaK CUCTEMATHYHBI U 3aBUCEHM OT CKOPOCTH.
[Ipn ManpiX CKOpPOCTSX AaKTHMBHOCTh MEHSJIACh HE3HAYUTEIbHO C YPOBHEM
pa3rpy3ku, TpU MPOMEKYTOUHBIX CKOpOCTAX (~3 KM/4) Jaxe cjerka
YBEIMYHUBAIACH C PA3TPY3KOH, a MPU OOJIBIINX CKOPOCTSIX (~5 KM/4) UBMEHEHUS
obutn HeMoHOTOHHBI (Puc. 12). MI3MeHeHns: akTUBHOCTH pa3rudaresiei KojeHa

(VL) Opwia paxxe Oojsiee «mapaioKCalIbHOM»: TPH MaJlbIX CKOPOCTSIX OHa
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MEHSJIaCh MaJo C pasrpy3KoH, MpU MHPOMEKYTOUYHBIX CKOPOCTAX (~3 KM/4)
3HaunTeabHO yBenmmuuBanach (Puc. 11), a mpm 5 KMm/4 yMmeHbIIamach C
pasrpyskoit (Puc. 12). bosnee cinoxHoe MOBeIeHUE MOXKHO ObLIIO HAOJII0aTh B
nmaTTepHe AaKTUBHOCTH m. biceps femoris: TJIaBHBI MUK aKTUBHOCTH
HaOII0JalICsl B caMOM Hauaje ¢a3bl ONMophl MPU YPOBHIX pasrpy3ku <50% u B
KoHlle (a3pl omopel mpu pasrpyskax >50% (Puc 11). M3meHeHUst ypOBEHb
aktuBHOCTA BF ObUTM OYeHB HECHCTEMATHYECKUMH 3a MCKIIFOUCHHEM BBICOKUX
ypoBHe# pasrpy3ku (75 u 95%), Korma akTUBHOCTh 3TOW  MBIIILIBI

yBEJIMYMBAIACh Y OONBIIMHCTBA UCTIBITYeMbIX (Puc. 12).

cpeaHwvii yposeHb IMIT akTMBHOCTH

GM BF
6 6 CKOpPOCTb, KM/ 30 20
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EN —»—3 %
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CEOPOCTD, KM/ pasipyska Beca Tena, % CEOPOCTD, ki pasipyaka Beca Tena, %

Puc. 12. 3aBucumocts cpeaHero ypoBHs OMI' akTHBHOCTH MBIIII OT CKOPOCTH XObObI
U pasrpy3ku Beca tena. GM — m. gluteus maximus, VL — m. vastus lateralis, RF — m. rectus
femoris, BF — m. biceps femoris, TA — m. tibialis anterior, LG — m. lateral gastrocnemius.
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Hpyro#t npumep HeaumHeHHON peopranuzanuu IMI' akTHBHOCTH — X0/1p0a
C TMOMOIIBIO 3K30CKEJIETOHA, KOTOPBIM C IMOMOIIBK) BCTPOCHHBIX JIBUIATENIECH
NPUKIAAbIBAl MOMEHTHI CHJI B KOJEHHOM M Ta300€JIpEHHOM CycTaBax
(aMIUIMTYZy M COOTBETCTBYIOIIMH BpPEMEHHOW XOJ) CXOJHBIE C TEMH,
UMEIONTUMH MECTO TpU ecTecTBeHHOU Xoas0e (Puc. 13A) (Wang et al., 2014).
Kpome Toro oH mnoaaepxkuBajl BepTuKanbHOE mosioxkeHue. [llaratenbHbie
JNBW)KCHUS  (MHULMMPOBAHUE  KaXJOro I1ara) MOIVIM  BbI3bIBATBCS U
NOJJIEP)KUBATHCA  JIMOO HEOOJBIIMMU OOKOBBIMU CMEUICHUSIMU ~ KOPITyCa,
UMECIOIIMMH MECTO npu ecrecTBeHHou xompoe (Wang et al., 2014), aubo
o0paTHO# CBs3bI0 OT OMI" aKTUBHOCTH JENHTOBHUIHBIX MBIIII] TIJIe4a, UMEIOIICH
MECTO TPU ECTECTBCHHBIX PHUTMHUYECKUX [BWKCHUSAX pyK mpu xoasoe (La
Scaleia et al., 2014b; Sylos-Labini et al., 2014). B mnocnemHem ciy4ae
WCIIOJIB30BAICh MUHUATIOpHBIE OecrpoBoaubie DMIT natumku, ynoOHbBIE IS
Takux 1enel. Takum 00pa3oM, OCHOBHOM II€JIbI0 3K30CKENIETOHa OblIOo
oOnerdyeHre XoAbOBI C TOMOIIBIO TPHUKIAIABIBAHUS HWMEIOIHUX MECTO TIPH
€CTECTBEHHOMN X0/1b0€ MOMEHTOB CHUJI K TOJIEHU U Oelpy B OmNpe/esieHHbIE (a3bl
HUKJIa. DK30CKEIETOH TECTUPOBAJICSA KaK Ha 3J0POBBIX UCIIBITYEMBIX, TAK U Ha
OOJIBHBIX C TTOBPEKACHUSIME criiHHOTO Mo3ra (Sylos-Labini et al., 2014).

Hnsa  xapakrepuctuku OMI  akTMBHOCTH, €€ aMIUIUTyJa W LEHTP
AKTUBHOCTH CPAaBHUBAIUCH TIPU XOAH0E C IK30CKEIIETOHOM U 0€3 SK30CKEIEeTOHA
(Puc. 13b,B). Lentp aktuBHOCcTH (COA) BBIUMCsUICS Kak yroa (0) Bekropa,
XapaKTePU3YIOIIEr0 «IEHTP Macc» IUKIn4Yeckoro pacmpenenenus (‘circular

statistics’, Batschelet, 1981), ucroab3yst popMyJibI:

A= thff(cos 0, x EMG,) (4)
200, .
B=) (sin6 xEMG,) (5)

CoA=tan'(B/A) (6)
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Puc. 13. M3menenus DOMI aKTUBHOCTH MBIl HOT TPHU XOAbOE C TOMOIIBIO
9K30CKEJIETOHA IO CPaBHEHHUIO C OOBIYHONW XOAbOOH Mo momy. A — CXEMaTHUYHBIH BUJ
sk3ockenerona (Wang et al., 2014). b — cieBa HampaBo: ycpeaHEHHbIE (+ CTaHIApTHOE
OTKJIOHEHHE) MHOTPaMMBbl MBIIII] HOT MPH XOAbOE B aKTUHOM 3K30CKEJIETOHE, MaCCHBHOM
9K30CKeJIETOHE (C BBIKJIIIOUEHHBIMHM JIBUTATENIMU M OTCYTCTBHEM COIPOTUBIICHUS),
HOPMaJIbHOW XOJh0€ IO TOJIy ¢ MEUICHHOM M €CTECTBEHHOH CKOpocThio. B — menTp OMI
AKTHMBHOCTH (+ CTaHAapTHOE OTKJIOHEHHE) B TONSPHBIX KOOpAWHATaX nukia miara (Sylos-
Labini et al., 2014). 3Be3noukaMu 0003HAYCHBI CTATUCTUYCCKH 3HAYUMBbIE PA3IHUUs B IICHTPE
AKTUBHOCTH MEXKIY Pa3IMYHBIMH YCIOBUSMHU XOABOKI.
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[{eHTp aKTMBHOCTH XapaKTEPHU3YET «BPEMs» OCHOBHOM aKTUBHOCTH MBIIIILI B
IIUKJIC Tara U ObUT BBIOPAH MOTOMY, YTO HAXOXK/ICHWE IMHUKA aKTUBHOCTU Yy
MHOTHX MBI OBLJIO MpoOseMaTHyHO (4acTo Habmomaycs Oosee, 4yeM OJUH
TUK).

B mpoTuBOMONIOKHOCTh HAIMM OXHUIAAHUSAM, y 3J0POBBIX HCIBITYEMbBIX
AKTUBHOCTb MBIIII] HOT' OblJIa CXOIHOW WJIM JIaXK€ BBIIIE MPU XOAbOE C TTIOMOIIBIO
HK30CKEJIETOHA («aKTUBHBIM SK30CcKeneTon», Puc. 13), mo cpaBHEHUIO C
00BIYHON XOJBbOON 0€3 HPK30CKeJIeTOHa €O CXOoJHOM ckopocThio (Puc. 13B,
BepxHUe rpaduku). Kpome Toro, HaOII0IaIUCh U CYIIIECTBEHHBIC U3MEHEHHUS B
dbopMe MHOTPaMMBI U €€ BPEMEHHOTO «IIeHTpa akTuBHOCTH» (Puc. 13B, HikHIE
rpaduku). Haubonee BapuaOenbHBIM MAaTTepH HAOMIOAAICS y JABYIJIABOM M

noJTyCyxomibHOU MbIbe! 6eapa (BF, ST) (Puc. 136,B).
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I'maBa 3

AHaJIU3 IJIAaBHBIX KOMINOHEeHT DMI" akTUBHOCTH

HecMoTpst Ha CyllecTBEHHbIE BapHalliM aKTUBHOCTH MHOTHMX MBI, TEM
HE MEHEEe, €CTh W WHBAPUAHTHBIC XapaKTCPUCTUKH MATTEPHOB AKTHUBHOCTH,
JTUKTyeMble OMOMEXaHUKOW (Hampumep, akKTUBallMs JAUCTAIBHBIX pa3rudarenei
TOJICHOCTOITHOTO CycTaBa B (ha3y OIOpbI), a TaKKe BpEeMEHHas CTPYKTypa
JIOKOMOTOPHOU mporpammel. [IpumeHenue mertona riaBHbIX KoMIoHeHT (Puc.
14A) mnoxkazano, 4TO KpoMe€ MPOCTPAHCTBEHHON AapXUTEKTYpPhl MBIIICUHON
aKTUBAIMH (T.€. MBIIIICYHBIX CUHEPTHUI), CYIIECTBYET U BhIpAKCHHAsI BpEMEHHAS
apxuTekTtypa. JeHCTBUTEIIbHO, BPEMEHHOM IIATTEPH MBIIICYHON aKTHUBAILIUU
MOXET OBITh PEKOHCTPYUPOBAH M 32 PETUCTPUPYEMBIX MBIIII] C MTOMOIIBIO
JUHEHHON KOMOMHAIIMU TSATA 0a30BBIX BPEMEHHBIX KOMMOHEHT. OO0Imm
37€MEHTOM 0a30BbIX BPEMEHHBIX KOMIIOHEHT, TMOJYYEHHbIM C MOMOIIBIO
pPa3IMYHBIX  CTATUCTUYECKUX  METONOB  ((DakTOpHBIM  aHANMM3, aHAIHU3
HE3aBUCHMBIX KOMIIOHEHT, METOJI MOJIOKUTENIbHOU (hakTopu3aruu, lvanenko et
al., 2005a), sBisgercs HaMWYUWe MMHKA AaKTHBHOCTH B OIPEICICHHYIO a3y
aokoMoTopHoro unukna (Puc. 14A). JlelicTBUTENbHO, C TOMOILIBIO MSTH
JUCKPETHBIX TayCCUaHOBbIX KOMIOHEHT (Puc. 14A) M0OXHO onucaTh NPUMEPHO
90% Bapuaruu Beeit OMI akruBHocTH (Ivanenko et al., 2006a).

KonudecTBO perucTpupyeMbIX MHUOTPAMM MOKET BIMATH Ha YHCIIO
0azoBeix kommoneHT (Olree and Vaughan, 1995; lIvanenko et al., 2004b;
Neptune et al., 2009; McGowan et al., 2010; Zelik et al., 2014a), Tem He MeHee
HaJIMYUE OCHOBHBIX TTMKOB aKTHBHOCTH 0a30BBIX KOMIIOHCHET B ONPEIICICHHBIC
MOMEHTHI IHKJIa Iara ocTaeTcsi. BeposiTHO 3TO 00YCIOBICHO OMOMEXaHHMKOM
XONIbObl W TPUKIABIBAHUEM OCHOBHBIX MBIIIIEYHBIX MOMEHTOB CHJI B
ompeneneHHbie MoOMeHThl 1mwmkia 1mara (Winter, 1991), cBs3aHHBIE C

MOCTAaHOBKOK HOrM B Haudaje (as3pl omopsl U ¢ase meperoca (Neptune et al.,

2009; Lacquaniti et al., 2012a; La Scaleia et al., 2014a).
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Puc. 14. ba3oBbie BpeMEHHBIE KOMIIOHEHTHI HICHIaTepadbHOil OMI' akTHBHOCTH,
MOJIYYCHHBIE C TIOMOIIBIO aHaIW3a TJIABHBIX KOMIIOHEHT (A), TpH Xoap0e ¢ pa3HOH
CKOpPOCTBIO W pa3HOW pasrpy3koii Beca Tena (b). PasHwle craTtucTthueckne aHamu3bl
(akTopHBII  aHanMM3, aHaIM3 HE3aBUCHMBIX KOMIIOHEHT, METOJ] MOJOKUTEIHHON
dakTopU3aK MATPUIIBI) CXOAATCSA K CXOIHOMY PEIICHHIO — HATHYHIO 0a30BBIX KOMIIOHEHT,
KaKOash H3 KOTOPBIX HKMEET OCHOBHOW MWK aKTHUBHOCTH B OIpeneleHHYIo a3y
JokoMoTopHOTO IHKiIa (A). JIOKOMOTOpHas mporpaMmMa MOKET OBITh TPEJCTaBICHA Kak
MOCJIEI0BATENbHOCTh TSTH OCHOBHBIX BpPEMEHHbIX NHUKOB akTuBHOCTU (B), KoTOpHBIE
o0bscHst0T 60tee 90% Bapuaruu OMI" akTHBHOCTH BCEX MBIIIIII.
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Puc. 14b wimoctpupyer 6a30Bble KOMIIOHEHTHI, MOJYyYEHHbIE MPU X0J1b0e
C Pa3HOM CKOPOCTBIO M Pa3HOM pasrpy3kou Beca tena, a Puc. 15 mokaseiBaer
CpaBHEHHUE ITUX KOMIOHEHT (YCPEIHEHHBIX 10 UCIIBITYEMbIM) C KOMIIOHEHTaMH,
MOJIYYeHHBIMH C MCIOJIb30BaHMEM OMYyOJHMKOBAaHHBIX paHee B paborax Winter
(1991) mmorpamm 25 MBINII, ¥ KOMIIOHCHTaMH, TOJy4eHHbIMH Boranom wu
KOJJIEraMH ¢ MCIoJIb30BaHueM (akTopHoro aHaimsa (Davis and Vaughan, 1993;
Olree and Vaughan, 1995). Buano, uro 0a30Bbic BpEMEHHBIC KOMIIOHCHTHI,
MOJIyYCHHbIE C UCII0JIb30BaHUEM OMTI' AKTUBHOCTU MBIIIILL,
3apEeTUCTPUPOBAHHON B pa3HBIX JlabopaTtopusx, cxoaHbl 1o dopme (Puc. 15), u

KOA(PGUIIUEHT KOPPETSAILUHU T0CTATOYHO BhICOK (Tabm. 4).

= = Ba3oBble KOMNoHeHTbl AMI (Puc. 14)
= C ncnonb3oBaHmem SMI™ Winter (1991)
- Davis & Varghan (1993)

------ Olree & Vaughan (1995)

komn 1

Komn 2

komn 3

Kkomn 4

Komn 5

0 20 40 &80 80 100
% umkna

¢asza onopbl  (hasa nepeHoca

Puc. 15. CpaBHeHne 0a30BBIX BPEMEHHBIX KOMIOHEHT DMI' aKTHBHOCTH, MOTYyYEHHBIX
B Hammx skcrepumentax (lvanenko et al., 2004b), ¢ xommoHEHTaMH, MOJTYYEHHBIMH C
UCIIOIB30BaHUEM OIMyOIMKOBaHHBIX panee DMI' 25 wmbimn B paborax Winter (1991) wu
KOMITOHEHTaMH, MOJyYCHHbIMA BOraHoM W KoJuleraMH C HCIOJIb30BaHHEM (HaKTOPHOTO
ananmsa (Davis and Vaughan, 1993; Olree and Vaughan, 1995).
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Ta6nuna 4. Koppensuus 6a30Bbix KoMrnoHeHT (Puc. 15), moiaydeHHBIX B
Hammx okcnepumenTtax (lvanenko et al.,, 2004b), ¢ xommoHeHTaMmu,
HOJy4eHHBIMH C Hcnoiib3oBanueM OMIT, onyonukoBanabiMu Winter (1991)
(BTOpas KOJIOHKA), ¥ KOMIIOHEHTaMH moxy4deHHbIMU Davis and Vaughan (1993)
(TpeThs KOJIOHKA).

KOppeIsIus 0a30BBIX KOMITOHEHT KOppeIsus 0a30BBIX KOMITOHEHT
(YCpeIHEHHBIX 110 MCIBITYEMbIM, Davis and Vaughan (1993) c
Puc.14) ¢ momydeHHBIMH TTO MOJTYYCHHBIMH 110 JaHHBIM Winter
ma"gaeM Winter

koMt 1 0.88 0.94

KoMTI 2 0.87 0.90

KoM 3 0.88 0.95

KoMmm 4 0.71 0.82

KOMIT 5 0.78

cpenHee 0.83 0.91

ba3oBbie KOMIOHEHTHI OBLIM HCCICNIOBAHBI ISl Pa3HBIX JIOKOMOTOPHBIX
YCIIOBUIA: X0/Ib0a C pa3HON CKOPOCTHIO, TIPH pa3rpy3Ke Beca Tena, 0ere, Xoapoe
BIIPUIPBIKKY, X0p0€ Ha3ad, MPU X0p0€ 1 OJTHOBPEMEHHOM BBIMOJIHEHUU psila
npou3BoJIbHBIX JaBrKeHHUE (Ivanenko et al., 2004b, 2005a, 2008a; Cappellini et
al., 2006). Bo Bcex ciydasx ObuTM OOHApYXeHbI 4-5 3HAYMMBIX BPEMCHHBIX
KOMITOHEHT, KOTOphle onuckiBainu Oosnee 90% Bapuanuu OMI' akTuBHOCTH, U
JUTUTEIBHOCTh TJIABHOTO MHKA KOMIIOHEHT (OLl€eHMBaeMasi Kak IIUpHUHA MUKa Ha
BBICOTE IMOJIOBUHBI OT MaKCUMaJbHOW) Obljla MPONOPIUOHATIBHA JJINTEIbHOCTH
JoKOMOTOpHOrO 1uKiIa (~14% nnutenbHOCTH 1MKIa). KoMmoHeHTh Oosee
BBICOKOTO TOpsiiKa (1ectasi, cepmasi U T.71) 0OBIYHO ObUTH OYeHb BapraOeIbHBI
OT UCHBITYEMOT'O K HUCIBITYEMOMY, U KaXKJasi U3 HUX 00bsicHsIa He O6osee 3-5%
Bapuarmn OMI' aKTUBHOCTH, TOATOMY OTH KOMIIOHEHTHI CKOpEe BCETO
OTpakalli «IIyM» WM HEKOTOpbIE€ MHAMBHUAYAJIbHBIC Pa3IUudsi U MOITOMY HE
paccMaTpuBamCh.

Puc. 16 wmmocTpupyeT ycpeaHEHHbIE MHUOTpaMMBl TpHU  XOAbOe W

OJTHOBPEMEHHOM BBITTOJIHEHUH Psijia TPOU3BOJIbHBIX ABkeHuit (Ivanenko et al.,
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2005a): ymape mo M4y BO BpeMsi XO/b0bI, IepeliaruBaHiue OJHON HOTOH uepes
HEOOJIBIIIOE TIPETATCTBIE, HATHOAHUE U B3SITHE MIPEAMETA C MMOJIa MPaBoOil PyKOM
U JIeBOM pykoil. Bo Bcex ciaydasx CKOpPOCTh XOAbObI OblIa MPUMEPHO

oauHakoBoit (Tao. b).

Tabnuma 5. OOmme XapakTEPUCTUKH XOAbOBI (JaHHBIE COOTBETCTBYIOT
paBoid HOTE) C OJHOBPEMECHHBIM BBIMIOJTHCHUEM MPOU3BOJBHBIX JBIKEHUH
(cootBetcTBYIOT Puc. 16 u 17).

CpEeIHsIsI CKOPOCTh JUTUTETTLHOCTh JUTUTETTFHOCTD (ha3bl
(x™m/4) 1ukia (c) onopsl (% 1uKIa)
x0/p0a 52+0.38 1.04 +0.13 61 + 2%
yaap mo msiay 59+03 1.00 £ 0.07 55+ 2%
nepeniaruBaHue 5.0+£0.9 1.12+0.12 53+ 3%
MpeJMET CIpaBa 52+09 1.15+0.12 66 + 3%
MpEMET CJIeBa 55+0.8 1.17 £0.07 64 + 2%

Taxxe Kak ¥ BClly4ae HOMaJIbHOU XOJbOBI, IPH X0Ab0E ¢ OJHOBPEMEHHBIM
BBIIIOJIHEHUEM TMPOU3BOJIBHBIX JIBH)KCHHI pa3HbIE CTATHCTHYECKUE aHAIU3bI
(paxTopHBIN aHANIN3, aHAIU3 HE3aBUCUMBIX KOMIOHEHT, METO/I MOJI0KUTEIbHOM
dakTopuzanuu MaTpuibl, cM. pumep Ha Puc. 14A) cXomuiauch K CXOTHOMY
pPEUICHUI0 — HaJIM4YMi0 O0a30BbIX KOMIIOHEHT, KaXJas M3 KOTOPBIX HMeJa
OCHOBHOI MUK aKTUBHOCTH B OIpEAeieHHYI0 (a3y JOKOMOTOPHOTO IHKIIA.
boun oOHapykeHbl 5 3HAYMMBIX BPEMEHHBIX KOMIIOHEHT, KOTOpPbIE OBLIN
CXOJHBI MO (popMe ¢ TeMH, MOJYYEHHBIMU MPU HOpMasibHOU xo0nb0e (Puc. 17).
OpHako TpU TNPOU3BOJIBHBIX JBIKEHHUSIX HaOI01anach JIOMOJHUTEIbHAS
KOMIIOHEHTa C IMHUKOM AaKTUBHOCTH B MOMEHT BBINOJHEHUS MPOU3BOJIbHBIX
NBUKEHUN (0003HAYEHHBIX MYHKTUPHBIMU BEPTHKAJIBHBIMHU JUHUSMU Ha Puc.
16 u 17). KomnoneHTsl 0oyiee BBICOKOTO TOpsiAKa (ceabpMasi, BOChbMasi U T.N)
OObIYHO ObUIM BapuabelbHbl OT HCHBITYyeMOro K wucneityeMomy (Puc. 17,
CHU3Y), M Kaxlas W3 HHUX O0OBsicHsiIa He Oonee 3-5% Bapuamuu OMI

AKTUBHOCTH, ITIO3TOMY 3TH KOMIIOHCHTHEI HC paCCMaTPHUBAJIUCE.
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16. VYcpenHéHHBIE MHOTPaAMMBI

MBI TPaBOM HOTH TpH X0nb0e

OJTHOBPEMECHHBIM BBITIOJIHEHHEM psijia IIPOU3BOJIBHBIX JBMkeHuit (lvanenko et al., 2005a).

C
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xoabba ynap no msuy nepeluarvsaqve npeamert cnpaea npeamer cresa

N

Komn 2

komn 3

komn 4

komn 5

e e e

.l 1 I
1 il I
1 I !
1 i 1
] | |
] | I
1 | I
% \ TRY | I
A :..?_f_l;.&,_.:-'. ¥ 1\'__._,'_.-_"»'«3;"{_:_ R 52:&.-"._1;..),.\#__! Sk 4:._“.:_-,‘.“_. N -1.-..1‘.‘-.&*_,3 e
A o 5 @ t " i, a.d__.l ¥ ,I A -I i
% cycle : ! .
0 20 40 &0 BO1000 20 40 BU:B'D‘IDDU' 20 40 ISU BO100 0 Eﬂ:4HﬁDBD1DUU 20 40 hﬂ' 80100
T —— — | T — ! — V) —
da3sa dasa

oropbl  nepeHoca

Puc. 17. ba3oBeie BpeMEHHBIE KOMIIOHEHTBHI TPH X0Ab0€ ¢ OJHOBPEMEHHBIM
BBIITOJIHEHUEM Psijia POU3BOJIBHEBIX ABrkeHui (Ivanenko et al., 2005a).

«ITynbcupyrormas» nmpupoaa 0oJbleld yacTu MOTOpHOTO Bhixona (Puc. 14,
16, 17) HaxoauTCs B COIJIaCMU C HEJABHUMHU PAOOTaMU O «IIyJIbCUPYIOIIHX)
0a30BBIX DJIEMEHTAX B CIIMHAIBHBIX HEMPOHHBIX CTPYKTypax >kuBOTHBIX (Giszter
et al., 2007). Bonee Toro, OBLIO YCTAHOBJICHO, YTO ITSITh 0A30BBIX BPEMEHHBIX

KOMIIOHEHT OBbUIM OYEeHb CXOXHMH IpPH XOAbOE C Pa3sHOW CKOPOCTBIO U TPHU
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pasrpyske Beca Tena (Puc. 14b), a Taxke B apyrux ycioBusx (xoapbe Hazan).
[Tpn HU3KMX ckopocTsix (1 KM/4) M BBICOKMX YPOBHSX pasrpy3ku (>75%)
HaOJIOAJIOCh HEKOTOpasi BapUaOENbHOCTh 0a30BbIX KOMIIOHEHT, BEPOSATHO,
BCJICJICTBHE HU3KOW aKTMBHOCTH HEKOTOPBIX MBIIIIL B 3TUX ycioBusax (den Otter
et al., 2004; Ivanenko et al., 2004b, 2006a). Oxgnako, B meIOM pE3yJIbTAaThl
MOKa3aJId CXOXYI0 IOCJEI0BATENbHOCTh IMSITH OCHOBHBIX NMHKOB AKTUBHOCTH,
MPUBS3aHHBIM TI0 BPEMEHU K OCHOBHBIM COOBITHSIM JIOKOMOTOPHOTO ITHKJIA.
bonee Toro, naBe wuncwiarepaibHble KOMIOHEHTHI (3-1 u 5-1, Puc. 14)
COBNAJAIOT C JABYMsS KOHTpajaTepallbHbIMU KOMIIOHEHTaMH (T.€. SIBISIOTCS
CABUHYTHIMH Ha MOJIIHMKJIA KOMIIOHEHTaMu | u 3), BEpOATHO, B pe3yJbTare
CHHXPOHHOM pabOThI MBIIII] Ha JICBOM M MPaBOM CTOPOHE Tejia. DTa BpeMEHHas
KapTUHA MOXET OBITh pe3yJbTaTOM KaK PUTMHUYECKOM  aKTHBHOCTH
IIEHTPAIBHBIX TEHEPATOPOB IIIaraHus, TaKk M €€ MOAYJSIUUA CEHCOPHBIMH

BXOJIaMH.



53

I'maBa 4
IIpocTpaHCcTBEHHO-BPEMEHHANl CTPYKTYPA AKTHUBAIIUM MOTOHE POHHBIX

MyJioB

4.1 Hpocmpancmeenno-epemeHHaﬂ opeaHusayus akmueHocmu

MOMOH@ﬁpOHO@ CNUHHO2O0 M0O32d npu pasHvlx NOX0O0Kax

JIist XxapakTEepUCTUKKM MOTOPHOTO BbIXOJa ObUT Takke pa3paboTaH HOBBIN
METOJI HCCJEIOBaHUA MPOCTPAHCTBEHHO-BPEMEHHOW CTPYKTYPbl aKTHUBALIMU
MOTOHEUPOHHBIX IIYJIOB CHUHHOTO MO3la YEJIOBEKa, 3aKIIOYAOIINANCS B
MpOEKTUpPOBaHMKM OMI' aKTHUBHOCTM Ha COOTBETCTBYIOIIUE MOTOHEHPOHBI
(lvanenko et al., 2006a). AkTHBaIOHHBIC KapThl MOTOHECHPOHOB OTPAXKAIOT
COCTOSIHME BBIXOJ]a CIHMHAJIBHBIX T€HEPATOPOB MIAraHus, KOTOPBIA BKIIIOYAET
pa3zHO00pa3Hble UHTEPHEUPOHHBIE LM U UX CEHCOPHYIO MOJYJISALIMIO, a TAKKe
MOJYJIUPYIOIIME BIMAHUA CYNPAcCHUHAIBHBIX CTPYKTYp (Hampumep, CTBOJA
MO3Ta).

Hecmotps Ha KOHTEKCT-3aBUCUMBIN XapakTep AKTUBHOCTH
WHAMBUAYAIbHBIX MBI B Pa3HBIX JIOKOMOTOPHBIX 3ajadax, CIHUHAJIbHbIE
KapThl aKTUBAIIMA OTPAXKAIOT CYIIECTBEHHBIC YEPThI PalOOThl CIHHAIBHBIX
MOTOHEHPOHHBIX CTPYKTyp. KapThl oxBaTbIBaloT crumHaibHble ypoBHH (C2-S2,
COOTBETCTBYIOILIME YPOBHSM MHHEPBALIMM PETHCTPUPYEMbIX MbIIIL. B ob6miem,
KaXKasi MBIIIIA WHHEPBUPYETCS HECKOJbKUMHU cermeHTamu (Sharrard, 1964;
Kendall et al., 2005), u kaxaplii CErMEHT WHHEPBUPYET HECKOJbKO MBIIIIL (B
KauectBe mnpumepa, Ha Puc. 18A o0003HaueHBI MBILIIB, HHHEPBUPYEMBIE

cermeHTamu S1 u L3).
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MUK aKTUBHOCTH

Puc. 18. Meton mpocTpaHCTBEHHO-BPEMEHHOW AKTHBAIMM MOTOHEHPOHOB CITMHHOTO
MO3Ta 4YeJoBeKa Mnpu xoap0e u oere (7 km/4). MOKHO BHIETD, UTO MATH 0a30BBIX BPEMEHHBIX
KOMITOHEHT, MOJIYYCHHBIX C TIOMOIIBI0 CTATHCTUYECKOTO aHAIM3a TJIaBHBIX KOMIIOHEHT (CM.
Puc 14), coOoTBETCTBYIOT MSATH OCHOBHBIM «odaram» Jokanu3zanuu MH aktuBHOCTH B
JokoMoTOpHOM Tiukie. [lpu Oere omHa W3 KOMIIOHEHT (KOMI 2) CIBHHYTa BIEBO K Haday
(a3bl OMOPEI.

Puc. 18 unnroctpupyer KapTUHBI aKTUBALMM MOTOHEHPOHOB MPH XOAK0E U
oere, MOJYYEHHBIM W3 YCPEIHEHHBIX (TI0O UCHBITYEMBIM) 3JIEKTPOMHOIPAMM.
WuauBuyalibHble CIUHAIBHBIE KapThl aKTUBALUMU ObUIM OYEHb CXOJHBIMHU C

yCpEIHEHHBIMU KapTaMH, OCOOEHHO MPHU BBICOKUX CKOPOCTIX X0ap05!1 (Puc. 19).
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HexoTopas BapnabenbHOCTh IPU MajbIX CKOpOCTsX (1-2 km/4) OblIa CBsi3aHa C
OYCHb MaJIOM AKTUBHOCTHIO HEKOTOPHIX MBI (HampUMep, YeThIPEXTIaBOM

MBIIIIIBI O€/ipa) Y HEKOTOPHIX UCTIBITYEMBIX.

1 2 3 5 7
CKOPOCTb X04b0bl, KM/Y

Puc 19. BapuaGenbHOCTh CIMHAIBHOTO MOTOPHOTO BBIXOAA MEXIY HCIBITYEMBIMHU.
[Tokazanbl KOAQPHUIMEHTH KOPPEISIUH MEKAY WHAWBUIYATbHBIMH M YCPEOHEHHBIMU (IO
UCTIBITYEMBIM) BPEMEHHBIMH H3MEHEHUSIMH MOTOPHOTO BBIXOJla CETMEHTOB CITHHHOTO MO3Ta
MPU Pa3HBIX CKOpoCTsAX xoapObl (1 - 7 kM/4). Jlns kaxmoil ckopocTH X0apObl, CHavasa
BBIYUCIIJINCH KOPPCIALUMA IO KaXKAOMY CIHHHAJIIBHOMY CCTMCHTY M 3aTEM YCPCIAHAIUCH
(lvanenko et al., 2006a).

Tabnuna 6. BapnabenbHOCTh CHMHAIBHOTO MOTOPHOTO BBIXOJa OT LIUKJIA K
UKIy  (Kod(PUIMEHTH  KOppEesSIMA  MEXIY
YCPEIHEHHBIMU IlIaraMu), PEKOHCTPYHpoBaHHOTO no OMI akTuBHOCTH 26
mbii Hor (La Scaleia et al., 2014a).

HHIWBUAYaJIbHBIMHA u

CErMEHT Xxozap0a Bmepen  xoap0a Hazan X0160a Ha x0/1b0a BBEpPX 11O
IIBITTOYKAX HAaKJIOHHOMU ITJIOCKOCTHU
L2 0.90 £0.05 0.85+0.02 0.86 £ 0.06 0.94£0.04
L3 0.90 £0.05 0.83+£0.02 0.87 £0.06 0.94+0.04
L4 0.93+£0.01 0.79+£0.03 0.89 £0.02 0.93+£0.03
L5 0.87 £0.05 0.72+£0.04 0.89£0.01 0.88 £0.04
S1 0.91+£0.02 0.84 £0.03 0.93+£0.01 0.92+£0.01
S2 0.94 £0.02 0.85+£0.06 0.93+£0.01 0.92 £0.02
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Tabmuma 7. KoadduuueHTsl KOppeIAlUud  MEXAY BPEMEHHBIMU
U3MEHEHUSIMU ~ MOTOPHOTO  BBIXOJJa ~ CETMEHTOB  CIMHHOTO  MO3Ta,
pPEKOHCTpyHpoBaHHOTO 1O OMI' akTHUBHOCTH Bcex 26 perucTpupoBaHHBIX
MBI HOT U TOJIbKO €€ yactu — 20 Mmbim (repBasi KOJIOHKA) U 12 MbIIIl
(BTopas xoyonka) (La Scaleia et al., 2014a).

CErMEHT XOap0a Bmepen  XxoanOa Hazaj X0160a Ha x0/160a BBEPX 1O
ObITTIOYKax HAKJIOHHOMU IIJIOCKOCTHU
20 mpimn 12 meimnny 20 mermn 12 mpimnng 20 Meimng 12 MBI 20 MBIIIIIL 12 MBIIIIT
L2 1.00 0.94 1.00 0.97 1.00 0.91 1.00 0.98
L3 1.00 0.94 1.00 0.96 1.00 0.86 1.00 0.98
L4 0.99 0.92 0.99 0.93 0.99 0.91 0.99 0.94
LS 0.92 0.74 0.97 0.90 0.99 0.83 0.95 0.74
S1 0.96 0.92 0.99 0.98 0.99 0.95 0.99 0.99
S2 0.99 0.99 0.99 0.99 0.98 0.99 1.00 1.00

CnunansHbie  kaptel  (Puc. 18) sicHO  maka3plBalOT  HalMyue
POCTPAHCTBEHHO-BPEMEHHBIX «0YaroB» aKTHUBAIMM MOTOHEHPOHHBIX ITYyJIOB.
bonee Toro, kak yxxe ynomuHajaoch Bbiie (I'1aBa 1), KapThl akTUBAIIMM ObLIH
OOBIYHO CXOKMMHU U COJICPIKAIH MPAKTUYECKH OJMHAKOBBIE OCHOBHBIE «OYarh»
JIOKaIU3alliid MOTOHEUPOHHOW aKTUBHOCTH, €CIIM U3 aHalIu3a yJajisiach OJHa
VI HECKOJBKO MBIIII, BEPOATHO, BCIEACTBHE TOTO, YTO KaXKIBIA CErMEHT
WHHEPBUPYET MHOTO JPYTUX MBI XOTS HaOMoJanach TakKe HEKOTOpas
BapuabenbHOCTh DMI' aKTUBHOCTH y Ka)JI0T0 UCIBITYEMOr0 OT LIMKJIA K LUKITY,
KapTUHA aKTHBAIlMU CIWHAJIBHBIX CETMEHTOB ObLa CXOJHA B PA3HBIX ITUKIIAX
X0ABOBl € TIOCTOSIHHOM CKOpocThio. Tabmuma 6 u 7 OTpaxawT OJTy
BaprabeIbHOCTh CETMEHTHOTO CIIMHAJIBHOTO MOTOPHOTO BBIXOJA MEXIY
mukiamMu  mara (Tabmn. 6) W 4YyBCTBUTENBHOCTH METOJA K  YUCTY
peructpupyembix muorpamm (Tabi. 7) mpu pas3auyHbIX Moxoakax (4 km/4):
xoap0e Brepen, XxoabOe Haszad, XoAbOe Ha LBIMOYKaX M X0AbOe BBEpX IO

HakiaoHHoi tutockoctm (La Scaleia et al., 2014a). MoxHO BHAETH, 4YTO
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KO3 PUIIMEHTHI KOPPENSILIMK BO BCEX CIIy4asiX ObUIM JTIOBOJIBHO BBICOKUMH (B
cpennem — 0.97, auamazon: 0.72 — 1.00).

Haubonee oueBUIHON XapaKTEpUCTUKOW KapT aKTHUBALIMM TPHU XOAh0€e U
Oere SIBISIETCA «IYJBCUPYIOIIAsH MPUPOAA CIHMHAIBHOIO MOTOPHOTO BBIXOAA
(Puc. 18, 20), pactpeneneHHas cpeyd HECKOIBKHX CETMEHTOB CIIMHHOTO MO3Ta
U COOTBETCTBYIOIIAs 1O BpEMEHU Oa30BbIM BPEMEHHBIM KOMIIOHEHTaM,
MOJIYYCHHBIM TIPH aHAIHM3E TIIaBHBIX KOMIIOHEHT. [Ipu Gere omHa M3 KOMIOHEHT
(KoMIT 2) CIBUHYTA BJIEBO, OCTaJbHbIE YEThIPE MUK aKTUBHOCTHU (komm 1, 3,4 u
5) coBmanalT MO BPEMEHH C TEMH, TOJYYEHHBIMU NPHU XOJb0E C TOU XKe
ckopocthio (Puc. 18). OgHako, Tak ke, Kak W MPU XOAhOE, TBE KOMIIOHEHTHI
(xomn 3 u 4) CABUHYTHI POBHO Ha MOJIUKJIA MO OTHOUIEHUIO K JIBYM JAPYTUM
KoMrioHeHTaM (koM 1 u 2), oTpaxkas, TakuM o00pa3oM, IBYCTOPOHHIOKO

CUHXPOHM3AIMIO padO0ThI MBIIIII JIEBOW U MPaBOM YacTel Tena.

Puc. 20. IIpoctpaHcTBEHHO-BpEMEHHAsl aKTHBAI[Msl MOTOHEHPOHOB CIMHHOTO MO3Ta
YeJI0BeKa IMPH X0b0€ U 0ere ¢ pa3HOM CKOPOCTBIO.
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Puc. 21. JIBycTOpOHHSSI CHHXPOHHU3AIUS 0a30BBIX KOMITOHEHT MBIIIEYHON aKTHBHOCTHU
npu xoas6e (A) u 6ere (b). CBepxy BHU3: CIIMHAIBHBIE KapThl aKTHBALIUU W30JIMPOBAHHBIX
0a30BbIX KOMIIOHEHT, allpOKCUMUPOBAHHBIX ['ayccoBOM (yHKIMEH U PEKOCTPYHPOBAHHBIE C
UCIIOJIb30BAaHUEM COOTBETCTBYIOIMX K03 duimentoB (cMm ¢opmyna 1), cxemaTHueckoe
IPEJCTBAJICHUE BPEMEHHON MOCJIEI0BAaTEILHOCTU «0a30BOM» aKTMBHOCTH MBILIL] MTPABON U
nesor Hor. Kak mpu xonp0e, Tak M mpu Oere, Beé KOMIOHEHTBI CIBHUHYTHI POBHO Ha
HOJIMKJIA TI0 OTHOLIEHUIO K JABYM JAPYrMM KommnoHeHTaM. O — Havano ¢a3bl omnopsl, I1 —
Havaio (a3sl epeHoca.
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Puc. 22. IIpocTpaHCTBEHHO-BpEMEHHAsl AaKTUBAIMsI MOTOHEHPOHOB CIHMHHOTO MO3ra
YeJloBeKa M COOTBETCTBYIOIIUE YCPEAHEHHBIE (0 HCHBITYeMbIM, N=10) MUOrpaMMbl IMpH
xonap0e, Oere, 6ere BIpUNIpeDKKY (A, 7 kM/4) u xonp0e Hazan (b, 5 km/4). Bepxuuii pucyHoK
Ha MaHean A cXeMaTuyeckd H300pakaeT [BH)KEHHE IIEHTpa Macc Tela I JIaHHBIX
newkenuit (Minetti, 1998). Jlnst Oera BOPHUOPHDKKY XapakTepHa CYIEPIIO3HIMS OCHOBHBIX
NUKOB aKTUBAllMM KakK XOJpObl, Tak M Oera (MOKa3aHbl BEPTUKAIBHBIMH ITYHKTUPHBIMU
muausmu, A) (Ivanenko et al., 2008a). I1sTe 6a30BbIX KOMITOHEHT (OOBSICHSIONIUE IPUMEPHO
90% Bapuaru BCeil MBIIIICUHON aKTUBHOCTH), CXOJIHBIE 0 BPEMEHH ¢ X0,1b00i1 Brepen (Puc.
18A), Takxe WILTIOCTPUPOBAHBI AJist X0Ab0bI Hazax (b).

Ha Puc. 20 moxaszanpl mpOCTPaHCTBEHHO BPEMEHHBIE KapThl aKTUBAITUU
MOTOHEHPOHOB TpPH XOJb0e U Oere ¢ pa3HOM CKOPOCThIO. MHTEHCHBHOCTH

AKTUBAIlUK TII0OYTHU KaXXAO0I0 CIIMHAJIBHOIO CCrMCHTA YBCIMYUBACTCA CO
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CKOpPOCTBbIO, B TO BpeMsl Kak 0a3oBasi BpEMEHHas CTPYKTypa OCTaeTcs
OTHOCHUTEJIbHO MHBapuaHTHOW. TeM He MeHee, MOXXHO BHJETh CYIIECTBEHHbIE
paznuuusi npu xonpde u Oere. Kpome yxe ymoMmsiHyToro ciasura 2-il
KOMITOHEHTHI B CAKPAJIbHBIX CErMEHTAaX CIIMHHOTO MO3ra BJIEBO, OET OTINYAeTCs
OT X0AbOBI BDEMEHHBIM PaCIpeICIICHUEM aKTUBHOCTH IIEHHBIX cerMeHToB (Puc.
21) BCeACTBUE PA3IMYHOTO JBUKCHUS PYK MPHU 3TUX JIBYX OCHOBHBIX (opmax
JOKOMOIMK Yy 4enoBeka. [Ipum xoap0e, aKTUBHOCTH IIEHHBIX CErMEHTOB
COOTBETCTBYET KOMIIOHEHTaM 2 U 5, a nipu Oere - KoMroHeHTam 1 u 3.

Puc. 22 oTpaxkaeT «ImyJabCUPYIOIINI» XapaKTep MBIINICYHON aKTUBHOCTH U
npu Apyrux (Gopmax ABIKEHHUS, a UMEHHO, Mpu Oere BIPUIPBDKKY U XOJAbOE
Ha3a/l.

Jlannwsie, mpencraBiennpie Ha Puc. 20, 21 wu 22, momydeHsl
UCIIOJIb30BaHWEM  HeHopMain3oBaHHOM  OMI'  aktuBHOcTH.  Ilo3Tomy
MOJIy4YeHHbIE MHTEHCUBHOCTH OTPa)KalOT B KaKOM-TO MEpe CyMMapHOE YHCIIO
AKTUBUPOBAHHBIX MOTOHEHPOHOB KaXKIOM MBIIIIBI M YacTOThl HMX pa3psfa.
NHTEepecHO OTMETHUTh, YTO YPOBHM AKTHBAIMHM OTHOCHUTEIIBHO YMEPEHHBIE MpPU
X0JIb0€ CO CKOPOCTBIO BILIOTH 10 7 KM/4 ¥ 3aMETHO BO3PACTAIOT MIPU CKOPOCTHU 9
KM/4, nake 1o cpaBHeHHto ¢ Oerom (Puc. 20). Bonee nerampHas kapTuHa
aKTHUBAIIMM TOSICHUYHO-KPECTIIOBOIO OT/eNa CIMHHOTO MO3ra pacCMOTpeHa

HMXC.

4.2 OueHKa UHMmMeHcusHocmu akmueayuu MOmOHelZPOHOG NOACHUYHO-

Kpecmyoeoco omoena CNUHHO20 M032d

UTo0Bl OXapakTEepU30BaTh OTHOCHTEJIBbHYI) WHTEHCHBHOCTHh aKTHUBallUU
MOTOHEUPOHOB B pa3iUuHbIe (a3bl JOKOMOTOPHOIO IIMKIIA, aKTUBHOCTh B (pa3y
OMOpHl M TEpeHOca OILIEHUBAJACh pa3ieibHO. AHanmu3 (QOKycHpoBajcs Ha

MNOACHUYHO-KPECTIOBOM CINICTCHHMHM, T.K. OHO COICPIKHT MOTOHeﬁpOHBI BCEX
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MBIIII] HOT. MOTOHEHPOHBI Pa3IMUHbIX MBIIII YIOPSA0YCHBI B TaK Ha3bIBACMBIE
mMotopHbie kKooHnku (Sharrard, 1955) (Puc. 23A). Xots kiaccuuKaIus MBbIIIIII,
aKTUBHBIX B (ha3y mepeHoca W Omopsl, sicHa B OoybimmHCTBe citydaeB (Winter,
1991), HekoTopas HEOMNPEICIIEHHOCTh BCE e cyiiecTByeT. Hampumep, m.
gluteus maximus npu 6ere UMeeT JIBa YETKUX MHKa, OJAUH B Hayase (a3bl OMOpPbI
(kak W mpu x0/ab0€), a Apyro B Hauajne (a3bl mepeHoca. Takke HEKOTOphIC
MBILIIBI (pa3bl OMOPHI HAUMHAIOT AKTUBUPOBATHCS €l1le B KOHIIE (ha3bl epeHoca,
a HEKOTOpble MBIIIEI (a3pl MEpeHOCa HAYMHAIOT WU 3aKaHYMBAIOT CBOIO
aKTUBHOCTh B (ha3y omopel. TeM He MeHee, OIS HWUIIOCTPAlldd MOTOPHBIC
KOJIOHKH, KOTOpBhIE€ HMEIOT OCHOBHYIO AaKTHBHOCTh B (hazy omopbl U ¢azy
nepeHoca, Mmoka3zanbl cxemMaTudHo Ha Puc. 23A kpacHbIM 11BeToM. B 001iem,
MOTOPHBIE KOJIOHKH (PJIIEKCOPHBIX MBIIIIL PACIIOJIOXKEHBI 0OoJiee MeIUaabHO U
KayJanbHO, 4eM y SKcTeH3opHbix Mbi (Sharrard, 1955). CooTBeTCTBEHHO,
eCTh TEHJEHIUS Oojee MeauaabHOW aKTHBAIlMM MOTOHEUPOHOB B a3y
nepeHoca (Puc. 23A). U3 stoii cxematnunoit kaptussl (Puc. 23A) oueBunHo,
YTO KaKIbIA TIOMOOCaKpaIbHBI CErMEHT aKTHBUPYETCS KakK B )a3y OMOpHI, TaK
U B a3y mepeHoca. DTH pe3yabTaThl MOIIEPKUBAIOT UACK O TOM, uTo (paza
nepeHoca He SIBISETCS] YHCTO MAcCHUBHOM, a TpedyeT AHEpreTHYeCKHX 3aTpaT
(Marsh et al., 2004).

Puc. 23b,B mnokasbiBaeT cpenHue YpOBHU AaKTHUBAIMd MOTOHEHpPOHOB
JOMOOCaKpaIbHOTO YTOJIIEHUSI CIIMHHOIO MO3ra NpH Xo/bp0e 1 Oere ¢ pazHoi
ckopocThio. CpenHuil ypoBEeHb aKTUBHOCTH MOXKET pPacCMaTpUBATHCA TOJBKO
KaK KayeCTBEHHbIN MOKa3aTelb IPU €ro UCIOJIb30BaHUHU B KaueCTBE MOKa3aTess
SHEPreTHUUECKUX 3aTpaT (T.K. DHEPreTUUYECKUE 3aTpaThl MBI OMpPEaesSIOTCS
TaK)Ke CKOPOCThIO yKOpoueHusi). Tem He MeHee, OH KaUeCTBEHHO COOTBETCTBYET
HEJaBHUM JIaHHBIM, I[IOJIYYEHHBIM C TIOMOIIBIO OLEHKM HWHTEHCUBHOCTHU
KpPOBOTOKa pa3HbIXx MbImI y >kuBoTHbIX (Marsh et al., 2004). B uenom,
pacrnpeneneHie aKTHBHOCTM MOTOHEMpPOHOB B a3y Omopbl M IepeHoca

OTHOCHUTCIIbHO HE3aBUCHUT OT CKOPOCTH, KaK IIPpH XOIIB6C, TaK W IIpH Oere.
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EavHCTBEHHOE pa3nuyMe COCTOSUIO B OTHOCHUTEIIBHO MEHBIIEM YPOBHE
aKTUBHOCTA MOTOHEUPOHOB Mpu Oere B (azy meperoca. YacTUIHO ATO CBSI3aHO

¢ 6oJee KOPOTKON MPOJIOJKUTEILHOCTBIO (ha3bl OTIOPHI.
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nepexon,

Puc. 23. Cpegnme ypoBHM aKTHBAIlMM MOTOHEHPOHOB TMOSICHUYHO-KPECTIIOBOTO
YTOJIICHUSI CIMHHOTO MO3Ta IIpU X0/160¢e U Oere.

CroHTaHHBIM mepexoJ OT XOoAsObl K Oery u o00paTHO y YeloBeKa

IPOUCXOUT TMPHU CKOPOCTH mpumMepHo 7 km/4. Ilpu 3TOM y 4enmoBeka ecTb
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YHHUKAJIbHASI BO3MOXKHOCTD UCCIIEIOBATH OCOOCHHOCTH M OTKJIOHEHUSI MOTOPHBIX
MAaTTEPHOB MPH HEMPEIMOYTHTEIBHBIX CKOPOCTAX JIOKOMOIMH (T.€. TIpU Oere C
MaJiIol CKOPOCTBIO U X0J1b0€ C OOJBIION CKOPOCTHIO), UTO OBUIO OBl OYEHB
TPYAHO OCYIIECTBUTh HA JKUBOTHBIX. XOAbOA TPH BBICOKHMX CKOPOCTAX
XapaKTepPU30BaIach PE3KUM YBEIMYECHUEM CYMMapHOW aKTUBHOCTH Kak B (pa3y
omnopsl, Tak U B (pa3zy nepeHoca (Puc. 23b), a Takke 1Mo cpaBHEHHUIO ¢ Oerom
(Puc. 23B). B cBoro ouepenp Oer ¢ MajabiMu CKOPOCTSIMHU (5 KM/4) TpebGoBa
TaK)Ke 3HAYUTEIBHO OOJBIICH aKTHUBAIIMK MOTOHEHPOHOB, Ye€M X0p0a C TOU ke
ckopocThlo. TakuMm o0OpazoMm, oOHMiI ypOBEHb AKTHUBALMK XapaKTepU3YET

ONTHUMAJIbHYIO CKOPOCTh IIEPEX0/1a OT XOABOBI K Oery (~7 Km/4).

niombBocakpansHoe yrornweHue
xoneba

A HeHOPMANMIcBAHHIH HopManuaoBaHHbIR
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Puc. 24. IlpocTpaHCTBEHHO-BpEMEHHAss AaKTHUBAIUsl MOTOHEHPOHOB TOSCHHUYHO-
KPECTIIOBOTO OT/EJa CIUHHOT'O MO3Ta IPH X0b0€ C pa3HON CKOPOCTHIO.
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Kpome pes3koro yBenuueHuss CyMMapHOW aKTUBHOCTH, XOAh0a U Oer mpu
HEONTUMAJBHBIX CKOPOCTSX XapaKTepU30Balach APYTMMH OTIMYUTEIbHBIMU
ocoOeHHOCTSIMU. Puc. 24 wWUIIOCTpUPYET 3aBUCHUMOE OT  CKOPOCTH
pacmnpeneneHne akTUBHOCTH 0a30BOM KOMITOHEHTHI 2 mpu Xop0e. Kak mpasuiio,
Ta KOMIIOHEHTa AacCOIMUPYETCs MNpu HOpMaibHOM xoas0e (1-7 kM/4) c
aKTUBAIIMEH  CaKpaJIbHBIX  CETMEHTOB, COOTBETCTBYIOIICH  aKTHUBAIMH
JTUCTalbHBIX pasruOateneit (Hampumep, SOL, LG, MG) Bo BTOpOi#l mOJIOBUHE
da3el omopbl. OgHAKO TPH OYEHBH BBICOKHX CKOPOCTIX XO0AbOBI (9 Km/4)
HaOMroaiach 4eTKas aKTUBAIMS JIIOMOApHBIX CErMEHTOB  (BCJIEICTBHE
«aTUMUYHOTO» THMKa akTUBHOCTM MHoTMX Mbimn Oenpa, RF, SART, TFL,
Gmed; VL, VM, Puc. 24b). ber mpu Maybix cKopocTsx (5 Km/4) Takxke
OTIIMYAJICS OT OONBIIUX CKOPOCTEH OTHOCUTENBHO Oojiee IIUTEIHHOU
aKTUBAaIlMEll cakpalbHBIX CETMEHTOB B (pa3y omopsl. BeaencrTBue 3Toro, Xots B
IIEJIOM YPOBEHb AaKTHUBAIIMM MOTOHEHPOHOB BCETO MOSCHHUYHO-KPECTIIOBOTO
oTzena U JOMOApHBIX CETMEHTOB MOHOTOHHO YMEHBIIAJICS C YMEHbIIEHUEM
CKOpocTH ©Oera, aKTUBHOCTh CaKpaJlbHBIX CErMEHTOB JaXe  Clerka
YBEIMYHUBAIACH MIPU CKOPOCTH S5 KM/U.

brina oxapakTepu3oBaHa TaKKe KapTHHA aKTUBALMM JIFOMOOCAKPAIBLHOTO
oT/eNia CIIUHHOTO MO3Ta Yy 3J0POBBIX JIOACH MPH Pa3IWYHBIX JTOKOMOTOPHBIX
yCIOBUSX (XOAp0€ Hazaj, X0Jipb0e Ha MecTe, X0/p0e ¢ YaCTUYHON pa3rpy3Koi
Beca Tena U jp.). CTOUT OTMETUTh, YTO HOra 4YeloBeKa coaepx uT Ooisee 50
MBIIIII, KOTOPBIC BBIMOIHSIOT CIHCIUPUICCKYI0 (DYHKIMIO, U WX AKTHBHOCTH
3aBUCUT OT KOHKPETHBIX YCJOBUM xo0nbObl. Hampumep, naxe mnpu Xoab0e
BIIEPEJ] MBIIIIBI CTOMBI AKTHBUPYIOTCS HE CHUHXPOHHO C HMKPOHOKHOWU WIIH
KaMOaJTOBUIHOM MBIIIIIEH TOJICHH, a CKOPEEe MOCIEI0BATEILHO B COOTBETCTBHE C

«IrepeKaToM» CToIbl B pa3y omnopsl (Puc. 25).
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Puc. 25. DMI' akTUBHOCTb MBIIII CTOMBI U TOJEHOCTOITHOTO CyCTaBa MpU XOAbOe,

ycpenneHHast mo ucnsityembiM (Zelik et al., 2014b).

AKTHBaLMs MOTOHEHPOHOB COMHHOTO MO3ra XapakTepU3yeTcsi OCHOBHBIMU

0a30BBIMM KOMIIOHEHTaMU WM TMkamMu akTuBHOCTH (Puc. 18, 20, 22), Tem He

MCHCC [OBC H3 OJOTHX KOMIIOHCHT ABJIAIOTCA HauboJee BBIPA)KCHHBIMU U

COOTBETCTBYIOT Hauyaly U KOHIy (a3l

ONOpbI, COOTBETCTBEHHO. MHX

OTHOCHUTCJIBbHAsA AKTHBHOCTb MOXCT MCHATHBCA B 3aBUCHMMOCTH OT IIOXOIKH,

INIOCKOJIbKY HWHTCHCHBHOCTDH

MBIILICYHON AaKTUBHOCTU TakKXe MEHSICTCS B

3aBUCUMOCTH OT M3MEHEHHS Harpy3kd HOTM B COOTBETCTBYouIyto ¢azy (Puc.

26).



66

x0/1p0a Brepesn xoap0a Ha3an X0Ap0a «Ha IBITOYKAX» x0/160a BBEpX

uv (110 HAKJIOHHQ}T TOBEPXHOCTH)
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Puc. 26. Ycpennénnpie MUOTpaMMBI MBI MPABOM HOTH IIPH XO60€ BIIEpe1, Ha3ad, Ha
I[BIITOYKAX U BBEPX 10 HAKIIOHHOM IIOCKOCTH cO ckopocThio 4 kM/u (La Scaleia et al., 2014a).
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Puc. 26 wu 27 WUIIOCTPUPYIOT YCPEIHEHHBIE MHOTPAMMBI H
COOTBETCTBYIOIIIMM MOTOPHBIM BBIXOJ MOTOHEHPOHOB CIIMHHOTO MO3ra MHpH
Xx0J1b0€ BIIepe], XoaAp0e Ha3a, Ha I[IOYKAX U BBEPX 10 HArJIOHHOM TMJIOCKOCTH.
Motopnblii Beixod Ha Puc. 27A He criaxeH, kak Ha Puc. 18, a mpejcraBiieH B
BUJIC IIECTU AUCKPETHBIX cermeHToB (S2, S1, L5, L4, L3, L2) u HopmupoBaH Ha
CpeaHee KOJUYECTBO MOTOHEHPOHOB YesoBeKka B cooTBeTcTBHE ¢ Tadumi. 3. Tem
He MeHee (kak u Ha Puc. 18 A) MOKXHO BUACTH JBa HanOoJIee BRIPAKCHHBIX MTHKA
aKTUBHOCTH MOTOHEHPOHOB B Hauajie U KOHIIE (a3bl OMOPHI.

Xo1b0a BBepx
(o HAKJIOHHO}i TOBEPXHOCTH)
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Puc. 27. IIpocTpaHCTBEHHO-BPEMEHHAsl aKTUBAIU MOTOHEHPOHOB IMOSCHUYHO-
KPECTIIOBOTO OTJAeNla CIMHHOTO Mo3ra (A), cpeanwii ypoBeHb ee uHTeHCUBHOCTH (B) u
WHTEHCUBHOCTH JIByX OCHOBHBIX MTUKOB aKTUBHOCTU B Hauyayie U KoHIile ¢asbl onopsl (B) mpu
X070 BIlepe]], Ha3ajl, Ha IBIMOYKaX M BBEpX MO HakIoHHOW miockoctu (La Scaleia et al.,
2014a). IHTeHCHMBHOCTh aKTUBHOCTH HOPMHUPOBaHA Ha CPEHEE KOJIMYECTBO MOTOHEHPOHOB B
CIIUHHOM Mo3re venoBeka (Tabm. 3).
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HekoTopbie M3 MOBEPXHOCTHBIX M 0OoJiee TIIyOOKUX MBIII HOTH HMEIOT
JOCTATOYHO CIIOKHYIO apXUTEKTYPy, M HEIb3s HCKJIIOUYUTh BO3MOYKHOCTH
sylekTprudeckoro BlaumoBimsHus (‘crosstalk’) or apyrux coceaHMX MBIIII IPU
samucu OMI aktuBHOCTH (Hampumep, M. iliopsoas, peroneus, ADDL, TFL, a
makoice mbluiybl cmonst). TeM He MEHee, PETUCTPUPYEMbIE IIEKTPOMUOTPAMMBI
B IIEJIOM COOTBETCTBOBAJIM 3aIlUCSM, MOJYYCHHBIM B JIPYTHX JIa0OpaTOpHsX, C
MIOMOIIBIO BHYTPUMBIIIIEUHBIX 3JICKTPOIOB HIIH C MTOMOIIBIO OMOMEXaHHYECKOTO
MOJICJMPOBaHUs aKTUBHOCTH 3THX MbI npu xoas0e (Winter, 1991; Zajac et
al., 2003; Neptune et al., 2009; McGowan et al., 2010). Tem He MEHEE CTOUT
OTMETHTh, YTO MOXHO HaOJI0JaTh W HEKOTOPYIO BapuabeabHOCTh OMI
AKTUBHOCTH y Pa3HBIX UCIBITYEMBIX, BEPOSATHO, BCICACTBHE MOP(OIOTHUECKUX
OTJAMYUA B COCTaBE M MAaCCe MBIIMICYHBIX BOJOKOH W/WIH HEKOTOPHIX
UHINBUIYATbHBIX OTIIMYUI B KHHEMATHKE CaMOM MOXO/IKH.

[lpy MCHOJB30BAHUM BHYTPHUMBIIICYHOTO OTBeAcHUs OMI' akTHBHOCTH,
KaK aKTUBAI[MOHHBIC KapThl, TAK U 0a30Bble BPEMEHHBbIC KOMIIOHEHTHI OBLIH
CXO)KMMH C TEMH, KOTOpble OBUIM TOJYYCHBI TIPU  PETUCTPAIMU
9JICKTPOMHOIpaMM TMOBepXHOCTHBIMU djiekTponamu (lvanenko et al., 2004b,
2006a). Kpome Toro, cyMMapHBIi MAaTTepH aKTUBHOCTH JIFOMOOCAKPaILHOTO
YTOJIIICHUST ObUT OYEHb CXOXKHMM, €CIM M3 aHalu3a yCTpaHsulach Jro0as u3
PETUCTPUPYEMBIX MBIIII] WA BKJIIOYAINCh B PACCMOTPEHHE MBIIIIIBI CTOIBI
(lvanenko et al.,, 2013b; La Scaleia et al.,, 2014a). [ToaTomy, XOTS HEIb3s
UCKJTFOUUTh KaKUX-TO KOJTMYCCTBEHHBIX OTKJIOHEHHH MPH BKJIFOUCHUH OOJIBIICTO
YKcia MBI B PACCMOTPEHHE, HHTEHCUBHOCTh M «IYJIbCHPYIOIIAs» MPUPOa
AKTUBHOCTH MOTOHCHPOHOB IMOATBEPXKIAIACH IMPHU HCIIOJIb30BAaHUH 3aITUCCH,
MOJYYCHHBIX Pa3IMYHBIMH PETUCTPUPYIOIMIMMUA CHCTEMaMH, B TOM YHCIIE
AHAJTM30M YCPEIHCHHBIX 3JICKTPOMHOIPAMM, OIyOJHMKOBAHHBIX B JIMTEPATypE
npyrumu aBropamu (Winter, 1991; Davis and Vaughan, 1993; Olree and
Vaughan, 1995).
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4.3 HpOCWlpaHCWl6€HHO'6p€M€HHClﬂ opearusayus dKmueHocmu

MOMOHEUPOHO8 Y UeN0BEKA U OPY2UX HCUBOMHBIX

CrerneHb, ¢ KOTOPO# MOJyYEeHHBIC JaHHbIE 00 MHTCHCUBHOCTH M MATTEPHE
AKTHBHOCTU MOTOHEHPOHOB MOXHO MEPEHECTH Ha JAPYTHX JBYHOTUX KHBOTHBIX,
HEHM3BECTHA, TEM HE MEHEe, CYIIECTBEHHAs 4aCTh aKTHBHOCTH MOTOHEHPOHOB B
¢azy nepenoca (Puc. 23) cOOTBETCTBYeT AaHHBIM, MOIYYSHHBIM IPU XOJb0E U
oere nurr (Marsh et al., 2004). KpomMe ucciemoBaHusi KpOBOTOKA, 3TH aBTOPHI
TAK)Ke PErMCTPUPOBAIN U HWILTIOCTPpUpOBaTH DMI' aKTHBHOCTH MHOTHX MBIIIIII,
KOTOpasi Oblla OpraHW30BaHAa KAa4YeCTBEHHO B BHUJE 3aBUCSIICH OT (a3bl
«IyAbCHPYIOIIEH» aKkTUBHOCTH. OJHAKO, aHAJIW3 TJABHBIX KOMIIOHEHT U
PEKOHCTPYKIIUSI MOTOHEHPOHHOW AaKTHBHOCTH CIHMHHOTO MO3ra y JpPYyrux

ABYHOTI'MX JKMBOTHBIX ITOKa €IS HC IIPOBOAUIINCH.
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Puc. 28. IlpocTpaHCTBEHHO-BpEMEHHAsl aKTHBALMs JTIOMOOCAKPAIBHBIX CEIMEHTOB Yy
yenoBeka (A) u xomku (b) mpu xoapbe ¢ HOpManmbHOW ckOopocThio. O0e aKTHBAIIMOHHBIC
KapTUHBI MTOJIYYCHBI TIPU HUCIIOJIb30BAHUH BHYTPHUMBIIIEYHOTO OTBeAeHUS DMI' akTHBHOCTH.
JlanHble Ha KomIKe B3STHI M3 uTepaTypsl (Yakovenko et al., 2002).
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EnunHcTBEeHHO# paboTol, MOKa3bIBAOMIEH MPOCTPAHCTBEHHO-BPEMEHHYO
CTPYKTYPY aKTHUBAIMU JIOMOOCAKpaIbHBIX CETMEHTOB CIIMHHOTO MO3ra KOILIKH
npH HOpMaJlbHOH xo0mp0e, sBseTcs padora Yakovenko et al. (2002),
WCITOJIB3YIOIIAsl CXEMATUYHYI0 AaKTHUBAIMIO MBI 3aJHUX KOHEYHOCTEH W
U3BECTHBIE U3 JIMUTEPAaTypbl aHATOMHMYECKHE JI@HHbIE O JIOKAJU3alHUU
MotoHeipoHnoB »tux M (Vanderhorst and Holstege, 1997). Puc. 28
U300paKaeT CPaBHUTEIbHYIO KAPTHHY aKTUBAIMM MOTOHEMPOHOB 4YENOBEKA U
KOIIKA TPHU XOJb0E€ C HOPMAJIbHOM CKOPOCTHhIO. MOXXHO BHUIETh KaK CXOXKHE
(OCHWIUTUPYIOIIUNA XapaKTep), TaK U OTIIMYUTENbHBIC (pa3auyHasl JIOKAIU3alUs
Y YKCJI0O OCHOBHBIX MEPUOJIOB aKTUBHOCTH) YEPThl aKTUBALMK. Pa3nuuus Moryt
OOBSICHATBCS pa3HOW OMOMEXaHHWKOW JBYHOTOW M UYETBEPOHOTOM XOIbOBI,
HalpuMep, MEepeKaToOM CTOIbI MPH JABYHOTOM XOJh0€ M COOTBETCTBYIOIICH
pasHUIlEH B aKTUBHOCTH SKCTEH30PHBIX MbIII] B a3y omopbl (Puc. 28).
CuMmeTpun W OpraHW3allid MOTOPHOTO  BBIXOAA  YACHAETCS  TaKXKe
3HAUUTEIbHOE BHHUMAHHE C TEOPETUYECKON TOUKH 3pEHHUs, Hampumep, s
NPEICKa3aHusl apXUTEKTYpbhl pPabOThl HEWPOHHBIX IIETEH TPU  Pa3TMIHBIX
noxojakax (Golubitsky et al., 1999). [Tostomy mpeacTaBiisiio Obl 3HAUUTEIBHBIH
WHTEpEC MPUMEHEHUE pa3padOTaHHBIX METOJ/IOB aHAJIM3a TJIABHBIX KOMIIOHCHT M
PEKOHCTPYKITMM aKTUBHOCTH MOTOHEHPOHHBIX IIYJIOB K XapaKTEPUCTHKE

MOTOPHOTO BbIXOJIa Y IPYTUX )KUBOTHBIX.

4.4 Peopeanuzayus 10KOMOMOPHO20 8bIX00A 8 NPOYecce pa38umuisl

Manenbkre JeTH cpa3y I[OCi€ POXKIEHUS CIIOCOOHBI  BBIMOIHSTH
[IaraTeJbHbIE JBWKEHUS TMPU YCIOBHM, YTO MX TeJO TMOAJNEPKUBACTCA U
Harpy3ka Ha HOTU yMmeHblieHa (He Oonee ~30% Beca tenma, Puc. 29). Takoit

HIaraTesbHbI  «pedaekc» OObIYHO ucYe3aeT cmycTs 1-2 mecsma nocie
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POXKJIEHHUS M TOSIBIETCS BHOBb K 6-8 Mecsiy. B sTo BpeMs mnpoucxonsr

OoJbIlIMe U3MEHEHUS B BECE U MPOIOPLHUAX Tella peOeHKa.

Puc. 29. MnmocTpanus TOKOMOTOPHOTO IMKJIa Y HOBOPOXKIACHHOTO peOeHKa (Ha TpeThi
JieHb Tocie pokaeHus). CieBa HampaBo: Hayasio (a3bl ONOpbI IPaBOil HOTH, cepennHa (hazbl
OTIOpbI, KOHell (ha3bl OMOPEHI, cepearHa (a3bl epeHoca U KoHel| (Gas3bl mepeHoca.

Kak «nmpuMHTHBHBIE» NIaraTelIbHbIC TBUKCHHS Y HOBOPOXKICHHBIX JIETEH
HBOJIIOLIMOHUPYIOT MU TEPEXONAT B CIOXKHYIO XOABOY Yy B3pOCHBIX JHOJEH
ocraeTcs He coBceM SACHBIM. CyIeCTBYIOT pas3iIM4YHbIE TOYKM 3PEHHUS Ha
pa3BuTHE ABMraTelbHBIX (QyHKIHMI (cM 0030psl Thelen, 1995; Forssberg, 1999;
Yang and Gorassini, 2006): 1) cTepeOTHITHBIH XapaKTep MBIIICYHON aKTHBAIMH
C BO3pacTOM CKJIaJbIBACTCSl MyTEM IMOCTEIIEHHOTO ONTUMAJIbHOTO BBIOOpa W3
NEepBOHAYAILHO  OOJIBLIOTO  BapuabeNpbHOrO  pemepryapa  JABMXKCHHUH,
HaOII01aeMoro y MaJjeHbKHX JeTeil, 2) mnepBOHayalbHas NPUMUTHBHAS
aKTUBAIMS MCYE3aeT U MOCTENIEHHO 3aMEeHseTCs HOBOM, mpucymeil mis 6onee
CJIOKHBIX JBUKEHUN Yy B3pOCIbIX, U 3) NEPBOHAYAIBHBIN «IIPUMHUTUBHBIN
NaTTepPH MBIIICYHON AaKTMBHOCTH COXpPAHSETCS, HO COBEPLICHCTBYETCS U
JIOTIOJIHSAETCS HOBBIMU 3JI€MEHTaMU MO0 Mepe pa3BuTUs. COOTBETCTBEHHO, 3THU
TUMOTE3bl MPEANONaraloT pa3iudHbe MOAXOAbl K HHTEPIpETalMd Pa3BUTHUS

HEHPOHHBIX CTPYKTYP C BO3PACTOM.



72

Jlnst uccnenoBaHus 3TOM MpoOJeMbl W MOMNBITKM YCTAaHOBHUTH, Kakas W3
TUTIOTE3 SIBIISICTCS HambOosee MpaBIONOA00HON, MBI CPaBHUIM JIOKOMOTOPHBIN
BBIXOJI Y HOBOPOXXJCHHBIX AeTed (2-7 aHed OT pojay), JAeTed, HauWHAIOIIUX
JienaTh NepBble 1mary (B Bo3pacte ~1 roga), nerei JOMKOIbHOTO Bo3pacrta (2-4
rojla poKICHHs]) U B3POCIbIX. PEerucTpupoBai KUHEMATUKY XOABObBI, CHITY
peakiuu onopsl U ABYCTOpOHHIOI DOMI™ akTuBHOCTH 24 Mmbiiill HOT (12 MBI
JIeBOM 1 12 MBI MPaBO HOTH).

Puc 30A wuoCTpUpyeT YCpEOHEHHBbIE JJIEKTPOMUOTPAMMBI Y BCEX
YEThIPEX TPYII HCHIBITYEeMBbIX. Y HOBOPOXIEHHBIX 00mIas OMI akTUBHOCTH
MOJAYJIMPOBAJIACH B CPEAHEM CHHYCOUJIAJIbHO, MHOTHE Pa3ru0aTeIbHbIE MBILIIIbI
aKTUBUPOBAJUCH BMecTe B a3y ONOpHL, a crudareiabHble MBIIIB B a3y
nepeHoca. Jletw, TONBKO HayuMHAWOIIME XOauTh (B Bo3pacte ~1 ToMa),
JEMOHCTpUpOBaIM  0Oo0Jiee CIHOXKHBIA U BapuabenpHbld  mpoduins OMI
aKTUBHOCTH, CXOJHBIH BO MHOrOM ¢ TpodujieM y JOIIKOJBHBIX JACTEH W
B3POCJIBIX, XOTS CHHYCOWJAJIbHAs MOIYJSIMS MOTJa HAOIIOJaThCA y psaa
mermmg  (Puc. 30A). Hecmorpss He HekoTopylo BapuabeinbHOCTh OMI
aKTUBHOCTH Yy  MAQJICHBKMX  JI€Ted  BCIEJACTBHE  HEPETYJSIPHOCTH U
BapuaOEIbHOCTH KHHEMATUKH IIaroB, OOIINI XapaKTep MBIIICUHON aKTHBHOCTH
Yy HOBOPOXKJICHHBIX UMEJ BBIPAXKEHHYIO KOMIIOHEHTY B cepefinHe (a3bl ONOPhI U
OTCYTCTBHE PETYJISIPHOM aKTUBHOCTU B Hadasie ¢a3bl onopbl. COOTBETCTBEHHO,
aHaJIHU3 TJIABHBIX KOMITOHEHT JBYCTOPOHHEW MBIIIEYHOW aKTUBHOCTH 24 MBIIIII
MOKa3aj, 4To JBE NMepBOHAaYaIbHbIe 0a30BbIe KOMIIOHEHTHI Y HOBOPOXKIACHHBIX
COXPAHSIOTCS ¥ JIOMOJIHSIOTCS JBYMSI HOBBIMH KOMIIOHEHTaMH Yy JETeH,
HAYMHAIOIIUX [ejaTh mnepBbie HesaBucumble Imaru (Dominici et al., 2011). C
BO3PACTOM MBIIIEYHAs] aKTUBHOCTh CTAHOBUTCS BCE 0o0Jiee «IUCKPETHOI», C
MUKaMH aKTUBHOCTU B ompeseieHHbie (a3bl JIBIWKEHUA. Takum o0pa3om,

pe3ynbTaThl TOBOPSAT B MOJIb3Y TMIIOTE3bI 3 (CM. BBIILE).
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Puc. 30. YcpenneHHass akTUBHOCTh MBI HOT (A) W TPOCTPAHCTBEHHO-BPEMEHHAs

aKTUBAIMs JTIOMOOCaKpalbHBIX cerMeHTOB (b) y HOBOpOXIeHHBIX (2-7 OH.), A€TeH, TOJIBKO
HAaYMHAIOMUX XOAUTh (~1 TOMI), meTel JOMIKOJIBLHOTO Bo3pacta (2-4 T.) W B3POCIHBIX.
3akpamieHHast 001acTh Ha MaHEIH A MPEACTAaBISACT yCPEAHEHHbIE MHOTPAMMBI, a CIUIOIIHBIC
JMHUH — MHOTPaMMBI, PEKOHCTPYHUPOBAHHBIE C TOMOIIBIO Oa30BBIX KOMITOHEHT.

YuuTeiBasg OYE€Hb MaJbld pasMep HOTHM W MBI Y MAJICHbKUX JIETEH,
HENlb3sT HCKIIOYUTh HEKOTOPOro JJeKTpudeckoro BiusHuUs  (‘crosstalk’)
AKTUBHOCTU COCEIHUX MBI Ha perucrpauuo OMI. OnHako Mano BEpPOSITHO,

YTO OCHOBHLIC YCPTHI IMMPOCTPAHCTBCHHO-BPCMCHHOI'O AKTHBAIlMU CIIMHAJIBHBIX
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CErMEHTOB 3aBUCEJIU OT TaKUX «IOTCHIIMAIbHBIX» B3aUMOBIUAHHUI. Bo-T1epBbIX,
Mbl HCHOJIb30BaJld MHUHUATIOPHBIE JJIEKTPOAbl (2 MM JauUameTrpa) JJist
peructpainu IMI" akTUBHOCTH MBI HOT' Y HOBOPOXKJICHHBIX. BO-BTOpBIX, 1Jis
OIIEHKH TOTEHIMAJIBHOTO BIIUSAHUS SJEKTPUUECKONM AaKTUBHOCTH COCEIHHUX
MBIIII MBI MOJIEIMPOBAIIM WX BO3BOXKHBIN BKJIaJ myTeM nobaBienust kK OMI
AKTUBHOCTH HKCKOMOH MBIIIIBEI aKTHBHOCTb COCEIHHMX aHTAarOHUCTHYCCKHX
MBIIIII C OMpeAesieHHbIM K03 duiinenToM. Hanmpumep, K akTHBHOCTH TIepEAHEH
oosbiredeprioBoit Mblibl (EMGra) mo6aBisiiack akTUBHOCTH TPEX MBIIII]

rojiein (EMGso, EMG, g 1 EMGy ) nipu peKOHCTPYKIIMKM CIIMHAIBHBIX KapT C

koadpurmentom (C) 0.1, 0.2, 0.3, 0.4:

E:‘-«"I(];;_\Iﬂ + Er\-’“]u; + E:‘«"I(]M..;

3 (7)

EMG;, = EMG, + C

AHanoruuHo A00aBisIach aKTHUBHOCTH cOoceIHUX MbIII] K DOMI' akTHBHOCTH
apyrux peructpupyembix Mol Horu (lvanenko et al., 2013b). Onnako
PEKOHCTPYKIUSI CIMHAIBHBIX KapT aKTUBAIIMU MPAKTUUYECKA HE U3MEHSIACh OT
TAKOTO «HCKYCTBEHHOTO» J00aBJICHUS 3JEKTPUUECKUX B3aMMOBIHUSHUH, Jaxke
eciu ko3¢ dunent C obut 0.4 (Ivanenko et al., 2013b).
[IpocTpaHCTBEHHO-BpEMEHHAsA CTPYKTypa aKTHUBAalMU JOMOOCAKpaIbHBIX
cermeHToB Ha Puc 30b wuirocTpupyeT dYepeayromuiics JIBYCTOPOHHUM
JIOKOMOTOPHBIN BBIXOJ] (MBIIIIEYHON aKTUBHOCTHU JIEBOM M MPaBOMl HOT') C ABYMsI
JTOMUHUPYIOIIUMH KOMIIOHEHTAMU y HOBOPOXAEHHBbIX nereil. HecmoTpst He
HEKOTOPYIO BapuaOeIbHOCTh MBIIIEYHOW aKTUBHOCTHU OT IIUKJA K LHKIY, 3TOT
YepeayIOIUNHCcs PEerysipHbIA MaTTepH yKa3blBaeT Ha 0oJiee MPOCTYIO
OpraHu3aliil0 HEUPOHHBIX CTPYKTYp Y HOBOPOXKACHHBIX. OTIMYUTEIHHOU
OCOOEHHOCTBIO  XOABOBI ~ HOBOPOXACHHBIX  SBJISAETCS ~ HEAOCTATOYHAS
MOTOHEHpPOHHAsT AKTUBHOCTh WJIM IIOJIHOE €€ OTCYTCTBHE B KOHIE (ha3bl

MNEpeHOCa HOI'M M Ha4daJIC OIIOPLI. KpOMe TOTO, XapaKTCpHasd 0COOCHHOCTh
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maraivs 'y HOBOPOXICHHBIX ,HeTefI cocTosisla B 0oJiee BBICOKOU dKTHUBallun1
J'IIOM6aprIX CCIMCHTOB II0 CPaBHCHUIO C CAaKpaJIbHbBIMU. 9T10 COOTBCTCTBYCT
TAKKC TpPaguCHTY (OT BCPpXHUX K HHXHHM CCIrMCHTaM CIIMHHOI'O MOBFa)
BO30YIMMOCTH HEHPOHHBIX CTPYKTYp, HaineHHoMy y kuBoTHBIX (Cazalets and
Bertrand, 2000; Lev-Tov et al., 2000; Vinay et al., 2002; Kiehn, 2006).

N3 stux nanseix (Puc. 30) MOJXXHO cJiejlaTh BBIBOJZ, YTO pPa3sBUTHEC
JOKOMOTOPHOM (YHKIIMM Yy ueJOBeKa HauyMHaeTcs ¢ Ooinee mpocToi
HOHCpeMeHHOﬁ AKTUBHOCTHU MBIIII] cruodareie u paBFI/I6aT€JI€I71 1 BKIJIKOHACT

NOCTENEHHYIO (YHKUHUOHAIBHYIO pPEOPraHu3alMi0 HEUPOHHBIX CTPYKTYP

(lvanenko et al., 2013b).
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I'naBa 5§
Il1acTUHYHOCTH U peopPraHu3anusa MOTOPHOTO BbIX0/1a Y 00JIbHBIX €

MOBPEKACHUAMU CIIMHHOI'O MO3Tra

[TonoxxurenpHBIA TepaneBTUUECKUN 3((EKT OT TPEHUPOBKU XOABOBI Yy
OOJBHBIX C TIOBPEKACHUSIMHU CIIMHHOTO MO3Ta ObLT HAWJCH M ONMKCaH BO MHOTHX
kmuHndecknx ucciaenoBanusx (Wirz et al.,, 2005). Kak npaBwio, B Havale
TPEHUPOBKHU XOABOBI 10 TpeadaHy WM B caydae OOJIHBIX C TSDKEIOW TpaBMOK
CIIMHHOTO MoO3ra (TOJHBIM OTCYTCTBHEM CBS3M MEXKIY BBIMICICKAIIMH |
HIDKENeXKAllMMU CTPYKTYpaMH) BeC Tejla y OOJbHBIX YaCTHUYHO pasrpykeH ¢
TIOMOIIIBIO0 BepTUKAIBLHOM ToBeckH (Puc. 31A), 1 IBMKCHUSAM HOT OKa3bIBACTCS
MOMOIIb, €ClTi HeoOXxoaumo (00 pykamu JBYX (U3HOTEPANeBTOB JUOO C
NOMOUIbIO  CIEHHUANBHBIX JIOKOMOTOPHBIX po00TOB). bbUIM  TpOBeEHBI
UCCJICIOBAHMSI peopraHU3allid MOTOPHOTO BBIXOJa B X0Jie U mocie 1-4 mecsien
€KETHEBHOM TPEHUPOBKH XOABOBI Mo TpeadaHy y 11 OOJIBHBIX C pa3iaHyuHOM
cTeneHpto moBpexaeHus crnuHHoro Mosra (SCI-A,.B,C u D OGonbHBIE TIO
knaccudukanuu ASIA, Ditunno et al., 1994) (Ta6:x. 8).

B nHauane TpeHMpPOBKM CTeNEHb pasrpy3ku Obula, Kak mpaBuiio, 75% ot
Beca Tella M CKOpocTh XoabObl - 0.7 kM/4. B KOHIle peaOMIMTAIMOHHOIO
nepuoaa 00JIbHBIE OBLIIM CIIOCOOHBI OCYIIECTBIIATH CAMOCTOSITENIbHO XOAb0Y IO
TpendaHy B 1a0OPATOPHBIX YCIOBUAX cO ckopocThio 2-3 km/a (SCI-A u SCI-B ¢
YaCTUYHOM  pasrpy3kodl Beca Tena). JIBWKeHus CTONBI W KopIyca
(TazobenmpeHHOro cycTaBa) ObLIM OoJiee BapuaOeIbHBI OT IIara K Iary B Hadaje
TPEHUPOBKU M 3aMETHO YMEHBIIAIMCh K KOHITY peaOMIUTAIMOHHOTO Teproa
(Puc. 31b, B u I'). B xome TpeHMpOBKH pa3rpy3ka Beca Tella MOCTEIEHHO
yMEHbIIaJdach, B 3aBUCUMOCTH OT CTENEHH YIyUYIIeHHs XOAbObI U MOAIEpKaHUS
1Mo3bl, 1 K KOHIy TpeHupoBkH MHorHe OoabHBIE (SCI-C m SCI-D) moram

CaMOCTOATEILHO XOAUTH 0€3 pa3rpy3KH.



Tabmuua 8. XapakTepucTuku OONBHBIX C MOBPEXKICHHEM CIUHHOTO MO3ra

(Grasso et al., 2004a).

7

TIAIMEHT | TTOJT | BO3PACT | BeC YPOBCHB Bpemst OT | AJIMTENBHOCTE | B Hadale B KOHIIE
(met) | Tenma | mOBpEKICHHUS Havana TPEHUPOBAKH | TPDEHUPOBKH | TPEHUPOBKH
(xr) MOBPEXKICHUS (mec) (ASIA) (ASIA)
(mec)
SCI-Al | m 30 75 T9 2 2 A A
SCI-A2 | x 35 52 L1 6 2 A A
SCI-A3 | m 34 75 L2 2 1.5 A A
SCI-A4 | m 46 65 T5 6 2 A A
SCI-A5 | m 60 76 T9 1 2 A A
SCI-B1 | M 17 65 T12 3 3 B B
SCI-B2 | m 56 72 T3 2 1 B B
SCI-C1 | x 28 52 L2 1 3 C D
SCI-C2 | m 67 64 T9 4 1.5 C D
SCI-C3 | M 58 60 c7 5 1.5 C C
SCI-C4 | x 59 59 T6 5 2 C C

Yacro OMI' akTuBHOCTH MBI y OOJIBHBIX 3aMETHO OTJIMYalach OT
NAaTTEPHOB AKTHUBHOCTH Yy KOHTPOJBHOM TPYIIBI 3J0POBBIX HCIBITYEMBIX,
perucTpupyembix B Tex ke ycnoBusix (Puc. 32A). B wactHOoCTH, Y OOJIBHBIX
HAOJIOAJIOCH B 1I€JIOM TOBBIIIEHHAS AKTUBHOCTH MPOKCUMAIBHBIX MBI U
MBIIII] TYJOBHIA. XO0Ah0a y OOJIbHBIX, IMO-BUJIUMOMY, B OOJIBIIICH CTENECHU
3aBHUCENa OT CYNPACIUHAIBHBIX (B TOM YHCIIE KOPTUKAIBHBIX) CTPYKTYp U ObLIa
OoJjiee TPOM3BOJILHOM, YE€M Y 3J0pOBBIX JIIOJEH, Y KOTOPBIX OHa Ooiee
aBromarnueckas (Grasso et al., 2004a). [Toaromy, XOTsI CIUHHONW MO3T YEJIOBEKa
U CHOCOOEH «MHTEPIPETUPOBATLY CEHCOpPHBIC CUTHAIBI npu xoa60e (Harkema
et al., 1997; Dietz et al.,, 2002), sra «uHTEpHIpETALHSI» MOXKET OBITh

HEOJHO3HauHOW. Hampumep, y OONBHBIX dYacTo HaAOMIOMAeTCS ‘aTUIMUYHAsS
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aKTUBAIMSl YETHIPEXTIaBOW MBIIIIEI Oefpa B cepeauHe-KOHIE (a3bl OMmophl U
COOTBETCTBYIOIIAsl  TOBBIIIICHHASI AKTUBHOCTh MOTOHEUPOHOB  BEPXHUX
JOMOApHBIX cerMeHTOB crnuHHOro Mosra (Puc. 32B, 6onbnbie C1 u C3) (cwm.

taxoke Beres-Jones and Harkema, 2004).

‘ |
“»
5 SCLCH B BapWabenbHOCTb ABUKEHUA CTONbI
B Hauane B KOHUe 370pOBbIiA (paza nepenoca)
TPEHWUPOBKM TPEHUPOBKM MCTLITYEMbIiA
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Puc. 31. TpenupoBka XoIp0bl y OOJBHBIX C MOBPEXICHHEM CIMHHOTO Mo3ra. A —
CXEMaTHYHBIN BUJ CUCTEMBl BEPTUKAJIBLHON Pa3rpy3KH Beca Tela MpH Xop0e 1o Tpeadany. b
— TpuUMep XOIbOBI (IBMIKEHUS CTOIBI M Ta3a B CAaruTTaJIbHOW TUIOCKOCTH) y OONBHOM C
HEMOJHOW Taparuierne HrmkHux koHeuHocteil (SCI-C) B Hayane u KOHIIE TPEHHUPOBKH H Y
3JI0pPOBOT0 UCHBITYeMOro. B — ymeHbllleHne BapuabenbHOCTH JABMXKEHUS CTOMBI (yBEIHMUEHUE
€¢ MPOCTPAHCTBEHHOM IIOTHOCTH) B X01¢ TpeHUpoBKH 6oapHOro SCI-Bl. I' — ymeHbieHue
BapraOeIbHOCTH JBWKCHHSI CTONBI B XOJEC TPEHUPOBKH, WHIWBUIyaTbHBIC KpPUBBIC
COOTBETCTBYIOT HHAUBUyaIbHBIM 00JIbHBIM (Grasso et al., 2004a).
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Puc. 32. MotopHble maTrTepHbl y OOJBHBIX C MOBPEXKIACHHEM CIIMHHOTO Mo3ra. A —
pacnpeelneHne 1 MHTEHCUBHOCTh aKTUBHOCTH UIICUJIATEPAIbHBIX MBI B pa3udHble (a3bl
JIOKOMOTOPHOTO IMKJIA, CXEMAaTUYECKU TMPEJCTaBIEHHOE Ji1 3J0POBOTO HCIHBITYEMOIO
(cBepxy), OOJIBHOTO C HEMONHOW (B IICHTpE) M TMOJHON (CHU3Y) MaparuieTuell HIKHUX
KOHeyHOCTe. b — BpeMeHHON X0/ msATH 6a30BbIX KOMIIOHEHT Y 6 3/10pPOBBIX UCIBITYEMBIX H
OOJILHBIX C MOBPEKICHHEM CITUHHOTO MO3ra IpH Xoab0e co ckopocthio 2 km/4 (Ivanenko et
al., 2003). B — mpuMepbl peopraHu3allii WHTEHCUBHOCTH aKTUBHOCTHU JIFOMOOCAKpaJbHBIX
CETMEHTOB y OOJIBHBIX C HEMOJIHBIM HAPYIIEHHEM MPOBOAUMOCTH crimHHOro Mo3ra (SCI-C).
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Tem He MeHee, XOTs BpEMEHHBIC MATTEPHBI AKTHBAIIMH WHIMBHIYATbHBIX
MBI BAPHHPOBAIH CHIBHO y OOJIbHBIX, OHH MOTJIU OBITh OMUCAHBI C TTIOMOIIIBFO
0a30BBIX BPEMEHHBIX KOMIIOHEHT, CXOJHBIX TI0 )OpME C TEeMH, HaWJCHHBIMU Y
KOHTPOJIBHON Tpynmbl 310poBbIX ucnbiTyeMblx (Puc. 32B). IIaTh KOMIOHEHT
ObUTH HAWJCHBI Yy IIECTH OOJBHBIX, XOTSA Y JABYX M3 HHUX OJHA M3 KOMIIOHEHT
OTCYTCTBOBaJia, BO3MOJKHO, BCJICJCTBHE OTCYTCTBUS WJIM OYEHb HHU3KOH
AKTUBHOCTH MBIIII] HOT. BaKHBIM HAOJIIOJICHUEM SIBUJIOCH TO, YTO BPEMCHHAS
KOMIIOHEHTa MOTJIa OBITh MPECTaBICHA B AKTUBHOCTH MBI, HHHEPBUPYEMBIX
KaK HUKe, TaK U BBIIIC YPOBHS MOBpEKACHU crimHHOro mo3ra (lvanenko et al.,
2003). [ToaToMy BpeMeHHasi CTPYKTypa JJOKOMOTOPHOW MPOTPaMMBbI, BEPOSITHO,
SBIISIETCS.  pe3yabTaTOM pabOThl  pPACHpPENEICHHON CEeTH JIOKOMOTOPHBIX
TeHEepaTOPOB IIAraHusi U CEHCOPHOM 00paTHOM CBsI3U, MPUBA3aHHON IO BPEMEHU
K OCHOBHBIM KHHEMATHYECKHM (pa3zaM JIOKOMOTOPHOTO IHKIIA.

Wmeromuecs: B TMTEpaType AaHHBIE YKAa3bIBAIOT HA TO, YTO CIIMHHOW MO3T
o0namaer CIoOCOOHOCTBIO K IUIACTUYECKON peopraHW3aluyd INPU TPEHUPOBKE
JOKOMOTOpHOU (pyHKIuH. OTHAKO CYIIECTBEHHONH OCOOEHHOCTHIO TPEHUPOBKHU
MOJKET SIBJISITBCS €€ KOHTEKCT 3aBHCHMBIN XapakTtep. Hampumep, crimHalbHBIC
KOITKA MOTYT OBITh JU(PPEpEeHIMPOBAHHO TPEHUPOBAHBI MJII XOJbOBI H
CTOSIHHSI, W TOJIOKHUTEIbHbIC dS(M(PEKTH TPECHUPOBKH YacTO HE MOTYT
MEPEHOCUTRCS ¢ ojaHOro ycinoBus Ha apyroe (Hodgson et al., 1994). Kpome
TOT0, PEOpPraHu3alrs CIHHAJIBHBIX IIEHTPOB U PeIICKCOB UIUTCSA Y OOJBHBIX,
TOJIbKO TIOKa OHH PEryJSPHO MOJICPIKUBAIOT JIOKOMOTOPHYIO aKTHBHOCTH
(Wirz et al., 2001), u 3ameTHas jaerpajanus CIWHAILHOW HEHPOHHOMN
AKTUBHOCTH W WHTCPHEHPOHHBIX CBS3€H HMMEET MECTO B TeX CIydasx, eCiu
JIBUTATEIbHAs JIOKOMOTOpHAs aKTUBHOCTH He momaepxuBactcs (Dietz and
Miller, 2004; Gazula et al., 2004). Hamm 53KCHOEpUMEHTBHI ITOATBEPIUIN
KOHTEKCT-3aBUCUMBIN  Xapaktep 3¢¢dekrta TpPEeHUpPOBKU y OONBHBIX C

MMOBPCKACHHUCM CIIMHHOI'O MO3ra.
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Puc. 33. KoHTeKCT-3aBUCHMBIN XapaKTep TPEHUPOBKH JJOKOMOTOPHOU (PYHKITHH.
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Puc. 33 unmnmroctpupyer Takoi nmpumep. [locne cranmapTHO#N exXeaHEBHOMN
IpOIEAYPHl TPEHUPOBKH XOJBOBI MO TpeAdaHy B TEYEHHE OJHOTO MeECsIa,
TaHHBINA OOJHPHON MOT XOJIUTH M0 TpeI0aHy y:Ke CaMOCTOSITEIBHO 0€3 pa3rpy3Ku
Beca Tenma co ckopocThio 2-3 kM/4 (Puc. 33b, Bropas xononka). OgHako, Koraa
€ro MOMPOCUJIM MATH Hazad ¢ HEOOJBbIION CKOPOCThIO (2 KM/4), OH HE CMOT
atoro caenathb (Grasso et al., 2004b), u cTorbl MpakTHYECKH HE OTPHIBAIUCH (HE
MOJIHUMAJIMCh) OT TpeadaHa, a MACCHBHO BOJOYWJIHUCH IO €ro MOBEPXHOCTH
(Puc. 33b, tperbs kononka). Ilocie 2 Henenb TPEHUPOBKU XOAbOBI Hazaj
OonmpHOM Haywwmiics 3TO Jgenarh camoctostenbHo (Puc. 33b, derBepras
KOJIOHKA), OJIHAKO, HE MOT coBepiiaTh maranue Ha Mecte (Puc. 33b, msras
KOJIOHKA), TIOCKOJIbKY HE OBLJT TPEHUPOBAH JIJISL 3TOTO YCIOBUS. DTH PE3yJIbTaThI
MOATBEPKIAIOT MPEKHUE TAHHBIC 0 KOHTEKT-3aBUCUMOM I (DEKTE TPEHUPOBKH

y skuBoTHBIX (Hodgson et al., 1994).
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I'maBa 6

Kunematuka xoab0bl y JII0/1eil U €€ N3MEeHeHHe B X0/1e Pa3BUTHSA

6.1 Kunemamuka xo0vb0b61 y 83p0Civlx it00ell

bouin uccienoBaHbl OCOOCHHOCTH KOOPAMHAIMU JBHMXKEHUS HOT IpHU
JIOKOMOLIMH Y 3I0POBBIX JIFOAEH. BBIIO MOKa3aHo, YTO y JIIOAEN pa3HbIE TOXOIKH
OTJIMYAIOTCA HE TOJIbKO HaMYMEM WJIM OTCYTCTBHEM (ha3bl JABOMHONU OMOPHI
(mpu Oere), aMIUIUTYAOW MABHXKEHUS B CyCTaBaxX WJM pPa3HbBIM TMOBEIACHHUEM
IIeHTpa Macc Tena B a3y onopsl mpu xoans0e u oere (Winter, 1991; Saibene and
Minetti, 2003), HO ¥ XapakTepH3yIOTCSI CHCHH(PHUUCCKHM IMaTTEPHOM
KOOPJMHAIIMH YTIIOBBIX H3MCHCHHI OCIIIUISIIINKN cerMeHToB Horu (Puc. 34).

B wactHOCTH, OBLJIO MOKAa3aHO, YTO KOOPAWHAIMIO JBUKEHHUS CETMEHTOB
Horu (6enpo, rojieHb, ctomna, Puc. 34 ciesa) npu xoap0€ MOKHO pacCMaTpUBATh
Kak KOMOMHamMi0 JByX He3aBUcHMbIXx kommounent (PC;, j=1,2; W -

ko3 duLreHThI, 3X2 MaTpUIIa):

a; (t) = W - PCj(t), (8)

omHa (PC;) cBs3aHa ¢ W3MEHEHHMEM OPHCHTAIMM HOTH B CArMTTAJIbHOW
IUTIOCKOCTH (TICpUOIMYCCKUE JBHKCHHS CTOIBI Briepea W Hazaxn), apyras (PC,)
CBsi3aHa ¢ ykopodeHueM Horu B a3y mepenoca (PCy; u PC, o0bscHsrOT ~96-
99% Bapuanmu ucxomubeix urios, Ivanenko et al., 2007a). Ilpuuem, BTOpas
KOMITOHEHTa HMeeT 0co00 BaxHOe (yHKIMOHAIbHOE 3HadyeHwe. Hampumep,
MUHUMAJIBHOE PACCTOSHUE OT HOCKAa HOTHU JIO TOBEPXHOCTH 3eMJIHM B a3y
IepeHoca CocTaBiAeT Bcero Jumib npuMmepHo 5-10 mm (bepumreitn, 1947,
Winter, 1992) u HaxoauTCs MOJ IOCTOSHHBIM aBTOMATHUYECKHM KOHTPOJIEM

IHHC, uT0o0BI n30eraTh CIIOTHIKAHUI U I1aICHUH.
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Puc. 34 wumocTpupyeT BpEMEHHOM X0/ HM3MEHEHHS OpPHUEHTAIlUU TpeX
OCHOBHBIX CETMEHTOB HOTH OTHOCHTEIILHO BepTuKayium (Oempa, TOJEHU U CTOIIHI)
npu xo0/1p0e, Oere u MpbiKKaxX JIBYMsI HOramMu. MOHO BUJIETh, YTO KOMIIOHEHTA,
XapaKkTepUu3yrolas B3auMOCBSI3b yIJI0B MPU YKOPOUCHUH HOTH (IIPU JIBUKEHUSIX
Ha Mecte, Puc. 34 mpaBas KOJIOHKA), 3aBUCHUT OT TOXOAKHA U MOXKET OBIThH
MOJIyYeHa MyTeM BBIYUTAHUS U3MEHEHUSI OPUEHTAIIMM HOTU (CpPEeaHsIsS KOJIOHKA)
u3 (GaKTHIECKOTO U3MEHEHHsI YTJI0OB, 3alMCAHHBIX TP XOJh0€, OeTe U MPhIKKax

(JieBast KOJIOHKA).

AVNHaMWUKa N3MEeHeHUA yrnos

-~ (hakTnyeckas
6enpo —— npepckasaHHas
XO,El,bﬁa opueHTaumna Horu XOD,b6a Ha mecTte
ronexb cTona W m r=0.81
crona 6e,qpo__\/\ _ \/ — /\\§ r=0.90
roneHb\/ m r=0.89
Ger 6er Ha mecTe
c'rona\/ ﬁV; r=0.90
6o ﬂpo,\/\ _ A/\ r=0.94
roneHb\—\/ ) \/ B v\/: r=0.97
NPbLDKKA NPbPKKN Ha MecTe
cmna’\/ &70 r=0.94
6e.qpo/_\/ - \/ - Ae_é r=0.93
FOJ'IEHb\/—/- v@x r=0.92

Puc. 34. B3auMoCBs3b YIJIOBBIX MEpPEMEIICHUN CErMEHTOB Horu (Oempa, CTONBI U
TOJICHHU) TPU JIOKOMOTOPHBIX JIBMJKEHHSX, COBEPIIAEMBIX C E€CTECTBEHHOW CKOPOCTBHIO
(xonp0a, Oer W MPBDKKM JBYMs HOTAaMH, JIeBas KOJIOHKA) W Ha MecTe (TpaBasi KOJIOHKA).
XapakTepHas 17151 JaHHOW TIOXOJIKH KOBapHaIUs YIJIOB B IOKOMOTOPHOM ITHKJIE MOKET OBITh
NOJydeHa MyTeM JIMHEHHON KOMOWMHAIMKM WM3MEHEHHS YIJIOB IMpPH JABWKCHHUAX HA MECTE H
OPUEHTAIMK HOTH (JINHUU, COSAUHSIONIEH OCh Ta300€IPEHHOTO CyCcTaBa M TOJICHOCTOIA).
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xoasba Ha nepelarHBaime
NONYCOTHYTHIX HOTAX npenaTcTBMA liaraiMe B po3gyxe
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OpPUEHTaUNA NNOCKOCTH

5 (Hopmarnb K NOCKOCTH)
cTona & xomsba
i Ger
B npbiiKI

i Luar Yyepes NpenATcTBUe
B xoabba Ha NoMycorHyTbix HOMX
waraHve B Bozayxe (100% pasrpysra Beca)

roneHb

B

xogsba Ha nonycorHyTeix LUaraHne B BO3Oyxe
xopbba Ha mecTe Ber Ha mecTe NpBIXKKA Ha MecTe A Y yr Ay

E } é Horax Ha mecTe «Ha MecTe»

xoaLba Maples

cepemHa cepanma
¢rashl onoptl  hastl nepeHoca

Puc. 35. B3anMOCBsI3b YIIOBBIX MEPEMENIEHUN CEerMeHTOB HOTrH (Oempa, CTOMBI U
TOJICHN) TIPH Pa3IMYHBIX JIOKOMOTOPHBIX IBW)KEHUSX (YKa3aHbl CBEPXY), MCCICIOBAHHAS C
nomotneio rraBHbIx kommoneHT (lvanenko et al., 2007a). A — mokasaHbl Kak yCpeIHEHHBIE
yIJIBI, TaK W IUIOCKOCTh KOBAapHAIlMM ASTHX YIJIOB B CHUCTEME KOOpDAMHAT JTHUX YTIJIOB,
OILICHMBAeMasi C TIOMOIIBIO TJIABHBIX KOMITOHEHT. b — 3aBHCHMOCTh OpPHEHTAIMU TUIOCKOCTH
KOBapHalu# (HOpMajb K IUIOCKOCTH *+ «cepuyeckoe cTaHnapTHOE OTKIOHeHuey, Leong and
Carlile, 1998) ot noxoaku. B — nmpu 0TCYyTCTBUM M3MEHEHUI OPUEHTALMU CTONBI (ABHKCHUS
Ha MecTe) HaOJII0JaeTCs TOJIBKO OJJHa KOMITIOHEHTa (JIMHUSI BMECTO IJIOCKOCTH).



86

B3auMocBs3b MeXTy YIVIOBBIMH H3MEHEHHSMH TIPU XOIh0€ MOKHO TaKkKe
UCCIIeIOBATh C MOMOINBIO MeTo/1a TiaBHbIX KommoHeHT (Borghese et al., 1996).
Hampumep, 3ToT MeTo mokasani, 9to ~96-99% yriioBbIX M3BMEHEHHI CErMEHTOB
HoTH (Oe/pa, TOJICHU M CTOIBI) MPH PA3IMYHBIX MMOXOJIKAX MOTYT OITUCHIBATHCS
JBYMSI KOMITOHEHTaMH, JiekamuMu B miockoctu (Puc. 35A). Oxnako ¢da3zoBbie
COOTHOIIICHUS YTJIOB OINPEACIISIIOT OPUCHTAIINIO 3TOH IUIOCKOCTH M 3aBHCAT OT
noxoiku (Puc. 35A).

Puc. 35b mumocTpupyeT H3MEHEHHE OPHEHTAIIUU TUIOCKOCTH KOBapHAIUH
yriaoB (IMOKa3aHHOM B BHJE KOHyCa - CPEAHSIS HOpPMaldhb K IUIOCKOCTH =+
«ctepuueckoe craHmaptHoe oTkiIoHeHHe», Leong and Carlile, 1998) B
3aBUCUMOCTH OT TOXOJKH: XOJh0a, Oer, MPbDKKK JBYMS HOTaMH, XOah0a Ha
MOJIYCOTHYTBIX HOT'axX, MepellariBaHie MPEMITCTBUS OJHOW HOTOM M IaraHue
«B BO3JIyXe» B OTCYTCTBHE KOHTaKTa CTOI C OMOPOH (ITOJIHAs pa3rpy3Ka Beca

Tena W ucnojb3oBaHueMm cucrembl WARD, Puc. 7A). VYcpenHennas 1o

UCIIBITYEMBIM HOPMaJb K IJIOCKOCTH (cpeaHuil BekTop (X,y,z)) ONpeaensach

kak (Fisher et al., 1993):

cy.2)=[%4. % 54 9)

rIe

n n n

S,=D.%,S,=>.%,S,=>71 (10)
=1

i=1 i=1 i

R=1SZ+S7+S? (11)

a N - KOJIMYECTBO UCHBITYeMbIX. BapuabenbHOoCTh HOpMaAIH (pa3Mep KoHyca Ha

Puc. 32b) onenuBanach kak «chepudeckoe craHmaapTHoe oTkioHeHue» (Fisher
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et al., 1993; Leong and Carlile, 1998). Kpome Toro, ucrnosib3yst KOMILUIEKCHBIE
NepEeMEHHBIC, IBWKEHUE MUCTaIbHONW TOYKH HOru (D) mpu pasHBIX MOXOJKaX
MOXHO ammpOKCUMHUPOBATh B MOJIIPHBIX KOOPJAMHATAX OPHEHTALUH WM JIHHBI

HOT'H:

D=(L,+PC,) - e i (12)

rae L, — HavangpHas IiMHA HOTM (B Hadame (assl omopsl), a PC; u PC, -
TJIaBHbIE KOMIIOHEHTBI YIJIOB Oe€pa, TOJIGHHW M CTOMbl, XapaKTEepPU3YIOUIUe
U3MEHEHHS] OpHEHTAllMd W JUIMHBI HOTH B IMKJE Ilara, COOTBETCTBEHHO
(Ivanenko et al., 2007a).

OTH ABE «TUMOTETHYECKHE» 0a30Bble KOMIOHEHTHI KOBApHAIIUU YTJIOB
MOXKHO TaKXe H30JIMPOBAHHO HAOMI0aTh OJKclepuMeHTanbHo. Puc. 35B
MOKa3bIBAET, YTO MPU OTCYTCTBHM U3MEHEHUN OPUEHTALMU CTOMbI (JIBUKECHUS
Ha MecTe) B OOJBIIMHCTBE ClydyaeB HaOIIOAAaeTcs TOJIbKO OJHA KOMIIOHEHTa
(JiuHUST BMECTO TUIOCKOCTH). TakuMm oOpa3oMm, Kak YK€ YKa3blBaJOCh BBIIIIE,
B3aMMOCBSI3b YIJIOB TPHU PA3JIMYHBIX TOXOJAKAX OMNpeaenserca B OOJbILION
CTeMeHH KOMOMHalMeN JByX HE3aBUCHUMBIX KOMIIOHEHT, OJIHAa CBsi3aHa C
U3MEHEHUEM OPHUEHTAIMM HOTHM B CAruTTaJbHOM IUIOCKOCTH (IIEPUOJUYECKHE
JIBUKEHMSI CTOTIBI BIIEpEl U Ha3al), Apyras CBs3aHa C YKOPOUSHHEM HOTHU B (hazy
nepeHoca.

KoBapuanus yrioB npu Xoap0€e MUMEET CYIIECTBEHHOE 3HAuY€HUE KakK IS
obecrieueHns epeMenieHus Kopmyca B a3y omopsl, Tak U JJIsI ABUKEHUS HOTH
B (pa3zy mepeHoca M TOYHON TOCTAHOBKH CTOIBI HA OMOPHYIO MOBEPXHOCTH.
TpaexTopus cTorbl B a3y nepeHoca u e€ ToYHasi ¥ paBUiIbHAs MOCTAHOBKA HA
3eMJII0 BXKHBI KakK JjIsi OOECIIEYeHHs PAaBHOBECHsI, TaK W JJisi CTAOMJILHOCTH
X0AbOBl (Hampumep, YTOObl HCKJIIOYUTH CHOTHIKAHUE O TIOBEPXHOCTH).
Hanpumep, y B3pOCHBIX JIOJEH MHUHUMAIBHOE PACCTOSTHUE MEXKAY CTOIOH

(OonpIIMM MaNiblIeM HOTM) M ONOPHOM MOBEPXHOCTHIO B cepenuHe (a3bl
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nepeHoca cocrapisieT Bcero 5-10 MM U sIBIsieTCA BaXXHBIM KOHTPOJIHUPYEMBIM
napamerpoM (beprmreiin, 1947; Winter, 1992; Ivanenko et al., 2002a).

He Tonbko TpaekTopusi, HO U JUHAMUKA JBHXKEHHSI CTOIIBI B (ha3y mepeHoca
NOJUYMHACTCS ONpeAeN€HHbIM mpaBuwiaM. HMccnegoBaHue —XapaKTEpUCTUK
OMOJIOTUYECKOTO JBMIKEHUS YKa3blBa€T Ha OOIME NPHHIIUIBI YIPABICHUS
koneunoctet (Georgopoulos and Grillner, 1989) u, B wuactHOoCTH, Ha
KOBapHallMI0 MEXJy CKOPOCTbIO M KPUBU3HON TPAEKTOPHH OHOIOTMYECKOTO
JBUKCHHMSI, U3BECTHYIO KaK 3akoH cTermeHu aByx tperedd (‘Two Thirds Power
Law’) (Lacquaniti et al., 1983). Drot npaBujo IBHKEHUS OBLIO MIEPBOHAYAILHO
HaAlJICHO W WCCIICIOBAHO JIJIsi pUTMUYECKHX JBMKeHHU pyk (Lacquaniti et al.,
1983; Soechting and Terzuolo, 1986; Viviani and Schneider, 1991; Massey et
al., 1992), a 3aTem Takke JJIsl TPACKTOPUU JBIDKEHHSI TeJla TIPU KPUBOJIMHEHHON
xoan0e (Vieilledent et al., 2001) u oTciexuBaronux aBrwkeHui ria3 (de’Sperati
and Viviani, 1997). Ono Morjio BbITEKaThb W3 MPUHIIUIIOB ONTHMAJIbHOTO
yrnpasnenus (Viviani and Flash, 1995; Gribble and Ostry, 1996; Harris and
Wolpert, 1998; Todorov and Jordan, 1998; Schaal and Sternad, 2001), mpu 3ToM
Kak OMOMexaHWYecKue, Tak U Helpodu3noaoruyeckre (paKkTopbl MOTYT J€XKATh
B OCHOBE 3TOM 3aBUCUMOCTH ME¥K]Y YIJIOBOM CKOPOCTBIO U KPUBU3HOM, KOTOpAst
3aKJIIOYAeTCsl B 3aMEUICHUU IBWKCHHS IO TPaeKTOpHUH, KOrjaa e€ KpHBH3HA
yBenuuuBaercsa. Hampumep, sTa 3aBUCHUMOCTb OTPAXKaeTCi W B HEUPOHHOU
AKTUBHOCTH MOTOPHOW KOpPBHI TOJOBHOTO MO3Ta TpPH MPWJIOKECHUHU YCHIUS U
ocymectBauaun aerxeHunit (Georgopoulos et al., 1992; Schwartz and Moran,
1999).

CoryiacHO 3TOMY 3aKOHY JIBYX TpETel, MTHOBCHHAs YIJIOBasi CKOPOCTh ()

cBs3aHa ¢ kpuBu3HOH myTH (C) cTeneHHON (QyHKIUEH:

w() =k-Ct)P (13)

HNJIN 3KBHUBAJICHTHO
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V(t)=k-R(t)F (14)

rae V - TaHreHuuanbHas (KacarenbHas) CKOpPOCTb, R - paamyc KpHBU3HBI
tpaekropuu u K - koaddurment (Lacquaniti et al., 1983). Crenens Gpyukuuu [
B BBILICYNIOMSHYTHIX IMpUMEpax OWOJIOTMYECKOTO ABWKEHHUS Oblia HaljeHa
Onmu3koi K 2/3 (I03TOMY 3aKOH M MOJIyYHJI 3TO Ha3BaHUE), XOTS OTKIOHEHHUS OT
9TOTO 3aKOHa HAOJIIOJIAIMCh B HEKOTOPhIX yeinoBusx (Schaal and Sternad, 2001,
Huh and Sejnowski, 2015).

MBI HccenoBaiu 3Ty 3aBUCUMOCTD JJIs IBUKEHHSI CTOTIBI B (Da3y mepeHoca
BO BpeMsi X0Jb0bl ¢ pa3Hoil ckopocThio (0.7-5 KM/4) U MPH Pa3HBIX YPOBHIX
pasrpy3ku Tena (0-100%, 100% coOTBETCTBYET MOJIHOM pas3rpy3ke — IIaraHue B
BO3/yX€ TMpPU OTCYTCTBHE KOHTaKTa C OIOPHOM MOBEPXHOCTHIO). Ecuu
ypaBHenue (13) mpencrtaBuTh B JiorapuMHYECKON IIKaje, TO 3aBUCHUMOCTh
JUHENHass M €€ HaKJIOH COOTBETCTBYET cTeneHu [. PesynbTaThl MoKazaiu
(lvanenko et al., 2002b), yto muHamuka OBMIKEHHS CTONBI B (ha3y mepeHoca
Tak)Ke MOAYMHSETCS MPABUIY JBYX TpEeTel B IIMPOKOM JMana3oHa CKOpOCTei
X0Ip0bl M ypoBHeH pasrpy3ku Beca Tena (/=0.67+0.03), 3a wuckiroueHHEM
mraranus B Bozmyxe (100% pasrpyska, [=0.78+0.04). Takum oOpasom,
pe3ynbpTaThl COTJIACYIOTCSI C OOIIMM MPABUJIOM O CTENEHHOW 3aBUCHUMOCTHU
MEXIY CKOPOCTBIO U KPUBU3HOU TPAEKTOPUU ABMKEHUSA. OTKIOHEHUE OT 3TOrO
npaBuia MpPU OTCYTCTBUM KOHTAKTa C OINOPHOW MOBEPXHOCTHIO MOXKET
yKa3blBaTh Ha BAXHYK pOJb B3aUMOJEWUCTBHS CTOII C ONOpPoM (Kak
MEXaHUYECKOTO B3aUMOJCHCTBUS, TaK W HCIOJIb30BAHHUE OINOPHl B KAaueCTBE
pedepeHTHOM CHUCTEMBbl KOOPIWHAT TPH OCYIICCTBICHUM JBWKCHUM HIKHUX
KOHEYHOCTEH) JIJIsi ONTUMHU3aLUU JIBUKEHUSI HOT U JIOKOMOTOPHOW MPOTrpaMMBI
(lvanenko et al., 2002b). Emé ognuM moaTBep KaeHUEeM BasKHOM POJIM KOHTaKTa
CTOIl C OMOPO SABJISETCS 3HAYUTENHbHO OOJbIlas BapuadeNbHOCTh (OT LUKIA K
[UKITy 111ara) TPAaeKTPOPUM JBUKEHHUS CTONBI B (pa3y mepeHoca npu 1IaraHuy B

Bo3ayxe (lvanenko et al., 2002a).
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6.2 Kunemamukxa xo0b0bi y ManeHbKux oOemei, MOJIbKO HAYUHATOWUX

denamb nepaévie wmazu

CpaBHEHHE KWHEMATUKU XOJbOBI Y B3POCIBIX JIIOJCH W JIETEH, TOJBKO
HAYMHAIONIUX JIeJIaTh MEepPBbIe He3aBUCUMBIE (0€3 MOJACPIKKH) IIard B KU3HU
(Puc. 36), mnokazamo JABE CYIICCTBEHHbIE OCOOCHHOCTH. Bo-TepBhIX,
KOOpJIMHALIMOHHAs KOMIIOHEHTa, CBsI3aHHas C TMOJHSATHEM CTONbl B a3y
IIEPEHOCA, 3aMETHO YBEJIWYEHA Yy JeTed. JIeWCTBUTENbHO, MHHUMAJIBHOE
paccTosTHUE OT HOCKa JI0 Mojia B (a3zy IMepeHoca CYIIeCTBEHHO BBINIE, a
JIBUKCHHUE CTOMBI YaCTO HAIIOMHHAET JJUIMIITHYECKYI0 TpaekTtoputo (Puc. 37A,

JieBast [IUKIIOTpamMmMa).

Puc. 36. TunmuvHBIH mpuMep TOJIOKECHUS PYK IPH Havajle HE3aBUCUMOM XOIbOBI Y

neTei.
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Puc. 37. OrcyrcTBHE BBIPO)KEHHOTO «MAasTHUKOOOPA3HOTO» XapakTepa IBMKEHUS
LIEHTpa Macc y JETeH, TOJbKO HAUMHAIOLIMX JeJaTh IEpBbIE IIaru B )KU3HU. A — 1uarpamma
JBIDKEHUS y pebOeHka (cmeBa) W B3pocinoro (cmpasa). b — mpumepbl HM3MEHEHUsS
noteHuuanbHoi (Enor) 1 kunetnueckon (Eyuy) dHEprum meHTpa mMacc Teia: mpoTUBO(a3HbIN
XapakTep HM3MEHEHMH Yy B3pOCHBIX JIIOAEH M HEPEryJsSIpHbId NATTepH Yy JAETEH, TOJBKO
HAYMHAIOIINUX XOIUTh.

B omnpenenénnoit creneHn xoanba JaeTel MOXKET OBbITh MMUTHpPOBAaHA
B3pOCJIBIM TIyTEM COYETAHUS IIaraHusi Ha MECTE€ M NPOJABMKCHUS BIEpE.

(lvanenko et al., 2005b). TIlpm »TOoM HaOmOmAETCS CXOXKas TPACKTOPHSI
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JIBUKEHUS CTOMBI B (pa3zy MepeHoca, a TakkKe Apyrue xapakrepHoie ueptsl (Puc.
38). Bbonee Toro, sTa OCOOEHHOCTH, MO-BUAWMOMY, HE SIBISICTCS MPSMBIM
CJIEICTBHEM HEYCTOMYMBOUN XOABOBI y JeTeH, T.K. MPU MOJJIEPKKE 32 PYKY WIH
3a KOpIIyC XapaKTepHbIE NBMKEHUSI CTONBI B (pa3dy mepeHoca MPaKTUYECKH He
menstores (Ivanenko et al., 2005Db).

Eme oaHOW OCOOEHHOCTBIO SBISUIUCh HEPETYJsipHbIE BEPTUKAIIbHbBIC
nBwkeHus Ttena npu xonbbe (Puc. 37A). Jlns wuccrmenoBaHus xapakrtepa
nerxeHus nieHTpa mace (Margaria and Cavagna, 1964; Cavagna et al., 1983),
BBIYHUCIISUIMCh U CPAaBHUBAJINUCH HW3MEHEHUS KUHETUYECKOW M TMOTEHIUAIBHOM
SHEpPrUM LIEHTpa Macc MpHU X0Ab0e, UCTIOIb3Ys PETUCTPALIMI0 KaK KHMHEMAaTHKH,
TaK ¥ CUJIY B3aUMOJECHCTHSI CTONI C OMOPOM C MOMOIIbIO CTAOUIOMETPUUYECKUX
maargopm (Ivanenko et al., 2004a). Bepruxansnas (F,) u ropusonransaas (Fy)
KOMITOHEHTHI CHJIBl PEAKIIMH OMOPHI HCIIONB30BATIUCH IS BBIYUCIICHHS
BEPTUKAIBHOTO U TOPU3OHTAILHOTO YCKOpPEHHUS LEHTpa Macc Tejda B LUKIE

miara:
F,- P =ma, (15)
Ff = May (16)

rje m- macca Tena, a P — Bec Tena (mg).
WuterpupoBanueM u3 ypaBHenuit (15) u (16) momyuyanu u3MEHEHHs

BEPTHUKAJIBLHON Y TOPU30HTAIIBHOM CKOPOCTH LIEHTPA MacC Tea:

Vi =—-[Fdi+e @D
m

V, = IP-I{E-—P}dE‘-i-C (18)

n
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raie C — KOHCTaHTbl HMHTETPUPOBAHHUS, IOIYYaEMbIE M3 CPEIHEH CKOPOCTH
JBUKEHUSI KMHEMATHUYECKOIo MapKepa, (PUKCUpPOBAHHOrO Ha Teje BOIM3U
LEHTpa Macc (4yTh BBIIIE TAa300€IPEHHOIO CyCTaBa), MPH AOMYIIEHUHU, YTO
CPENHsIsl CKOPOCTh 3TOTO MapKepa paBHA CPEIHEW CKOPOCTH ABMKEHHUS LEHTpa
macc mpu xoanbe (lvanenko et al., 2004a). C momoIipio JajdbHEHIIETO
UHTEerpupoBaHus ypaBHeHUs (18) momywanu BepTHKaIbHBIC IBHKCHHS IICHTPA

Macc Teia.
h=[V.df+c (19)

Koncranta wuHTErpapoBaHuss B 3TOM CiIydae INPOU3BOJBHAas W HE HMeEla
3HA4YEHUs, T.K HAC UHTEPECOBAIA U3MEHEHUs NOTCHUMAIBHONW SHEPIrUU LEHTpa

MacCC B IIMKJIC Iara.

E, = mgh (20)
Kunernueckas OHCPIvs BEIYUCIIAIACH KaK
Ec=%mVil+%mV,% (21

VY B3pOCIIBIX JIFOJICH U3MEHEHHSI KHHETHUECKOW M MOTCHIIUAILHOW SHEPTUU TPH
xoap0e moutu npotuBoaszusl (Puc. 37b cnpasa). Takum 00pa3oM MpOUCXOAUT
NepeXxoJ M BOCCTAHOBJICHWE KHUHETHUYECKOW OSHEPTrUM 3a CYET HW3MCHCHHM
noTeHIMaabHOM sHeprun u HaoOopor (Cavagna et al., 1983). Jlua oneHku
CTENICHU COXPAHCHUSI MEXAaHUYCCKOW DHEPruM ILEHTpPa Macc Tejia MPH XOab0e
UCTIOJIB30BAJICS MAPaMETP, KOTOPBIA XapaKTepU3yeT MPOICHT BOCCTAHOBIICHHS

MEXaHUYECKOU 9HCPI'MK B HUKIJIC OIara:
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W, +Wr —W
R = : X100 (22)
W, +W;

rae We — monokuTenbHasi BHEIIHsSS padoTa (MOJOKUTEIbHbIE HW3MEHEHUS)
cymmaproit sneprun (Ep+Ey), a W, u W; — mnonoxuTenbHblil H3MEHEHUS
BepTHKansHOi (Mgh + ¥ mV, ) u ropusonTansroii (V2 mV; %) sHepruu neHTpa
macc (Cavagna et al., 1983). Eciu u3MeHeHHs KHHETUYSCKON U MOTEHIINAIbHOM
SHEPIruM Mpu Xojpde ToYHO mpoTuBO(da3Hbl, To napamerp R=100% (momHOE
BOCCTAaHOBJICHHE M3MEHEHUI KUHETUYECKON ZHEPTruu 3a CUET MOTEHIMAIbHOM),
a eciia cuH(paszubl, To R=0%.

VY B3pOCTBIX JFOACH MPOIEeHT BoccTaHoBIeHust R~65% , a y geTeit, Toabko
HAYMHAIOLUX [IeJaTh TMepBble IIard, OH HaMHOro Menble (~15-40% B
3aBUCUMOCTH OT CKOPOCTH XOAKOBI). YacTO y MaJIeHbKUX JETEeH, BMECTO NIBYX
BBIPDOKEHHBIX THUKOB BEPTUKAIbHBIX JIBIDKEHMM Ta3a B IMKIE 1Iara,
COOTBETCTBYIOIIIMM  MAasTHUKOOOPA3HBIM  JBUXKEHUSM  («IIEPEBEPHYTOTO»
MasiTHUKA) MpaBoOil M JIeBOM HOT B (ha3bl OMOPHI COOTBETCTBEHHO, ObLT Ooiiee
BBIPDAKEH BTOPOM MHK 32 CUET OJHOCTOPOHHETO MOAHSATHS Ta300eIpeHHOTrOo
cycraBa HOTH B (ha3y mepenoca (Puc. 38 cmpaBa). DTOT MUK MPUCYTCTBOBAI H
Ipy CTAOMIM3AIUMU XOAbObI 32 CUET MOJAJEPKKU peOeHKa 3KCIEPUMEHTATOPOM
32 pyKy WM 3a KOPIYC M TMO3TOMY HE MOT OBITh HPOCTHIM CJEICTBHEM
HeycToiunBor xons0bl y agererd (lvanenko et al., 2005b). Dtu pe3ynabTaThl
MOKa3alld, YTO €Ile OJHOM OCOOEHHOCTBIO Hayaja XOAbObl Y MaJICHbKUX JETel
SBISICTCS.  OTCYTCTBHE  BBIPAKEHHOTO  «MasTHUKOOOpPA3HOTO»  XapakTepa
IBUKEHUsT 1eHTpa macc B ¢aszy omopsl (Puc. 37) u «MasTHUKOOOpa3HOTO»
XapakTepa ABWKEHHUS CTOmbl B (ha3y MEepeHoca, TUIUYHOTO IS B3pPOCION
xonp0b1 (Puc. 38) (lvanenko et al., 2004a, 2007b). Bo3moxHO, 4TO MpaBHIIa
(MassTHUKOOOpPA3HOTO) JBIKCHHS B TPABUTALIMOHHOM TIOJIE HE SIBIISIFOTCS

BpO)I(I[éHHBIMI/I, HCCMOTpPsA Ha MHJUIMOHBI JICT 3BOJIIOLIMA ,HBYHOFOﬁ XOI[B6LI, u
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KKl peOEHOK JOJKEeT o0ydaThCcsi MM B IpOliecCe MPAKTHKKA B Hayase

He3zaBucuMmoit xoaw0s! (Ivanenko et al., 2007b).

nepBblie ara

B
B3POCJIbIii
X0/p0a Ha X0Jp0a Ha MecTe +
HOpMaJIbHAs X002
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NS AARRAR
7 ° s =
% e
50 uv

Puc. 38. XapaktepHble OCOOCHHOCTHM KHHEMATHKH XOABOBI Yy JETEH, TOJBKO
HAYMHAIOIINX JICJIaTh IIePBBIC IIard B JKU3HHU (CIpaBa), MOTYT OBITh «HUMHUTHPOBAHBD)
B3POCJIBIM YEJIOBEKOM ITyTEM 3aBBIIICHHOTO IMOJHATHS CTOIBI B a3y mepeHoca (xoapba Ha
MecTe + MpOJBIDKEHHE Tela BIepeln, cM cieBa). [Ipu 3ToM HAOMIOJAIOTCS CXOIHBIC
U3MEHEHHUs (CBEpXy BHHU3): B BEPTHUKAIHHOM JBHKCHHHM Ta3a, MOAbEME CTOMBI B (azy
nepeHoca, GopMe 3aBUCHUMOCTH YIJIOBBIX MEPEMEIIEHNU CerMEHTOB HOTU (CTOIIBI, TOJICHH U
Oempa) W XapaKTEPHOro MUKa akTHUBHOCTH M.SOleus B Hauane ¢as3bl Omopbl (OTMEUEHO
MYHKTUPHOU JINHUEH ).
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A HOpMaJbHas X0/ib0a x01b0a C 4aCTUYHOM pasrpy3Koil Beca Teia

B3pOCIIbII

pasrpy3ka Beca 0% 75%

0% 75%

"

PN WO

BapnabensHOCTb IBIKEHHS CTOMBI B (ha3y mepeHoca

B pacnpezaencHue AaBlIeHUs Ha CTOILY
@ -

Puc. 39. 3aBucumocTh TpaeKTOPUHU ABMKEHUS CTOMBI U ee BapuabenbHocTH (B) M
pacnpeneneHus qaBieHus Ha cTorbl (B) oT yacTuuHOM pa3rpy3ku Beca Tena.

HccnenoBanust Takke IMOKa3aad, YTO KHHEMAaTHKa JBMOKEHHS HOT Y
MaJICHbKHX JeTel 3aBHCHUT OT Harpy3ku Ha ctombl (Dominici et al., 2007), B To

BpEMs KakK y B3pOCJbIX OHA MPAKTHMUYECKH HE MEHsieTcsl (M3MEHEHUsl Beca Teja
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XOpOIIO KOMIICHCHPYIOTCS Yy B3pocibix, Ivanenko et al.,, 2002). Puc. 39
WLTIOCTPUPYET XapaKTepHbIC M3MEHEHUS KMHEMATHKH JIBH)KCHHS CTOMBI IMPH
pasrpy3ke Beca Teja y peOeHKa, TOJIbKO HAYMHAIOIIETO XOAWTh, U Y B3POCIOTO
yejoBeka. Y peOCHKAa MpH pasrpy3ke Beca Tejla MOJHSATHE CTOMbI B (hasy
IePEHOCa CUIIBHO YMEHBIIIAETCS, U JBM)KEHUSI HOTH HAIIOMHUHAIOT MasTHUKOBBIC
JIBMDKCHHS C 3aMETHBIM BbIOpocoM Horu Briepen (Puc. 39B, ciesa). Kpowme toro,
peOEHOK TpU 3TOM MMEET TEHACHIIMIO OMMPAThCS Ha MEPEAHIOI0 YaCTh CTOIIBI
TOJIBKO («XOIUTh Ha IBIITOYKax», Puc. 39B).

3anmuch KHHEMATHKK XOb0bI Y JIETeH pa3InYHOro BO3pacTa mokasasa, u4To
KaK TPaeKTOpHUs CTOIBI B (pa3y mepeHoca, Tak M €€ 3aBUCHUMOCTh OT Pa3rpy3KH
Beca Tella, MCHSIOTCS B TCUCHHE TIEPBBIX 3-5 MeCsIeB OT Havyajga He3aBHCUMOM
x0760b1. ITocae 3Toro HayaabHOrO MEpHOJa, KHHEMATHKAa XOAbObI HAauWHACT
HAMlOMHUHATh XO/b0Y B3pOCIOr0 4ejIOBeKa, XOTs Ooyiee TOHKas HACTpOMKa U
ONTHMH3AIHS [TPOIOHKACTCS TOABI U TIOCTOSHHO aIalTUPYETCS K MEIJICHHOMY

yBEJIMUYCHHIO pocTa 1 Beca pebenka (Ivanenko et al., 2007b).

6.3 JlokomomopHas cxema meina

Pasmepsl Tenma npomkHbl yuuthiBaThes ILIHC npu naHupoBaHun u
BBITIOJTHEHNH JIOKOMOTOPHBIX ABWKEHHI. PaccTOsIHUS 4acTo HE ONpeaesitoTCs
TOJIBKO 3p€HUEM (Harpumep, Npu Xoab0e B TEMHOTE, TYMaHe WU MPOCTO MPHU
OTCYTCTBUM YETKUX 3pUTEIBHBIX OPUEHTHUPOB), W MPONPHUOLEITUBHAS
uH(pOpMaIUs UTPAeT BAXKHYIO POJIb B OLIEHKE M3MEHEHUM CYCTaBHBIX YIJIOB U
nepeMeleHns] KOHEYHOCTe u Tena mpu xoasde. Ilpw sTtom nanuHa miara
SIBJISICTCS. BOKHBIM TTapaMeTPOM Kak JUis olleHKHW mpoiaenHoro mytu (Glasauer
et al., 1994; Mittelstaedt and Mittelstaedt, 2001), Tak u a1 TOUHOM OCTAHOBKH
HOTY IIPY HAJIWYMH IPENATCTBUSA UM HEPOBHOU NoBepxHocTU. Hanpumep, naxe

y MypaBbeB yKOpouyeHue (0Ope3aHue) WM YJIMHHEHHE (C MOMOUIbI0 MHUHU-
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XO/yJb) HOT MPUBOJUT K COOTBETCTBYIOIIEMY YMEHBIICHUIO WIH yATUHHECHUIO
mara ¥ OImMUOKaM B OICHKE TNPONIECHHOTO IIyTH, MPUYEM OTH OIIHOKH
npornopiimoHansHel u3MeHenusM iuHbl 1mara (Wittlinger et al., 2006). B
NPUHIIAIIE, MOJIEIH, WCIOJNB3YIONME HWHTCTPUPOBAHUE 4YHWCIA IIAaroB WIU
3aTPauyeHHOTO APEMEHH, NTAI0T CXOJHBIC PE3YNbTATHI, €CIU CKOPOCTh XOIBOBI
nocrosinHa (Glasauer et al., 2007), omnako B 000M ciiydae judHA U
JUTUTEIIBHOCTB TI1ara JOJDKHBI YYUTHIBATHCS TPU OIEHKE CKOPOCTH XOABOBI.

Hecmotps Ha TO, 4TO JUTMHA I1ara sSBISETCS KPUTUYECKAM TapaMeTpoM IS
BBIUMCJICHHUSI ~ MPOWIEHHOTO  IMyTH, OJHAKO s €  BBIYHCICHUS
MPONPHUOIIENTUBHAS HWH(OpPMAIMsg OT MBI U CYCTaBOB HOTH JOJDKHA
YUUTHIBaTh PEANBbHYIO JJIUHY CETrMEHTOB HOTH. [IeHCTBUTENBHO, MOCKOJBKY
PENEenTOPbI MBIIIII U3MEPSIOT JIOKAJIbHBIE JedhopMaIiiu, 3Ta IPOMPUOIIETITUBHAS
uHbopMalusi JODKHA OBITh COOTBETCTBEHHO KamuOpoBaHa, TaK Kak MAJIMHA
CEerMEHTOB HOTHU (Oe/apa, TOJCHW M CTOIbI) HE 3aBHCUT OJHO3HAYHO OT JIJTHHBI
MBIIIIT WK YTIIOB B CYCTaBax M JOJDKHA OBITH SIBHO WJIM HESIBHO TIPEJICTABIICHA B
IICHTpaJbHOW HEPBHOM cucTeMe i oleHkH nepemernenuii (Gandevia et al.,
2002). DtoT acrekr oOpabOTKK IPOMPHOICHTHBHONW HHGOPMAIUH OCOOECHHO
BaKEH, YYUTHIBas TOT (PaKkT, 4TO B MPOIIECCE POCTAa OpraHWU3Ma pa3Mephl Teia
NoCTOSTHHO TiperepneBatoT u3MeHeHus, u [[HC momkHa KOppEeKTHpOBATH
«KaMMOPOBKY» CEHCOPHOUW MH(POPMAIIUH B MPOIIECCE PA3BUTHA.

B Hacrosmiee BpeMsi ©UMEETCS MaJIO JaHHBIX O TOM, KaK HMH(pOpMAIus o
pasMepax W TPOMOPIUAX YACTEH Tela 4YeloBeKa KOJIUPYETCS M HCIOIb3yeTCs
LEHTPAJbHOM HEPBHOM CHUCTEMOW JUIA OLIEHKH NPOWIEHHOro nyTtu. [l
U3YYCHUS JTOTO BOIpoca OBUIO WCCIENOBAaHO BIMSHUE WCKYCTBEHHOTO
W3MEHEHUS JJIMHBI OJTHOTO CETMEHTa (T0JIeHN) 00eUX HOT Ha BOCIIPHUSITHE IITUHBI
MPOMJCHHOTO MyTH. M3MEeHeHrne nmpomnopuuil CETMEHTOB HOT OCYIIECTBISLIOCH
JU00 XUPYprudeckuM MmyTeM (dPKCIepuMeEHT A), MO0 ¢ MTOMOIIBIO CIEIHATBHO

CIENaHHBIX XOaysb (3KcrnepuMeHT b). Bbulo Takke HCCienoBaHO BIUSHHE
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CTUMYJISIIHU ITPOIIPHUOLCIITOPOB PA3JIMYHBIX MBIIII] HA ITO3HBIC XU JIOKOMOTOPHEIC

OTBETHI U UX BOCHpUsTHE (PKCHIEPUMEHT B).

Ixcnepumenm A

B mnepBoMm ciyuae (3KcriepuMEHT A) Mbl HCCIEIOBAIM IPOWIEHHOE
paccTostHUE MpU XOJAb0€ C 3aKpPhITHIMU TJla3aMU JI0 TMOKa3aHHOM 3apaHee
mumienn y 10 nerHero peOG€Hka ¢ BpOXAEHHOM TMATOJOTHEH cKelera
(axonaporuiazusi) A0 W TOCHIE YAJIMHEHUS TOJIGHH O0eMX HOT aIapaToM
Nnuzaposa (Mnu3zapos u JlessitoB, 1971).

AXOHZIpOIUIa3usl - W3BECTHOE C APEBHOCTU HACJEICTBEHHOE 3a00JIeBaHUE
YeJOBEeKa, TMPOSBIAIONIEECS B HApPYUIEHUU MPOLECCOB 3HXOHAPAIHLHOTO
OKOCTEHEHHUsI Ha (OHE HOPMAIBHBIX 3IOCTAIBHOTO U MNEPUOCTAIBHOTO
OKOCTEHEHMI, YTO BEIET K KAPJIMKOBOCTH 3a CUET HEJAOPA3BUTHUS JIUHHBIX
KOCTeM. AXOHIPOIUIa3us SBJISIETCS HanOoJiee yacTol hopMoil KapJIMKOTro pocTa
C JAUCHPONOPLUHUOHAIILHO KOPOTKUMHU KOHEYHOCTsIMH. [Ipuunna 3a0osieBaHusA —
MyTanus B penenrope poctoporo ropmona (FGFR3), nabmogaemas npumepHo
y 1 u3 10000 poxxnaeMbIx netel. B CBsI3M € 3TOM ITHUOJOTHEHN, YEIOBEYECKUN
TOPMOH POCTa MaJI0O TOMOTAET OOTBHBIM aXOHIPOIIA3UEH, U OJHUM U3 METOJIOB
YBEJIMYEHHSI pOCTa MPU aXOHAPOIUIA3UU SABIISIETCS XUPYPTUUYECKOE YJITTMHEHUE
KOCTEH, KOTOpOe MO3BOJIIET YBEIMUUTh POCT OOJILHOTO MPpUOIN3UTENbHO Ha 20-
30 cMm (Cattaneo et al., 1988).

JInst XUpypruyeckoro y[JIMHEHHs] TOJEHUM peOeHKa € axOHApOIUIa3uei
UCIIOJIB30BAJICS KOMIIPECCHOHHO-IUCTPAKIIMOHHBIN anmapar - MEIUIMHCKHI
amnrmapar, npeaHasHadyeHHbIN I JIIUTeabHON Pukcaruu pparMeHTOB KOCTHOM
TKaHU, a Takxke JJIs e€ cxatus uinu pactskenus (Mnuzapos u Jlesaros, 1971).
Ammapar npeicTaBiIsieT CO00M METAITMIECKUE «KOJIBIIa», HA KOTOPBIX KPETSTCS
«CTIMILIBIY, MPOXOJAlIME dYepe3 KOCTHYH TKaHb. Koisblla CcOeIUuHEHBI
MEXaHMUYECKUMH CTEPKHSIMH, MO3BOJSIONIMMUA MEHSITh UX OPHUEHTAILMIO CO

CKOPOCTLIO IMOpAAKa OAHOI0O MUJIJIMMETPA B ICHD (I/IJ'II/I JaX€ MCHBIIIC, yTOOBI HE
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BBI3bIBaTh HEOOpAaTHMbIE M3MEHEHHUS B (PYHKIIMOHUPOBAHWW HEPBOB TPU HX
COOTBETCTBYIOIIEM YyIJIWHEHWUU). TakuM 00pa3oM, M3MEHEHWs JJIMHBI TOJCHH
MIPOUCXOAMIIN MEIIJICHHO 32 HECKOJIBKUX MECSIIEB, B TEUEHHUE KOTOPHIX peOEHOK
UMEJ OYeHb OTPAaHUYCHHYIO MMOJBUKHOCTH (MIEPEIBUTASICH TPEUMYIIICCTBEHHO B
Kpecje-KaTalke) W COOTBETCTBEHHO OTCYTCTBHUE OTBITa B YIPABICHUU W
BOCTIPUATHHN JBMDKCHUN TP U3MEHEHHBIX MPOTOPIHAX HOTH. XHPYprUuecKoe
VIJIMHEHWE  TOJICHW  BBI3BIBACT  PEOPTraHU3AIMIO0  JIBUTATEIBHOM U
COMAaTOCEHCOPHON KOpPBI TOJIOBHOTO MO3Tra, MPOSBISIONIYIOCS B H3MEHEHHUH
BBI3BAHHBIX TOTEHIIMAJIOB M KapT aKTUBAIIMM KOPbI TPH CTUMYJSIIUU
pEIeNTOpOB CTONBI W KOJICHAa yIIMHHEHHBIX KoHedHocted (Di Russo et al.,
2006). IlosToMy MOXHO IOJIaraTh, YTO IPOIPHOIECHTHBHAS HHGOpMAIKS,
BOCIIPHUATHE PACCTOSIHUSI M CXEMa TeJia CBSI3aHbl MKy COOOU, M TAHHBIA METOJ
MOXHO HCIIOJb3aBaTh I W3YYEHUS W3MEHEHWW B BOCIPHUATUU JIBHKCHUS
nocJie YJUTMHEHUsI CETMEHTA Tela.

Peructparmusi KuHEMaTWKH XOIbObI W BOCHPUSTHE TPOUIECHHOTO
paccTosiHus OBUTA OCYIIIECTBJICHBI 3 MecsIla 0 ONepelun 1 3 Mecsia mocie eé
okoHuaHusi. Tabmuma 9 wWUTIOCTpUPYET HW3MEHEHHE aHTPOMOMETPHYECKHUX

JTaHHBIX peOEHKA MOCIIE MPOLEAYPHl YATUHEHHS TOJICHH.

Ta6nuna 9. Xapakrtepuctuku ped€HKa ¢ BpOXKIEHHOW MaTOJIOTHEeH CKelleTa
(axoHApOIUIA3Wsl) TPU PETUCTPAIMH XOIbOBI O W TMOCIE XUPYPTHUECKOTO
YIJTMHEHUS TOJICHEeH 00X HOT.

BO3pacT BEC POCT  JUIMHA  JIMHA CETMEHTOB PYKH JUIMHA CETMEHTOB HOTH
TYJIOBHIIIA (m) (M)

JICT KI' M
(er) () () (M) Wieyo mpeamiedbe Oeapo roieHb Oenpo+
TOJICHb

70 OIepaluu 10.0 332 114 0.37 0.17 0.15 019 016 0.35

nocie onepaunn 11.6 414 1.36 0.38 0.18 0.15 019 038 057
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CKOPOCTb, KM/Y

Puc. 40. HccnenoBanue KHHEMATHKH XOABOBI W BOCHPHATUS HPOUIECHHOTO IYTH Yy
peb&nka 10 U mocie yAJuHeHus rojeHu Ha 18 cm anmaparom MnuzapoBa. A — cxeMaTHUECKH
NOKa3aHbl PErHCcTpHpyeMas KHHEMAaTHKa peQEepeHTHBIX TOUEK TEeNa U BBIYUCISIEMBIC YTJIbI
HAKJIOHA CETMEHTOB HOTM OTHOCHTEIBHO BEPTHUKAIM. b — yMEHBIICHHE aMIUIUTYIbl YIJIOB
TOJIEHH M CTOMbI (HO He Oenpa) mocie Oonepanuu Mpu Xoas0e o CKOpocThio 3 kM/4. B —
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JUIMHA [1ara B 3aBUCUMOCTH OT CKOPOCTH X060bl. HE00X0IMMO OTMETEUTh CXOAHYIO UIUHY
IIara J1o ¥ mocje onepanu HecMoTps Ha 50 nmpoueHTHoe yBennueHue JuHbl Horu (Tabm. 9).
I' — ommOka B oleHKe MPONHAECHHOrO paccTosiHUA. [IyHKTUPHOH NUHHMENH WILTIOCTpUpOBaHA
oKujaemMasl OmMOKa IMpPU YCJIOBUM, YTO JJIMHA Iara yBEJIMYMBANach Obl C yJUIMHHEHUEM
TOJICHHU.

Crenyer OTMETHUTb, YTO B TEUEHHE 3 MECSIEB IOCJIE CHATHS ammapara
NnuzapoBa peOEHOK MPOXOIU HEOOXOIMMbIE MEIULMHCKHUE MPOLEAYpPHI, HO
NEpPEeIBUTAJICA B OCHOBHOM B Kpecie M TakuM O0Opa3oM HMeNl JIHUIIb
MUHUMAJIBbHBII OMBIT X0/IbOBI MOCJE ONepaui. DKCIEPUMEHTHI MPOBOIUIHCH C
3aKpBITBIMU IJ1a3aMU - X0J1b0a 10 MUIIEHH, TOKA3aHHON HCIIBITYEMOMY MPSIMO
nepes; camor mpoOoit U pasmenieHHoN Ha pacctossHuu 1.5, 2 u 3 M (Puc. 40A
copaBa). llocne kaxmoil mnpoObl, HCHBITYEMOTO 3a PYKy TMPOCUIU HJITU
HECKOJIbKO METPOB B MPOM3BOJIbHBIX HAIMPaBICHUSIX, U TOJIBKO MOCIE 3TOTO OH
OTKpbIBal Tya3a. TakuM oOpa3oM, peOEHOK HE HMeN OOpaTHOW CBS3H O
pealbHOM TPONAEHHOM IMyTH. /{7151 OLIEHKH 3aBUCUMOCTH KMHEMAaTHKHU XOJbObI
OT CKOpPOCTH, B JOMNOJHHUTEIBHBIX Mpo0ax peOeHKa MPOCHIA XOAUTh C
Pa3JIMYHON CKOPOCTHIO (KaK /10 ONepaluu, Tak 1 MocClie).

Pucynok 40 muioCcTpupyeT OCHOBHBIE PE3YJbTAThl ATOTO HUCCIAEAOBAHUS.
Bo-mepBbIX, KOOpAWHAIMS YTJIOBBIX HM3MEHEHWH CYIIECTBEHHO HW3MEHUIIACh
nocjie XUPYpPruueckoro yAJUHHEHHs] HOT, BEpOSITHO, BCJIEACTBUE YBEIMUYEHUS
uHepuuu (Macchl) W JUIMHBI TOJIGHW. B YacTHOCTH, JMama3oH YIIOBBIX
NepeMEIECHHH TOJIEHU U CTOIBI CUJIBHO YMEHbIIAJCS, a Oeapa coxpansuics (Puc.
40Bb). Cnegyetr OoTMETUTh COXpaHEHHUE TOU ke camou juuHbl mara (Puc 40B),
HecMOTpsi Ha cyniectBeHHoe (50-mporieHTHOE) yanuHHeHue Horu (Tabn. 9), B
pe3ysbTaTe YMEHbIIECHUS aMILTUTY/Ibl KOJIeOaHU AUCTaIbHBIX cerMeHToB (Puc.
40B). [Tpu nponmopIMOHATEHOM YBEIHUECHUH CETMEHTOB (JIJIsl yIJTAHHEHUS HOTH
no 57 cm, Tabn. 9), nnuHa mara AomkHa ObUIa ObI OBITH MpUMEpPHO Ha 17 cMm

Oonpine (myHkTupHas auHus Ha Puc. 40B).
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Jlo omepauuum peOEHOK OTHOCUTEIBHO MPaBUIBHO  BOCHPHUHHUMAI
(BOCIIPOM3BOJIMII) PACCTOSHUE 1O MHUIIEHH W OIIMOKA TMPOMIEHHOTO MYyTH
yKJIaJIpIBaJIach B JIMAIIa30H €CTECTBEHHOIO pa30dpoca y JeTeil TOro ke Bo3pacra
(metu 11-12 n;er, Puc. 40I'). Ilocne omneparuu, oJHAKO, peOCHOK MPOXOIMII
3aMETHO MEHBIIEE PACCTOSHUE O MHILEHEH (CHUJIBHO MEPEOLEHUBAJ PEaIbHbIM
IyTh), U COBEPIIAJ KOJIMYECTBO LIArOB, KaK €y Obl OH Jymall, YTO JJIMHA €TO0
miara yBeJIMYWiach IPONOPUUOHANBHO yIiuuMHHeHWto Horu (Puc. 40T,
OyHKTUpHas JuHUA). Crlenyer OTMETUTh, 4YTO M0 KIMHUYECKUM JaHHBIM
IPOIPHUOLIENIMS HE OblIa HAPYILIEHA B PE3yJIbTaTe XUPYPruueckon onepannu, u
peOEHOK TakXke MPaBUIBHO BOCHPUHUMAN (IIOKA3bIBal YKA3KOW C 3aKpPBITHIMU
IJ1a3aMH) pa3JIMYHbIE TIOJOKEHUS CTOI OTHOCHTEIBHO TEla B CTATHYECKHUX
YIJIOBUSIX, T.e. B mMoJoxXeHuM cuisd. OObsicHeHHWe OmHOOK NpU XOIb0e,
BO3MOKHO, MOTJIO ObI OBITH CBSI3aHO C MEIJICHHONW CKOPOCTBIO XOJbOBI peOeHKa
nocje onepauuy (TUIWYHOM ajanTaluedl M Il MHOTMX JPYIMX OOJBHBIX C
HypyILICHHEM JBUraTeIbHOM QyHKIMH wu/win paBHOBecus). OIHAKO 3TO
MaJIOBEPOATHO, IIOTOMY 4YTO BIIMSHHE CKOPOCTH XOABOBI Ha OLEHKY
npoitnenHoro mytu oobraHo Maso (Glasauer et al., 1994), u k Tomy e Gosee
MEJICHHBIE CKOPOCTH XO/AbObl NPUBOAAT K Oosiee NIMHHBIM, a He Ooiee
KOPOTKHM JUCTAHIMSAM Yy 310poBbiX HcbiTyeMbix (Mittelstaedt and Mittelstaedt,
2001).

BeposiTHO, ¢ onbITOM KOJIMOpPOBKAa MNPONPUOLIENTUBHON HH(POpMALUU
MOJKET MOCTENEHHO aJalTHPOBATHCS K HOBBIM MPOMNOPLMAM TeJla, XOTS Mbl HE
perucTpupoBany OoJibllle KUHEMATUKY ABUKCHUHA M BOCIIPUSTHE MPONICHHOTO
OyTH OJTOro peOeHKa C TEYEHUEM BpEMEHU (B CBSI3M C JajdbHEUIIUM
NPOBEICHUEM XUPYPTHUECKOTO YAJIMHHEHHUS APYTUX CETMEHTOB KOHEYHOCTEH).
Tem HEe MeHee, TOT (QakT, 4TO peOEHOK Jenan OMMUOKA B BOCIPHUSATHU JJIUHBI
11ara ¥ MpoNUJEHHOIO IyTH BO BPEMsI XOAbOBI, MO3BOJSET MPEANOI0KNUT, YTO
o0paboTka NPONPHUOLENTHUBHOW HWH(MOpPMALUA B JUHAMHUYECKHX YCIOBHUSAX

MOXET OCYHICCTBIISITECA B COOTBCTCTBUC C JIOKOMOTOpHOﬁ CXeMOu TCIIAa,
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KOTOpasi YUYWMTBIBACT CJIOKHUBIIMECS B IIPOLIECCE DHBOJIOLNMU IPOIOPLUHU
CErMEHTOB Te€Jla U KOOPJAMHALIMIO YIJIIOBBIX U3MeHEeHUM (cM. Huxke). Eie onHum
COCOOOM  M3MEHEHMsSI MPOIMOPIMA  CEerMEHTOB  HOTH, HMHUTUPYIOIIUM
VIJIMHHEHUE TOJICHU TpU XOJb0e, SBISETCS HCIOJIb30BAHUE CIEIMAIBHO

C/I€JIaHHBIX XO/1yJb (3KCIIEPUMEHT b).

Ixcnepumenm b

B stom skcnepumente (dkcrnepuMeHT Bb) Mbl MccinegoBaidi KMHEMAaTHKY
JBKEHUN U TPOMIEHHOE PACCTOSIHUE MPHU XOAbOE C 3aKPBITBIMU TJIa3aMH 10
NIOKa3aHHOW 3apaHee MHILEHW y B3pOCIBIX JIIOJEH OO M IOCIE HMHUTALUU
YIJIMHEHUS TOJICHH 00€MX HOT ¢ MOMOUIBIO CIEUUAIBHO CKOHCTPYHUPOBAHHBIX
xonyns (Puc. 41A, cneBa). B omiMuMe OT «KJIACCUYECKHX» XOMYJb
(MCTIONB30BaHKE JUIMHHOW «MAJKW» JJIS YIJIMHHEHHS] HOTU C (DUKCUPOBAHHBIM
YIJIOM B TFOJIEHOCTOITHOM CYCTAaBE M TOYEYHBIM KOHTAKTOM XOZAYJIb C OIIOPHOM
NOBEPXHOCTBIO), JaHHAs MOJENb BKJIOYAET MOJABM)KHOCTH B T'OJEHOCTOITHOM
CyCTaBe U IUJIOLIAb ONOPbI (MPU KOHTAKTE C 3eMJICH ), UMUTUPYIOIIEH pa3Mepsl
CTOMbI, KaK €ciu Obl «PYHKIMOHAJIbHAS» OCh BpalIEHUS TOJIEHOCTOITHOTO
cycraBa Obuia cmemieHa BHHU3 (Puc. 41A, crneBa). XoTsa xompba Ha XOMYJsAX
MOXXET TOJbKO YaCTUYHO WMMHUTHPOBATH (PU3NOIOTHYECKUE CJIEJICTBHUS
YIJIMHHEHUSI TOJIeHeH y peOeHKa ¢ axoHJporuia3ueil (Hampumep, dhakTrudeckas
JUIMHA MBILII HE MEHSIACh), PE3YJIbTaThl HKCIEPUMEHTOB Y B3POCIBIX JHOJEH
pU X0/1b0€ C UCIOJb30BaHUEM 3TUX XOAyJb (Puc. 41) OblIM O4YEHB CXOMHBI C
TE€MH, TOJYyYEHHBIMU Yy peOEHKA TOCe XUPYPTrUIECKOTO YJIMHHEHHS TOJICHEH
(Puc. 40). OTu [naHHbIE MO3BOJISIOT MPEANOJIOXKUTH B3aUMOCBS3b MEKIY
JUHAMUKOW JIBUKEHUS CErMEHTOB KOHEYHOCTH W BOCHPHUSTUEM MPOUJIEHHOTO

Iy TH.
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A xonbba Ha xopynsax
obblyHas xoabba

amMnnuTyaa YrioBbIX U3MEHEHWI
120° A ~3 KM/
Bl ob6blivHas xoabba
100° 1

~~___~  Geapo 80° 1
100° 60° 1
ronexb
40° 1
w cTona 20° -
0° -
6enpo roneHb ctona
cMelLieHVe ‘PYHKLIMOHANBHOI oK ¢aza  dasa
roneHoCTOMNHOro cyctasa onopkl - nepeHoca
—— 06blyHas xopbba
== xoAbGa Ha xoaynsix B oBbiyHas xoabba
5 --- oXugaemas AnvHa Lara npu B O xoas6a Ha xoaynsix

nponopunoHanbHOM yBenn4yeHnuu

CEerMeHTOB Hor - -~ OXungaemasa owmbka npu nponopuuoHanbHOM

yBenu4yeHnn cerMeHToB HOrn 1 ANnHbl Wara

AnNvHa wara, M
o
[ee)

0 1 2 3 4 5 6

owmnbka HPOVI,U,GHHOFO paccTodaHus, M
' ' '

CKOPOCTb, KMm/Y paccTtosaHne 40 MULLEHN, M

Puc. 41. WccnenoBanue KWHEMATHKH XOABOBI W BOCHPHUATUS HPOUIECHHOTO IYTH Yy
B3pOCIJIBIX JIIOAEM MpH MMHUTALWU YUIMHHEHHWS TOJEHU C IIOMOIIBI0 CIELUUAIBHO
CKOHCTPYHPOBAHHBIX XOaynb (A, cieBa). DopMaT NpeACTABICHHBIX pPE3YyJIbTaTOB 00
W3MEHECHUU aMIUTUTYAbl YTJOBBIX mepememieHuit (A), nmmuael mara (b) u  omubOku
npoitnennoro myTtH (B) Tot xe, uro u Ha Puc. 40.

B uwactHOCTH, HEPONMOPIMOHATBHOE YAJIMHHEHHUE HOTH B 000MX CIIydasx
(axcnepumeHT A ¥ b) mpuBOIKIIO KaK K OTHOCUTEIIbHOMY YMEHBIIECHUIO JJIMHBI
IIara B CpaBHCHUH CO 3HAYUTEIbHBIM yIUIMHHEHUEM HIDKHUX KOHEYHOCTEH (CM.
takxke Singer et al., 2011), Tak u k omuOKaM B BOCIIPHSITAN MTPOHJICHHOTO ITyTH
(Puc. 40, 41). Tak xe, Kak ¥ B clly4ae XUPYpPrHUYE€CKOro yyinHHeHus Hor (Puc.
40b,.B), nuMama3zoH YIVIOBBIX MEPEMELIEHUA TOJIEHW W CTONbl CHIIBHO
ymenbmaics (Puc. 41A), a jmHa mara mourd He MeHsutack (Puc 41B),

HecMoTpss Ha cymectBeHHoe (50-mporienTHOE) yaIMHHEHHMEe HOrd. [lpu

O xopbba Ha xopymnsx
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MPOMOPIIMOHAILHOM YBEJIMYEHUU CErMEHTOB, UIMHA IIara JoJKHA Oblia Obl
ObITh IpuMepHO Ha 40 cm Oonbie (myHkTHpHas auHus Ha Puc. 41B). [1pu atom
UCIIBITYEMbIE TMPOXOAWIA 3aMETHO MEHbIIIEe PACCTOSHUE [0 MUIIEHH, T.€.
CUJILHO TIepeolleHuBaNIN peanbHbli yTh (Puc. 41B), kak u B ciaydae peGeHKa C
axonzporuiasueit (Puc. 400").

OmuOKku B BOCHPHUSTHM JUIMHBI Il1ara U MPONUAEHHOTO MyTH BO BpeMs
XOJAp0Bl TIO3BOJIAIOT MPENAINOJIOKUTh, 4YTO 00padoTKa MPONPUOLIETITUBHON
uHpopMaluu B JUHAMUYECKHUX YCIOBHUSIX MOMKET OCYIIECTBISTHCS B
COOTBETCTBHE C JIOKOMOTOPHOM CXeMOW Tena, KOTOpas  YYUTHIBAET
CJIOKUBIIIMECS B MPOIIECCE IBOJIIOIMH MPOIMOPIIMKA CETMEHTOB Tenna. Hampumep,
[MHC MoxeT ucronp30BaTh aMIUIUTYAYy OCHWJUISAIMNA yrja B Ta300€ApEHHOM
cycraBe (KOTOpask He M3MEHSAETC CYIIECTBEHHO MOCE HENMPONOPLUHUOHAIBHOTO
yaiuHHeHus Horu, Puc. 40b, 41A) nnst olleHKHM JJIMHBI 11ara U MOPOWJIEHHOTO
NyTH, T.K. TP OOBIYHBIX YCIOBUSIX CYIIECTBYET TECHasi B3aMMOCBSI3b MEXY
JUIMHHOM  HOTM, 4YacTOTOM  IIAaroB, AaMIUINTYJOM  MW3MEHEHMs  yrjia
Ta300€IPEHHOr0 cycTaBa M ckopocThio xoap0bl (Grieve and Gear, 1966). B
Clly4ya€  HENpOMOPLMOHAIBHOTO  Y/UIMHHEHUS  JUIMHBI  HOTH  MOYKHO
MPEANOJIOKUTE PACXOXKICHUE MEXITy HEMPOTOPIIMOHATBHON «CTaTUYECKON)
CXEMOW Telna M «IPONOPLUOHAIBHOW» THUHAMHUYECKOW CXEMOM  Tela.
JlelCcTBUTENTLHO, CTOWT OTMETUThH, YTO HCIBITYeMbIC 3HaIu 00 YBEITWYCHUU
JUTMHBI TOJIEHU W MPaBUJILHO BOCHPUHHUMAIIN TOJIOKEHUE CTOMBl OTHOCUTENBHO
KOpIyca Mpu IPOCTOM CTHOAHUM U pa3ru0aHuu yria B Ta300€pEHHOM CYCTaBe
B CTaTMYECKHX YCJIOBHUSX (MPU CTOSHUM C 3aKPBITBIMH TJa3aMH), OJHAKO,
nenanu ommOku npu xoaede (Pucto 400, 41B). Takum oOpazom, NMpUYUHOMN
CHUCTEMAaTUYECKUX OIMUOOK B BOCTIPHUATUM TPONJACHHOTO ITyTH MOTJIA OBITH
0COOEHHOCTh O0pabOTKH MPONPHUOIETITUBHON WH(MOPMAIUU B JUHAMHUYECKUX

YCIIOBHAX.
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yonunHeHune ronexHun

=

oXxugaemas KMHemaTuka xoabobl npu ycnosuu hakTuyeckasn KnHemaTuka BOCnpudaTHUe ONUHbI Wara
WHBAPUaAHTHOCTU YrIoBbIX OBWXKEHUN M AnvHa wara (B COOTBETCTBME C NponopumnoHanbHbIM
yBennyeHnem A1MH CermeHToB HOFI/I)

Puc. 42. T'unoteTnueckas «KOHCEpBAaTUBHAs JIOKOMOTOPHAS cXeMa I OLEHKU JUTUHbI
miara, UCXoAsl M3 SKCIEPUMEHTAJIbHBIX JaHHBIX 10 W3MEHEHHUIO BOCIPHUATHS MPONAEHHOTO
nytu nocie yumuaaenus roneru (lvanenko et al., 2011). CieBa — KOMITbIOTEPHAS CUMYJISIIHAS
KMHEMaTU4YeCKOW JuarpaMmbl OJHOTO IIara TMpU YCIOBUM HWHBAPHUAHTHOCTH YTJIOBBIX
nepeMeleHid A0 M Tocie Yy/UIMHHeHHs TosneHu. Crenyer OTMETHTh «abcypIHoe»
(HEeBO3MOXHOE) TIepeMEIIeHHE IIEHTpa MacC MPU COXPAHEHHH TEX IMKE CaMBIX YTIOBBIX
nepeMeleHUH 1ocie yIUIMHHEHHS TolleHu. B nienTpe — aktuyeckas quarpaMma mara mocie
YAJIMHHCHUSA T'OJICHU, COOTBCTCTBYIOMIAA COXPAHCHUIO TOHU Ke JJIMHBI 1ara, HECMOTpPA Ha
CYIIIECTBEHHOE Y/UTMHHEHUE TOJIeH! U yBenudeHue JymHbl Horu (Puc 40B, 41B) B pesynbTaTe
YMEHBIIIEHUS aMIUTATYAbI KoJieOaHu# qucTanbHbIX cermeHToB Horu (Puc. 40b, 41A) . CripaBa
— BHYTPEHHEE TMpEICTAaBIEHUE O BOCHPHUATHM JJIMHBI IlIara, COOTBETCTBYIOIEE Kak
JKCIIepUMEHTAIbHBIM AaHHbIM (Puc. 40, 41), Tak W [uHE 1MmIara TpU YCIOBUU
MIPOTIOPITMOHAIIBHOTO YBEITMUYEHUSI CETMEHTOB HOTH (MyHKTUpHBIC TuHUU Ha Puc. 4017, 41B).

Ha nepssli1 B3risia, OTCYTCTBUE aJalTallii HA U3MEHEHNE ITPONIOPLIUH Tena
IIPOTUBOPCYHUT pa6OTaM 0 INMAaCTUYHOCTH COMATOTOIIMYCCKHUX KapT KOPbI
rojoBaoro mo3ra (Ramachandran et al., 1992; Merzenich and Jenkins, 1993;
Flor et al., 1995; Di Russo et al., 2006). Kpome Toro, cxema Teiaa MOXKET
BKJIIOYAThL B ceOsl BHEIIHUE NpeaAMCTbI, TAKHC KaK yKa3Ka, OIlopa II10J HOraMu
wm o0yBb (Lacquaniti et al., 1982; Iriki et al., 1996; Ivanenko et al., 1997b,

2002a; Berti and Frassinetti, 2000), yBennuuBas LEeHTPaIbHOE MPEACTABICHUE O
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«PYHKIIMOHAIBHOWY» JJIMHE KOHEYHOCTH . [103TOMY MOKHO OBLIO OBl 0KUAATH U
ObICTPOM aJanTallM K YIJWHHEHUIO TojieHH. TeM He MeHee, BKIIYEHHE
BHEILIHUX MPEIMETOB B CXEMY Te€ja MOXET OTJIMYaThCs KaK (PYHKI[MOHAIIBHO,
TaK U C HEUPOPU3UOIOTHYECKON TOUKH 3pEHHUs, OT M3MEHEHHS MPOMOPIUi
coOcTBeHHOro Tena. Hampumep, Mbl MOKEM OLIEHUTh BEC BHEIIHETO IMPEIMETa,
B35IB €0 B PYKY, HO Mbl HE MOXEM CKa3aTb TOYHO, KAKOB BEC CAMOW PYKH.
CxoaHasi aHAJIOTHsI MOKET OBITh MPOBEIEHA ISl U3MEHEHUSI CTPOCHUSI CaMOro
Tena. Mel MoskeT BKitouath uHCTpyMeHTHI (Maravita and Iriki, 2004) wnu omnopy
nox Horamu (Solopova et al., 2003; Pearson and Gramlich, 2010) B
NOCTYpaJbHYI0O CXEMy Tella, HO Halll COOCTBEHHBbIE MPOIOPLUU TeJda U
COOTBETCTBIJIOIIIEE BHYTPEHHEE IIPEJICTABIEHHEe O COOCTBEHHOM JIBM)KCHHH
MOTYT OBITh 0OJIe€ «KOHCEPBATUBHBIMH», U YUUTHIBATh CIOKUBIIUECS B XOJI€
IBOJIIOLIMU 3aKOHBI JIBIDKEHHS BO BHemiHeM mpoctpanctBe (lvanenko et al.,
1997a; Mcintyre et al., 2001).

['unoreTnyeckass «KOHCEPBATHBHAS» JIOKOMOTOPHAs CXeMa Uil OLICHKH
JUIMHBI 11ara ¥ BOCIHPHUATHS MPOUAECHHOTO IMYTU IOCIE YIJIMHHEHHUS TOJEHU
nokazana Ha Puc. 42. HenpomnopuuoHalibHOE YAJWHHEHHWE HOTU HE MOTJIO
CONPOBOXKAATHCS MPONOPLUUOHAIBHBIM YBEJIMYEHUEM AMIUIATYAbl JIBHOKCHHS
yIJIOB B CycTBax (KOMIIBIOTEPHAs CHUMYJISIUS TIOKa3bIBaCT «aOCypIHOE»
IIEpEMEILICHNE LEHTpa MacC INPHU COXPAHEHUM TEX JKE€ CaMbIX YIJIOBBIX
HIEpPEeMEIICHHH TOCIIe YAJUHHEHUS rojicHH, Puc. 42, neBbiit pucyHoK). [TosTomy
CUCTEMa YIMpaBIICHUS JIOJDKHA aJalTUpPOBaTh KUHEMATHKY XOAbObl K HOBBIM
ycnoBusAM. Takas aganTanys MMeNna MECTO M 3aKIIOYaAICh B OTHOCUTEIBHOM
YMEHBIICHUN OCHWULALMN NUCTANIbHBIX 3BEHbEB HOTU. [Ipu 3TOM BHYTpeHHEE
OpEJCTaBICHUEe O  BOCHPUATUU  JUIMHBI  I[Iara  MOIJIO  OOBSCHSTHCS
«KOHCPEBATUBHOM» CXEMOM TeJIa O BOCIIPUHUMAEMOM JUIMHE 11ara Ipy yCIOBUU
MPONOPLUHUOHAIIBHOTO YBEJIIMYECHHUSI CETMEHTOB HOTHM BCJEACTBUE PAa3BUTHIX B
XOJI€ DJBOJIOLMM OIPEAECICHHBIX IIPONOPLUMM CETMEHTOB Tela YeJOBEKa

(mynktupnbie uauu Ha Puc. 40B.I7, 415,B).
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B nenowM, napanienbHble U3BMEHEHHUS! B KHHEMATUKE XOJIbObI U BOCIIPUSITUU
MIPOMJICHHOTO IYTH MOT'YT YKa3bIBaTh HA CYIIECTBOBAHHUE JJOKOMOTOPHOU CXEMBI
Tena i1 OLEHKH JUIMHBI Iard. BHyTpeHHee mNpeacTraleHue O UIMHE Iara
MOKET OCHOBBIBATHCSI Ha aNpUOPHOM 3HAHUM O COOCTBEHHON JWHAMUKE
JBIDKEHUS MHOTOCYCTaBHBIX 3BEHBEB HOTH W 00pabOTKE MPOMPUOIECHTUBHOMN
uHpopmauu. Mbl MOXKEM BOCXHUILIATHCS, IJISIASI HA apTUCTHUYECKUE TBOPECHMS
YeJI0BEYEeCKOro Tena, Takue kKak AmnoswioH u Jlapua ckynsnropa [[oBanHu
Jlopennio bepunnun wim ButpyBuaHckoro uvenoBeka Jleonapmo na Bunuw.
Opnako, Mmo4yemy YeJOBEK MMeEET Takue mponopiuu tena? [lo-Buagumomy, oHH
SIBJIIFOTCSL PE3YJIbTATOM ONTUMHU3ALUU JBUXKEHUN U JOJITOM UCTOPUU IBOJIIOLUN
Xomo Cammenc (YenmoBeka Paszymuoro). ITpvHIHUIIBI B CIIOCOOBI, MO KOTOPBIM
JJOKOMOTOpHAsl CXeMa Teja W KHHEMaTHKa XOJhObl ONTUMH3UPYIOTCS Y
Pa3IMYHBIX >KUBOTHBIX WU KOJUPYIOTCS B LEHTPAIBHOM HEPBHOM CHCTEME,
NPEACTABIAIOT 3HAYMUTENbHBI HAy4YHbBIA HMHTEPEC M NPEAMET MHOIHX
uccinenoBanmii (Alexander, 1989; Cwmonsuunos, 2000; Poppele and Bosco,
2003; Saibene and Minetti, 2003; Ivanenko et al., 2007a; Rolian et al., 2009).

Ixcnepumenm B

Emé oaHuM CBUIETEIBLCTBOM CBSI3U BOCHPUSATHS U CHEeNUpUUECKOM
00paboOTKOW MPOMPUOIETUBHON WH(OOPMAIIUU TIPU IIAraTEIbHBIX JIBMKCHHSIX
SIBJITFOTCS] SKCITUPUMEHTHI C BIMSIHUEM BHOPAITMOHHOW CTHUMYJISIIMA MBIIIEYHBIX
penenTopoB mpu Xoas0e 310poBoro yenoseka (Puc. 43). Kak yxe ynoMuHamoch
panee (cM. 0030p JHTEpaTyphbl), HCIOIH30BAHWE  IPOMPUOIECTUBHOMN
nH(OPMAITUU MOKET 3HAUYNTEIHLHO OTINYATHCS B CTATHUCCKUX M JHHAMHUYCCKUX
YCIJIOBUSIX, T.K. CHCTEMa YIIPaBJICHUS OCYIIECTBIsIET 00pad0TKy MH(POPMAIIUU 110
«IpaBHIaM», KOTOpbIE ABJSIOTCS KoHTeKcT-3aBucuMbiMu (Capaday and Cooke,
1981; Bullen and Brunt, 1986; Viviani and Stucchi, 1989; Inglis et al., 1991;
Cordo et al., 1995; lvanenko et al., 1999b, 2000a). Hanpumep, npu aBuNKeHUN

KOHEYHOCTEH YYBCTBUTCIIBHOCTb MBIMICYHBIX BCPETCH B YKOPAYHMBACMBIX
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MBIIITAX YMEHBIIACTCS U BOCHPHSITHE 00 M3MEHEHHH IOJOXEHHUS CETMEHTa
TeNa OMPEAENACTCS B OCHOBHOM OT PEUENTOPOB YATUHHSIONIMXCS MBIIII]
(Capaday and Cooke, 1981). Jlns uccieaoBaHusi 3TUX BOMPOCOB, KaCAIOIINUXCS
KOHTEKCT-3aBUCUMOM  00paOOTKM MPONPHUOLIENTUBHOW HHGOPMAIIUHA, MBI
cpaBHUIU 3(PPEeKThl BUOPOCTUMYJISIIUN PEILENTOPOB PANMYHBIX MBIIIL 00EUX
HOT TIPHU CITIOKOWHOM CTOSIHUM W TIPH XOJIbO€, a TaK)Ke BOCTIPUSATHUE TOJOKEHUS
CTOII 110 OTHOIIEHHUIO K KOPIYCY MPH BHIMOJHEHUH LIAraTelIbHbIX IBMKCHUN Ha

mecte (Puc. 43).

A

NO3HblE peaKunn Ha MblLLIEYHYO B|/|6pau,|/no

xonb6a : k’h WiaraHve Ha mecTte
0.4- NN
.31
0.24
0.14
S s - - | -V
-0.11 TA SOL BF RF
02 MblLLeYHas BUGpauus BMOpaLmsa AByrnaBon mblwubl 6eapa

Puc. 43. 3aBucsmue ot ycinoBuil 3¢ HEKTh BHOPOCTUMYIISIIIMN MBIIIEUYHBIX PEIETITOPOB.
A — cxeMaTHYeCKOe U3MEHEHHE KOH(UTYPAIMU CETMEHTOB TeJa TPU CIIOKOWHOM CTOSIHUU B
otBeT Ha BuOpocTumyisiuio Ml TA, SOL, BF u RF (cieBa nHanpaBo). CTOMT OTMETHTH
CHCTEMaTUYECKHE HAKJIOHBI Tella Brepes npu BuOpamuu TA, Hazan npu BuOpamuu SOL u
crubanue Tena npu BuOpanuu BF. b — aHanmormunas MplmedHass BUOpamus BbI3bIBaja
pa3nuuHbIil A3QPEKT npu Xoap0€: BUOPOCTUMYIISAIMS PELENTOPOB JABYIIaBOM MBIl Oeapa
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(BF) mpuBoamia K YBETUYEHHIO CKOPOCTH XOIbOBI, B TO BpPEeMsS KaK CTHMYJISLHS APYTHX
MBI HE BbI3bIBaJIa 3HaunTenbHOro 3¢ dexra (lvanenko et al., 2000a). B — wuio30pHbIe
U3MEHEHHS B BOCHPUATHH TOJOXKEHHUS CTOI MO OTHOIICHUIO K KOPHYCY (CMELIeHHs BIepen
~10 cM) BO Bpems MIaraHusi Ha MECTE C 3aKpbITBIMM IJIa3aMU TIpU BUOpalMU IBYTIaBOU
MbIbl 0eapa. [lpu 3TOM mpu COKOWHOM CTOSHUM (B OTCYTCTBHE IAaraHUsl Ha MECTE)
UCIIBITYEeMbIE MPaBUIIBHO YKa3bIBAIM Ha MoiokeHue 1eHTpa cron (lvanenko et al., 2000a).

D¢ deKT MBIIIEYHOW BUOpAIMU TpPU CTOSHUUM M MPU XOAbOE CHIIBHO
OTJIMYAJICA: TPH CTOSHUU BUOpanus rmepennel OombinedeproBoit (TA),
kamOanoBuaHoW (SOL) ™Mbl rosieHM ©W JABYIVIaBoM MeImmbl Ocenpa (BF)
BbI3bIBaJIa 3aMeTHbIE MO3HbIE OTBETHI (Puc. 43A), B TO BpeMst Kak IpH XOan0e
ToJIbkO BHOpanus BF Bei3biBasia m3aMeHeHuss B ckopoctu xoap0Obl (Puc. 43B).
Bubpoctumynsiusi mponpronenTopoB ABYIJIABOM MBIIIIEI Oeapa Morja TakkKe
BBI3bIBATh WJUTIO30PHBIE HW3MEHEHUSI B BOCIHPHUSATUU TOJIOKEHHUS CTOI IO
OTHOIIIEHUIO K Kopmycy mpu maranun Ha Mecte (Puc. 43B), HO He mnpu
CHOKOWHOM cTosiHuu. [Ipu sToM BuOpanms apyrux Meimn (TA, SOL u RF) He
BBI3BIBAJIA WJUTFO30PHBIX CMEIICHUH B BOCIPHUSATUU TOJOXKEHUS CTOM TIPHU
[IaraHuy Ha MecCTe.

N3meHeHuss B BOCHPUSITHUM MOKHO OBbUIO OOBACHUTH B COOTBETCTBUE C
«JTOKOMOTOPHOM CXEMOU Teja» MpH yCIOBUM, YTO MPOIpPHOLEHINs BF urpaet
BAXHYIO pOJIb B OIEHKE NPOKCHUMAIbHBIX YIJIOB (B OCOOCHHOCTH, yria B
Ta300€IPCHHOM CyCTaBe) M opueHTanuu Horu mnpu xonapbe (lvanenko et al.,
2000a, 2011). Hampumep, BUOPOCTUMYISIIUS PEIIETITOPOB JABYTJIABOW MBIIIIIHI
MOKET UHTEPIPETUPOBATHCS KaK €€ PACTSHKEHHE U, KaK CIIEJCTBUE, U3BMEHEHHE
OpHEHTALlMA HOTH 10 OTHOWEHUIO K Teny (Puc. 43B, cBepxy). OTH U3MEHEHHUS
BO BHYTPEHHEM TPEJCTABICHUA 00 OPUEHTAIIMU CTOMBI IO OTHOIICHUIO K
kopriycy nipu BuOpanuu BF (Puc. 43B) Moryt BbI3BIBaTH KOMIICHCATOPHBIC
OTBeTHl B (ha3y OIOpbI, COCTOSIIIME B CMEIIEHUU KOpIyca BOEpen s
BOCCTAaHOBJICHUSI «PABHOBECUS» WM TakMM OOpa3oM B YBEIUYEHUH CKOPOCTH

xonb0bl  (Puc. 43B). XoTst 3T0 0OBSICHEHHME HE KaXeTcs EIUHCTBEHHO
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BO3MOXKHBIM, OHO COIJIacyeTcsi ¢ 0Oojee paHHMMHU pabOTaMH O POJIH
BHYTPEHHETO MpPEeJCTaBICHUs B 00pabOTKE CEHCOPHON MH(OPMALUU U MO3HBIX
OTBETax IpH MOAAEePKaHUK BepTUKaIbHOU 1mo3bl yenoBeka (Lekhel et al., 1997).
[MapanienbHble U3MEHCHHS B BOCIHPHATHU IOJIOKEHUS CTOI U B CKOPOCTH
X0/1bOBI IPY BUOPALIMYU JIBYXTJIABOM MBIIIIII Oepa (M OTCYTCTBUE M3MEHCHU B
BOCIIPHMSITHY TIPU BUOPAIIUK IPYTUX MBIIIIIT) TIO3BOJISIFOT MPEAIOI0KUTh, YTO ITH

3¢ (HEKTHI B3aUMOCBS3aHBI.
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I'naBa 7
DOyHKIHOHAJIbLHbIE YPOBHU CHCTEMBI MOIIePKAHUS BEPTHKAJIbHOM MO3bI

Y€JI10BCKa

1.1 Peghepenmmoe nonoscenue 6epmuKaibHOU NO3bl

bbun McciaenoBaHbl TaKKe pa3iMYHbIE XApPAKTEPUCTUKU IOAJIEPIKAHUS
BEPTUKAJIBHON I03bl 4esIOBEKAa. MexaHM3Mbl, Y4acTBYIOLIME B BbIOOpE MO3BI,
MOTYT CYIIECTBEHHO OTJIMYaThCS OT MEXaHHW3MOB, KOMIICHCHPYIOIIHUX
OTKJIOHEHUsSI OT 3TOM Mmo3bl. Tak Kak B BbIOOpE pe(epeHTHOro IOJOKEHUS
YYacCTBYIOT TOHHYECKHE CTPYKTYpHI, JJISi HMCCIEAOBAaHUS 3TOTO BOIPOCAa MbI
OPUMEHSJIM CyIepME/JICHHbIE BO3MYIIECHUS OMOPHON MOBEPXHOCTH KaK METOJ
U3YyYEHUs] TOHUYECKUX KOMIIOHEHT.

Puc. 44 u 45 wuOCTPUPYIOT «IBYXYPOBHEBBIN» XapakTep IO3HOTO
KOHTpOJIs. JelcTBUTEIBHO, cyliepMelieHHble cunycouaanbabie (Puc. 44) wim
onHopazoBble  (Puc. 45) nBwkeHus onopHoM  MIATGOPMBI  BBISIBUIIM
napagoKCalbHYI0 KapTHUHY: OOJbIIHe (HECKOJIbKO CAaHTUMETPOB) OTKJIOHEHUS
o0Iero IMeHTpa Macc OT MOJIOKEHHUS PaBHOBECHS] KOMIICHCHPOBAIUCH OUYEHBb
MeasieHHO, ¢ ($a3oBoil 3anaepxkkoit 10 ¢ u Gonee. B To ke BpeMs mpoucxoaui
HENPEPBIBHBIN TPOIECC KOPPEKTUPOBKH TOJOXKEHHS TeJla OTHOCUTEIBHO 3TOTO
HOBOTO, HEMPEPBIBHO MEHSIOMIETOCS TOJOKEHUS, BBIPAKEHHBI B MEIKHUX
BBICOKOYACTOTHBIX KosieOaHusX. Takum oOpa3om, Mojjep)XKaHUe PaBHOBECHS
MPOUCXOAMIIO HE OTHOCHTEIHHO MPUBBIYHOTO BEPTUKAIBLHOTO TIOJOXKEHUS, a
OTHOCHUTEJIbHO HOBOM, MEMJIEHHO M MPOJOJDKUTEIHO YCTaHABIMBAOIIEHCS
pedepenTHoi opueHTanuu Tena. [lonmydyeHHble JaHHBIE YKa3bIBAIOT Ha TO, YTO
OTHOBPEMEHHO C  CHUCTEMOW  peryJsiMd  pPaBHOBECHUS  CYIIECTBYET

JIOTIOJTHUTENBHBIA KOHTPOJIb pe(EepPEHTHOTO MOJIOKEHUS («YCTaBKHU») ISl 3TON
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CHCTEMBHI, KOTOpBIﬁ YCTAHABJIMUBACTCA 110 CBOUM «COOCTBHHBIM)» IMpaBruJiaM H

BO3BO’KHO BOBJIEKAET PA3JIM4YHbIE HEUPOHHBIE CTPYKTYPBI.

|
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Puc. 44. Cxema ycTaHOBKH (PHUCYHOK CBEpXYy) M TIO3HBIE OTBETHl Ha MEIJICHHBIC
cuHycounanbHble (3 Tpaa) HAKIOHBI OMOpHOW MIaTGopmel. McmeITyemble CTOSUIH C

3aKPBITBIMU I'/Ta3aMH.

Pa3znuuHbie ceHCOpHBIE CUCTEMBI (MPOTPUOLIETIIINS, BECTUOYIISIPHBIE BXOJIbI
U 3puTeNbHasg MHQOpMaIKs) YIacTBYIOT B MOJJACPKAHUN BEPTUKAIBHOMN MO3BI.

MoXHO O0XHAaTh, YTO €CIM Obl HCHOBITYEMBIA WMEI a0COJIIOTHYIO
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I'PaBUTALIMOHHYIO BEPTHKAJIb (HAampuMep, Ha OCHOBE BECTHOYJISPHBIX BXOJIOB),
TO €T0 TEJIO COXPaHsIO Obl HEM3MEHHOE TMOJIOKEHUE B MPOCTPAHCTBE W TOJIHKO
TOJICHOCTOITHBIN CycTaB OTpaldaThiBaJl ObI IBMKEHUS TIAT(HOPMBI C YCUIICHHUEM,
paBHbIM eauHuile W (a3zoBeiIM caBurom 180°. OpHako, pe3yabTaThl
skcnepumenta (Puc. 44) cuiibHO OTIWMYAKOTCS OT ATOM WACATU3HPOBAHHOM
KapTUHBI. OPUEHTAIMs T€JIa B I'PABUTALIMOHHOM I10JI€ BCJICICTBHUE MEIJICHHBIX
KoJeOanmil IaThOPMBI HE OCTACTCS TOCTOSTHHON |, TI03TOMY, TPaBUTAIIIOHHAS
BEPTUKAJIb HE SBJISETCS aOCOIIOTHOU peepeHTHON BEpTUKAIbIO. DTH OTIUYUS
MOT'YT OBITh TaK)X€ M CJICJICTBUEM HECTIOCOOHOCTH HCIIOJHUTEIBHOU CHUCTEMBI
NpaBUIBHO Y TOYHO KOMIIEHCHPOBATh OTKIOHEHUS OT pedepeHTHOTO
nojoxkeHus. Ho 3To mpeanonokeHue MOJTHOCThIO OMPOBEPraloT PE3YJIbTAThI
HKCIIEPUMEHTOB, B KOTOPBIX HCIBITYeMbId MMENT OOpaTHYIO CBSI3b IO IKpaHy
ocmuiorpada. B 3TUX yCIOBHSIX HCTIBITYyeMble HE UCTIBITHIBAIH TPYAHOCTEH B
MOJJEPKAHUM HEU3MEHHOTO MOJIOKEHUS LIEHTpa Macc.

MoxHO OBIIO OBl MPEANOJIOKUTh 3HAYUTEIBHYIO POJIb 3PEHUS B 3TOH
OIICHKE pPe(EPEHTHOr0 TMOJIOKEHUSA, HO 3peHHE OBLIO HCKIOYEHO B HAIIMX
JKCIIepUMEHTaxX. J[axke mociae BKIOYEHHUS TTOJTHOTO 3PEHUS MOBEJICHUE TeJla Ha
MOBOPOTHOM TuIaTPOopMe HE MPETEPIICBATIO CYIMIECTBEHHBIX M3MEHEHUM. Takum
0o0pa3oMm, 3peHHE TaK)Ke HE SBJSETCS TJIaBHBIM HMCTOUYHMKOM HHGOPMAIUU JJIs
OLIEHKH pe(epeHTHOro MOJIOKEHUs, 110 KpallHel Mepe, B Mpoliecce CIIOKOMHOTO
CTOSIHUSI.

Henb3st uCKIIOYMTH, UTO NMPUBbIYHAS KOHQPUTYpalUs Tella COXPAHSIETCS B
MaMsITH U BOCIIPOU3BOJAUTCSI HA OCHOBE «UYBCTBA MOJIOKEHUsD». OJIHAKO, TPYIHO
OMPENEIUTh MOJOOHBIM ‘ITaJOH’ JJii MHOTO3BEHHOW KUHEMATHYECKOW IIETH.
Kpome Toro, npu mpeacTaBiICHUU Tella YeIOBEKa MEPEBEPHYTHIM MASITHUKOM C
MOJABWKHOCTBKD B TOJIEHOCTOITHOM CYCTaBE, yIroJl B 3TOM CYCTaBe JOJDKEH
OCTaBaThCsl TMOCTOSHHBIM B TeUYEHUE KOJieOaHUM IIaTGopMbl, €CIM 3ajada
NOJJICP)KaHUsT  PABHOBECHS CBOAMTCS K  CTa0WM3alldd  d3TOTO  yria.

DKCcrepuMEHTAIbHBIC JaHHbIC TOKa3bIBalOT, 4To 3T0 He Tak (Puc. 44, 45).
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3anucu OMI-akTUBHOCTH MBI TAaKXKC IMOKa3aJikd, YTO aKTHMBHOCTH MBbIIII HOT
KoppeianpoBajla CO CPCAHUM IIOJIOKCHUCM IIPOCKINU O6HICFO HOCHTpa MaccC

(OIIM), a He ¢ U3MEHEHHUSIMU YIJIa B TOJIeHOCTONMHOM cycTaBe (Puc. 44).

e
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yrnoBoe OTKI1oHeHue, rpaj

1 HaKIOH T R
___nnatgopmel
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0 50 100

Bpems, C

Puc. 45. Tlo3Hble OTBETHI HAa MEIJICHHBIC OJHOpPa3oBbIe (1 Tpaa) HAKIOHBI OMOPHOM
iatgopmbl. [TokazaHbl HaJIO)KEHHBIE APYr Ha JApyra TMO3HBIE OTBETHl y 12 HUCHBITYEMBIX.
HcnipITyeMble CTOSUTH C 3aKPBITBIMH TJIa3aMHU.

CrnenyromyM KaHIUAATOM Ha POJib PEPEPEHTHOTO MOJIOKEHUS SIBISIETCA
nosioxkenue npoekuuu OLM B mpenenax OMOPHOrO KOHTypa Ha OCHOBE

pacupeaciiCHuA AaBJICHUA Ha CTOIIbI M BCJIWMYWMH MOMCHTOB MBIIIIIL (((‘-IYBCTBa



117

yCWIHSI») B TOJEHOCTONMHOM cycTaBe. B mpunuune nosoxenne OLIM moxet
ObITh HUCHOJB30BAaHO KAaK OJMH M3 OCHOBHBIX KOMIIOHEHTOB pPE(GEPEHTHOTO
MOJIOKEHUS, XOTS U HE €JMHCTBEHHBIN, T.K. HATMYUE OOJBIINUX 3aJEPIKEK B €ro
YCTaHOBJICHUH (OLIEHUBAEMBIX 10 CPEIHEMY TOJIOKEHHUIO cTaduorpammel, Puc.
44, 45) cBUAETENBCTBYET O HAJIMYUMU BbIOOpA MEXKIYy 3TUM KOMIIOHEHTOM H
JIpYrUMU (Hampumep, yriioM B TOJICHOCTOITHOM CYCTaBe).

Takum 00pa3oM, ocTaeTcs MPEANOI0XKUTh, YTO pedepeHTHOE MOJI0KEHHE
JUIsl TOJJEp>KaHUs BEPTUKAIBHOW MO3bl KOHCTPYUPYETCS HAa OCHOBE MHOTHX
MCTOYHUKOB M HE OCHOBBIBAECTCSI HA €JUHCTBEHHOM MapameTpe WM CEHCOPHOM
Bxoqe. BeposTHO, cpenu S3TUX HUCTOYHUKOB TIJIaBHAs POJIb MPUHAJICKUT
TaKTHJIbHO-TIPONIPUOLIENTUBHON ~ MH(pOpMalUKM:  CTUMYJISIIMKA  PELENTOPOB
JaBJICHUS Ha TMOJOIIBE CTOMBl, W3MEHEHUIO B3aUMOIIOJIOXKEHUS KOCTEH,
0o0pa3ymomux CBOJ CTOIbI, CTUMYJSALMU PEHENTOPOB CYCTaBHBIX KamlCyd H
MHOTOYHMCJICHHBIX CBSI30K, U3MEHEHHUIO JJIMHBI U HAMpPsHKEHUS MBI CTOIIbI,
obiactu rosieHocTonmHoro cycrasa u Tynosuina (Gurfinkel et al., 1995b). ITpu
OTKJIOHCHUM TeEJa HAa TBEPAOM YCTOMYMBOM OIIOPE BCE HTU CUTHAJIBI
COTJIaCOBaHbl M TIO3BOJISIIOT ONPEACIUTh W3MEHEHHE TMOJIOXKCHHS TPOCKIIUU
MAaccChl TeJIa OTHOCUTENIBHO CTOII.

[Ipn ycnoBuM MEMJICHHBIX BO3MYILEHUA OMOPHOM TOBEPXHOCTH BCE
KOMIIOHEHTbl ~KMHECTETHYECKOIO0 KOMIUIEKCa pPEePEpEeHTHOro  MOJOKEHUS
nepecTaroT ObITh OJHO3HAYHO CBA3AHHBIMM JIPYyr C JAPYIOM, UM CamMoO 3TO
MOJIOKEHUE MOXET HU3MEHUThCA C JBUWKeHUeM IutatrgopMmel. [louemy ke s
YCTaHOBKH PEPEPEHTHOrO MOJIOKEHHUS B YCIOBUSIX CYNEPMEJICHHBIX HAKJIOHOB
matgopMbl  TpeOyeTcsi A0CTaToyHo jgoiiroe Bpems, 10 ¢ u Oonee? Tax,
HampuMep, IS BOCCTAHOBJICHHS PABHOBECHS IOCJIE€ BHE3AMHOTO BHELIHETO
BO3MYILIEHUsI TO3bl TpedyeTcss 0oOblYyHO Okojo 1.5 c¢. Bpemena 3amepxex,
nojyuyeHHble B HaiieM skcnepuMmente (Puc. 44, 45), npuMmepHO Ha TOPSIIOK
Oonbllle U HE MOTYT ObITh OOBSCHEHBI HH 3aJep>KKaMH OOpaTHOM CBSA3M, HH

HHCpHHGfI MECXaHHNYCCKHUX CCTMCHTOB. BOSMO}KHO, 4TO CHCTEMA MOAACPIKAHHA
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Mo3bl  paccMaTpuBaeT pedepeHTHOEe TMOJOKEeHHEe KaK KOHCEpBATHBHBIM
napameTp, KOTOPBIM HE JODKEH TMOABEPraTtbcs OBICTPHIM H3MEHEHUSIM H
M03TOMY HOBOE pehepeHTHOE MOJ0KEHUE YCTaHABIMBAETCSA ropas3io MeJICHHee
(IecaTku ceKyH[), YeM IMPOUCXOAT TeKylue Koppekiuu nojgoxenus OLIM npu

MOAJEPKAHUU BEPTUKAIIBHOM TO3bI.

7.2 Ponb deghopmayuu maekux mxaueti u c600a cmonwl

Emé omHa CII0)XHOCTh B HCIIOJIH30BAaHUM KOH(HTIypaliu 3BEHHEB Tela U
yIJIOB B COCTaBaxX B KauecTBE pe(EepeHTHOTO TOJOKEHUS COCTOWT B HAIMUWE
MaJIbIX, HO KPHUTHYHBIX Jaedopmamuii CTOIBI TPH OTKJIOHCHHUSX Tella WU
Harpy3ke Ha crombl. [Ipy 3TOM CTOWT OTMETHTH, YTO 3aMeTHas nehopMartus
MATKUX TKaHeW W CBOJOB cTombl mpu HakigoHax Tena (Gurfinkel et al., 1994,
Wright et al., 2012) u compoBoxnaromieecss HapagoKCaIbHOE YKOpPOUYCHHE
CapKOMEPOB MBIIICUYHBIX BOJOKOH MpPH OOIIEeM pacTsDKEHUH HWKPOHOXKHBIX
mpimir; (Loram et al., 2004) He mNO3BOJAIOT OJHO3HAYHO AaCCOIMHUPOBATH
U3MCHEHHUS yrja B TOJCHOCTOITHOM CYyCTaBe C JJIMHAMH MBI TOJICHU U
HAKJIOHAMH Tea.

Ouenp manbie (1.5-4.5 MM) MeneHHbIE JOKAJIbHBIE AeQOpMAIH CTOIIbI,
IPUIIO’KEHHBIC K OOJBIIIOMY MaJIbIly HOTH, MOTYT BBI3BIBATh 3aMETHBIC HAKJIOHBI
royieau (Puc. 46), XOTsl Mpu 3TOM CBOJI CTOIBI M YT'OJI B TOJICHOCTOITHOM CYCTaBe
HE JIOJDKHBI OBLITM MEHSTBCS OT TaKOTO JIOKaJIpbHOTrO JaBieHus Ha naien (Wright
et al., 2012). Mi3meHeHHs yriia B TOJICHOCTOITHOM CYCTaBe SIBIISIIUCH CIICJCTBUEM
peaKkIMl CHCTEMBbI TOJJICP)KAHUS BEPTUKAIBHOW TIO036I HA JIOKAJTHHBIC
nedopMaIui CTOMBL. DTO CBUACTEILCTBYET B TIOJB3Y YYAaCTHS PEIENTOPOB
JIaBJICHUS Ha TOJOIIBE CTOMBI W MPOMPHOIEHIIUN MHOTOYUCICHHBIX MBIIII U

CyCTaBOB CTOIIbI B BBI60p€ " IOAACPKAHUHU PABHOBCCHOI'O ITOJIOKCHUS.



119

MT TOE
Surface

[ Displacement

Shin
tilt
—

4.5 mm

Lingar _
Tlan.sduoerI

1deg

FIXE N peosl)
SURFACE | &% it FIXED
&y SURFACE

g

1.5 mm

Linear ‘J ™ 5I.ur‘earl_ J
T AR ey
S L o
Shin tilt (deg) A/P=-/+

i
I
i
1
|
|
I
|
|
|
|
|
]
|
|
1

| 3mm
MCVEAILD |

SURFAGE T0es MOVEARLE
ToE [ gﬁy‘ g SURFACE :
conDmonl k€ NP l MT
WL \2&, 7. lconomon !
B e ] i
\ |
|
|
I
\/Jv*'v\/\/

I
|
]
|
|
I

]

Puc. 46. [To3Hble OTBETHI Ha MaJible JIOKaJIbHbIE NeOpPMaLUU CTOMBI, MPHIIOKEHHBIE K
OOJBIIOMY MaJbIly HOTH. A — cXeMa HKCHEPUMEHTAIbHON YCTaHOBKU Ul PETUCTPAIUH
NOJHATHUSA CBOJIA CTOIBI M yIJla HAKJIOHA TOJICHU (BEPXHHUU PHCYHOK) M NMPHIIOKEHUS MaJIbIX
BEPTUKAIBHBIX JeOpMaLUil K JUCTATBHOMY WJIN MPOKCUMAILHOMY KOHITY OOJIBIIIOTO Majblia
(pucynok cuusy) (Wright et al., 2012). b — ycpeaHeHHBIE 0 HCIBITYEMbIM W3MEHEHHSI yTiia
HaKJIOHA TOJICHU TIPH CIIOKOWHOM CTOSIHUM B OTBET Ha JIe(popMaIiiio mMpOKCUMAIIBHOTO (CJIeBa)
U JUCTAIBHOTO KOHIIA OOJBIIOTO MaJbla MPH TPEX pPa3nudHbIX amrumtyaax (1.5, 3 u 4.5 mm).

1.3. Peopeanuzayus cucmemvl YApasieHus No30u 8 YCl08USIX HEYCMOUYUBOLL

onopul

bonbmioin wmHTEpEC HCCHEAOBATENEM K MEXaHU3MaM  MOJJIEp:KaHUs

PAaBHOBCCHA B I'paBUTAIMOHHOM IIOJIC CBA3daH C HW3YYCHHUCM CCHCOMOTOPHOIO
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B3aMMOJEHCTBUSL B YCJIOBMSIX HeycToMuMBoW mo3bl. Kpome TOro, MHorume
3aboneBanuss LHTHC wu omopHO-ABUTaTeNbHOTO ammapara COMpPOBOXKIAIOTCS
HapyLICHUSAMHU YCTOWYMBOCTH IO3bI, B CBSI3U C YEM NOHMMAHHUE MEXaHU3MOB
BbIOOpa pe(EepeHTHOrO0 MOJIOXKEHUS U TOAJAEPKAHHUS pPaBHOBECUS IIpU
HEYCTOMYMBOM CTOSIHUM MOKET OBITh Ba)KHBIM IJIS1 OLEHKH 3(()EKTHBHOCTU
JBUTaTeNbHOW peabwiuranuu. g u3ydeHus OCOOEHHOCTEM NoaJepKaHUs
paBHOBECHs Tejla, Mbl HCIOJb30BAJIM METOJbl, COUETAIOIIUE HCIOJIb30BaHUE
HEYCTOMYMBBIX IJIATGOPM C Pa3HbIMM CBOWCTBAMH, CTUMYJISILIUIO MBIIIEYHBIX
IPONPUOLENTOPOB M TPAHCKPAaHMAIBHYI0 MarHuTHyto crumyssinuio (TMO)
MOTOPHOU KOPBI.

Puc. 47 wnnroctpupyeT 0COOEHHOCTHU MOAJIEP>KAHUS MO3bI IIPU CTOSIHUM Ha
MOJIBYKHOM OMOpe, CIOCOOHOM COBEpIIaTh BpALATEIbHO-TIOCTYATEIbHbIE

JBVDKEHUSI BIEPEN U HA3aL:

AK = 222 .« (23)
360

rae AK cMelieHrne TOYKM KOHTAKTa ¢ MojoM, R paguyc ocHOBaHMS MIaT(OPMBI,
a o yroj HakioHa miaardopmsl (B rpamycax). YCIOBHE paBHOBECHS Ha ITOM
OMOpe COCTOUT B TOM, YTO UCIBITYEMbIN JTOJKEH HEMPEPBIBHO «IOJCTABIISATH
ONOpYy MOJI CMENIAIOIIUICS LEHTP MacC Tejia (CABUT TOYKHM KOHTAKTa OMOPBI C
nosioM K’ mpu e€ BpamaTelbHO-TIOCTYNATeIbHOM JIBIKeHUH, Puc 47A), a He
HA000POT, KaK TO MPOWCXOAUT HA TBEPAOM TOJy (T/I€ MCIBITYeMbIH JTOHKCH
BO3BpAIATh IIEHTP MACC K pePepEHTHOMY TIOJIOKEHHUIO MPU MAJIbIX BHYTPEHHUX
BO3MYUIEHUSX MO3bI, UMEIOIIUX MECTO MPHU CIOKOMHOM CTOSHUU). DaKTUUECKH,
4acTO HA0II0J1aach aKTUBHOCTh MKPOHOXKHOM MBIIIIIBI HE NMPU €€ PACTIKEHUU
(kak MOXHO ObUIO OBl OXKMJATh MPHU OTKJIOHEHUSAX Tella MPU CTOSHUM Ha

TBEPJIOM 1101y), a ipu ykopouenuu (Puc. 48b).
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Puc. 47. OcobenHocTu noAep:kaHusl paBHOBECHS Ha MOABWKHON OTMOpE B BUJIE Ipecc-
nanbe (OCHOBaHHE KOTOPOW HMMENO IMIMHIPUYECKYIO MOBEPXHOCTh, A) pa3sHOTO paamnyca
OCHOBaHHUSl U Pa3HOM BBICOTHI IPU CTOSIHUMM C OTKPBITBIMH M 3aKpbIThIMH Iu1a3amu (b).
[IpaBelii puCyHOK Ha A CXEMaTHYECKHU MOKa3bIBAET CMEILEHNE TOJIEHOCTOIA BIEPEN U Ha3al
(OTHOCHTEIBHO TOYKM KOHTAKTa ONOPBl C IIOJIOM) Ha BBICOKOM M HM3KOHW oOmoOpe,
COOTBETCTBEHHO, IIPH €€ BpaIlaTeIbHO-TIOCTYNATEIbHOM CMEIEeHUH Biepén. Kpyxoukamu Ha
b o0o3HaueHa kpuTuyeckas BbICOTa IIATQOPMBI, BbIIIE KOTOPOH HCHBITYEMBIH yXKe HE MOT
NOJEPKUBATh PABHOBECUE C 3aKPBITBIMHU IJIa3aMH.

bonee Toro, BeICOTa W paauyc TMOJABMKHOW TMIaTGOPMBI OKa3bIBAIOT
CYIIIECTBEHHOE BIHUSHHUE HA CTAOMJIBHOCTH TO03bI. OOBIYHO HMCHBITYEMBIM MOT
MOJ/ICP>KUBATh PAaBHOBECHUE Ha MOABMKHON o1ope 0€3 0COObIX OOJBIITUX YCUIIUM
WM TPEIBAPUTEIHLHON MPAaKTUKH. TeM He MEHee, CYOBCKTHBHO CTOSTH OBLIO

HaMHOTI'O0 IIponiIec (I/I OCHUJIIIAINHA HJ'IaT(bOpMBI H TOPHU3OHTAJIbHBIC CMCHICHUSA
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Tena ObLIM MGHBH.IG) Ha HHU3KHX OIIOopax 0O0IBIIIOrO paanyca OCHOBAHUA

(lvanenko et al., 1997b).

2cm

0.5°

50

| ' ' Y 2
|150 Y

N A

5s

Puc. 48. Ilpumep mnonnepaHusi paBHOBECHS MCIBITYEMOTO TpPU CTOSHUU Ha
HenoaBkHON (A) m moxBmwkHOU (B) omopax. 1 — OMI' aktuBHOCTE M.Soleus, 2 — DMI’
aktuBHOCTh M.tibialis anterior, 3 — ocumsAMu yriia B TOJCHOCTOIHOM cCycTaBe, 4 —
OCHWUTSIIIAKM YTJIa TIOBOPOTa IUIAT(HOPMBI, 5 — TOPU3OHTAIBHBIE CMEIEHUSI BEpXHEH dacTh
KOpIyca B CHCTEME KOOpJIMHAT DJKCHEPUMEHTAIBHOW KOMHATBI, 6 — TOPHU3OHTAIbHBIC
CMEIIECHUS BEpXHEH YacTH KOpITyca B KOOPAMHATAX MOBMKHOM OMOPHI (ITOCTIe KOPPEKIIMH Ha
TOPU3OHTAILHBIE CMEIICHHUS B pe3yibTare €€ BpalaTeIbHO-MOCTYNATeIbHOTO JIBHKEHUS).
[TonoxxuTenbHbIE YIIIBI COOTBETCTBYIOT HakjioHaM Brepen. CrneayeT oOpaTuTh BHUMaHHE Ha
10-kpaTHOe paznuyue B IIKale U3MEHEHHH yIiia B TOJICHOCTOITHOM CYCTaBe Ha HEMOABHKHOM
Y TIOJIB>KHOM OIopax.
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Puc. 49. 3MeHeHNe O3HBIX peakUii Ha CTUMYJIALUIO MBIIIEYHBIX TPONPHOLEHITOPOB

MpU CTOSSHUM HAa HEYCTOWYMBOM oOrmope. A — MOHOTOHHOE YMEHBIICHHE IMO3HBIX PEaKIUn
(oTKJIOHEHMI Tena) Ha BUOpaIuio AXWIUIOBBIX CYXOXXKHIIMA C YBEITWYEHHUEM (CBEPXY BHH3)
HEYCTOWYMBOCTH OIOPHI (YMEHbIIEHHEM paauyca R mogBmwkHoW miardpopmer). b —
CEJIGKTHBHAsI 3aBUCHUMOCTH TO3HBIX OTBETOB Ha BUOpALHIO TMEpPeAHUX OO0NbIIeOepLIOBBIX

MBIIII] OT HAampaBleHUS HEYCTOWYMBOCTH. [IpM cTOSHMM Ha TBepIOM IMoiy (cieBa) U
HEYCTOMYHMBOCTH ONOPHI BO (POHTAIBHON IUIOCKOCTH (B IIEHTPE) MO3HBIE OTBETHI XOPOIIO
Habmromatorcs. OTHAKO HEYCTOWYMBOCTH MIAT(GOPMBI B CAaTUTTATBHON TUIOCKOCTH TPHUBOJHUT
K II0JJHOMY OTCYTCTBHIO ITIO3HBIX PEaKIUi.
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Kpome Toro, cTosiHrEe ¢ 3aKpBITHIMU TJIa3aMH OBLTO BO3MOKHO TOJBKO MPHU
BbICOTaX MIaTPOpMBI HUXKE, yeM paauyc e€ ocHoBanus (Puc. 47b), mockonbky
HAa OTHOCHUTEJIbHO BBICOKHUX IJIaT(opMax [BHKEHHSI yria B TOJEHOCTOITHOM
cycTaBe Ipu cmelieHnnd koprnyca Bnepes (Puc. 47A) momkHbl ObUIH OBl OBITH
IPOTHUBOIIOJOKHBI UMEIOIIMM MECTO MPU CTOSHUM HAa TBEPAOM MOy WIH Ha
miatpopMax Mallol  BBICOTHI. Takue «HEECTECTBEHHBIC» HAIPABJICHHUS
U3MEHEHHUSl YIJOB B TOJEHOCTONE OBUI0O HEBO3MOXHO OCYIIECTBISTH JIJIs
KOPPEKIIMU CMEUICHUH BBICOKMX IJIaTGOpPM B OTCYTCTBUE 3pUTEIBHOU
undopmaruu (Puc. 476) (Ivanenko et al., 1997b).

Puc. 49 nnmoctpupyeT no3Hble OTBETHl HA CTUMYJISIUIO TepUpEpUUECKUX
U [EHTPAIbHBIX CTPYKTYp. McnbiTyemblil cTos1 Ha TuiatgopMme, KOTopas uMmena
MOJIBUYKHOCTh B CarWTTaJIbHON WM BO ()POHTAJIBHOU WM B 00EMX IIOCKOCTSIX.
B kauecTBe HEYCTOMYMBOW ONOPHI UCHOJIB30BATIU ONOPY B BHUJE MPECC-TIANBE
(ocHOBaHHME  KOTOpPOM  HWMENO  LWIMHIAPUYECKYI0 WIH  c(epruyeckyro
MOBEPXHOCTh) Pa3jIMYHOM BBICOTHI M paJuyca OCHOBaHMs. Takum o00pazom,
NOJBIKHAs IaTGopmMa MOIJVIA COBEpIATh BpallaTelbHO-TIOCTYIATEIbHbIC
NBUKEHUA. VICTIBITYeMBbIi CTOSUT ¢ 3aKPBITHIMU TJIa3aMHU, LIEHTP CTOI COBIMAAIN C
cepenuHort  tatgopmel. [locme  mpenBapuTEenbHON — TPEHHUPOBKH — BCE
UCIIBITYEMbIE, YYACTBYIOLIUE B AKCIIEPUMEHTE, OBbLIIM CIIOCOOHBI MOJACPKUBATh
BEPTUKAJILHOE TOJIOXKEHUE 0e3 OOJNBINNX OCHWIISAIUN, TJIaBHBIM 00pazoM, 3a
CYET M3MEHEHHWI B TOJEHOCTOIHOM CyCTaBe M KoJeOaHWil miaTdopmbl, XOTS
MHOT/Ia U HAa0JII01aIMCh HEOOJIbIIME ABUKEHUS B IPYTUX CYCTaBax.

Bri3BanHass BuOpainueld MbIIIIEYHAs] CTUMYJSIHAS MOXET CO3/1aBaTh
JOTIOJTHUTENbHBIA JIOXKHBIM CUTHAJ, BBI3BIBAIOIIMN cMelleHue pedepeHTHOro
MOJIOKEHUSI B CHCTEME BHYTPEHHETO NpEeJCTaBlCHUs Teia. TakuM o0pasom,
BUOpAITMOHHAS aKTHBAIMS MBIMIEYHBIX ap(depeHTOB Ha POBHOM IOy MOXKET
OJIHO3HAYHO MHTEPHPETUPOBATHCSA KaK U3MEHEHHUE MOJI0XKeHus Tena. Mcnonb3ys
MPOJIOJDKUTEIFHYI0 HU3KOMHTCHCHUBHYIO BHUOPAIMI0 AXWUIOBBIX CYXOXKHJIHMA

IIPU CIIOKOMTHOM CTOSIHMM Ha TBEPJOM Omope Mbl OOHAPYKWIIA IIUPOKUNA CIEKTP
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TUTIOB PEAKIIMH Ha 3TO BO3JEHCTBHE, KOTOPHIE SBISUTMCH 00Jiee CI0KHBIMH, YEM
IPOCTO OTKJIOHEHHE BCEro Tena Hazaj, Ha3BaHHoe OkiayHaoMm ‘VIF’ Gonee 40
aer Hazazn (EKlund, 1972). Onnako, y BceX HCHBITYEMBIX COXPaHSIACh OJHA
oOmrasi dyepTa pa3BUTUA STOW PEAKIMU — MPOTPECCHBHOE OTKIOHEHHE Ha3aj
BEPXHEN YacTu KOopImyca 1 MOHOTOHHOE oTkiIoHeHne OLIM Ttena Ha3zaz.

MosxxHo OblIO OBl 0XHIaTh, YTO HA TOJBWKHOW OIOPE CTUMYJISIIHS
MBIIIEYHBIX MPOMPHUOLENTOPOB BHI3BIBACT CEPHhE3HBIC HAPYILICHUS PaBHOBECHSI.
Hanpumep, W3BECTHO, YTO IMO3HBIE pEakiMu (OTKJIOHEHHUs Tella) B OTBET Ha
TalbBAaHUYECKYI0 ~ CTUMYJISAIIMIO ~ BECTUOYISIPHOTO  ammapata  CHJIBHO
YBEIIMYUBAIOTCA B YCJIOBUAX HeycrowumBod moswl (Fitzpatrick et al., 1994).
Onnako, Ha Puc. 49A MOXHO BHAETH MapaJoKCaTbHOE YMEHBIICHUE TO3HBIX
OTBETOB Ha CTUMYJSIHUIO MBIIIEYHBIX MPONPUOLENTOPOB C YBEIHMUECHUEM
HEYCTOMYMBOCTH CTOSIHUS (C YMEHBIIEHHEM paJnyca OCHOBAaHUS TOABMKHOMN
mwiarpopmel) (MBanenko wu Tamme, 1995; Ivanenko et al., 1999b). Ha
wiatopmMax MEHBIIEr0 pajnyca, BMECTO OOJBIIMX HApyIIEHHH paBHOBECHS,
KOTOPBIX clieloBajio  Obl  OXUJaTh, 3(PGEKT BUOpAIMM MBI TOJICHHU
3HAUYUTENILHO YMEHBIIAJICS C yMEHbIIeHUEM ycToilunBocTH omnopsl (Puc. 49A)
(UBanenko u ap., 1999).

DddexT 3aBucen ee U OT HampaBieHUsS HEYCTOMYHMBOCTH T03bl (Puc.
49B): mpleuHas BUOpalys BbI3bIBaJIa U3MEHEHUSI KOHPUTYPALUU Tella TOJIBKO
Ha TEX OIMOpax, KOTOPhIE YCTOWYMBHI B CAarUTTAILHON TUIOCKOCTH (TBepaas
oropa, u twiardpopma ¢ OJBUKHOCTHIO BO PpOoHTAIBHOM Tiockoctr) (lvanenko
et al., 2000c; Comomosa u ap., 2002a). [TogobHOe paznuuue 3PGHEKTOB HE MOLIIO
OOBSACHATHCS CyOBEKTUBHBIMU TPYAHOCTSMHU B TOJJCPKAHUU PAaBHOBECHS, TaK
Kak BHOpallMOHHBIE pEaKIWU JIETKO BBI3BIBAIMCH Ha Iiargopme ¢
HOJBMYKHOCTBIO BO (poHTanbHOM Tutockoctu (Puc. 49b, cpemnuii pucyHOK),
HECMOTpS Ha TO, YTO CYOBEKTHBHO MOAJIEPKUBATh PABHOBECHE HA TaKOM THUIIE

OTIOPBI OBLIO TOPA30 TPYIHEE.
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[Tonyyennsie >P¢eKThl, BEPOSTHO, MOXKHO OOBSICHUTH Ha OCHOBE JIBYX
OCHOBHBIX MEXaHHU3MOB: OTHOCSIIMXCA K HM3MEHEHHIO IPONPHOLENTUBHBIX
MOCBHIJIOK Ha TMepupepuyeckoM YpOBHE M OTHOCSALIUXCS K LIEHTPaIbHOM
nepepaboTKe WM CYNPACHUHAIBLHON MOAYJSIMU JIOKAJTBHBIX PEQIIEKCOB.
N3BecTHO, HampuMep, YTO MBIIIEYHOE COKPAIICHHE WM PACTSHKEHHE MBILILBI
BIIMSET HA TO, KaK PELIENTOPHI MBIIIEYHBIX BEPETEH U CYXOKUJIbHBIE PELENTOPHI
pearupyrot Ha BuOparuto. Hanmpumep, Pomtem ¢ coasropamu (Roll et al., 1989)
OBLJIO TOKA3aHO, YTO pa3psii NEPBUYHBIX OKOHYAHHUI MBIIIEYHBIX BEPETEH IPU
60 TI'nm BuOpamuu mnepenHer OoJbIICOEPIIOBOM MBIIIIBI € MaJCHBKOM
ammuuTy1oi (0.2-0.5 MM) MOET 3HAUUTEIBHO YMEHBIIATHCS MIPU YKOPOUECHUU
MBI C YIJOBBIMH CKOpocTsMH okosio 10-20°/c mo cpaBHEHUIO CO
CTaTUYECKUMH YCIOBHSIMH. OTH CKOPOCTH CpPAaBHUMBI CO CKOpPOCTSIMH,
Ha0JII0JaeMbIMU B HarleM skcriepumenTe. K tomy ke, (a3uueckas akTUBHOCTh
ad(epeHTOB MBIIIEUYHBIX BEpETeH HaMHOIO Bbille U DMI-aKTUBHOCTH MBIIII]
rojieHu OoJjiee MOAYJIMpOBaHa MpH OallaHCUPOBAHUU Ha MOJBUKHOW OIOpE MO
CPaBHEHHIO CO CIIOKOHHBIM cTosiHueM (Puc. 48). OqHako, 3TH BHIIBI IEPECTPOCK
Ha nepu(pepruuecKoM YpOBHE HE OOBSCHSIOT MOJIHOCTHIO OTCYTCTBHE PEAKIIMA
Ha BHOpaIMi0O TOJCHU TIPU CTOSHUM Ha CaruTTAIBHOW H ChEpUIECKOM
matgopmax, XoTs Obl MOTOMY, 4TO, Hanpumep, VIF Ha HenmonBH>kHON omope
BBI3BIBACTCA B IIMPOKUX Tpeaeiax aMIUTUTy] W YacTOT BHOpanuu, W TpH
Pa3IMYHBIX OTKJIOHEHUSIX Tela, T.€ MPHU Pa3HbIX YPOBHSAX AKTUBHOCTHU MBIIII]
TOJIEHHU.

[Tostomy mnpexacraBnsiercss  Oojiee  BEpPOSITHBIM, 4YTO  HM3MEHEHHE
YCTOWYMBOCTHU TMO3bI IPUBOJIUIIO K KAUECTBEHHBIM M3MEHEHUSIM B MepepadoTKe
MPONPHUOIIENTUBHON WH(OpMAIMKM MEHTPaJbHOW HEpPBHOW cucrtemoil. B
KayeCTBE €Ille OJIHOTO apryMEHTa B MOJIb3Yy 3TOM T'MIOTE3bl CTOUT JOOABUTH, UTO
MPOCTOE KACaHWE PYKOM BHEIIHEr0 HEMOJBH)KHOIO OOBEKTa MPHU CTOSHUM Ha
NOJBW)XHOW  MaTGopMe TPHUBOAMUIO K 0Oojiee yCTOMYMBOW T1O3€ W

HEMEIJICHHOMY TMOSIBJICHHIO Peakiuii Ha BuOparnuio Meiii rojeau (lvanenko et
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al., 1999b). Bouee Toro, nmoaBmkHas omnopa noa Horamu (lvanenko et al., 2011)
TaK)Ke KaK WHCTPYMEHTHI WJIHM TpEeAMETHI, ucnoib3dyembie pykoi (Iriki et al.,
1996), MOKeT BKIHOYATHCS B MOCTYPAIbHYIO CXEMY Tejla ¢ COOTBETCTBYIOIIUM
W3MEHEHHEM POJIM U Y4acTHs TOM WM MHOW ceHcopHoM uHbopmaiuu. Takum
o0pa3oM, aJIrTOPUTMBI UCIIOJIB30BAHUS TIPOIIPUOTICITUBHON HH(POPMAIIUA MOTYT
3aMETHO MEHSTHCS B 3aBHCHMOCTH OT YCTOMYMBOCTH O3Bl B COOTBETCTBHH C

BHYTPEHHHM IPEACTABICHUEM O TEKYILEH I103€.

A E 350 4

300 A
250 1

200 -

150 A

Electrical
stimulator

amnnuTyaa, %

100 "

50 4

¢doHoBas H pecdnekc TMC oTBeT
OMI™ aKTMBHOCTb

Puc. 50. M3meHeHne TO3HBIX peakIWii Ha CTUMYJIAIMI0O MOTOpHOU Kopel (TMC) u
nepudepuyeckoro nepsa (H pedurexc) npu crossnum Ha HeycToumBoi omope (Solopova et
al., 2003). A — cxemaTu4eckuil BHJ KCICPUMEHTAJIbHON YCTAaHOBKU. b - OTHOCHTENbHBIC
u3MeHeHus (B %) ¢onosoit OMI' aktuBHocTH, H pednekca 1 TMC orBera B m. soleus mpu
CTOSIHUM Ha TOJIBMXKHOM OTIOpE TI0 CPAaBHEHHIO C TBEPIBIM ITOJIOM.

[TomydyeHHbIE pe3ynbTaThl MO3BOJIAIOT TAKXKE MPEAIOIaraTb, 4TO IMO3HBIN
KOHTPOJIb Ha HEYCTOMYMBOM OIOpE MPEJCTABISIET COO00H OoJiee CIOXKHYIO
3a/laqy W MOITOMY TpeOyeT BOBJICUCHHUS BBICOKOYPOBHEBBIX CYMPACTIMHAIBHBIX
CTPYKTYp B IIPOLIECCE CEHCOMOTOPHOM HWHTErpauvu Uil MOAAEPKAHUS

paBHoBecus. JlelictButenbHo, TMC oTBeThl KaMOaJOBUIHOW MBIIIIBI Ha
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CTUMYJIALIMIO MOTOPHOM KOpPbI 3aMETHO YBEJIMYMUBAIOTCA MpPU CTOSHUHM Ha
nonBmwkHOM orope (Puc. 50) (Solopova et al., 2003). MHorue ucciemoBaTen
gacTo coueraroT npuMeHeHue Mmeroga TMC ¢ metonom “H-peduexca”. Pednekc
Xopdbmana (peakis B KaMOAJOBUIHOW MBIIIE Ha OAJIEKTPUUECKOE
pasapakeHre OOJbIIeOepIIOBOTO HEpBa B MOJKOJICHHOW SIMKE) SIBIISICTCS
yIOOHBIM CpPEJICTBOM I W3Y4Y€HHUs BO30YAMMOCTH CIHUHAIBHBIX aibda -
MOTOHEHPOHOB B pAa3IWYHBIX YCIOBHsX. Hanpumep, ecam ammumryna H-
pedrekca yBenuumiach, TO 3TO O3HAYAET YBEJIIMYEHHE YPOBHS BO30YIHUMOCTH
MOTOHEMPOHOB W/WJIM YMEHbIIIEHHE MPECUHANTUYECKOTO0 TOPMOKEHHUS BXOJOB
ot la adpdepenror. Yeenmuuenne DMI" — orsetoB mbimi Hor Ha TMC (Puc. 50)
CKOpee CBUIETEIbCTBYET 00 YBEIMYEHUU POJU JBUTATEIbHOM KOpHI B
NOAJCP)KAHUM PABHOBECHUS B YCIOKHEHHBIX YCIOBHUSIX, YE€M MPOCTHIM
yBEJIMYEHUEM BO30YAMMOCTH MOTOHEUPOHOB, T.K. H pediiekc mano 3aBucen ot
ycroiurBoctu onopel (Puc. 50) (Cosomosa u ap., 2002b, 2003). Bosee Toro,
TMC oTBeThl yBEIMYMBAIUCH TOJBKO B TE€X  MBIIIAX, KOTOPHIC
HEIMOCPEJICTBEHHO Y4YacTBOBAJIM B TOJJIEP)KAHUM PABHOBECHS] HA IMOIABUKHOU
onope. Hanpumep, TMC oTBeThl B NPHUBOAAIIEH MBIIIIE OOJIBIIOTO Maibla
PYKHU B T€X K€ YCIOBUSX MPAKTUYECKU HE OTINYAIUCH OT OTBETOB MPU CTOSHUU

Ha TBepaoM oty (Solopova et al., 2003).

1.4 Bausinue HanpaeJjleHUusl 630pa HaA NO3HblE OMeEeEnibl

B nmomonmHeHWe K pPacCMOTPEHHBIM BBIIIE MEXaHU3MaM PeTyJIANUU
pedepeHTHOTO TOJIOKEHUS Tella, OTMETUM TAKKE BAKHYIO POJIbh IEHTPATHHBIX
BIIUSIHUN M BHYTPEHHEH CHCTEMBI MPEJCTABICHUS B PETYIISAIMN BEPTUKAIHHOM
03Bl YEJIOBEKAa W MHTEPIPETAlM CEHCOPHOU WH(GOPMAIIMU TIPU BO3MYIIICHUAX
no3bl (cM. O030p nuTeparypsl). Hampumep, HE TOIBKO OpPUEHTAIUS TOJIOBBI

(Puc. 6), Ho u HampaBieHHE B30pa (HapuUMeEp, MPU CTOSHUU C 3aKPBITHIMU
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riilasamMmmu HJIN (I)I/IKCH,HI/II/I TOYCYHOI'0O HCTOYHHKA CBECTa B TeMHOTe) MOXET
OKa3bIBaTb CYHICCTBCHHOC BJIMAHMC HA HAIIPABJICHHC ITO3HBIX peaKuHﬁ B OTBECT
Ha BI/I6paHI/IOHHy1-O CTUMYJIALIMIO MBI ICHM MWW Ha TaJlbBaHUYCCKYIO

CTUMYJISIIUIO BECTHOYJIIPHOTO arnapata npu criokoiiHoM crosiHum (lvanenko et

al., 1999a).

E % HaripasJiieHne B3opa

5 Vi b

5cm

Puc. 51. Bnusinue HampaBiieHus B30pa (CXEMAaTUUYECKU IIOKa3aHO HAa BEPXHUX PUCYHKaX)
Ha I[IO3HbIE OTBETHI (CMEIIEHUE LIEHTpAa JaBJIEHUS Ha CTONbl, HWKHUE PHUCYHKH) Ha
BuOpocTumyssinuio mpimn mew (lvanenko et al., 1999a).

Puc. 51 wmmoctpupyer cmenieHus 1IeHTpa [aBJ€HUST Ha CTOIIbI,
pErUCTpUpPYyEMbIE C MOMOIIBI0 cTabmiorpadguueckoil miaTGopMbl, B OTBET Ha
toHnueckyro (100 I'm, ~0.8 MM) BHOpanuio JOpCAJIBHBIX MBI IIEU IPH
CIIOKOMHOM CTOSIHUM W OpUEHTaluu TojoBbl Ha 45° HampaBo. Tpu pucyHka
(JIeBbIM, CpelHWH W MPaBbId) COOTBETCTBYIOT TPEM PA3HBIM HAINPABICHUAM
B3opa — 30° HameBo, mpsMo (10 OTHOIIEHWIO K TojioBe) u 30° HampaBo
COOTBETCTBEHHO. HampaiieHusi B3opa KOHTPOJHUPOBAIUCH JTHO0 MHCTPYKIUEH
UCITBITYeMOMY (DMKCUPOBATh MaJICHLKHI TOUCYHBIM MCTOYHUK CBETa B TEMHOTE,

paCHOJ'IO}KGHHBIﬁ Ha BBICOTC I'JiIa3 1 B PA3JIMYHBIX HAIIPABJIICHUAX 10 OTHOIICHHIO
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K ToJIoBe, JUOO MpOCS HCIBITYEeMOro CMOTpeTh npumepHo 30° HaneBo WM

HarpaBo € 3aKPbITbIMHU I'JIA3dMHU.

Ry

.......... -~ OPUEHTaLNA roNoBbI

CMelLLeHne LeHTpa ;
AABMNEHNS Ha CTOMbI: g

B nepeﬂ ___________ N _____________ _-_;::_.7._-:_-_'_‘,’-':' -
BIIEBO ( ; § )

— CTUMYNALUS
5s

5cm|

5cm|

Puc. 52. Bnusaue HampaBieHUs B30pa (CXeMaTHYECKH TOKa3aHO CIIpaBa) Ha IMO3HBIC
OTBETHl (CMENICHWE IIEHTPa JaBJICHHS Ha CTOIBI) HAa TaJbBAaHHUYECKYIO CTHUMYIISLUIO
BecTuOysipHoro ammapata (Ivanenko et al., 1999a).
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Bubpoctumynsaiust MBI €M aKTUBUPYET MBIIMICYHBIE PEIENTOPhl U
BBI3bIBAE€T HAJIOHBI Te€Ja BIEPE] MPU HEUTPAIbHOM MOJOKEHUH ToyioBbl. [Ipu
COBIAJICHUU HAMPABIICHUS B30pa C OpUEHTAIMEN TOJOBbI (CPEIHUN PUCYHOK),
CMEILICHHUST Tejla TMPOUCXOAWIM B HampaBieHun rosioBsl (Puc. 51), B
COOTBETCTBUE C PAHHUMH MCCIECIOBHUAMH O BIUSHUUM BUOPOCTUMYIISALINU
IIPOIIPHOIENTOPOB MeHHBIX MbIm (CMeTanuH u ap., 1993; Popov et al., 1996;
Lekhel et al., 1997). Oagnako, Korjga UCHBITYEMOI'O MPOCHIN CMOTPETh HAJICBO
(JIeBBIM pUCYHOK) WJIM HAMPABO (MPaBbIi PUCYHOK), CMEIIICHUS Tejla U3MEHSIUCH
B COOTBETCBHUU C HAIIpaBJICHHEM B30pa, a He royioBsl (Puc. 51).

CxonHble pe3ynabTaThl ObUIM MOJYYEHBI MIPU raJbBAHUYECKOW CTUMYIIALINU
BECTHOYJISIDHOTO ammapara, C TOM JIMIIb pa3HHIIEH, 4YTO HMCXOAHO (Tpu
HEUTpPAJIbHOM HAIPaBJICHUHM B30pa) CMEMICHHS Tela ObUIM TEPIEHANKYIISIPHO
OpUEHTAllUU TOJIOBbI (B HANpaBIICHUH aHOJd) B COOTBETCTBUE C MPEKHUMHU
uccinenosanusimu  (Nashner and Wolfson, 1974; Lund and Broberg, 1983;
[ToroB u ap., 1986; Cmeranun u jp., 1988). OnHako, HampaBiIeHUE B30pa TaKKe
U3MEHSJIO HANpaBJIEHUE TMO3HBIX OTBETOB Ha TaJIbBAHUYECKYH) CTUMYJISIUIO
BecTUOyNsApHOTO anmapara (Puc. 52), kak u B ciy4yae ¢ BUOpaIieil MBI [IEH.
[Ipu sTOM Habmoganach BapuaOEIbHOCTh OTBETOB Y PAa3HBIX HCIBITYEMBIX
(Tabn. 10): y onmuHux wucnbiTyeMbix (ucmeityembie 1-5 B Taba. 10) mossbie
OTBETHI MOJIHOCTHIO MEPEOPUECHTUPOBAINCH C U3MEHEHUEM HaIpaBJIeHUs B30pa,
y JIpYTUX UCHBITYeMbIX (UcmbITyeMble 9-11) oHn mensmcs mano. Bo3moskHo,
3TO CBS3aHO C WHIWBUIYAIbHBIMU PA3IMYUSIMUA BO BHYTPEHHEM TPEACTABICHUH
U B BOCTIPUATHHA OPUCHTAIIMH TOJIOBBI TIPY M3MEHEHUU HAMpPAaBIICHUS B30pa, T.K.
WJUTIO30PHBIE  TOBOPOTHI  TOJIOBBI  MOTYT  CYIIECTBEHHO  MOIYJIUPOBAThH
HalpaBJeHUE TO3HBIX pEaKIuii W CMeIeHWe Tela B OTBET Ha
MPONPHUOIENTUBHYIO U BECTUOYISIpHYIO cTUMYyIIsiiinio (cM. Puc. 6). Kpome toro,
HAIpaBIEHUE OTBETOB MOIJIO MEHATHCS mpu goirou (>20 C) ¢ukcamuu B3opa

HaneBo win HampaBo (Grasso et al., 1999; Ivanenko et al., 1999a). D10 moxer
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CBHACTCIBCTBOBATH O ((ﬂHHaMHq€CKOﬁ>> npupoac CUCTEMBI OTCUCTA, CBSI3aHHOM

CO 3pCHHEM.

Tabmuna 10. Biwusaue opueHTanuu B30pa Ha IMO3HBIE OTBETHI
(HampaBlieHHE CMEIEHUS IICHTpa JaBJICHUS Ha CTOMBI) HA TallbBAHUYECKYIO
CTUMYJISILIUIO BECTUMYJISIPHOTO amrmapara Mpu CHOKOWHOM CTOSIHUU Y Pa3HBIX
ucnbiTyeMbix (N=11). Ao - pa3HHIIa HampaBICHWH TO3HBIX OTBETOB MEXKIY
JBYMsI SKCIIEPUMEHTAIbHBIMU YCIOBUAMU: IpU (pukcaruu B3opa 30° HaneBo u
30° HampaBO MO OTHOIICHHWIO K royioBe. Pe3ynbTaThl JJIs1 pa3HBIX OpUEHTAIIMMI
roJioBsl (-45°, 0°, +45°) B3satel BMecTe (Ivanenko et al., 1999a).

UCTIBITYEMBIN Ao
1 59°
2 56°
3 56°
4 54°
5 46°
6 27°
7 20°
8 17°
9 8°
10 7°
11 -1°

cpeaHee 32 (£23)

WHTepecHO, YTO LICHBIE BIWSHUS W HAIPABICHUE B30pa MOIVIM TaKXe
HAOJIOAAThCSl HE TOJIBKO MPU CIIOKOWHOM CTOSIHUM, HO U TPU COBEPIICHHUU
HIaraTeNbHBIX JBWKCHHUM, Hampumep, maranusx Ha wmecte (Puc. 53). Ilpm

BKJIIOUCHMHU TOHHYECKOM BI/I6pOCTI/IMYJ'I$II_II/II/I IIEHHBIX MBIIIIY I/ICHLITyeMI)Ifl
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HauvHall MEAJICHHO CMCIIATLCA B HAIIPAaBJICHHMKU B30pa, IMpOoAOJIKas IIPHU 3TOM

aratejabHble IBMKCHHS «Ha MecTe» (Puc. 53).

A b |

¥

0.5m 1

Puc. 53. Bousiaue manpasienust To10BsI (A) 1 B3opa (b) Ha cMemeHue Tena npy maraHuu Ha
MECTe€ B OTBET Ha TOHHYECKYIO BuOpoctumyssimmio Mol meu (lvanenko et al., 2000b).
HavanpHoe mosiokeHue Tena (MpW Hadajga BHOpPAIMHM) COOTBETCBYET IEPECEUCHUIO OCeH
KOOP/IMHAT.

Ecnum HampaBieHue B30pa COBMANai0 ¢ HAIPaBICHHEM TOJIOBBI
(«HelTpampbHOE» HampaBieHue B3opa, Puc. 53A), TOo cmemieHus Kopiyca
MPOUCXOJWJIM B HAIPaBJICHUU TOJIOBBI. ECIM XK€ HCHBITYEeMOTO TMPOCHIH
CMOTpETh HaIlpaBO WJIM HAJICBO, TO OH CMEIIAJICS B HaIpaBjicHUH B3opa. llpwu
9TOM HMHOIJa HAOJIIOJAJIMCh HEOOJNBIINE HM3MEHEHHUS IIOJ0KECHHUS TOJIOBBI
OTHOCHUTEILHO  Koprmyca  (BO3MOXKHO  BCIICJICTBHE  «AHTHCHIIATOPHBIX)
MEXaHU3MOB TIOBOPOTA TOJIOBBI MPY M3MEHEHWU HAMpaBlIeHUS XOan0b1, Grasso
et al., 1996, 1998; Prévost et al., 2003), Ho >Tu cMeleHHs ObUTH Majibl (OOBITHO
MeHee 5-10 rpam) W HE MOTJM OOBSICHUTH HAONIOJAeMble MOJIYJISIIIUN B

W3MCHEHUHW HaIpaBJICHHs ImaraTesbHbIX aprkeHuid (lvanenko et al., 2000b).
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CTOMT TaKkKe OTMETHTh, YTO BJIMSHHS HAIpaBJIEHHS B30pa HAa OPHEHTAIUIO
MO3HBIX MW JIOKOMOTOPHBIX JBIKEHHH HAOMIOJATUCh MPH  CTUMYJISIIIHH
IPOIPHUOLIENTOPOB MBI IIEH W BHUCTBUOYIISIPHOIO ammapara, d OOBIYHO HE
HaOmoganuch npu crnokoiHoMm crtosuuu (lvanenko et al., 1999a) wm npu
CMEIIECHHUIX Teja BCIIEACTBHE BUOPOCTUMYJISILIMKM MBI HOT, YYaCTBYIOIIUX B
JIBHKCHMSIX B caruTainbHOM muiockocT (lvanenko et al., 2000a, 2000b). Takum
0o0pa3oM, OHH MOTJIA OBITh CBSA3aHBI C AKCHAJIbHBIMH CHHEPTUSMH BpAICHHUS
KOpITyca, TOJOBBI M B30pa MPH IMPOCTPAHCTBEHHO-OPUEHTHPOBAHHBIX IO3HBIX
WIIH JIOKOMOTOPHBIX 3ajadax.

B 1menoMm, pe3ynbTaThl HCCIICAOBAaHUM CBHICTEILCTBYIOT O TOM, YTO
IPOIPUOLENTHBHBINA BXOJ OT MBIIICUYHBIX PEIENTOPOB IIEH M BECTHOYISAPHBIE
CHUTHAJIbI MHTCTPUPYIOTCA B CHCTEMY YIIPABICHHUS IMO30W M JIOKOMOILMEH H
UHTENIPETUPYIOTCS B KOHTEKCTE BHYTPEHHETO MPEACTaBJICHUS 00 OpHEHTAIMH

T'OJIOBBI M CHCTEMBI OTCUETa, CBsA3aHHOM co 3peHueM (Puc. 51-53).
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I'1aBa 8
Posib TOHMYECKUX BIMAHUI B NPeIHACTPOIKe U BbIOOpE MO3HBIX U

JIOKOMOTOPHBIX aBTOMATU3MOB
Jnsg  umccrmenoBaHus POJIM TOHUYECKHX BIASIHAA TPUMEHSUICS METOJ
TOHUYECKON BHOPAIMOHHOW CTUMYJIALIMM MBIIIEUYHBIX PEIENTOPOB, a TaKkKe
METOJI TIOCTAKTUBAIIMOHHOW BO30OYAMMOCTH IIEHTPAIBHBIX CTPYKTYp IIOCHE

auTeabHoro (~20-40 c¢) uzoMmerpuueckoro ycwus (henomen Konmramma).

8.1 Tonuueckas mvlueynas eubpayus

50°

NnoBOPOT rosfioBbI
nne4yo - Ta3

CMeLlleHne Tasa

5cm crabunorpamma

0 30 60 90
Bpewms, ¢

Puc. 54. bokoBble cMelIeHHs KopIryca MpU MOBOPOTE TOJIOBEI Ha (oHE OMUtaTepaIbHOM
BuOparuu m. tensor fascia latae (cxemaTnyecku mokasaHo cripasa). BuOpanus (~0.8 mm, 60
['mr) ObuTa BKITIOUEHA B TeUeHUE Bee 3anmucu. CMmenieHus Tena (B MEeHTPaJIbHON YacTH 3aIiCcH)
IIPOUCXOAWINA B CTOPOHY, IIPOTUBOIIOJIOKHYIO TOM, Ky/J1a UCIIBITYEMbIN ITOBOPAYMBAII TOJIOBY.

Bompoc 0 Hanuuuu WK OTCYTCTBHM HIEMHBIX BIIMSIHAM HA TOHYC MBbIIIII
KOHEYHOCTEW Yy 4eJIOBEKAa Hayal JUCKYTUPOBATHCSA Cpa3y Ke€ IMOCIe TOro, Kak

TaKue BIUSHUS ObUTM OOHAPYKEHBI Ha JIeIIepeOPUPOBAHHBIX KOIIKaX B paboTax
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Marnyca (1962). OnHako, ObLJIO MMOKa3aHO, YTO Y 3J0POBBIX B3POCIHBIX JIIOIEH
[ICHHbIC BIMAHUSA HA MYCKYJIATypy KOHEUHOCTEW OOBIYHO OTCYTCTBYIOT. C
JIPYrol CTOPOHBI, Y HOBOPOXKIIEHHBIX MJIQJICHIIEB, & TaKXe y OOJIbHBIX C
HEKOTOpbIMU  (GOpMaMH  MO3TOBOM  MATOJOTUHM,  IIEHHbIE  BIMSHUS
oOHapyxuBatoTcsi. HecMoTpsi Ha Bce 3TU JaHHbBIE, a TaKK€ MHOTOYHCIICHHbBIE
KJIIMHAYECKUE HAOMIOJEHUs, BONPOC O HAJMYMU LIEHHBIX BIUSHUNA y 3J10POBOTO
B3pOCJIOTO YE€JOBEKa HENb3d CYHUTATh pEIIEHHBIM, TaKk Kak 3((eKTsl,
oOHapyKMBaeMble MHOTJA TP OOJBIIMX MBIIICUYHBIX YCUITUSAX, HE XapaKTEPHbIX
JUIS €CTECTBEHHONW TOHUYECKOW aKTHBHOCTH, MOXKHO OOBSICHATH Mppaauariueit
BO30YXKICHHS, CHHKHHE3USIMH, a MHCIIOJIb30BAHME KIMHUYECKOTO MaTepuasa
UMEET OTpaHMYECHHYIO JO0Ka3aTelabHylo cuily. [loaToMy Ham mOpencTaBisioch
BXHBIM BBISICHUTH BOMPOC O HAJIMYWW WU OTCYTCTBHM IICHHBIX BIUSHUU B
YCIIOBUSIX CIIOKOWHOM TO03bI ¢ OJU3KOW K HOPMAJIbHOMY YPOBHIO TOHHYECKOUH
AKTUBHOCTHU MBIIIIII.

[Ipocreiiimuii BapuaHT OMbITAa, B KOTOPOM MOXHO OOHApY>KUTh ILICHHBIC
BIIMSHUS, TIpejicTaBiieH Ha Puc. 54. Ha ¢onHe cOanancupoBaHHOM ABYCTOPOHHEH
MmbImedHor (M. tensor fascia latae) BuOpamuu XOpoOIIO MPOCICKHUBAIOTCS
aCUMMETPUYHbIE U3MEHEHUS IMOJIOKEHUS KOpIyca, BO3HUKAIOIIME B OTBET Ha
noBopot roJioel (Gurfinkel et al., 1995a). Uem Goutbliiie MOBOPOT TOJIOBBI, TEM
CWJIbHEE BbI3BaHHAS UM aCUMMETpPHS MOJIOKEHUS KOPITyCca OTHOCUTEIBHO CTOIL.
[Ipr 3TOM CTOUT OTMETUTbH, YTO MPOCTOW TMOBOPOT TOJOBHI (TIPU OTCYTCTBUU
BUOpAaIMK) HE MPUBOAWI K U3MEHEHHUSM I03bI, a BbI3bIBAI A3P(EKT TOIBKO MpU
HaIU4YuU (POHOBOTO YPOBHS BO30YAMMOCTH LEHTPAIBHBIX CTPYKTYP BCIIEICTBUE
TOHMYECKON aKTHBAIIMH TPOTPUOIETITOPOB MPOKCUMAIBHBIX MBI (M. tensor
fascia latae). HeOomnbivie 3¢dexTsl MOBOPOTa TOJOBbI HAOIIOAAIUCH HAMH
TaK)Ke IpH CTOSHUM Ha derBepeHbkax (Bruijn et al., 2013), Bo3moxHO,
BCJIC/ICTBHE TOBBIIIEHHOTO TOHYCA TYJIOBHINA MO CPAaBHEHHUIO B BEPTHKAIHHON

O30M.
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ToHudveckne BIMSHUS BaXHbl TaKKe I PErYISIUM W HACTPOUKH
PUTMUYECKMX JBWKEHHH HM  MOTYT MPHUMEHSATHCA JUISI  HCCIICAOBAHUS
BO30YIMMOCTH IICHTPAIbHBIX T'eHepaTopoB Inaranus y udeiaoseka (Gurfinkel et
al., 1998; Selionov et al., 2009, 2013; Cenuonos u mp., 2009; Gerasimenko et
al., 2010; TopomumueB m np., 2012; Solopova et al., 2015). Hampumep,
mbimieynas BuOparus (Gurfinkel et al.,, 1999) u ToHMYeckas CTUMYJIAIUSA
nepudepuueckux HepBoB (CemmonoB wu jnp., 2009) Moryr BBI3BIBaTh

PUTMHUYCCKUEC IBUKCHUA HOTI' Y UCJIOBCKA B YCIIOBHUAX PA3IPY3KHU BECa TCJIA.

8.2 Ilocmaxmusayuonunas 6030yOUMOCMb  YEHMPAIbHLIX  CHPYKMYD

(DPenomen Konwmamma)

Jpyroi mpumep TOHHUYECKUX BIHUSHUM HA BbBI30OB JIOKOMOTOPHBIX
aBTOMATU3MOB MOKa3aH Ha Puc. 55. B 3Tom ciyyae ObUT MCHOIB30BaH METOJ
MOCTAKTUBALIMOHHON  BO30YJUMOCTH LEHTPAIbHBIX CTPYKTYp C  LEJbIO
WHUIIMAIIMH HEPOU3BOJIBHBIX IIaraTelIbHbIX JBH)KCHUN B YCIOBHSIX PAa3rpy3Ku
HUKHUX KOHeyHocTed (cMm. ['mamy 1). McmbiTyembiil sieskan Ha OOKy, a HOTH
ObUIM TOJBEIICHBI, TaKUM OO0pa3oM B CJIy4yae aKTHUBAIlMU IIEHTPAIBHOTO
reHeparopa IMaraHusi WX JABM)KCHHE MaKCHUMaJIbHO O0O0JIerdajoch B CBS3U C
OTCYTCTBHEM COINPOTHUBJICHUS W HArpy3KHU Ha HOTH (CXeMa YCTAaHOBKH IMOKa3aHa
Ha Puc. 55 cBepxy).

Bo Bpemss nmpenBapuTeNbHOrO  HM30METPUYECKOTO  yCWIHMS — MpHU
BBITIPSIMJICHHOM TIOJIOKEHUU HOT, UCTIBITYEMBbIN HaIpsAraja MBIIIIbI JICBOW HOTU B
nepenHemM HarpabiieHnd (cM. aktuBHOCTh RF, VL u TFL), a npaBoii - B 3aaHemM
HanpaBieHuu. Cpa3y 1ocie NpEeKpalleHHs] YCUIUS MOXKHO OTMETHUTh
BO3HUKHOBEHHE  PUTMUYECKUX  JIBUKEHUM, TIOCTENIEHHOE  HapacTaHHe
aMIUTUTY/IbI ¥ 9aCTOTHI KOJICOaHHI U cOOTBEeTCTBYIOMIEeH DMI' akTMBHOCTH M MX

nocieayomui cnaf. J[muTeabHOCTh HEMPOU3BOIBHBIX PUTMUYECKUX JIBUKECHHI
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(~25 c¢) n*pumepHO coBmajgasa C JJIMTEIbHOCTBIO  HEMPOU3BOJIBHOIO
MOCTAKTUBAIIMOHHOTO HAIMPSHKEHUS MBIIII] B CTATHYECKUX YCIOBHUSIX (PeHOMEH

Konmramma).

frorpeedesme e} RF-I
I - VLI

TFL-l

oot

hip-|

-  ~A"AVVYVYVWVWVWVWNNANAN S ~———  hipr

—__/\/\/\/\/\/\/\/\/\/\/\/\/\/\/\/\/\— knee-r

5¢
lMpoussonbHoe
COKpaLLleHVe MbILLIL, HOT

90°

Puc. 55. Ilpumep 3anucu HEMPOM3BOJBHBIX IIATaTEIbHBIX IABMKCHHH, HAOIFOIaEeMbIX
nocje mpeKpameHus IUTenbHOTo (30 ¢) MPOM3BOIBHOTO U30METPUYECKOTO YCHITHS MBI
Hor. McmpiTyembrii Jiexxan Ha Ooky. OOe HOTM OBUIM TMOIBEIICHBI TaK, YTOOBI O0OECIEYUTh
CBOOOMHOE JBUKCHHE B TOPHU3OHTAIBHOW IIJIOCKOCTH B Ta300€IPEHHOM, KOJICHHOM U
TOJICHOCTOITHOM CyCTaBax.

Takum oOpa3oMm, Kak NpUMEHEHHE HeCNeUu(PUUECKOTO pa3ipakeHus

adpdepeHTHBIX nponpuonentuBHbiXx BxomoB (Gurfinkel et al., 1998, 1999), tak u



139

TOHUYECKasl TTOCTAKTUBALMOOHAS! BO30OYAMMOCTh LIEHTpaIbHBIX CTPYKTYp (Puc.
55), MOryT BBI3bIBaTh HENPOMU3BOJbHBIE IIaraHusa. VHTepecHo, 4YTO mpH
OTCYTCTBUM HArpy3Kd M KOHTaKTa CTOIl C OMOPOM 3TU BbI3BAHHBIEC JIBUXKECHUS
XapaKTEPU30BAINCh B OCHOBHOM JIBHKEHUSIMU B Ta300€IPEHHOM M KOJEHHOM
CycTaBax, a OCIWUISIUU B TOJEHOCTOITHOM CyCTaBe ObUIM OYEHb Majbl WU
orcyrctBoBaii  BooOmie (Tabn. 11). CpaBHUBaIMCH TakKe BbI3BAHHBIC
HI1araTesIbHbIe ABM)KCHUS B YCTAHOBKE, MO3BOJISIONIEH OCYIIECTBIIATH IBHXKEHUS
60 nByx Hor (Puc. 55), 1160 ToBKO OJTHOM HOTH (KOT/Ja BEpXHsS HOra Oblia
MOJIBEIICHA ¥ MOTJIa JBUTAThCs, a Ipyrasi Hora MOKOWJIACh Ha OMOpe, TIe JIexkKal
UCHBITYyeMbIl). JIBIOKEHHS ABYX HOT OOBIYHO ObUM Oosiee CTaOWIBHBI U C

MEHBIIICH JUIMTEIBHOCTRIO ITnKkia (Taoum. 11).

Ta6bmuma 11. OOmme XapakTEpUCTUKU BBI3BAHHBIX  IIaraTeIbHBIX
JBIDKEHUN (CpelHee + CTaHIapTHOE OTKIIOHEHWE) TPU OTCYTCTBUU HArpy3Ku U
omopsl («iaranue B Bo3ayxe») (Selionov et al., 2009).

JIIUTCIIBbHOCTD AMIIIMTyaa YITIOBBIX KoJIeOaHMHi

LUKJIA «Illara»  Ta300eAPECHHBIA KOJICHHBIN CYCTaB TOJICHOCTOIHBII

(cek) CyCTaB CyCTaB
[Iaragye OJHOW HOTroM 23+0.2 34.1+17.3° 54.2 + 25.8° 1.3+0.8°
[IaraHyie IByMsl HOraMu 16+04 25.8 +16.8° 43.3 +20.2° 1.2+0.0°

Takum oOpaszoMm, ompeneneHHas ToHuueckas aktuBanus (Iux u 1p.,
1966b) MoxkeT ABJIAThCS HEOOXOAUMBIM (HDAaKTOPOM JIsl 3aMyCKa PUTMUYECKUX
JIBUKCHUM, T.C. MEPEBOJA LIEHTPAJIBHOIO TE€HEpaTopa IIaraHvus B AKTUBHOE
cocTosiHME. B ycnoBHsX pasrpy3Kh Beca Tejla MOXKHO TaKke HCCIEN0BATh
B3auMojiericteue u Monyisanuio LI pazmuuHbIMH CEHCOPHBIMM BXOJaMU

(Cenuonos u ap., 2009; Gravano et al., 2011; Tomunosckas u jp., 2013).
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b

NO3HbIN NOCTIdEKT JIOKOMOTOPHbIV NocTadhhekT
40

35
30

25

20
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Havano

0
0 5 10 15 25 30 35 40 m

MHAMBMAOYanbHble TpaekTopumn xoabbbl nocne CCT

B 3aBUCHALLME OT JTOKOMOTOPHOM
3agaym noctadpdexTbl

180° 1 o Xoabba
1 m luaraHve Ha mecTe

CYMMapHbI yron BpalLleHus

kopnyca nocne 20-c ganmxeHus

T KOHTpOmb CWT

-90°

-180°4

Puc. 56. B3aumopeiicTBue HEMPOU3BOJBHONH IOCTKOHTPAKIIMOHHOW AaKTUBHOCTH C
JOKOMOTOPHBIMU JIBUKEHUSMH. A — HCHOBITYeMblil coBepinan gmurensHoe (~30 c)
M30METPUUYECKOE BpAIlaTeNbHOE YCHIIME Kopiyca (MPOTUB YacOBOHM CTpENKH, HAJeBO) B
MOJIOKEHUU CTOsI (IKCIIEPUMEHTATOp CO3/aBall MPOTUBOJACHCTBYIOIIEE YCHIUE), MTOCIE YEro
MOXHO OBIJIO HaOMoJaTh HEOOJBIIOE HENPOU3BOJILHOE CKPYUYMBAIOIIEEe YCHIIME KOpIyca
(penomen Konmramma) - mosHbii moctaddext. b — mokomoropHsiii moctaddexrt. Ecam
10CJI€ TPEKpaleHUs] CKPYYMBAIOLIETO0 YCHUJIMSI HCHBITYEMOIO MPOCWIM HATH BIIEpEN C
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3aKpBHITBIMHU TJIa3aMH, TO OH BMECTO 3TOTO COBEPIIAN X060y 110 KPUBOJIMHEHHON TPAEKTOPUHI
(Ha puc. b moka3aHbl HaloOXEHHbIE TpackTopuu 14 ucnbiTyeMbix). B — HempousBosibHOE
NOCTaKTUBAIIMOHHOE BpallleHHE KOopIyca HaOII0AaI0ch Ipu X0Ab0e, OHAKO OTCYTCTBOBAJIO
npu maranun Ha mecte. CCT - ckpyumBaromiee MPOM3BOJIBHOE YCHIIME MPOTHUB YacCOBOM
ctpenku (HaneBo), CWT - 1o yacoBoit cTpenke (Hampago).

AcuMMeTpUYHBIE  MOCTAaKTUBALlMOOHBIE  M3MEHEHUs  BO30YIHMMOCTH
HEHTPAJIbHBIX CTPYKTYp MOTYT BIHUATH Ha TPaeKTOpPUIO XoAnObl. Puc. 56
WJUTKOCTPUPYET KOHTEKCT-3aBUCHMMBIM XapakTep Takux BiausHUW. Hanpumep,
NO03HbIH NOCcTeP(HEKT N30METPUUECKOTO BPAIIATEIBHOIO YCUIIUS MPOSIBIAETCS B
HEIIPOU3BOJIBHOM CKPYYMBAaHHMM Kopiryca, juisimemcs npumepHo 20-30 c (Puc.
56A). Ecnu mpu 3TOM HCHBITYEMOTO € 3aKpPBITBIMU TIJIa3aMU IMPOCUIM HUITH
BIIEpEl, TO MOKHO OBLJIO HAOJII0OJaTh HENPOU3BOJIBHOE OTKIOHEHNE TPAEKTOPUU
X0Jp0BI B CTOPOHY MpeABapUTEILHOTO BpamiareabHoro ycunus (Puc. 56 b).

ManosepositHo, uto moctdhdext (Puc. 56b) 3aBucen oT dYHUCTO
nepudepudeckux (PakTopoB, TaKMX KaK MOCTAKTHBAILMOHHBIE HM3MEHEHHS B
4acTOTE pa3psijia MBIIICYHBIX BEPETEH BCIIECJACTBUE UX TUKCOTPOIHBIX CBOMCTB
(cm, mampumep, Gilhodes et al., 1992). JleiicTBUTEIbHO, THKCOTPOITHBIH
noct3(h(}eKT noKeH OBl Obl CHIIBHO YMEHBIIUTHCS MOCIE MEPBOIO e UK
xoap0bl  (MBanenko, 1986; Proske et al., 1993). Ognako OTKJIOHEHHE
TpaekTopuu HaOmogaitoch B TedueHue 20-50 ¢ mocie Havaia XOJAbObI U
IpUMEPHO COOTBETCTBOBAJIO JUTATEIBHOCTH HEMPOU3BOIBHOTO
U30METPUYECKOTO  MOCTAKTHUBAI[MOHHOTO HAMpsDKeHHWsT MbImil  (peHoMeH
Konmramma, Puc. 56A). [TosTomy Gosiee BeposiTHO, YTO TMOCTAKTHUBAIMOHHAS
BO30yIMMOCTh IICHTPAIBHBIX CTPYKTYp BBI3bIBajia aKTHUBAIIMIO BpallaTeIbHON
cuneprun. 3meHenue HamnpaBieHus IBWKeHUs nocie 20 ¢ Xxoabp0bl B CpeTHEM
coctaBisuio okoso 100° (Puc. 56B). Ognako npu xoapde Ha MecTe mocTIh HEKT
orcyrcTBoBal (Puc. 56B), BO3M0OXXHO, MOTOMY, YTO BpalllEHUE KOPITyCa UMEET
MEHbIIIEe 3HayeHHe Mpu Mmaranuu Ha wmecte. CTOUT OTMETUTh, UYTO MpPHU
HOpMaJbHOM XOJb0€ BCIIEICTBUE IBMKEHHMSI HOT MPOUCXOIAT HeOOblIne

CUCTCMATUYCCKUEC BpAIIATCIIbHBIC ABMIKCHHUS Ta3a B KaXXKIAOM LIAre, KOTOPLIC



142

KOMIICHCUPYIOTCSI BpallleHWEeM IIied B TPOTHUBOMOJOXKHYK CTOPOHY U
nexerneM pyk (Saunders et al., 1953). AcuMMerpwdHash akTHBAIMs ITOH
BpallaTeIbHON CHHEPTHH KOpPIyca TOCIEe HM30METPHYECKOTO CKPYYHBAIOIIETO
YCUIIUSI, BEPOSTHO, «HAKJIAIBIBACTCS» HAa JIOKOMOTOPHYIO TMpOTpamMmy U
BBI3bIBACT OTKJIOHEHUS TpaeKkTopuu npu xoas6e (Puc. 566).

B 1menoM, mosydyeHHBIE NaHHBIE O POJM TOHHUYECKHHA BIUSHUNA MOTYT
yKa3bIBaTh Ha BAXXHYIO POJIb COCTOSIHUS «TOTOBHOCTI» B IPOSIBIICHUN ITO3HOH U
JOKOMOTOpPHOW akTUBHOCTH. CoBepIeHHEe JaXe CaMOro IPOCTEHIIero
JBUKCHHSI BOBJIEKA€T MHOTOUYHMCIICHHBIE CTPYKTYPHI MO3Tra, KOTOpPHIE MOTYT
YCIIEIIIHO ~ B3aWMOJICHCTBOBATh  TOJBKO, €CIM OHH  COOTBETCTBEHHO
MOJITOTOBJICHBI K 3TOMY. [103TOMYy MOATOTOBICHHOCTh HEHPOHHBIX CTPYKTYp K
IPUHIATHIO MOTOPHOW KOMAH/IBI SBJISICTCS BaKHBIM ACIIEKTOM COBEPIIEHHUS TOTO
WIH WHOTO JBWKCHHWS. Ha OCHOBE IIONYYeHHBIX pPE3yJIbTaTOB MOXKHO
NPEINONIOKUTh, YTO CHUCTEMa YIpaBICHHWS HAMOMHUHAET 3aMOK C JBYyMS
KITI0YaMH: OJWH KIIOY - IS TNPETHACTPOMKH HIDKECTOSIIUX CTPYKTYP,
BCJICICTBUE HMX OTHOCUTENbHO nuh(dYy3HOH aKTUBaNWU, a Jpyrod — mams
aKTHBAIIMA MOTOPHOW TporpaMMbl. [lojydeHHBbIC pPe3yJbTaThl Pa3BHBAKOT M
MPOJOJDKAIOT  TPAJAUIIMK  POCCHHCKON IIKOJIBI (DU3UOJIOTHH JBIDKCHUM, a
KOHIeNIMS «3aMka ¢ aByms kmodamu» (Gurfinkel et al., 1999) wmoxer
OKa3aThCs IUIOJOTBOPHOM B OYAYIIMX HCCIEIOBAHUSX MO HEUPOOHOIOTHH

ABUTATCIIbHBIX IIPOIpaMM.
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I'maBa 9

Oo6cy:xxnenue

HccrenoBanust mpoCTpaHCTBEHHO-BPEMEHHBIX XaPaKTEPUCTUK JIBUKCHUS U
MBIIICYHOW aKTHUBHOCTU TIOKa3ald HaJIM4YHe OIPEICIICHHOW CTPYKTYypHO-
(YHKIIMOHATBHOH OpTaHW3allil MOTOPHOTO BBIXOJA CHCTEMBI YIIPABICHUS
no30ii M XoxpOod uenoBeka. OOCYXICHHWE TIONYyYEHHBIX JaHHBIX YKe
3aTparuBajioCch B MPEOBIAYIIMX pa3/ienax 10 Mepe OMHCAaHHs Pe3yiIbTaToB. B
HACTOAILIEM paszzene OoO0OOMIAIOTCS OCHOBHBIE YEPThl 3TOW CTPYKTYPHO-

(GYHKITMOHATBHON OpraHU3aIliy JBHKCHUH.

9.1 CmpykmypHo-@)yHKYUOHAIbHASL Op2aHU3AYUS MOMOPHO20 8bIX00A

cucmembl ynpasienusi Xxo0b0olu 4enosexka

PexkoHCTpyKIIMST MHTETpajlibHOM AKTUBHOCTH MOTOHEUPOHOB CIIMHHOTO
MO3Tra 4eJIOBEKa M aHaju3 TJIABHBIX BPEMEHHBIX KOMIOHEHT OMI' akTuBHOCTH
MOKA3bIBAIOT, YTO BBIXOJI CIMHAJIBHBIX T€HEPATOPOB IIaraHusi OpraHU30BaH B
BUJIE «ITYJIbCUPYIOUIEH» aKTUBHOCTH, MMEIOUIEH OMNpPEeNesIEHHYI0 BPEMEHHYIO
aApXUTEKTYpy. DTa CTPYKTypHas OpraHu3alsi MOTOPHOTO BBIXOJIa XapaKTepHa
JUTSL Pa3IMYHbBIX JIOKOMOTOPHBIX JBHXKEHHI: XObOBI C pa3HOM CKOPOCTHIO, Oera,
X0/160BI Ha3aJ U XOALOBI B YCJIOBUSX pa3rpy3ku Beca Tena (Puc. 14, 17, 18, 21,
22).

Bpemsi OCHOBHBIX THKOB AKTUBHOCTH KOPPEIUPYET C XapaKTEPHBIMU
OMOMEXaHWYECKUMH TapaMeTpaMu JIOKOMOTOPHOTO IWKia. Tak, Hampumep,
MaKCUMyM TJIABHBIX ~KOMIIOHEHT MBIIIEYHOW AKTUBHOCTU  CIBUTaETCS
MIOCTEINIEHHO BJIEBO MO MEPE YBEJIUUYCHHSI CKOPOCTH X0ab0bI min Oera (Puc. 14,
20), ¥ 3TO MPOUCXOAMWT MAPAICIBHO C COOTBETCTBYIOIIMM YyMEHBIIICHHEM

OTHOCUTEIBHOMN MPOJIOJKUTENBHOCTH (Da3bl OMOPBL. DTOT CABUT U MPUBS3KA K
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Hayainy (a3bl omophl W/WiM mepexonia K ¢aze NMepeHoca MOXKET 3aBUCETh OT
MPOTPHUOIIENTUBHON 00paTHOW CBs3u. Kpome TOro, Kak BpPEMEHHOW XOJ
rJ1aBHbIX KOMNOHEeHT (Puc. 14), Tak 1 KMHETHYECKUX NapaMeTpoB (Hampumep,
MOMEHTOB CHJ B cycTaBax u momrHoctd, Winter, 1991) mpuOau3uTeNbHO He
3aBHCUT OT CKOPOCTH XOJIbOBI.

Koppemsiponnsnii ananu3 (Davis and Vaughan, 1993; Ivanenko et al.,
2006b) w  OuoMexaHW4YecKOoe  MOJACTHPOBAaHHWE,  OCHOBaHHOE  Ha
OKCIICPUMEHTAIBHO TIOJYYCHHBIX aKTUBAIMOHHBIX martepHax (Neptune et al.,
2009), moka3aa CBA3b YeTHIpeX HamOoJiee BBIPAKECHHBIX  OCHOBHBIX
aKTHUBAllMOHHBIX KOMIIOHEHT (komm 1, 2, 4 u 5, Puc. 57) ¢ reHepanuen CUIIbI
MBI TIpu xoAk0e. KommonenTa 1 (Bkirouaromiash akTUBAIMIO pa3ruoOaTeneit
Ta300€JPEHHOTO U KOJIEHHOTO CYCTAaBOB) BHOCHUT BKJIaJ B MPUHSITHE HArpy3Ku
Ha HOTY B Hauaje (a3bl OMOpbl, KOMIIOHEHTA 2 (pa3rudaTenu TOJIEHOCTOIHOTO
CycTaBa) CBs3aHA C MPHUHSATUEM HArpy3kd Ha HOTY W OTTAJKUBAaHUEM B KOHIIE
¢da3pr omopbl, KommoHeHTa 3 u 4 (crubaTtenu Ta300€IPEHHOTO CycTaBa H
TBIILHOTO CrHOaHMsl TOJICHOCTOITHOTO CyCTaBa, a Takxke Mm.erector spinae)
aCCOLIMMPYETCS CO CTAOUITM3AIMEN KopITyca U TIOJIHATUEM CTOIBI B Havase (asbl
nepeHoca W KOMIIOHEHTa 5 (AByryiaBasi MbINIIAa Oeapa) BHOCHT BKJIaa B
3aMe/lJIeHUEe ABUKEHUSI HOTU B KOHIE (a3bl EPEHOCA, TOJTOTOBKH K KOHTAKTy
C OmoOpor M cTabmiaM3ale Ta300ePEeHHOT0 CycTaBa. JTOT MOAXOA M aHAIU3
ObLJT HEIaBHO MPUMEHEH M K TPEXMEPHOM KOOpJAWHAIMU XO0Jb0bl Puuapmom
Henuynom u ero xosuteramu (Neptune et al., 2009), tak kak OOJBIIMHCTBO
MBIIIII HOT, BOBJICYCHHBIX B MPOW3BOJCTBO CWJIBI U JBIKEHUE B CATMTTAILHOMN
MJIOCKOCTH, HWMEIOT CYIIECTBEHHYIO COCTAaBJSIONIYI0 CHJIBI WU B JIPYTUX
HAlpaBJICHUSX W BOBJICUEHHI TAaKXKE€ B JBIDKEHHWE B HECArUTTAIBHBIX
mwiockoctax. Tak, Hampumep, omnpeneneHHas 4YacTb KOMIoHeHT 1, 4 u 5
(cBs3anHas ¢ akruBanmer M.adductor magnus) BHOCHUT BKJIAJ B YCKOpEHHE H

CTaOMIIM3AITNIO JBMIKEHUS IIEHTPa Macc Tella BO (PPOHTATIBHOMN TIOCKOCTH.
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komn 1 - VL, VM, Gmed, RF
6 komn 2 — SOL, GL, GM

komn 4 — TA, RF

komn 5 — BF, ST

¥

ﬁet (+)

Puc. 57. Accoumanus 6a30BbIX BpeMeHHBIX KoMroHeHT DMI aktuBHOCcTH (Puc. 14) ¢
reHeparnueil OCHOBHBIX MOMEHTOB CHII B cycTaBax mpu xoas0e (Neptune et al., 2009). Yetsipe
MOMEHTHI IMKJIA I1ara COOTBETCTBYIOT BPEMEHHM MHKa 0a30BbIX KoMmmoHeHT (1,2,4, u 5), a
AKTUBHOCTh COOTBETCTBYIOIICH MBIIIIBI, BHOCAIIEH BKJIAaJ B HCKOMYIO KOMIIOHEHTY
o0o3HadeHbl pazHbiMu 1BeTamMu. KommonenTa 3 (Puc. 14) B GonbIoi cTeneHu ompeenseTcs
AKTUBHOCTBIO MBIIII[BI CITUHBI, BRITPSIMIIAIONICH MO3BOHOYHUK (IM.erector spinae), u mostomy
HE WUIIOCTPUPOBAHA HA ITOU CXEME.

B nenom nBmkeHHe KOpImyca M KOHEUYHOCTEW MpPH XOJbOE OmpenesseTcs
POU3BOJCTBOM MOMEHTOB CHUJI B CYyCTaBaX, KOTOPOE BBITEKAET M3 TECHOM
3aBUCUMOCTH  MEXAY (PYHKIMOHUPOBAHMEM HEHUPOHHBIX  YIPaBJISIOLINUX
CTPYKTYp LIEHTPaJIbHON HEPBOHON CHUCTEMBbl M MEXaHMYECKUMHU (PaKTOpaMHu.
BcenenctBue  «aMCKpeTHOro» MO  BpeMeHH (MpUBSi3aHHOTO K ¢azam
JOKOMOTOPHOTO IIMKJIA) XapaKkTepa 0a30BbIX aKTUBALIMOHHBIX KOMIOHEHT (Puc.
14) ocHOBHas 4acTh BBIXOJA CIUHAJIBHBIX T€HEPATOPOB IlIAraHus OpraHU30BaHa
B BHUJIE «ITYJIbCUPYIOILIEH» aKTUBHOCTU B OIpeAeNIeHHbIE (Da3bl TOKOMOTOPHOTO
HUKJIa [ BO3OYKIEHUS U TMOJJACpPKAHMS JISKAIIUX B OCHOBE XOIbObI
OCHWJIISIIMN KOHeuHocTe. OmnpeneneHHyo (XOTS U CHIbHO YIPOUIEHHYIO)
AaHAJIOTHI0 C TaKUM YIpPaBICHUEM MOKHO HAWTHM Ha NpUMEpPE KadyaHHWs Ha

Ka4dycisix, Koraa pe6eH0K CUHXPOHU3HUPYECT CBOC JIBHIKCHHC C KOJICOaHUAMU
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Kayesel, U ToJIKauka YHEPTUU B CUCTEMY HE00X0[uMa TOJIBKO B ONPEACICHHYIO
¢a3y IBHKEHUS.

OntuManbHass CKOPOCTh XOIBOBI Y B3pOCIOr0 YeloBeKa (~5 KMm/4) TOoxke
CBSi3aHA C KOJeOaTeNbHBIM XapaKTEepOM JBIDKCHUS KOHEUHOCTeH B a3y
neperoca (Mochon and McMahon, 1980) u mMasTHHKO-0Opa3HBIM JIBHIKEHHUEM
IIeHTpa Macc B a3y omopsl (MOAeb ImepeBepHyTOro MastHuka, Cavagna et al.,
2000; Saibene and Minetti, 2003). Takum 00pa3oM, B OTCYTCTBHM BHEIIHUX
BO3MYIIEHUH WM HEYCTOMYMBOCTH, MBIIIEUHAs aKTHUBHOCTh HEOO0XOoauMa
TOJILKO I TIPOTHBOJCHCTBUS TPABUTAIMOHHBIM CHJIAM, TIOJICPYKAHHUIO
COOTBETCTBYIOIIEH KOH(MUTYpallM KOHEYHOCTEH W  «IOJKAYKW» YacTH
MEXaHUYECKON YHEPTHH, KOTOPast TEPSETCS B KAYKIOM JIOKOMOTOPHOM IIUKJIE.

Mexanudeckass (1 MeTabonmueckas) DHEPrusi TJIABHBIM  00pa3om
pacxomyeTcsi Ha TIEPEOPUEHTAIIMI0 BEKTOpa CKOPOCTH I[EHTpa Macc Tejla BO
BpeMs Iepexojaa OT OJHOTo mara k cienyromemy mary (Puc. 58C) (Kuo et al.,
2005) u mns obecrneuenust ocuuuanuid Horu B a3y mepenoca (Marsh et al.,
2004). IIpu xoapbe, MEHTp Macc Telia OCIHIUIHPYET BBEPX U BHHU3 B KAKIOM
are B COOTBETCTBUH C MOJICIIBIO IIEPEBEPHYTOI0 MAaITHUKA, U MOKHO OXHJIATh,
YTO MBIMICYHAs] AKTHBAIMS CHHXPOHU3HPYETCS IO BPEMEHH C BEPIIHMHON
ocuwuisiiuid. [Ipu Gere, KMHETHYECKas M TpaBUTAIMOHHAS (ITOTCHIIMABLHAS)
SHEpPrusl TEePEeXOJUT M 3aracaeTcs BPEMEHHO B YIPYTYIO SHEPTHUIO0 MBIIIIII,
CYXOXXUJIMA U CBA30K B TEpPBOH MOJOBHHE (Da3bl OMOPHI M 3aTEM YACTHYHO
BO3BpaIaeTcs BO BTOPOW MOJIOBHHE (Da3bl OMOPHI NMPHU OTTAJIKWBAHWU HOTH M
koprmyca (Ker et al., 1987; Alexander, 1989; Full and Koditschek, 1999).
NHTEpECHO OTMETUTH, YTO OCLHUJUIMIUH LIEHTPA MOTOHEUPOHHON aKTUBHOCTHU B
MOSICHUYHO-KPECTIIOBOM OTJIeJIC CITMHHOM MO3Ta 3€pKallbHO OTPaKalT STH
W3MEHEHUsI MeXaHudeckol sueprun rentpa macc teaa (Cappellini et al., 2010).
3T0, BO3MOXKHO, TIPOSICHSIET CIIOKUBIIYIOCS B XOJ€ IBOJIOIHH CTIENU(DUIECCKYIO
CTPYKTYpHO-(DYHKIIMOHAIBHYIO OPTraHU3allii0 MOTOHEHPOHOB M WHHEPBAIIUIO

MbIII B ciuaHOoM Mmo3re (Ta6:m. 2) (Sharrard, 1964; Jessell et al., 2011), T.x.
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JIOKOMOTOpPHAsI aKTUBHOCTb SBJISIETCSI HAM0OJIee TUITMYHON U )KM3HEHHO BaXKHOMU
AKTUBHOCTHIO, U €€ ONTUMHU3AIUS Ha YPOBHE CTPYKTYP YIPABJICHUS HEHPOHHBIX
Herne J1omkHa OBITh CBsA3aHa ¢ €€ OCHOBHOW (PYyHKIMEW (IBM)KEHHUEM IIEHTpa
Macc Tela).

BaxHblli BONpPOC, KOTOPBIA BO3HUKAET B CBETE 3BOJIIOLMU U PA3BUTHUA
JOKOMOTOPHOW  (DYHKIUHM, - SBISIOTCA JU  0a30Bble  aKTHUBAIIMOHHBIE
KOMITOHEHTHI YIPaBJICHUS JIOKOMOIIMEH BPOXKIAEHHBIMUA WM B 3HAYNUTEIHHOU
CTEIICHU ONPEICIAIOTCS B XOJ¢ pa3BuTHs W o0ydeHus xoapde (Giszter et al.,
2010). CormacHo mepBOH TOYKE 3pEeHHS Oa30BbIe KOMIIOHEHTHI HMECIOTCS B
HAJIMYUH YKE TIPU POXKIACHUH, T.K. OHU «BCTPOCHBD» B JIBUTATEIHHYIO CUCTEMY
yIOpaBJICHUS B X0J1€ 3BoJItOMK. COIrIacCHO BTOPOUM TOYKE 3pEHUs, IBUTaTEIbHAS
CHCTEMa OpraHM30BaHa TakK, YTO OHA O0O0JIaJaeT BAXXHOH CIIOCOOHOCTHIO
HaxoauTh ontuMmainbHoe perienue (Todorov, 2004) m HaxXxoauTh OCHOBHBIC
KOMITOHEHTHI YIIPaBJIEHUS B 3aBUCUMOCTH OT 33J1a4 ¥ TpeOOBaHUM, B pe3yibTaTe
ombiTa U 00yueHus1. PaKTUUECKH 3TU JIBE HA MEPBBIN B3TJISA] TPOTUBOIIOIOKHBIC
TOYKH 3PEHHUS MOT'YT COIIacOBBIBaThCs Ipyr ¢ apyrom (Giszter et al., 2010), kak
OBLJIO TTOKAa3aHO HAMHM MPHU HCCICAOBAHUH CTPYKTYPHI CIUHAIBHOTO MOTOPHOTO
BbIXOJIa M 0a30BBIX AKTUBAIIMOHHBIX KOMIIOHEHT B XOJ€ Pa3BUTHSI peOEHKa
(Puc. 30) (Dominici et al.,, 2011). Ecnu HOBOpOXAEHHBIM pPEOEHOK TpU
MOJIJIEPYKKE KOPIyca HaXOAUTCS B KOHTAKTE C MOBEPXHOCTHIO, TO OH CIIOCOOCH
JEMOHCTPHUPOBATH IIaraTeIbHbIC JIBH)KCHHSI, KOTOPhIE OOBIYHO MCUE3AIOT K 2-M
MecCsAIlaM TI0CJie  POXKIeHUs (€Clid OTH  IIaraTelIbHbIe JIBIDKCHHS — HE
NPaKTUKYIOTCS exeaHeBHo, Yang et al., 1998) u mosBiasioTCS CHOBa CITyCTs
HECKOJIbKO MECSIICB M 3aTeM B Bo3pacTe mpuMepHO 1 rojga peOEHOK HayMHAET
JieaTh CaMOCTOSITEIBLHO TEPBhIE HE3aBUCUMBIE (0€3 MOAICPKKU) IIIary.

Ananu3z OMI' akTHBHOCTH MBIII 00E€UX HOT Y HOBOPOXKIEHHBIX TOKa3all
HaJIM4KUe JBYX Oa30BBIX KOMITOHEHT, OTPaXEHHBIX Tak)Ke B JIBYX OCHOBHBIX
NUKax akTUBHOCTH MOTOHEHpoHOB (Puc. 30), KOTOpBIE CXOIHBI C JIBYMS

0a30BBIMM KOMITOHEHTaMU 0oJiee CTaplIMX JeTed W B3POCIBbIX, HO HUMEIOT
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OTHOCHUTEJILHO OoJIbIIyI0 JuTensHocTh (Dominici et al., 2011; Lacquaniti et al.,
2012Db; Ivanenko et al., 2013b). Tak ke KaK ¥ y B3pOCIbIX, OJHAa KOMIIOHEHTA
CBs3aHAa C MOJJIEPKKOM Kopiyca B (pazy OMopsl, a Apyrasi ¢ aKTUBHOCTHIO MBIIIIII
B (pa3zy neperoca Horu. OHAKO Y HOBOPOXKIEHHBIX OTCYTCTBYET WJIM BbhIpaKeHa
OUYEHb CJIa00 MBIIIEYHAs] aKTUBHOCTh B Hayaie (a3bl OMOpPHI MPU MOCTAHOBKE
HOTHU, a TaKXKe MpU OTTAJIKMBAHUM HOTM B Hayaie ¢asbl nepeHoca. Y Jerew,
TOJIKO HAaYMHAIOLIMX JeiaTh MepBble maru (Bo3pacta ~1 r.), Takke MOXKHO
HaOMoAaTh 2 6a30Bble KOMIIOHEHTHI HOBOPOXAEHHBIX, HO B JOTIOJTHEHUE TAKXKE
JIB€ HObIE KOMIIOHEHTBHI NPHU IOCTAHOBKE O OTTAJIKUBAHUU HOTH, KaK U Yy
B3pPOCJBIX, T.€. JUIsl 3aMEJICHUS U YCKOPEHUS JIBHXKEHMSI LIEHTpa Macc Tesa Ipu
CMEHe mara. Y JIeTe MONIKOJIBLHOTO Bo3pacTa (2-4 r.) BCe YeThIpe OCHOBHBIC
0a30Bble KOMIIOHEHTHI JBYCTOpOoHHEeW OMI akTUBHOCTH CTaHOBSTCS OoJjee
OX0KUMHU Ha (OpPMY KOMIIOHEHT Y B3pPOCIBIX, & UMEHHO, OHHU CTAHOBATCS
Oonee y3KMMH IO MPOJODKUTEIBHOCTH (JJUTEIBHOCTh OCHOBHOTO ITHKa
aKTUBHOCTH, OIICHMBaeMas KaK IIMpUHA MHKAa HAa YPOBHE IOJIOBUHBI OT €ro
MaKCUMYMa, YMEHBIIAETCH ).

Taxxe, MeHbIlee KOJUYECTBO 0a30BBIX KOMIIOHEHT Y HOBOPOXKIEHHBIX
JeTel corjiacyercss € MEHBIIMM KOJUYECTBOM KOMIIOHEHT Y JIPYTUX
HOBOPOXKACHHBIX KUBOTHBIX, @ y B3POCIBIX >KUBOTHBIX (KOIIKH, OOE3bsHBI,
KpbICBI W NOTHUIBl  LIE€3apKH), HUCHONb3YyS HUMEIOIIMECS B  Haluyue
onyonukoBaHHble DOMI' Mblmn, Mbel HaUM 4 0a30Bble KOMIIOHEHTHI, TTOX0XKHE
o GopMe U JUIMTEILHOCTH Ha KOMIIOHEHTHI y MayieHbKux jaeteit (1 1). Tem He
MeHee, UMEIOIIasiCsl B HacTosee BpeMs auteparypa o OMI' akTHBHOCTH MBIIII]
opu XoAp0e y KUBOTHBIX OrpaHHueHa (B OOJBIIMHCTBE pPAOOT OOBIYHO
pErUCTpUpOBaIach AaKTUBHOCTb TOJBKO JBYX MJIM HECKOJbKHUX  MBIIII]
AQHTaroHWCTOB, YTO  HEJOCTATOYHO  JJS  HWCCIENOBaHHUS  CTPYKTPHO-
(GYHKIIMOHAJIBHOW OpraHU3allid MOTOPHOTO BBIXOJa, T.K B XOAb0O€ MPUHUMAIOT
ydacTue JECSITKU MbIII). bonee cucteMaTnyeckue ucciieJoBaHus HEOOX0IMMBbI

JUISl CPABHUTENBHOW (PU3MONOTMM MOTOPHOTO BbIXOAA NpPH XOABOE pasHBIX
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JKUBOTHBIX. TeM He MeHee nMeroluecs JaHHbie 1 pe3ynbratel (Dominici et al.,
2011) mos3BosisieT mpeAmoNarath, YTO YIPaBIECHHE JIOKOMOILHMEH MHOTHX
KUBOTHBIX IOCTPOCHO Ha 0a3e oOmMX O0a30BBIX 3JIEMEHTOB, BO3MOXHO,
CBSI3aHHBIX C HACIEACTBCHHBIMH HeiipoHHBIMU cTpykrypamu (Grillner, 2011).
Hannuue oOrmx 6a30BbIX KOMIIOHCHT HE MCKIIIOYACT U UX PEOPraHU3aIiU HJIH
ONITUMH3AIIMH B XOJIC Pa3BUTHSI, YYUTHIBAs CrielU(UICCKUE TPEOOBAHUS XOIbOBI
JAHHOTO BHMJA JKUBOTHOro. Hampumep, OTHOCHUTEIBHO KOpPOTKas 110
JUTATEIILHOCTH («ITYJIbCHPYIOIIAs) aKTUBAIIMSI MBIIIIL, CAHXPOHU3UPOBAHHAS T10
BPEMEHU C OCHOBHBIMM MOMEHTaMH IMKJIAa M OCIHHUIAIUU KOHEYHOCTCH,
TUIMYHA JIJIS JIOKOMOIIMH YeJIO0BEKa, BO3MOXKHO, TOTOMY, YTO MPSMOCTOSIIAs
BEPTUKAJbHAS 11032 M JIBYHOras Xoap0a Ha OTHOCHTEIBHO MpPSIMBIX (HE
MOJYCOTHYTBIX, KaK y KMBOTHBIX) HOI'aX, KOHTAKT MATKOH M TMEPEHOC CTOIBI B
a3y omopsl OMPEACIIAIOT ONTHMHU3AINI0 0A30BBIX KOMIIOHCHT M YHUKAIBHYIO 1
OTJMYUTEILHYIO OT JPYTUX XKUBOTHBIX IMOXOJKY YeIOBEKa.

ba3oBble KOMIIOHEHTBI W MX pacrlpeAeicHHe 0 MbIIIIaM OTpPa)karoT
0oOImMIT MOTOPHBIM BBIXOJ, @ aKTUBAIUS MOTOHEHMPOHOB TIPU JIOKOMOIIUH
SBIISICTCS «OOIIMM KOHeuHBIM IyTéM» (Sherrington, 1906) HeckoIbKUX ypOBHEH
opraHunanuyu HeWpoHHBIX TporieccoB (Puc. 58A). Baxxnas pons nmpuHaAICKUT
[CHTPAIbHBIM TIEHEpaTopaM IIaraHus, T.€. CIHHAJIBHBIM  HEHPOHHBIM
CTPYKTYpaM, KOHTPOJMPYIOIIUM PUTM M MaTTEPH aKTHBHOCTH MOTOHCHPOHOB
npu JIOKoMoluu U Apyrux purMmuyeckux aprokenusx (Grillner, 2006; Kiehn,
2011). Hart and Giszter (2010) mokasanu, 4YTO «ITyJILCUPYIOIIAS» KapTHHA
aKTHBAIIMM MBIIIII, CXOJHAas C HMEIOIIeH MECTO NpHU XO0ab0e dYeloBeKa,
aCCOIMMPYETCS C peaklued MOTUPAHUSA Y CIOHHAIBHBIX JSATYIIEK M I10-
BUAMMOMY KOJIUPYETCS B MPOMEKYTOYHOW 30HE HHTCPHEHPOHOB CIIMHHOTO
MO3ra. OTH aBTOPbl NPEIANOIOKHIN, YTO TMMAaYKH AaKTUBHOCTH SBIISFOTCS
pe3yabTaTOM MHOTOYPOBHEBOM OpraHM3alid HEHMPOHHBIX CTPYKTYpP CIIHHHOIO
mo3sra. [Toxoxyro cxeMy npeioxuin Takke Makpea u Peibak st ToKOMOIHH

wiekonutarommx (McCrea and Rybak, 2008), kortopas BkiO4aer JBa
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OCHOBHBIX YPOBHS: YPOBEHb T'€HEpaAllMd PUTMa U YPOBEHb I'€HEpalluy NaTTepHA
MBIILIEYHON AKTUBHOCTH crubateneid u pasrubarencii Ha JI€BOW M MpaBoOil
koHeuHocTsax (Puc. 58A). HeitpoHHas cTpykTypa ABYX B3aHMMOTOPMO3SIIIUX
HelipoHa Ha Puc. 58A (cBepxy) oTpakaeT KIaCCHYECKYIO MOJENb «IOJYIICHTPa
rerepatopa maranus (Puc. 1) (Grillner, 2006). Heiiponbl reHepaiuu putMma ¢
JIBYMSI WM OoJiee CUHATCaMu MPOEKTUPYIOTCS Ha HEWPOHBI YPOBHS IeHEpaIuu

naTTepHa aKTUBHOCTH, KOTOPBIH B CBOIO OYEpeAb IMPOCKTUPYETCA Ha

MOTOHEUPOHBI.
Kopa 20/106H020 MO32a
A 6asarbHble 2aHanuu b § .
MO3KEHOK HEeMpPOHHbI OCLUNNATOP
cmeon mo3aa (reHepauvs puTMa)
/ v| YeTblpe B3aMMOTOPMOSSILLIVX HEipoHa
Q=D »
3 | reHepauys
Q.9 i putMma S H, /X I\
; Hs A\ ™
; e /™
o : ——
- - ; Bpemst
- R 2 ! reHepauus
= 4 ' ! natTepHa
o 9 o | adueroc
AR ! B «MexXaHU4eCcKuin» oCLUNNATOp
3 | MOTOHEVPOHbI
FEPTTTE roroneiw “ K

CeHcopHasi
o6pamHasi cesab nepeHoc oropa nepeHoc ornopa

Puc. 58. CxemaTnyHO€ MPENCTBICHUE HEHUPOHHOTO W MEXaHHYECKOTO OCIHHIISTOPOB
npHu X0a60€. A - MHOTOYpPOBHEBAs OpraHU3aIlKs TeHepaTopa pUTMa M MBIIIIEYHOH aKTHBHOCTH
CIIMHHOTO MO3Ta U MOJYJIMPYIOLIETO BIMSHUSA BOCXOAAMX U HUcXosumx myrei (McCrea
and Rybak, 2008; Lacquaniti et al., 2012a). b — Monenp HEWPOHHBIX OCHUUIATOPOB
Marcyoku (Matsuoka, 1985). B — cxemarndeckoe MmpeicTaBICHUE TPACKTOPUHU IICHTPA Macc
TeNa B X0JI¢ ABYX IUKJIOB 1mara. CTpenku 0003HaYar0T HANPABICHUE CKOPOCTH IICHTpa Mace
JI0 W TIOCJIe KOHTAaKTa C Omopoil. Pa3HbIM 1BeTOM 000O3HA4YeHA TPACKTOpPHUs IIEHTPa Macc,
COOTBETCTBYIOIIAs BPEMEHH U JITTUTEIIBHOCTH COOTBETCTBYIOMIEH 06a30BO KOMIIOHEHTH DMI
aKTUBHOCTH (ITOKa3aHbI YeThIpe OCHOBHBIC kKommoneHThl, Neptune et al., 2009; Lacquaniti et
al., 2012a).
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B nomomnenne x MHOTOYypOoBHEBOM opranusanuu (Puc. 58A) cymecTByroT
TaKXKe JPyrue CXeMbl HEHPOHHOW OpraHu3alMM Uisi OOBSICHEHUS CTPYKTYPbI
MBIIIEYHON AaKTUBHOCTH Mpu XoasOe. Hampumep, B Mojenu ocuuuisaropa
Marcyokn (Matsuoka, 1985) HeHpoHBI IMONY4arOT PaBHBIM BO30YXKIaroIINe
CTUMYJIBl M3BHE U TOPMO3flIME CTUMYJIbl B camoMm ocuuuisitope. C
YBEIMYCHUEM  4YHCJIa HEUPOHOB (WM OCHOBHBIX TPYIIN  HEHPOHOB)
YBEJIMYMUBACTCS YHUCIO OCHOBHBIX OCHWUIMPYIOIIMX BCHBIIMIEK AKTUBHOCTEH
HEUPOHHOTO OCHWLIsATOpa. Tak, deTbipe B3aUMOTOPMO3AIIUX HeupoHa (Puc.
58b, mpeAmnosoKUTENTEHO «IOTYLIEHTPOBY» IJIsl depeayronuxcs ¢a3 Omophl-
nepeHoca M YEepeayIoIIecss aKTUBHOCTH TIPaBOM M JIEBOM KOHEYHOCTH)
CIIOCOOHBI BOCTIPOM3BECTH YETHIPE OCHOBHBIC 0a30BbIE KOMITOHEHTHI MBIIIICYHOM
AKTUBHOCTH, HalJICHHBIC JIJIs1 X01p0BI YenoBeka (Puc. 21).

Kak yxe roBopusioch, ABe 0a30Bble KOMIIOHEHTHI MPUCYTCTBYIOT YK€ B
miarateabHOM  peduiekce HOBOPOXKIEHHBIX, KOTJa OOJbINas 4YacTh CBS3EH
TOJIOBHOTO MO3ra CO CIMHAJIBHBIM T€HEPATOPOM Iaranus He passura (Martin,
2005). JleiicTBUTEIbHO, aBTOMATHYECKHE IIaraTeJIbHbIC JBHIKCHHS MOKHO
Ha0JII01aTh Y HEIOHOUICHHBIX HOBOPOXAEHHBIX JIeTEH U y IeTel ¢ OTCYTCTBUEH
Kkopbl TosioBHOro Mosra (Peiper, 1961). Kopruko-cnuHalbHBIC IyTH
pa3BUBAIOTCS OTHOCHUTEIBHO MeajeHHO y uenoBeka (Petersen et al., 2010).
BonbHBIX ¢ moBpexkacHueM crimaHoro mo3ra (lvanenko et al., 2003) u 6osbHBIC
nocne uncyabTa (Clark et al., 2010; Gizzi et al.,, 2011), korga HuUCXOASIINE
BIUSHUS HA CHUHAJIBHBIA TEHEPATOp IIaraHus HapyIIeHbI, AEMOHCTPUPYIOT
cxoanble (Mo KpaliHel Mepe YaCTHYHO) BpeMEHHbIC 0a30BbIe KOMITOHCHTHI, XOTS
pacmpenenieHue WX MO MBIIIIAaM M COOTBETCTBYIONIUME MATTEPHBI MBIIICUHON
aKTUBAIIMM YacCTO BapbUPYIOT. B 11€10M, HCCienoBanrs y MajJeHbKHUX JETeH U
B3POCJIBIX MOACPKUBAIOT HJICIO O TOM, UYTO CITMHAJIBLHBIC T€HEePaTOPhI MIaraHHsI

MOTYT T'CHCPHUPOBATH OTHOCHUTCIIBHO HC3ABUCHMMO OT BBIHICIICKAIIHNX CTPYKTYP
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0 MEHbIIEH Mepe HEKOTOphle 0a30Bble KOMaHAbl MPHU JOKOMOTOPHBIX
nekenusx (Dominici et al., 2011; Grillner, 2011).

[I'I u MOTOHEMpPOHBI MOJYYAIOT CYIIECTBEHHYIO OOpaTHYH CBS3b OT
Pa3IMYHBIX CEHCOPHBIX PELENTOPOB ISl KOHTPOJISI pABHOBECHSI, HAIIPABJICHUS U
ckopoctu Jsokomormu  (Pearson, 2004). Tak, Bpemss u amnmryma OMID
aKTUBHOCTH B 3HAYUTEIBHOW CTENEHU OIPEACISIIOTCS MPONPUOLIEITUBHOM
oOpaTHOW CBSI3pI0 W OCHOBHBIMH KHHEMaTH4YeCKuMU (¢azamMu mukia. B
YaCTHOCTHU, HEOOJIBIIION BPEMEHHON CIIBUT 0A30BBIX KOMIIOHEHT C YBEIMYECHHEM
CKOPOCTH XOJIbObI MEHSIETCS MapajUieIbHO C HEOOJIbIIMMH H3MEHEHUSIMHU
OTHOCUTETFHOM JUTUTEILHOCTH (Da3bl OMOPHI IO OTHOIICHHIO K (pa3e mepeHoca
(lvanenko et al., 2004b). ¥V cniuHanbHO# KOIIKK mepexo oT (a3bl Omopsl K (ase
nepeHoca OMPeNeNsIeTCs B 3HAYMTEIbHON CTENIEHU CEHCOPHBIMHU CHTHAJIAaMU O
pasrubanuu yria B tazobeapennom cyctae (Grillner and Rossignol, 1978) u
pasrpy3koii KoHeuHocTH B KoHIle da3el omopsl (Duysens and Pearson, 1980).
Taxke y MameHbkuX JeTed ¢aza Omophl Y/UIMHHSETCS, €CIA yroia B
Ta300€IPEHHOM  CyCTaB€ HCKYCTBEHHO (UKCUPYETCS B CrudaTeibHOM
MOJIOKCHUN WIJIM MCKYCTBEHHO YBEIMYWBAIOT HArpy3Ky Ha HOTY, M HA0OOpPOT,
¢daza omopel yKOpayMBaeTCsA, €CIM Ta300€qpPEHHBIH CYCTaB CTHOAOT WIH
YMEHBIIIAIOT Harpy3ky Ha Hory B (¢asy omopel (Pang and Yang, 2000). V
B3pOCIBIX JroAe 93Tu  3pdexTsl HaMHOro ciabee, BO3MOXKHO H3-3a
3HAYUTEILHOTO IPOM3BOJBLHOTO BMEIIATENLCTBA B YIIpPaBJICHUE XOJbOOH
(Stephens and Yang, 1999). Oxnako, y B3pOCHbIX JItojel oOpaTHasi CBsI3b B
OoJyiee CHIIbHOW CTEMEHM 3aBHCHUT OT KOHTEKCTa 3agadd W yciaoBuid (Pearson,
2004), xak u OT (YHKIMOHAJIBLHOTO COCTOSHHUS CIMHAJIBHBIX HEHPOHOB, Ha
KOTOpbIC MpoekTupyetcst oopatHas cBs3b (Hultborn, 2001). Dra 3aBucsimas ot
yCIIOBUM  BapuaOETbHOCTh CEHCOPHOM OOpaTHOW CBsI3W HE  JOJDKHA
paccMaTpuBaThCAd KaK OWOJOTHYECKHHA «IIyM», a CKopee HaoOOpOT Kak
NPOSIBJICHHE THUOKOCTH YIPaBICHUS, a PETYJSIUsS KOHTEKCT-3aBHCHUMBIX

CTEMEeHEeN CBOOOMBI JBIKEHUS KOHEYHOCTEM MOXKET OCYIIECTBIISITRCA uepes



153

yOpaBJI€HHE HEOOJBIIMM YHUCJIOM 0a30BbIX KOMIIOHEHT WM CHUHEPTUH.
OOpaTHas cBA3b TAaKXKe€ Ba)KHA ISl KOPPEKIIUK OUIMOOK JIBHXKEHUS UM OIMOOK
MOTOPHOTO BbIXOJA.

HelipoHHble CBS3M U yNpaBlieHHE JOKOMOILMEN BBIMIECTOSAIMMU OTIEIaMu
[THC Opu1 B 3HAUMTENHHON CTEMEHW WCCIEN0BAaH B paboTax Ha KOIIKE
(Armstrong, 1988; Orlovsky et al., 1999). Muorwue ctpykrypsl Mmo3ra (Puc. 58A)
BIMSIOT Ha paboOTy CHOUHAJIBHBIX TE€HEPATOPOB IIAraHHUs MOCPEACTBOM Kak
TOHUYECKOW, Tak MU B OOJBIION CTENEHW PUTMHUYECKOW (MPUBSA3AaHHOM K
OCHOBHBIM (ha3aM IraraTebHOTO IMKiIa) akTuBHOCTH (Beloozerova et al., 2013).
HenaBHO ObUTO BBICKAa3aHO MPEANONIOKEHHE, YTO HEHpPOHA MOTOPHOM KOPBHI,
KOTOpBIE MOCJIEA0BATENLHO AKTUBUPYIOTCS B LIMKJIE 1Iara, MOTyT PEryJupoBaTh
aKTUBHOCTh HeOoNpImx Tpynn cuHeprudyecknx wmeim (Drew et al., 2008).
Koptuko-cnmHanbHas perynsiiusi OCOOCHHO KpUTHYHA TMPU  3pUTEIHHOM
KOHTpOJIE JIBJKEHMSI KOHEYHOCTeM TakuX, Kak IepelllariBaHue 4epes
NOpPENITCTBUE, TOCTAHOBKA CTOMBI B OMNpeAENEHHBbIE YYacTKH HEPOBHOM
NOBEPXHOCTU U T.M. IIpu 3THX peryampoBKax HEMPOHBI MOTOPHOM KOPBI MOTYT
MOAU(PUIMPOBATh BeMMUMHY M (Pazy OMI' akTHBHOCTHM BCEX MBIIIL JaHHOM
cuneprun (Drew et al., 2008). Dto B HEKOTOpOH CTENEHHU PABHOCHIHLHO
peryisiuud 0a30BbIX KOMIIOHEHT MBIIIEYHONM akTUBHOCTH. HaMHOro menee
W3Yy4YECHO CYINPACHUHAIBHOE YIIPABJICHHE JIOKOMOLMEW Yy uYeloBeka. XOTs
COMHHOM MO3r M CIOCOOEH aBTOHOMHO T'€HEpUpOBATh AKTUBALIMIO MBIIIII,
HUCXOJIAIME BIUSHUS OYEHb KPUTUYHBI [JI1 WHULUALMM WU  MOJIYJISLUH
JOKOMOTOpHOTO BbIxona y 3mopoBbix moneit (Nielsen, 2003). Hempsimoe
JTIOKA3aTeJIbCTBO BAXKHOM POJIM CYNPACHHHAIBHOIO YIpPaBICHUS CIEAyeT U3
OYeHb OTPAaHUYEHHON CIIOCOOHOCTH K BOCCTAHOBJICHHIO XOJbOBI y OOJBHBIX C
nopakenusimu  crmaHOro  Mmosra (Dobkin et al., 1995). Bonee mnpsmoe
JI0KA3aTesIbCTBO ObLJIO MOJYYEHO Ha 3J0POBBIX JIIOJASAX MPU HCIOJIb30BAaHUU
TPAHCKOPTUKAIbHON MarHUTHOM CTUMYJISALIMA MOTOPHOM KOpPBI MpH XOAbOE,

KOTOpasd INpuBOJUJIa K BBITOPMa’>KUBAHUIO OMI" aKTUBHOCTH JAUCTAJIBbHBIX MBIIIIT
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(Petersen et al., 2001). KoopauHamusi CHHHAIBHBIX M CYIpPACIHUHAIbHBIX
MEXaHU3MOB Obllla MCCIIEJIOBAaHA HAaMHU TaKXe MpU XOAb0€ W OJTHOBPEMEHHOM
BBITIOJTHEHHWEM psifa MPOU3BOJIbHBIX ABMkeHui (Puc. 16, 17). bazoBeie DOMI
KOMITOHEHTBhI BCErJa MPUCYTCTBOBAJIM, HO HaO01anach JAOMOJTHUTENbHAS
KOMIIOHEHTA, CBA3aHHAsl ¢ KOHKPETHBIM MPOU3BOJIBHBIM JBHXKeHHEM (Puc. 17).
AKTHUBalLMg MBI TPU MPOU3BOJIBHOM JBUXKEHUU TEHEPUPYETCS B KAKON-TO
CTENIEHU HE3aBUCUMO, HO TEM HE MEHEE CUHXPOHU3HPYETCS 10 BPEMEHHU C
KOPTUKOCIUHAIBHBIMA ¥ MPOINPHUOIENTUBHBIMU OOpPAaTHBIMU  CBSI3IMH U
0a30BBIMM BPEMEHHBIMM KOMIIOHEHTAMM LIEHTPAJIBHOIO TeHepaTopa IIaraHus
(lvanenko et al., 2005a). B 1memoM MOXHO IoaraTh, 4YTO KOOPIMHAIIHS
JBUKEHUS KOHEYHOCTEHM BBITEKAET M3 TECHON B3aMMOCBSI3M M CHUHXPOHM3AIUU
HEUPOHHBIX OCHWIIISITOPOB C MEXAHUYECKUMHU OCHUJUISITOPAMHU BCIEJCTBHE

HEePUOMYCCKHUX JIBIDKEHHUI KOHEUHOCTEH U 11etpa Macc tena (Puc. 58).

[locne mOBpeXIOeHUS COUHHOTO MO3ra W JPyrux 3a00JeBaHUSX
JIBUTATEILHOU CUCTEMbI IOKOMOTOPHAs! (PYHKIIMS MOXKET BOCCTAHABIMBATHCS 10
OTIpENICTICHHOW CTETNeHW B  pe3yibTaTe TPEHUPOBKU XOJBOBI, OJHAKO,
peopraHu3anysi MOTOPHOTO BBIXOJIa MOKET CYIIECTBEHHO OTJIMYATHCS Y PA3HBIX
OOnbHBIX. MexaHu3Mbl, JeXallie B OCHOBE J3TOM peopraHuzaluu U
peabmimTanuu JTIOKOMOTOPHOUW (DYHKIIUU Y JTFOJIEH, €IIe HE 10 KOHIIA BBISIBICHBI.
CnoxHocTh  mpoOsieMbl  3akitodaercss B (DEHOMEHE  IUIACTHYHOCTH.
KomrieHcaTopHblE MEXaHU3MBI MOTYT OXBAaTbIBaTh KAaK HMXKECTOSIIHUE, TaK M
BBILIECTOSIIIUE CTPYKTYPBI, U 3aBUCETh OT CETMEHTAPHOI'0 YPOBHS MOBPEXKICHHUS
COMHHOTO Mo3ra. Bo  MHOrmx cioydasgx  BOCCTaHOBJIEHHE  XOJIbOBI
COTPOBOXKIAETCSI OOydeHHEeM HOBBIM TaTTepHam OMI akTuBHOCTH, a HE
MPOCTOM pEaKTUBALMEW TEHEPATOPOB IIaraHvsA. TemM HE MeEHee, €CTb |
VHBAapUAHTHBIE YEPTHI MOTOPHOTO BBIXOJA, @ UMEHHO, BPEMEHHAS CTPYKTypa
OCHOBHBIX ITMKOB MBIIIEYHOW AaKTUBHOCTH. Hepapxuss MOTOpPHOTO BbIXOJAA

MOTYHAHSATCS MPUHLIUAITY JIIBUTATEILHOMN SKBHUBAJIEHTHOCTHU («motor
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equivalence»), corimacHO KOTOPOMY Ta e caMasi WA CXOAHAas KHHEMaTH4ecKas
3aJa4a MOXKET OBITh OCYILIECTBJICHA Pa3NIWYHBIMU 3(PeKTopaMu, B 4aCTHOCTH,
u3-3a  M30BITOYHOCTH  HelpombimedHor  cuctembl  (Lashley,  1933).
TpaauuroHHbIe TOIXO/AbI, CBS3aHHBIE C PACCMOTPEHHEM pabOTHl MaJIOTO YHCia
MBILIT (HallpuMep, TOJIbKO aKTUBHOCTU AuCTaibHbIX MbIl, TA u SOL), nator
OIpaHUYEHHBIA B3MIAJ HAa CTPYKTYPHO-(QYHKLIHMOHAJBHYIO OpTraHU3aLUI0
MOTOpPHOTrO BbIxofa. IloaTomMy pa3paboTaHHbIE HOBBIE METOABI OIICHKHU
MHTETPaJIbHON aKTUBHOCTH MOTOHEHPOHOB M JEMOHCTpAlUs paclpeieleHHOM
IUIACTUYHOCTH MOTOPHOTO BBIXO/Ia MOTYT OBITh CYIIECTBEHHBIMU IS
noHMMaHusa  QyHKIHOHUpoBaHus pabotel I[HC mnpu ee pa3nuyHbix

TOBPEXKJICHUSIX W HAPYIICHUSX OIMOPHO-IBUTaTebHOTO amnmapata (lvanenko et

al., 2013a).

9.2 Opeanuzayus u @QYHKYUOHAIbHBIE YPOBHU CUCEMbL NOOOEPAHCAHUS

6’6pl’l’luKdJle0uu no3swvl 4ejoeexka

B nocneanue ronpl MHOTHME (PU3HOJOTH YACISIOT BHUMaHHE MpodiieMe
pOJIM CUCTEMBI OTCUETa B YIPABICHUU JIBI>KCHUSIMU. M3ydenHne 3Toii mpooOieMbl
OCOOCHHO  BaXHO I  TOHUMaHUS  MEXaHU3MOB  CEHCOMOTOPHOIO
B3aMMOJICUCTBUSL B OCYILIECTBICHUU LEJICHANPABICHHBIX JBUXEHUWU. ITOT
BOINPOC HMMEET TakyKe OOJIbIIOe 3HAYCHHME 11 M3Y4YEHHUs TO03bl, T.K. I03a
BKJIIOUAET M OPUEHTAIIMIO B ITpocTpaHcTBe. [Ipeobnagaroiiee MHEHHE COCTOUT B
TOM, YTO 3aja4a TOJJEPKaHUsI BEPTUKAIBLHON IMO3BI MOXET OBITh CBEJCHA K
3a/1aue COXpaHEHUsI OPUEHTAIMHU Teja B IMOJIE CUJIbI TSHKECTH, U B OTOM Cllydae
IpaBUTAlIMOHHAS BEpPTHKAIb JIOJDKHA OBITh ©CTECTBEHHOM “‘pedepeHTHOM
BEPTUKAIIBbIO”. MHOTOYHCIICHHBIE pa0OThI, UCCIIEOBABIITNE TMO3HBIE OTBETHl HA
paznuuHble (azuueckue (ObICTpPhIC) BO3MYIIEHHUS, YKa3blBalOT HA  TO, 4YTO
CUCTEMA MOJJIEPAKAHUS TO3bl MOXKET XOPOIIO KOMIIEHCUPOBATh OTKJIOHEHHUS OT

pedepentHoro mnosoxeHus. OAHAKO MEXaHU3MbI, YYAaCTBYIOIIME B BbIOOpE
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caMOil  TO3bl, MOTLYT CYIIECTBEHHO  OTJIMYaThCsi OT  MEXaHHU3MOB,
KOMIEHCUPYIOIIMX OTKJIOHEHUS OT OJTod mo3bl. Tak Kkak B BbIOOpE
pedepeHTHOrO  MOJIOKEHUS  YYaCTBYIOT TOHHMYECKHE  CTPYKTYpPBI, IS
UCCJIEIOBAHMS 3TOTO BONPOCAa MbI MPUMEHSUIA CyNEpPMENJICHHbIE BO3MYILICHUS
ONOPHOI MOBEPXHOCTH KaK METOJ U3yYE€HHsI TOHUYECKUX KOMITOHEHT.

[lonydyeHHble pe3ynabTaTbl MOTYT CIYXKUTh apryMeHTamMu B IMOJIb3Y
CYIIECTBOBAHMS JBYX YpPOBHEH peryjJsilud B CHCTEME MOJJEPKaHUS
BEPTUKAJILHON MO03bl uesjoBeka. Hus3muil ypoBeHb - ypOBEHb ONEPATUBHOTO
KOHTPOJISL - OCYIIECTBIISIET 3a/iauy noajepkanus npoekuuu OLIM B mpenenax
MaJICHbKOW TEppPUTOPUU BOKPYT pedepeHTHONH TOUKH, HpeanucaHHOM Ooiee
BBICOKMM YPOBHEM. DTH YPOBHU TaKK€ BO3MOXKHO OTJIMYAIOTCA MPUHLUIIAMU
UCIIONb30BaHUsl  ceHCOopHOM  uH(opmarnuu. Ha  omepatuBHOM  ypoBHE
pEryJaupoBaHKE BIIOJIHE MOXET HMCHOJb30BATH JJISI KOMIIEHCALIMH OTKJIOHEHUI
MEXaHU3Mbl OOpaTHON CBA3M IO 3pPEHUI0, CHUTHAjJaM YCKOPEHHH WM
OTKJIOHEHHH, MOCTYMAOIIMM OT BECTHOYJISIDHOIO arapaTra, TAaKXKe Kak H
MOJINCUHANITUYECKHE TpOoIpHuoLenTBHbIe pediiekchl. Ha ypoBHEe BbIpabOTKH
pedepeHTHOr0 MOJOKEHUSI KOMIOHEHTH ad(EepeHTHOTO MPUTOKA OT Pa3HBIX
3BEHBEB TEJIA UCIIOJIB3YIOTCA HE B KAUECTBE MPOCTHIX CUTHAJIOB OTKJIOHEHHS, a B
obpaboTanHoi (opMe yAOOHBIX Il OMUCAHUSI COCTOSIHUSL U JIMHAMUKH
NOJIIepKaHUsl TMO3bl B CHCTEME BHYTpeHHero npeactaBienus. I[lomobHoe
OTNMCAHUE JIOJHKHO COJIepXKaTh B cebe MH(OpMAIMIO O TMOJOKEHUH MPOCKIIUU
OLM, rpanull yCTOWYMBOCTH U T.4. BHyTpeHHEE NpencTaBieHUE O MOJIO0KEHUH
Tea SBISIETCS MYJBTUMOAAIBHBIM KOHCTPYKTOM, opmupytomumes B [THC na
0a3e KMHECTETHYECKUX BXOJOB C HCIOIb30BAHUEM MEXAHM3MOB CXEMbI Tella U
QITOPUTMOB  00paOOTKM TeKymier wuHpopManuu O B3aUMOJICHCTBUU C
OKPYKEHHEM.

[lepepaboTka ceHCOpHOW WHGOPMALIUKM, BEPOSTHO, OCYIIECTBISIETCS C
WCIIOJIb30BAHUEM CXEMBbI TeJla, a TOJIBIKHASI OTopa IMOJ] HOTaMH, TaKkKe Kak

WHCTPYMEHTBI WJIU MPEIMETHI, HCIOJb3yeMble Mpu MaHumyssnusx pykou (lriki



157

et al, 1996), Moxer BKIIOUAaThCA B IMOCTYPAJbHYI) CXEeMy Tela C
COOTBETCTBYIOIIMM H3MEHEHHEM pOJIM T€X WM HHBIX CEHCOPHBIX BXOJOB.
ToHuueckas akTUBaIMs NEPUPEPUUECKUX U LIEHTPATIBHBIX CTPYKTYP MOXKET He
TOJIbKO HM3MEHATh BHYTPEHHEE MPEICTaBICHUE O PEPEPEHTHOM IMOJIOKEHUU
Tena, HO U ObITh cymecTBeHHbIM uHCTpymMeHToM [[HC B mnpennactpoiike

MOTOPHBIX IIPOI'paMM M aKTHUBAIlUKU TCX WMJIM MHBIX (((1)YHKHI/IOH8.HBHBIX CIAUHUIL.
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BbIBOABI

1. HUccnepgoBaHusi MpOCTPAHCTBEHHO-BPEMEHHBIX XAPAKTEPUCTUK JBUKECHUS
U MBIIIEYHOW AaKTUBHOCTU TIOKAa3alyd HAJIMYUE OIpPEACICHHON CTPYKTYpHO-
GYHKIIMOHATBFHOM  OpraHW3allii  MOTOPHOTO  BBbIXOAa. PeKoHCTpyKuwus
MHTErpajibHOM aKTUBHOCTH MOTOHEUPOHOB CIIMHHOI'O MO3Ta YeJIOBEKa U aHaJu3
TJIABHBIX BPEMEHHBIX KOMMOHEHT DMI' aKTUBHOCTH TIOKA3bIBAIOT, UYTO BBHIXOJ
CIIMHAJIBHBIX TE€HEPATOpPOB IIAraHMsl OPraHU30BaH B BUJIE «ITYJIbCUPYIOLICH)
aKTUBHOCTH, WMEIOUIEH YETKYI0 BpPEMEHHYIO apXUTeKTypy. Bpemennas
apXUTEKTypa JIOKOMOTOPHOM ITPOTrPaMMBbI Y JIFOJIEH CKIIJBIBACTCS TTOCTEIICHHO B
TEYEHUE TNEPBOTO TOJa KU3HHM M HUMEET OTJIMYUTEIbHbIE OCOOEHHOCTU B
CpPaBHEHUU C KUBOTHBIMHU. JTa CTPYKTypHAasi OPraHU3allds MOTOPHOTO BBIXO/A
XapakTepHA MJIs Pa3IUYHBIX JIOKOMOTOPHBIX JBIDKCHHM: XOIBOBI C pa3HOM
CKOPOCTHBI0, Oera, Xo1bObl Ha3aa M XOAb0bI B YCIOBUSIX Pa3TPy3KH Beca Tea.

2. PazpaboraHHble METOIbI OICHKA HWHTEHCUBHOCTH HWHTETPAILHOMN
aKTUBHOCTH MOTOHEHPOHOB MOTYT OBITh MCIOJIb30BaHbl Jii MOHHUTOPHUHIA
IJIACTUYECKUX HW3MEHCHHH MOTOPHOTO BBIXOJIa B XOJIe peaOHIMTAINH
JIOKOMOTOpHOMU (pyHKIMH. BoccTaHOBIIeHNHE X0IbOBI Y OOJIBHBIX C MTOPAKCHUSIMHU
CIIMHHOTO  MO3Ta YacTO HOCHUT  KOHTEKCT-3aBHCHMBIA  XapakKTep W
COITPOBOXK/IAETCS CYIIECTBEHHOM pEOpraHU3alrerd MOTOPHOTO BbIXOJa. TeM He
MeHee, BpEMEHHasl apXUTEKTypa JOKOMOTOPHON TPOrpaMMbl COXPAHSETCS.

3. MonaynbHas apXuUTEKTypa KHHEMAaTHKH XOAbOBI YEIOBEKa MPOSBISICTCS B
crienu(UUecKoil KOBapHAIlMU YTJIOBBIX M3MEHEHUW, KOTOpas 3aBUCUT OT
MOXOAKN. AHaN3 KUHEMAaTHYCCKUX WHBAPHAHTOB XOIbOBI TOKA3bIBACT, YTO
W3MCHEHHUSI Harpy3Kd Ha CTOMBI XOPOIIO KOMIIEHCHUPYIOTCS JIOKOMOTOPHOM
IPOrpaMMoOi, HECMOTpPsI Ha TO, YTO BPEMEHHOW MATTEPH AKTUBHOCTHU MBIIIII
MOXKET CYIIECTBEHHO BapbHpOBaTh. Y JeTeH, TOJHKO HAYMHAIONIUX JeIaTh
NIEPBBIC IIaTH B )KU3HU, KHHEMATHKA JBMKEHUS CTOIBI TIPU pa3Trpy3Ke Beca Tena

MNpETCPCBACT 3HAYNUTCIIBHBIC U3MCHCHHA B OTJIMYHC OT B3POCIIbIX, Y KOTOPLIX
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OHA IPAKTHUYECKH He MeHserca. Takum oOpa3oM, BeC Tena ABISETCS BaXKHBIM
KOHTPOJIMPYEMBIM  IIapaMETpoOM, M €ro KOMIIEHCAalusl JIOKOMOTOPHOU
IIPOrpaMMON NPUXOAUT TOJBKO C ONBITOM. IIoiydeHBl HOBBIE JaHHBIE O CBS3H
BOCIIPUATHUS JIBUJKECHUS C OTHOCHUTEIIBHOM IIPONOPLUEN UIMH CETMETOB HOTU H
JJOKOMOTOPHOU CXEMOU TeJIa.

4. TlomydyeHbl  HOBBIE  JIaHHBIE,  XapaKTEPU3YIOIIHE  OCOOEHHOCTH
¢dynkimonnpoBanus pasHsix ypoBHeidl IHC npu mojgnepkanuu BEpTUKAIBHOM
103bl 4YEJIOBEKA, POJIb IPOINPHOLEHNTUBHON, 3pUTEIBHON M BECTUOYISPHON
uHpopmanimu B dopMmMupoBaHue pedEpeHTHOM BepTUKaIu. BHyTpeHHee
IPEICTABIICHHUE O MOJOKEHUH TEJA SIBISETCA MYJIbTUMOAAIBHBIM KOHCTPYKTOM,
dopmupyromumcs B [THC Ha 6a3e KMHECTETUYECKMX BXOJIOB C UCIOIb30BAaHUEM
MEXAaHU3MOB CXEMbl Tejla U aJrOpUTMOB OOpabOTKH TeKyled MHpOopMaIuu o
B3aUMOJICUCTBUM C OKpPY>KEHHEM. Pe3ynpTaTbl MOTYT CIyKUTh apryMEHTaMH B
I0JIb3Y CYLIECTBOBAHMS JIByX YPOBHEW pETyJSLIMU: YPOBHSA BbIPAOOTKH
pedepeHTHOTO TOJIOKEHUSI U YPOBHS ONEPATUBHOTO KOHTPOJII OTHOCHUTEIHHO
9TOTO  NOJIOKEHUS. IJTH  ypPOBHM  MOTYT  OTJIMYAThCS  IPUHIUIIAMHA
UCIIOJIb30BaHUsI CEHCOPHOU MH(OpMaIuu.

5. PaznuusHble METOIBI TOHHYECKOW CTUMYJIALIMM HEUPOHHBIX CTPYKTYp
BBISIBUJIM CYIIECTBEHHYIO POJIb TOHUYECKOW AKTUBALMU B U3MEHEHUN COCTOSHHUS
«TOTOBHOCTH» HEHPOMBIIIEYHOIO armapata K HPUHATHIO HCIOJIHUTEIbHBIX
KOMAaHJI WJIM NIEPEBOJE TEX MJIM MHBIX MO3HBIX U JIOKOMOTOPHBIX aBTOMATU3MOB
B aKTUBHOE COCTOsiHME. B urtore chopMynvpoBaHbl MPEACTABICHUS O POJIH
TOHUYECKUX BIIMSHHUA B MPEIHACTPOMKE M aKTUBALMU MOTOPHBIX MPOrpPaMM MU
MTO3HBIX ABTOMATU3MOB.

6. IlomyuenHble pe3ynbTaThl pa3BuBaioT npezactaBieHuss H.A. bepuimreiina

00 MepapXuyecKux MPUHIIMIAX MHOTOYPOBHEBOW OpTaHU3aIluU JBUKEHUH.



Cnucok surepatypbl

Apucrorens (1996) Hctopus sxuBoTHbIX. MockBa: UL PITYVY.

bepumreitn HA (1947) O noctpoenun aBuxenuit. Mocksa: Mearus.

bepumreiin HA (1966) Ouepku o ¢pu3nonoruu IBHKEHUN U HU3HOIOTHH
akTUBHOCTU. MockBa: Menrus.

l'oponnuues PM, TIusoBapoBa EA, ITyxoB A, MouceeB CA, CaBoxun AA,
Momonkuna TP, Illep6akoBa HA, Kunumuuk BA, CennonoB BA, Ko3znosckas
b, Dmxepron P, I'epacumenko FOIT (2012) UpeskokHas 3JIeKTpUYECKas
CTUMYJISIIIUSL CIIMHHOTO MO3Ta: HEMHBA3UBHBINA CIOCOO aKTHBAIIMM F€HEPATOPOB
maraTeNbHBIX JBH)KEHUH y uenoBeka. dusnosorus Yemoseka 38:46—56.

I'ypdunkens BC, Ko AM, lux MJI (1965) Perynsmus mo3sl yenoBeka.
Mocksa: Hayka.

I'ypbunkens BC, Jledbenee MA, Jleeuk HOC (1991) DddexTs
NEPEKIIIOUEHUsI B CHUCTEME PEryssalud Mo3bl y uenoBeka. Helpodusmonorus
24:462-470.

I'ypdunkens BC, Jlepuk FOC (1991) Konuenuust cxemsl TeJla 1 MOTOPHBIN
KOHTposb. In: “HHTeekTyanbHble mpoLeccsl M UX  MOJACIMPOBAHME.
Opranuzanus aexenuii” Pen. A.B. Uepnasckuii., pp 59-105. Mocksa: Hayxka.

I'yppunkens BC, Jlesuxk HOC, JlebeneB MA (1989a) bmwxuaue u
OTJaJICHHbIE TMOCTAaKTUBALIMOHHBIE A()QEKThl B ABUTATEIbHOM CHCTEME
yesnoBeka. Heitpoduzuomorus 21:343-351.

I'ypbunkens BC, Jlunmmn MU, TTorioB KE (1974) Asnsiercs mu pediiekc
Ha PaCTSXKEHHE OCHOBHBIM MEXaHU3MOM B CHCTEME PEryJsUU BEPTHUKAIHLHOU
no3bl uenoBeka? buoduzuka 19:744—-748.

I'ypbunkens BC, Jlunmmn MW, IlomoB KE (1977) HWccnenoBanue
CUCTEMbl PEryJsilMM BEPTUKAIHHOM MO3bI BUOPAIMOHHON CTUMYJISIIUEH

MbIIIeUHbIX BepereH. dusnonorus Yenoseka 3:635-643.



161

I'ypdunkens BC, IlomoB KE, Cwmeranun BH, IlnsikoB BIO (1989b)
W3meHeHust HampaBiieHNs BECTUOYIOMOTOPHBIX OTBETOB BO BPEMSI aJanTaIluu K
JUTUTEIIBHOMY CTaTUYECKOMY MOBOPOTY TOJIOBHI y uesioBeka. Helipoduznonorus
21:210-217.

NBanenko FOIT (1986) TpeHue U TUKCOTPOMUS MACCUBHBIX CKEIETHBIX
mbl. @usnonorus Yemoseka 12:229-235.

NBanenko HOII, Tamuc BJI (1995) Dddext HeycToumBocTH OMOPHI Ha
NOCTypajibHble BHOpALlMOHHBIE peakiuu dYenoBeka. Puznonorusi YenoBeka
21:116-124.

Npanenko IOIl, Tamuc BJI, KazéunuxoB OB (1999) Ilocrypanbhbie
peakiuu Ha BUOpALMIO AXMIUTIOBBIX CYXOXKUJIUN U MIEHHBIX MBIIIIL P CTOSTHUU
Ha HeycToiuuBoi onope. ®usnonorus Yenoseka 25:107-113.

Nnuzapos I'A, [esstoB AA (1971) OnepaTuBHOE YIJIMHEHHE TOJICHMU.
Optonen TpaBmatoin 8:20-25.

KuctsikoBckas MIO (1970) Pa3Butre ABUKEHUWI y JIeT€l MepBOro rojaa
*kn3HU. Mocksa: Ilegaroruka.

Jlatram MJI, T'ypdunkens BC (1976) BuOpanuoHHBIE TOHUYECKUIMA
peduiekc u nosoxxkenue Tena. Guznonorus Yenoseka 2:593.

Marnyc P (1962) YcranoBka tena. Mocksa: M3n—so AH CCCP.

[TonoB KE, Cmeranun BH, I'yppunkens BC, Kyaunosa MII, HlnsikoB
BIO (1986) IIpocTtpancTBeHHOE BOCTIPHUATHE U BECTUOYIOMOTOPHBIE PEAKIIUU Y
yenoBeka. Heitpoduzunonorus 18:779-787.

Ceepun @B, Opmosckmit 'H, I[llux MJI (1967) Pabotra MbIIEUHBIX
pelenTopoB IpH yrnpasisieMon JjokoMonuu. buodusuka 12:502-511.

CemuonoB BA, ConomoBa HNA, HWpanenko IOIl (2009) AxrtuBanus
[Iaranust SMIEKTPUIECKON CTUMYJIIAIMEH B YCIOBUSX Pa3TPy3KH M €T0 N3MEHECHUS

noa nercteueM adepeHTHbIX BausHUN. @uznonorus Yenoseka 35:42-52.



162

Cmeranun BH, IlomoB KE, TI'ypbunkear BC, IllnsikoB BIO (1988)
BrnusiHue peanbHBIX W WLTIO30PHBIX JIBIDKCHHA Ha BECTHOYJIOMOTOPHYIO
peakiuto yenoBeka. Helipodusznomnorus 20:250-255.

Cwmeranun BH, IlomoB KE, Illnbikor BIO (1993) Ilo3Hbie OTBETHI Ha
BUOPOCTUMYJISIIMIO  TPOMPHUOICITOPOB MBI M y  4YeJIOBEKa.
Heiipoduszuonorus 25:86-92.

CmonsaunoB BB (2000)  TIpoctpaHCTBEHHO-BPEMEHHbBIE — 3ajJlaud
JokoMoTopHoro yrpasienus. Y®H 170:10:1063-1128.

CononoBa UA, [lenuckuna HB, Ka3zénnukos OB, MBanenko HOII, JleBuk
FOC (2003) HccnenoBanue BO30YIMMOCTH CIHHAJIBHBIX MOTOHEHMPOHOB IpHU
CTOSIHUM B OOBIYHBIX W YCIOXHEHHBIX ycloBusX. Pusnosnorus Yenoseka
29:189-191.

CononoBa WA, Wsanenko IOII, Jleuk IOC (2002a) Ilo3Hble
BUOpAIIMOHHBIE PEAKIMU YeJIOBeKa BO (PPOHTANBHOU IMJIOCKOCTH MPHU CTOSIHUU
Ha pa3IMYHbIX TUIAX HEyCTONUYMBBIX onop. ®usnomnorus Yenoseka 28:76—-81.

CononoBa UA, Kazénnukop OB, Jlennckuna HB, MBanenko IOII, JleBuk
FOC (2002b) CpaBHeHHE OTBETOB MBIIIL HOI' Ha TPaHCKpPaHUAIbHYIO
MAarHATHYIO CTUMYJISILHAIO IIPY CTOSIHUM HA YCTOMYMBOM M HEYCTOMYMBOMU OIIOpE.
®dusznonorus Yenoseka 28:80-85.

Tomunosckass EC, Momonkuna TP, T'opognuueB PM, IlluryeBa TA,
3akupoBa A3, [luBoBapoBa EA, CaBoxun AA, CemuonoB BA, Cemenos IOC,
bpesnoB BB, KutoB BB, I'epacumenko IOII, Koznosckas Wb (2013)
MexaHudeckass CTUMYJISIIIUSL OMOPHBIX 30H CTOI: HEWMHBA3WBHBIM CIOCOO
aKTUBAIlUM TEHEPATOPOB IIaraTejbHbIX IABMIKCHHM y desioBeka. duznonorus
Uenoseka 39:34-41.

VYxtomckuit AA (1952) OcoOblii BUJ TOHHYECKUX PEaKIuii B KOHEYHOCTSIX
yenopeka. In: CoGpanue cou., pp 43—45. JI.: Hayxka.

[TanmkoBa EFO (2000) BoccranoBienne xoanObl y AETEH C MOpaXKECHUEM

CIMHHOTO Mo3ra. AxantuBHas Ouznueckas Kynprypa 1-2:29-32.



163

[Muk MJI (1991) CtTBOJIOBO-CIIMHAIBHBIE MEXaHWU3MBbI  yIPaBJICHUS
aokoMonuen. In: IHHTemnekTyanpHblE MNpPOLECCHI M HX MOJIEIUPOBAHUE.
Opranuzanus auwxkenus / CO. Hay4dH. Tpya0B 1oj pea. A.B. UepHAakoBcKkoro, pp
173-190. Mocksa: Hayxka.

Muxk MIJI, Opnosckuii I'H, CeBepun OB (1966a) Oprana3zamnus
JJOKOMOTOpHOU cuHepruu. buodusuka 11:879-886.

Muxk MJI, Opnosckuii I'H, Ceepun @B (1968) Jlokomorus
Me3eHIepaTnuecKor KOIIKUA BbI3bIBacMas CTUMYJisiiiend nupamul. buodusuka
13:127-135.

Muk MJI, CeBepun ®B, Opnosckuit I'H (1966b) Ynpasnenue xoas00it u
OeroM MocpesCTBOM SJIEKTPUUECKON CTUMYJISILIMKM CpeHero Mosra. buodusuka
11:659-666.

Alexander RM (1989) Optimization and gaits in the locomotion of
vertebrates. Physiol Rev 69:1199-1227.

Amemiya M, Yamaguchi T (1984) Fictive locomotion of the forelimb
evoked by stimulation of the mesencephalic locomotor region in the decerebrate
cat. Neurosci Lett 50:91-96.

Armstrong DM (1988) The supraspinal control of mammalian locomotion.
J Physiol 405:1-37.

Batschelet E (1981) Circular Statistics in Biology. New York: Academic
Press.

Beloozerova IN, Stout EE, Sirota MG (2013) Distinct Thalamo-Cortical
Controls for Shoulder, Elbow, and Wrist during Locomotion. Front Comput
Neurosci 7:62.

Beres-Jones JA, Harkema SJ (2004) The human spinal cord interprets
velocity-dependent afferent input during stepping. Brain J Neurol 127:2232-
2246.



164

Beritoff JS (1915) On the mode of originating of labyrinthine and cervical
tonic reflexes and on their part in the reflex reactions of decerebrate preparation.
Q J Exp Physiol 9:199-229.

Berti A, Frassinetti F (2000) When far becomes near: remapping of space
by tool use. J Cogn Neurosci 12:415-420.

Bizzi E, Cheung VCK, d’Avella A, Saltiel P, Tresch M (2008) Combining
modules for movement. Brain Res Rev 57:125-133.

Borghese NA, Bianchi L, Lacquaniti F (1996) Kinematic determinants of
human locomotion. J Physiol 494 ( Pt 3):863-879.

Bruijn SM, Massaad F, Maclellan MJ, Van Gestel L, Ivanenko YP,
Duysens J (2013) Are effects of the symmetric and asymmetric tonic neck
reflexes still visible in healthy adults? Neurosci Lett 556:89-92.

Bullen AR, Brunt D (1986) Effects of tendon vibration on unimanual and
bimanual movement accuracy. Exp Neurol 93:311-319.

Capaday C (2002) The special nature of human walking and its neural
control. Trends Neurosci 25:370-376.

Capaday C, Cooke JD (1981) The effects of muscle vibration on the
attainment of intended final position during voluntary human arm movements.
Exp Brain Res 42:228-230.

Cappellini G, Ilvanenko YP, Dominici N, Poppele RE, Lacquaniti F (2010)
Migration of motor pool activity in the spinal cord reflects body mechanics in
human locomotion. J Neurophysiol 104:3064-3073.

Cappellini G, lvanenko YP, Poppele RE, Lacquaniti F (2006) Motor
patterns in human walking and running. J Neurophysiol 95:3426-3437.

Castiello U, Paulignan Y, Jeannerod M (1991) Temporal dissociation of
motor responses and subjective awareness. A study in normal subjects. Brain J
Neurol 114 ( Pt 6):2639-2655.

Cattaneo R, Villa A, Catagni M, Tentori L (1988) Limb lengthening in
achondroplasia by llizarov’s method. Int Orthop 12:173-179.



165

Cavagna GA, Franzetti P, Fuchimoto T (1983) The mechanics of walking
in children. J Physiol 343:323-339.

Cavagna GA, Willems PA, Heglund NC (2000) The role of gravity in
human walking: pendular energy exchange, external work and optimal speed. J
Physiol 528:657-668.

Cazalets JR, Bertrand S (2000) Coupling between lumbar and sacral motor
networks in the neonatal rat spinal cord. Eur J Neurosci 12:2993-3002.

Chandler SH, Baker LL, Goldberg LJ (1984) Characterization of synaptic
potentials in hindlimb extensor motoneurons during L-DOPA-induced fictive
locomotion in acute and chronic spinal cats. Brain Res 303:91-100.

Clark DJ, Ting LH, Zajac FE, Neptune RR, Kautz SA (2010) Merging of
healthy motor modules predicts reduced locomotor performance and muscle
coordination complexity post-stroke. J Neurophysiol 103:844-857.

Coggeshall RE (1980) Law of separation of function of the spinal roots.
Physiol Rev 60:716-755.

Coggeshall RE, Coulter JD, Willis WD (1973) Unmyelinated fibers in the
ventral root. Brain Res 57:229-233.

Cordo P, Gurfinkel VS, Bevan L, Kerr GK (1995) Proprioceptive
consequences of tendon vibration during movement. J Neurophysiol 74:1675—
1688.

Craske B, Craske JD (1986) Oscillator mechanisms in the human motor
system: investigating their properties using the aftercontraction effect. J Mot
Behav 18:117-145.

Cruse H, Warnecke H (1992) Coordination of the legs of a slow-walking
cat. Exp Brain Res 89:147-156.

Csiky J (1915) Ueber das Nachbewegungsphenomen. Neurol Zent BI
34:775.



166

Davis BL, Vaughan CL (1993) Phasic behavior of EMG signals during
gait: Use of multivariate statistics. J Electromyogr Kinesiol Off J Int Soc
Electrophysiol Kinesiol 3:51-60.

Day SJ, Hulliger M (2001) Experimental simulation of cat
electromyogram: evidence for algebraic summation of motor-unit action-
potential trains. J Neurophysiol 86:2144-2158.

den Otter AR, Geurts ACH, Mulder T, Duysens J (2004) Speed related
changes in muscle activity from normal to very slow walking speeds. Gait
Posture 19:270-278.

de’Sperati C, Viviani P (1997) The relationship between curvature and
velocity in two-dimensional smooth pursuit eye movements. J Neurosci
17:3932-3945.

de Vries JI, Visser GH, Prechtl HF (1982) The emergence of fetal
behaviour. 1. Qualitative aspects. Early Hum Dev 7:301-322.

Dietz V, Duysens J (2000) Significance of load receptor input during
locomotion: a review. Gait Posture 11:102-110.

Dietz V, Miller R (2004) Degradation of neuronal function following a
spinal cord injury: mechanisms and countermeasures. Brain 127:2221-2231.

Dietz V, Miller R, Colombo G (2002) Locomotor activity in spinal man:
significance of afferent input from joint and load receptors. Brain J Neurol
125:2626-2634.

Dietz V, Trippel M, lIbrahim IK, Berger W (1993) Human stance on a
sinusoidally translating platform: balance control by feedforward and feedback
mechanisms. Exp Brain Res 93:352-362.

Di Russo F, Committeri G, Pitzalis S, Spitoni G, Piccardi L, Galati G,
Catagni M, Nico D, Guariglia C, Pizzamiglio L (2006) Cortical plasticity

following surgical extension of lower limbs. Neurolmage 30:172-183.



167

Ditunno JF, Young W, Donovan WH, Creasey G (1994) The international
standards booklet for neurological and functional classification of spinal cord
injury. American Spinal Injury Association. Paraplegia 32:70-80.

Dobkin BH, Harkema S, Requejo P, Edgerton VR (1995) Modulation of
locomotor-like EMG activity in subjects with complete and incomplete spinal
cord injury. J Neurol Rehabil 9:183-190.

Dominici N, Ivanenko YP, Cappellini G, d’Avella A, Mondi V, Cicchese
M, Fabiano A, Silei T, Di Paolo A, Giannini C, Poppele RE, Lacquaniti F
(2011) Locomotor primitives in newborn babies and their development. Science
334:997-999.

Dominici N, lvanenko YP, Lacquaniti F (2007) Control of foot trajectory in
walking toddlers: adaptation to load changes. J Neurophysiol 97:2790-2801.

Drew T, Kalaska J, Krouchev N (2008) Muscle synergies during
locomotion in the cat: a model for motor cortex control. J Physiol 586:1239-
1245.

Duclos C, Roll R, Kavounoudias A, Roll J-P (2007) Cerebral correlates of
the “Kohnstamm phenomenon”: an fMRI study. Neurolmage 34:774-783.

Duysens J (1977) Reflex control of locomotion as revealed by stimulation
of cutaneous afferents in spontaneously walking premammillary cats. J
Neurophysiol 40:737-751.

Duysens J, Pearson KG (1980) Inhibition of flexor burst generation by
loading ankle extensor muscles in walking cats. Brain Res 187:321-332.

Duysens J, Van de Crommert HW (1998) Neural control of locomotion;
The central pattern generator from cats to humans. Gait Posture 7:131-141.

Duysens J, van Wezel BM, van de Crommert HW, Faist M, Kooloos JG
(1998) The role of afferent feedback in the control of hamstrings activity during
human gait. Eur J Morphol 36:293-299.



168

Edgerton VR, Grillner S, Sjostrom A, Zangger P (1976) Central generation
of locomotion in vertebrates. In: Neural Control of Locomotion. Herman RM,
Grillner S, Stein P, Stuart DG, (eds), pp 439-464. New York: Plenum.

Eklund G (1972) General features of vibration-induced effects on balance.
Ups J Med Sci 77:112-124.

Eklund G (1973) Further studies of vibration-induced effects on balance.
Ups J Med Sci 78:65-72.

Eklund G, Hagbarth KE (1966) Normal variability of tonic vibration
reflexes in man. Exp Neurol 16:80-92,

Feldman AG, Latash ML (1982) Afferent and efferent components of joint
position sense; interpretation of kinaesthetic illusion. Biol Cybern 42:205-214.

Fisher NI, Lewis T, Embleton BJJ (1993) Statistical Analysis of Spherical
Data, Reprint edition. Cambridge; New York, NY, USA: Cambridge University
Press.

Fitzpatrick R, Burke D, Gandevia SC (1994) Task-dependent reflex
responses and movement illusions evoked by galvanic vestibular stimulation in
standing humans. J Physiol 478 ( Pt 2):363-372.

Fleshman JW, Lev-Tov A, Burke RE (1984) Peripheral and central control
of flexor digitorum longus and flexor hallucis longus motoneurons: the synaptic
basis of functional diversity. Exp Brain Res 54:133-149.

Floeter MK, Sholomenko GN, Gossard JP, Burke RE (1993) Disynaptic
excitation from the medial longitudinal fasciculus to lumbosacral motoneurons:
modulation by repetitive activation, descending pathways, and locomotion. Exp
Brain Res 92:407-4109.

Flor H, Elbert T, Knecht S, Wienbruch C, Pantev C, Birbaumer N, Larbig
W, Taub E (1995) Phantom-limb pain as a perceptual correlate of cortical

reorganization following arm amputation. Nature 375:482-484.



169

Forssberg H (1985) Ontogeny of human locomotor control. I. Infant
stepping, supported locomotion and transition to independent locomotion. Exp
Brain Res Exp Hirnforsch Expérimentation Cérébrale 57:480-493.

Forssberg H (1999) Neural control of human motor development. Curr
Opin Neurobiol 9:676-682.

Fourneret P, Jeannerod M (1998) Limited conscious monitoring of motor
performance in normal subjects. Neuropsychologia 36:1133-1140.

Full RJ, Koditschek DE (1999) Templates and anchors: neuromechanical
hypotheses of legged locomotion on land. J Exp Biol 202:3325-3332.

Gandevia SC, Refshauge KM, Collins DF (2002) Proprioception:
peripheral inputs and perceptual interactions. Adv Exp Med Biol 508:61-68.

Garwicz M, Christensson M, Psouni E (2009) A unifying model for timing
of walking onset in humans and other mammals. Proc Natl Acad Sci U S A
106:21889-21893.

Gazula V-R, Roberts M, Luzzio C, Jawad AF, Kalb RG (2004) Effects of
limb exercise after spinal cord injury on motor neuron dendrite structure. J
Comp Neurol 476:130-145.

Georgopoulos AP, Ashe J, Smyrnis N, Taira M (1992) The motor cortex
and the coding of force. Science 256:1692-1695.

Georgopoulos AP, Grillner S (1989) Visuomotor coordination in reaching
and locomotion. Science 245:1209-1210.

Gerasimenko Y, Gorodnichev R, Machueva E, Pivovarova E, Semyenov D,
Savochin A, Roy RR, Edgerton VR (2010) Novel and direct access to the human
locomotor spinal circuitry. J Neurosci 30:3700-3708.

Gilhodes JC, Gurfinkel VS, Roll JP (1992) Role of la muscle spindle
afferents in post-contraction and post-vibration motor effect genesis. Neurosci
Lett 135:247-251.



170

Giszter SF, Hart CB, Silfies SP (2010) Spinal cord modularity: evolution,
development, and optimization and the possible relevance to low back pain in
man. Exp Brain Res Exp Hirnforsch Expérimentation Cérébrale 200:283-306.

Giszter S, Patil V, Hart C (2007) Primitives, premotor drives, and pattern
generation: a combined computational and neuroethological perspective. Prog
Brain Res 165:323-346.

Giuliani CA, Smith JL (1987) Stepping behaviors in chronic spinal cats
with one hindlimb deafferented. J Neurosci 7:2537-2546.

Gizzi L, Nielsen JF, Felici F, Ivanenko YP, Farina D (2011) Impulses of
activation but not motor modules are preserved in the locomotion of subacute
stroke patients. J Neurophysiol 106:202-210.

Glasauer S, Amorim MA, Vitte E, Berthoz A (1994) Goal-directed linear
locomotion in normal and labyrinthine-defective subjects. Exp Brain Res
98:323-335.

Glasauer S, Schneider E, Grasso R, lvanenko YP (2007) Space-time
relativity in self-motion reproduction. J Neurophysiol 97:451-461.

Golubitsky M, Stewart I, Buono PL, Collins JJ (1999) Symmetry in
locomotor central pattern generators and animal gaits. Nature 401:693-695.

Goodale MA, Milner AD, Jakobson LS, Carey DP (1991) Object
awareness. Nature 352:202.

Goodwin GM, McCloskey DI, Matthews PB (1972) Proprioceptive
illusions induced by muscle vibration: contribution by muscle spindles to
perception? Science 175:1382-1384.

Graham Brown T (1912) The factors in rhythmic activity of the nervous
system. Proc R Soc Lond B 85:278-289.

Graham Brown T, Sherrington CS (1912) The rule of reflex response in the

limb reflexes of the mammal and its exceptions. J Physiol 44:125-130.



171

Grasso R, Glasauer S, Takei Y, Berthoz A (1996) The predictive brain:
anticipatory control of head direction for the steering of locomotion.
Neuroreport 7:1170-1174.

Grasso R, Ivanenko Y, Lacquaniti F (1999) Time course of gaze influences
on postural responses to neck proprioceptive and galvanic vestibular stimulation
in humans. Neurosci Lett 273:121-124.

Grasso R, lvanenko YP, Zago M, Molinari M, Scivoletto G, Castellano V,
Macellari V, Lacquaniti F (2004a) Distributed plasticity of locomotor pattern
generators in spinal cord injured patients. Brain J Neurol 127:1019-1034.

Grasso R, lvanenko YP, Zago M, Molinari M, Scivoletto G, Lacquaniti F
(2004b) Recovery of forward stepping in spinal cord injured patients does not
transfer to untrained backward stepping. Exp Brain Res 157:377-382.

Grasso R, Prévost P, Ivanenko YP, Berthoz A (1998) Eye-head
coordination for the steering of locomotion in humans: an anticipatory synergy.
Neurosci Lett 253:115-118.

Gravano S, Ivanenko YP, Maccioni G, Macellari V, Poppele RE,
Lacquaniti F (2011) A novel approach to mechanical foot stimulation during
human locomotion under body weight support. Hum Mov Sci 30:352-367.

Gregory JE, Morgan DL, Proske U (1988) Aftereffects in the responses of
cat muscle spindles and errors of limb position sense in man. J Neurophysiol
59:1220-1230.

Gribble PL, Ostry DJ (1996) Origins of the power law relation between
movement velocity and curvature: modeling the effects of muscle mechanics
and limb dynamics. J Neurophysiol 76:2853-2860.

Grieve DW, Gear RJ (1966) The relationships between length of stride,
step frequency, time of swing and speed of walking for children and adults.
Ergonomics 9:379-399.

Grillner S (2006) Biological pattern generation: the cellular and

computational logic of networks in motion. Neuron 52:751-766.



172

Grillner S (2011) Neuroscience. Human locomotor circuits conform.
Science 334:912-913.

Grillner S, Rossignol S (1978) On the initiation of the swing phase of
locomotion in chronic spinal cats. Brain Res 146:269-277.

Grillner S, Wallén P (1985) Central pattern generators for locomotion, with
special reference to vertebrates. Annu Rev Neurosci 8:233-261.

Grillner S, Zangger P (1975) How detailed is the central pattern generation
for locomotion? Brain Res 88:367-371.

Grillner S, Zangger P (1984) The effect of dorsal root transection on the
efferent motor pattern in the cat’s hindlimb during locomotion. Acta Physiol
Scand 120:393-405.

Gurfinkel VS (1994) The mechanisms of postural regulation in man. In:
Physiology and general biology reviews. T. M. Turpaev & N. K. Koltsov (Eds.),
pp 59-87. USA: Harwood Academic Publishers GmbH.

Gurfinkel VS, Ivanenko YP, Levik YS (1995a) The influence of head
rotation on human upright posture during balanced bilateral vibration.
Neuroreport 7:137-140.

Gurfinkel VS, lvanenko YP, Levik YS, Kazennikov OV, Selionov VA
(1999) The neural control of posture and locomotion: a lock with two keys. In:
Motor control today and tomorrow. Gantchev GN, Mori S, Massion J (eds), pp
113-121.

Gurfinkel VS, Ivanenko YuP null, Levik YuS null (1994) The
contribution of foot deformation to the changes of muscular length and angle in
the ankle joint during standing in man. Physiol Res Acad Sci Bohemoslov
43:371-377.

Gurfinkel VS, Ivanenko YuP null, Levik YuS null, Babakova 1A (1995b)

Kinesthetic reference for human orthograde posture. Neuroscience 68:229-243.



173

Gurfinkel VS, Levik YS, Kazennikov OV, Selionov VA (1998)
Locomotor-like movements evoked by leg muscle vibration in humans. Eur J
Neurosci 10:1608-1612.

Hagbarth KE, Nordin M (1998) Postural after-contractions in man
attributed to muscle spindle thixotropy. J Physiol 506 ( Pt 3):875-883.

Harkema SJ, Hurley SL, Patel UK, Requejo PS, Dobkin BH, Edgerton VR
(1997) Human lumbosacral spinal cord interprets loading during stepping. J
Neurophysiol 77:797-811.

Harris CM, Wolpert DM (1998) Signal-dependent noise determines motor
planning. Nature 394:780-784.

Hart CB, Giszter SF (2010) A neural basis for motor primitives in the
spinal cord. J Neurosci Off J Soc Neurosci 30:1322-1336.

Heide J, Molbech S (1973) Influence of after-movement on muscle
memory following isometric muscle contraction. Ergonomics 16:787-796.

Hich WE (1953) Some features of the after-contraction phenomena. Quart J
Exp Psychol 5:166-170.

Hodgson JA, Roy RR, de Leon R, Dobkin B, Edgerton VR (1994) Can the
mammalian lumbar spinal cord learn a motor task? Med Sci Sports Exerc
26:1491-1497.

Hoffer JA, Sugano N, Loeb GE, Marks WB, O’Donovan MJ, Pratt CA
(1987) Cat hindlimb motoneurons during locomotion. IlI. Normal activity
patterns. J Neurophysiol 57:530-553.

Horak FB, Macpherson JM (1995) Postural Orientation and Equilibrium.
In: Integration of motor, circulatory, respiratory and metabolic control during
exercise. Section 12. Shepard J and Rowell L (eds.), Handbook of physiology,
pp 1-39. New York: Oxford University Press.

Howland DR, Bregman BS, Goldberger ME (1995) The development of
quadrupedal locomotion in the kitten. Exp Neurol 135:93-107.



174

Huh D, Sejnowski TJ (2015) Spectrum of power laws for curved hand
movements. Proc Natl Acad Sci 112:E3950-E3958.

Hultborn H (2001) State-dependent modulation of sensory feedback. J
Physiol 533:5-13.

Hultborn H, Petersen N, Brownstone R, Nielsen J (1993) Evidence of
fictive spinal locomotion in the marmoset. (Callithrix Jacchus). In: Soc Neurosci
Abstr, pp 539.

Inglis JT, Frank JS, Inglis B (1991) The effect of muscle vibration on
human position sense during movements controlled by lengthening muscle
contraction. Exp Brain Res 84:631-634.

Iriki A, Tanaka M, lwamura Y (1996) Coding of modified body schema
during tool use by macaque postcentral neurones. Neuroreport 7:2325-2330.

Ivanenko YP, Cappellini G, Dominici N, Poppele RE, Lacquaniti F (2005a)
Coordination of locomotion with voluntary movements in humans. J Neurosci
25:7238-7253.

Ivanenko YP, Cappellini G, Dominici N, Poppele RE, Lacquaniti F (2007a)
Modular control of limb movements during human locomotion. J Neurosci
27:11149-11161.

Ivanenko YP, Cappellini G, Poppele RE, Lacquaniti F (2008a)
Spatiotemporal organization of alpha-motoneuron activity in the human spinal
cord during different gaits and gait transitions. Eur J Neurosci 27:3351-3368.

Ivanenko YP, Cappellini G, Solopova IA, Grishin AA, Maclellan MJ,
Poppele RE, Lacquaniti F (2013a) Plasticity and modular control of locomotor
patterns in neurological disorders with motor deficits. Front Comput Neurosci
7:123.

Ivanenko YP, d’Avella A, Poppele RE, Lacquaniti F (2008b) On the origin
of planar covariation of elevation angles during human locomotion. J
Neurophysiol 99:1890-1898.



175

Ivanenko YP, Dominici N, Cappellini G, Dan B, Cheron G, Lacquaniti F
(2004a) Development of pendulum mechanism and kinematic coordination from
the first unsupported steps in toddlers. J Exp Biol 207:3797-3810.

Ivanenko YP, Dominici N, Cappellini G, Di Paolo A, Giannini C, Poppele
RE, Lacquaniti F (2013b) Changes in the Spinal Segmental Motor Output for
Stepping during Development from Infant to Adult. J Neurosci 33:3025-3036.

Ivanenko YP, Dominici N, Cappellini G, Lacquaniti F (2005b) Kinematics
in newly walking toddlers does not depend upon postural stability. J
Neurophysiol 94:754-763.

Ivanenko YP, Dominici N, Daprati E, Nico D, Cappellini G, Lacquaniti F
(2011) Locomotor body scheme. Hum Mov Sci 30:341-351.

Ivanenko YP, Dominici N, Lacquaniti F (2007b) Development of
independent walking in toddlers. Exerc Sport Sci Rev 35:67-73.

Ivanenko YP, Grasso R, Israél I, Berthoz A (1997a) The contribution of
otoliths and semicircular canals to the perception of two-dimensional passive
whole-body motion in humans. J Physiol 502 ( Pt 1):223-233.

Ivanenko YP, Grasso R, Lacquaniti F (1999a) Effect of gaze on postural
responses to neck proprioceptive and vestibular stimulation in humans. J Physiol
519 Pt 1:301-314.

Ivanenko YP, Grasso R, Lacquaniti F (2000a) Influence of leg muscle
vibration on human walking. J Neurophysiol 84:1737-1747.

Ivanenko YP, Grasso R, Lacquaniti F (2000b) Neck muscle vibration
makes walking humans accelerate in the direction of gaze. J Physiol 525 Pt
3:803-814.

Ivanenko YP, Grasso R, Macellari V, Lacquaniti F (2002a) Control of Foot
Trajectory in Human Locomotion: Role of Ground Contact Forces in Simulated
Reduced Gravity. J Neurophysiol 87:3070-3089.



176

Ivanenko YP, Grasso R, Macellari V, Lacquaniti F (2002b) Two-thirds
power law in human locomotion: role of ground contact forces. Neuroreport
13:1171-1174.

Ivanenko YP, Grasso R, Zago M, Molinari M, Scivoletto G, Castellano V,
Macellari V, Lacquaniti F (2003) Temporal components of the motor patterns
expressed by the human spinal cord reflect foot kinematics. J Neurophysiol
90:3555-3565.

Ivanenko YP, Levik YS, Talis VL, Gurfinkel VS (1997b) Human
equilibrium on unstable support: the importance of feet-support interaction.
Neurosci Lett 235:109-112.

Ivanenko YP, Poppele RE, Lacquaniti F (2004b) Five basic muscle
activation patterns account for muscle activity during human locomotion. J
Physiol 556:267-282.

Ivanenko YP, Poppele RE, Lacquaniti F (2006a) Spinal Cord Maps of
Spatiotemporal Alpha-Motoneuron Activation in Humans Walking at Different
Speeds. J Neurophysiol 95:602-618.

Ivanenko YP, Poppele RE, Lacquaniti F (2006b) Motor control programs
and walking. The Neuroscientist 12:339-348.

Ivanenko YP, Solopova IA, Levik YS (2000c) The direction of postural
instability affects postural reactions to ankle muscle vibration in humans.
Neurosci Lett 292:103-106.

Ivanenko YP, Talis VL, Kazennikov OV (1999b) Support stability
influences postural responses to muscle vibration in humans. Eur J Neurosci
11:647-654.

Jessell TM, Surmeli G, Kelly JS (2011) Motor neurons and the sense of
place. Neuron 72:419-424.

Kendall FP, McCreary EK, Provance PG, Rodgers MM, Romani WA
(2005) Muscles: testing and function, with posture and pain, 5th ed. Baltimore,
MD: Lippincott Williams & Wilkins.



177

Ker RF, Bennett MB, Bibby SR, Kester RC, Alexander RM (1987) The
spring in the arch of the human foot. Nature 325:147-149.

Kiehn O (2006) Locomotor circuits in the mammalian spinal cord. Annu
Rev Neurosci 29:279-306.

Kiehn O (2011) Development and functional organization of spinal
locomotor circuits. Curr Opin Neurobiol 21:100-109.

Kohnstamm O (1915) Demonstration einer katatonieartigen Erscheinung
beim Gesunden (Katatonusversuch). Neurol Zent Bl 34S:290-291.

Kuhn RA (1950) Functional capacity of the isolated human spinal cord.
Brain 73:1-51.

Kuo AD, Donelan JM, Ruina A (2005) Energetic consequences of walking
like an inverted pendulum: step-to-step transitions. Exerc Sport Sci Rev 33:88-
97.

Lackner JR, Levine MS (1979) Changes in apparent body orientation and
sensory localization induced by vibration of postural muscles: vibratory
myesthetic illusions. Aviat Space Environ Med 50:346-354.

Lacquaniti F, Grasso R, Zago M (1999) Motor Patterns in Walking. News
Physiol Sci 14:168-174.

Lacquaniti F, Ivanenko YP, Zago M (2012a) Patterned control of human
locomotion. J Physiol 590:2189-2199.

Lacquaniti F, Ivanenko YP, Zago M (2012b) Development of human
locomotion. Curr Opin Neurobiol 22:822-828.

Lacquaniti F, Soechting JF, Terzuolo CA (1982) Some factors pertinent to
the organization and control of arm movements. Brain Res 252:394-397.

Lacquaniti F, Terzuolo C, Viviani P (1983) The law relating the kinematic
and figural aspects of drawing movements. Acta Psychol (Amst) 54:115-130.

La Scaleia V, Ivanenko YP, Zelik KE, Lacquaniti F (2014a) Spinal motor
outputs during step-to-step transitions of diverse human gaits. Front Hum
Neurosci 8:305.



178

La Scaleia V, Sylos-Labini F, Hoellinger T, Wang L, Cheron G, Lacquaniti
F, lvanenko YP (2014b) Control of Leg Movements Driven by EMG Activity of
Shoulder Muscles. Front Hum Neurosci 8:838.

Lashley K (1933) Integrative function of the cerebral cortex. Physiol Rev
13:1-42.

Lekhel H, Popov K, Anastasopoulos D, Bronstein A, Bhatia K, Marsden
CD, Gresty M (1997) Postural responses to vibration of neck muscles in patients
with idiopathic torticollis. Brain 120 ( Pt 4):583-591.

Leong P, Carlile S (1998) Methods for spherical data analysis and
visualization. J Neurosci Methods 80:191-200.

Lev-Tov A, Delvolvé I, Kremer E (2000) Sacrocaudal afferents induce
rhythmic efferent bursting in isolated spinal cords of neonatal rats. J
Neurophysiol 83:888-894.

Lhermite J (1919) La section totale de la moelle dorsal. Bourges: Tardy
Pigelet.

Loeb GE (1976) Ventral root projections of myelinated dorsal root
ganglion cells in the cat. Brain Res 106:159-165.

Loram ID, Maganaris CN, Lakie M (2004) Paradoxical muscle movement
in human standing. J Physiol 556:683-689.

Lund S, Broberg C (1983) Effects of different head positions on postural
sway in man induced by a reproducible vestibular error signal. Acta Physiol
Scand 117:307-309.

MacLellan MJ, Ivanenko YP, Cappellini G, Sylos Labini F, Lacquaniti F
(2012) Features of hand-foot crawling behavior in human adults. J Neurophysiol
107:114-125.

Maravita A, Iriki A (2004) Tools for the body (schema). Trends Cogn Sci
8:79-86.

Margaria R, Cavagna GA (1964) Human locomotion in subgravity. Aerosp
Med 35:1140-1146.



179

Marsh RL, Ellerby DJ, Carr JA, Henry HT, Buchanan CI (2004)
Partitioning the energetics of walking and running: swinging the limbs is
expensive. Science 303:80-83.

Martin JH (2005) The corticospinal system: from development to motor
control. Neurosci Rev J Bringing Neurobiol Neurol Psychiatry 11:161-173.

Martin JP (1967) The Basal Ganglia and Posture. London: Pitman Medical
Publishing Co. LTD.

Massey JT, Lurito JT, Pellizzer G, Georgopoulos AP (1992) Three-
dimensional drawings in isometric conditions: relation between geometry and
kinematics. Exp Brain Res 88:685-690.

Mathis J, Gurfinkel VS, Struppler A (1996) Facilitation of motor evoked
potentials by postcontraction response (Kohnstamm  phenomenon).
Electroencephalogr Clin Neurophysiol 101:289-297.

Matsuoka K (1985) Sustained oscillations generated by mutually inhibiting
neurons with adaptation. Biol Cybern 52:367-376.

Matthaei R (1924) Nachbewegungen beim Menschen (Untersuchungen
ueber das sog. Kohnstann Paenomen). Pflugers Arch 2002:88-111.

McCloskey DI (1973) Differences between the senses of movement and
position shown by the effects of loading and vibration of muscles in man. Brain
Res 61:119-131.

McCrea DA, Rybak IA (2008) Organization of mammalian locomotor
rhythm and pattern generation. Brain Res Rev 57:134-146.

McGowan CP, Neptune RR, Clark DJ, Kautz SA (2010) Modular control
of human walking: Adaptations to altered mechanical demands. J Biomech
43:412-4109.

Mclntyre J, Zago M, Berthoz A, Lacquaniti F (2001) Does the brain model

Newton’s laws? Nat Neurosci 4:693-694.



180

McLean DL, Masino MA, Koh 1YY, Lindquist WB, Fetcho JR (2008)
Continuous shifts in the active set of spinal interneurons during changes in
locomotor speed. Nat Neurosci 11:1419-1429.

Merzenich MM, Jenkins WM (1993) Reorganization of cortical
representations of the hand following alterations of skin inputs induced by nerve
injury, skin island transfers, and experience. J Hand Ther Off J Am Soc Hand
Ther 6:89-104.

Miller S, Van Der Burg J, Van Der Meché F (1975) Coordination of
movements of the kindlimbs and forelimbs in different forms of locomotion in
normal and decerebrate cats. Brain Res 91:217-237.

Minassian K, Jilge B, Rattay F, Pinter MM, Binder H, Gerstenbrand F,
Dimitrijevic MR (2004) Stepping-like movements in humans with complete
spinal cord injury induced by epidural stimulation of the lumbar cord:
electromyographic study of compound muscle action potentials. Spinal Cord
42:401-416.

Minetti AE (1998) The biomechanics of skipping gaits: a third locomotion
paradigm? Proc Biol Sci 265:1227-1235.

Mittelstaedt ML, Mittelstaedt H (2001) Idiothetic navigation in humans:
estimation of path length. Exp Brain Res 139:318-332.

Mochon S, McMahon TA (1980) Ballistic walking. J Biomech 13:49-57.

Mori S, Kawahara K, Sakamoto T, Aoki M, Tomiyama T (1982) Setting
and resetting of level of postural muscle tone in decerebrate cat by stimulation
of brain stem. J Neurophysiol 48:737-748.

Nashner LM (1976) Adapting reflexes controlling the human posture. Exp
Brain Res 26:59-72.

Nashner LM, Wolfson P (1974) Influence of head position and
proprioceptive cues on short latency postural reflexes evoked by galvanic
stimulation of the human labyrinth. Brain Res 67:255-268.



181

Neptune RR, Clark DJ, Kautz SA (2009) Modular control of human
walking: a simulation study. J Biomech 42:1282-1287.

Nielsen JB (2003) How we walk: central control of muscle activity during
human walking. Neuroscientist 9:195-204.

Nielsen JB, Sinkjaer T (2002) Afferent feedback in the control of human
gait. J Electromyogr Kinesiol Off J Int Soc Electrophysiol Kinesiol 12:213-217.

Olree KS, Vaughan CL (1995) Fundamental patterns of bilateral muscle
activity in human locomotion. Biol Cybern 73:409-414.

Orlovsky GN, Deliagina TG, Grillner S, Orlovskii GN, Grillner S (1999)
Neuronal control of locomotion: from mollusc to man. Oxford, UK: Oxford
University Press.

Pang MY, Yang JF (2000) The initiation of the swing phase in human
infant stepping: importance of hip position and leg loading. J Physiol 528 Pt
2:389-404.

Pearson KG (2004) Generating the walking gait: role of sensory feedback.
Prog Brain Res 143:123-129.

Pearson K, Gramlich R (2010) Updating neural representations of objects
during walking. Ann N Y Acad Sci 1198:1-9.

Peiper A (1961) Cerebral function in infancy and childhood. New York:
Consultants Bureau.

Perret C, Cabelguen JM (1980) Main characteristics of the hindlimb
locomotor cycle in the decorticate cat with special reference to bifunctional
muscles. Brain Res 187:333-352.

Petersen NT, Butler JE, Marchand-Pauvert V, Fisher R, Ledebt A, Pyndt
HS, Hansen NL, Nielsen JB (2001) Suppression of EMG activity by transcranial
magnetic stimulation in human subjects during walking. J Physiol 537:651-656.

Petersen TH, Kliim-Due M, Farmer SF, Nielsen JB (2010) Childhood
development of common drive to a human leg muscle during ankle dorsiflexion
and gait. J Physiol 588:4387-4400.



182

Phillips LH 2nd, Park TS (1991) Electrophysiologic mapping of the
segmental anatomy of the muscles of the lower extremity. Muscle Nerve
14:1213-1218.

Popov K, Lekhel H, Bronstein A, Gresty M (1996) Postural responses to
vibration of neck muscles in patients with unilateral vestibular lesions. Neurosci
Lett 214:202-204.

Poppele R, Bosco G (2003) Sophisticated spinal contributions to motor
control. Trends Neurosci 26:269-276.

Prévost P, lvanenko Y, Grasso R, Berthoz A, Yuri I, Renato G, Alain B
(2003) Spatial invariance in anticipatory orienting behaviour during human
navigation. Neurosci Lett 339:243-247.

Prochazka A, Ellaway P (2012) Sensory systems in the control of
movement. Compr Physiol 2:2615-2627.

Prochazka A, Stephens JA, Wand P (1979) Muscle spindle discharge in
normal and obstructed movements. J Physiol 287:57-66.

Proske U, Morgan DL, Gregory JE (1993) Thixotropy in skeletal muscle
and in muscle spindles: a review. Prog Neurobiol 41:705-721.

Ramachandran VS, Rogers-Ramachandran D, Stewart M (1992) Perceptual
correlates of massive cortical reorganization. Science 258:1159-1160.

Ribot-Ciscar E, Tardy-Gervet MF, Vedel JP, Roll JP (1991) Post-
contraction changes in human muscle spindle resting discharge and stretch
sensitivity. Exp Brain Res 86:673-678.

Robinson SR, Smotherman WP (1992) Fundamental motor patterns of the
mammalian fetus. J Neurobiol 23:1574-1600.

Roby-Brami A, Bussel B (1990) Effects of flexor reflex afferent
stimulation on the soleus H reflex in patients with a complete spinal cord lesion:
evidence for presynaptic inhibition of la transmission. Exp Brain Res 81:593-
601.



183

Roby-Brami A, Bussel B (1992) Inhibitory effects on flexor reflexes in
patients with a complete spinal cord lesion. Exp Brain Res 90:201-208.

Rolian C, Lieberman DE, Hamill J, Scott JW, Werbel W (2009) Walking,
running and the evolution of short toes in humans. J Exp Biol 212:713-721.

Roll JP, Popov K, Gurfinkel V, Lipshits M, André-Deshays C, Gilhodes
JC, Quoniam C (1993) Sensorimotor and perceptual function of muscle
proprioception in microgravity. J Vestib Res Equilib Orientat 3:259-273.

Roll JP, Vedel JP, Ribot E (1989) Alteration of proprioceptive messages
induced by tendon vibration in man: a microneurographic study. Exp Brain Res
76:213-222.

Roll R, Kavounoudias A, Albert F, Legré R, Gay A, Fabre B, Roll JP
(2012) Illusory movements prevent cortical disruption caused by
immobilization. Neurolmage 62:510-519.

Rossignol S (1996) Neural control of stereotypic limb movements. In:
Rowell, Sheperd JT, editors. Exercise: Regulation and Integration of Multiple
Systems. Handbook of Physiology. Sec. 12, pp 173-216. Bethesda: America
Physiological Society.

Saibene F, Minetti AE (2003) Biomechanical and physiological aspects of
legged locomotion in humans. Eur J Appl Physiol 88:297-316.

Saunders JB, Inman VT, Eberhart HD (1953) The major determinants in
normal and pathological gait. J Bone Joint Surg Am 35-A:543-558.

Schaal S, Sternad D (2001) Origins and violations of the 2/3 power law in
rhythmic three-dimensional arm movements. Exp Brain Res 136:60-72.

Schwartz AB, Moran DW (1999) Motor cortical activity during drawing
movements: population representation during lemniscate tracing. J Neurophysiol
82:2705-2718.

Selionov VA, lvanenko YP, Solopova IA, Gurfinkel VS (2009) Tonic
Central and Sensory Stimuli Facilitate Involuntary Air-Stepping in Humans. J
Neurophysiol 101:2847-2858.



184

Selionov VA, Solopova IA, Zhvansky DS, Karabanov AV, Chernikova
LA, Gurfinkel VS, lvanenko YP (2013) Lack of non-voluntary stepping
responses in Parkinson’s disease. Neuroscience 235:96-108.

Shapkova EY (2004) Spinal locomotor capabality revealed by electrical
stimulation of the lumbar enlargement in paraplegic patients. In: Progress in
motor control (Latash M and Levin M, eds), pp 253-289. Champaign, IL:
Human Kinetics.

Shapkova EY, Schomburg ED (2001) Two types of motor modulation
underlying human stepping evoked by spinal cord electrical stimulation (SCES).
Acta Physiol Pharmacol Bulg 26:155-157.

Sharrard WJ (1955) The distribution of the permanent paralysis in the
lower limb in poliomyelitis; a clinical and pathological study. J Bone Joint Surg
Br 37-B:540-558.

Sharrard WJ (1964) The segmental innervation of the lower limb muscles
in man. Ann R Coll Surg Engl 35:106-122.

Sherrington C (1906) The integrative action of the nervous system. New
York: Charles Scribner’s Sons.

Shik ML, Orlovsky GN (1976) Neurophysiology of locomotor automatism.
Physiol Rev 56:465-501.

Singer JC, Noble JW, Prentice SD (2011) Locomotor strategies in response
to altered lower limb segmental mechanical properties. Hum Mov Sci 30:1199-
12009.

Soechting JF, Terzuolo CA (1986) An algorithm for the generation of
curvilinear wrist motion in an arbitrary plane in three-dimensional space.
Neuroscience 19:1393-1405.

Solopova IA, Kazennikov OV, Deniskina NB, Levik YS, Ivanenko YP
(2003) Postural instability enhances motor responses to transcranial magnetic

stimulation in humans. Neurosci Lett 337:25-28.



185

Solopova IA, Selionov VA, Sylos-Labini F, Gurfinkel VS, Lacquaniti F,
Ivanenko YP (2015) Tapping into rhythm generation circuitry in humans during
simulated weightlessness conditions. Front Syst Neurosci 9:14.

Stephens MJ, Yang JF (1999) Loading during the stance phase of walking
In humans increases the extensor EMG amplitude but does not change the
duration of the step cycle. Exp Brain Res 124:363-370.

Stewart JD (1992) Electrophysiological mapping of the segmental anatomy
of the muscles of the lower extremity. Muscle Nerve 15:965-966.

Sylos-Labini F et al. (2014) EMG patterns during assisted walking in the
exoskeleton. Front Hum Neurosci 8:423.

Tan U (2014) Two families with quadrupedalism, mental retardation, no
speech, and infantile hypotonia (Uner Tan Syndrome Type-Il); a novel theory
for the evolutionary emergence of human bipedalism. Evol Psychol Neurosci
8:84.

Thelen E (1995) Motor development. A new synthesis. Am Psychol 50:79—
95.

Thrasher TA, Flett HM, Popovic MR (2006) Gait training regimen for
incomplete spinal cord injury using functional electrical stimulation. Spinal
Cord 44:357-361.

Todorov E (2004) Optimality principles in sensorimotor control. Nat
Neurosci 7:907-915.

Todorov E, Jordan MI (1998) Smoothness maximization along a
predefined path accurately predicts the speed profiles of complex arm
movements. J Neurophysiol 80:696-714.

Tomlinson BE, Irving D (1977) The numbers of limb motor neurons in the
human lumbosacral cord throughout life. J Neurol Sci 34:213-219.

Tresch MC, Cheung VCK, d’Avella A (2006) Matrix factorization
algorithms for the identification of muscle synergies: evaluation on simulated

and experimental data sets. J Neurophysiol 95:2199-2212.



186

Vanderhorst VG, Holstege G (1997) Organization of lumbosacral
motoneuronal cell groups innervating hindlimb, pelvic floor, and axial muscles
in the cat. J Comp Neurol 382:46-76.

Vieilledent S, Kerlirzin Y, Dalbera S, Berthoz A (2001) Relationship
between velocity and curvature of a human locomotor trajectory. Neurosci Lett
305:65-609.

Vilensky JA, O’Connor BL (1997) Stepping in humans with complete
spinal cord transection: a phylogenetic evaluation. Mot Cont 1:284-292.

Vinay L, Brocard F, Clarac F, Norreel JC, Pearlstein E, Pflieger JF (2002)
Development of posture and locomotion: an interplay of endogenously
generated activities and neurotrophic actions by descending pathways. Brain Res
Brain Res Rev 40:118-129.

Viviani P, Flash T (1995) Minimum-jerk, two-thirds power law, and
isochrony: converging approaches to movement planning. J Exp Psychol Hum
Percept Perform 21:32-53.

Viviani P, Schneider R (1991) A developmental study of the relationship
between geometry and kinematics in drawing movements. J Exp Psychol Hum
Percept Perform 17:198-218.

Viviani P, Stucchi N (1989) The effect of movement velocity on form
perception: geometric illusions in dynamic displays. Percept Psychophys
46:266-274.

Wang S, Wang L, Meijneke C, van Asseldonk E, Hoellinger T, Cheron G,
Ivanenko Y, La Scaleia V, Sylos-Labini F, Molinari M, Tamburella F,
Thorsteinsson F, llzkovitz M, Gancet J, Nevatia Y, Hauffe R, Zanow F, van der
Kooij H (2015) Design and Evaluation of the Mindwalker Exoskeleton. IEEE
Trans Neural Syst Rehabil Eng 23(2):277-86.

Westerga J, Gramsbergen A (1990) The development of locomotion in the
rat. Brain Res Dev Brain Res 57:163-174.



187

Winter DA (1991) The biomechanics and motor control of human gait:
normal, elderly and pathological. Waterloo, Ont.: University of Waterloo Press.

Winter DA (1992) Foot trajectory in human gait: a precise and
multifactorial motor control task. Phys Ther 72:45-53; discussion 54-56.

Wirz M, Colombo G, Dietz V (2001) Long term effects of locomotor
training in spinal humans. J Neurol Neurosurg Psychiatry 71:93-96.

Wirz M, Zemon DH, Rupp R, Scheel A, Colombo G, Dietz V, Hornby TG
(2005) Effectiveness of automated locomotor training in patients with chronic
incomplete spinal cord injury: a multicenter trial. Arch Phys Med Rehabil
86:672-680.

Wisleder D, Zernicke RF, Smith JL (1990) Speed-related changes in
hindlimb intersegmental dynamics during the swing phase of cat locomotion.
Exp Brain Res 79:651-660.

Wittlinger M, Wehner R, Wolf H (2006) The ant odometer: stepping on
stilts and stumps. Science 312:1965-1967.

Wright WG, Ivanenko YP, Gurfinkel VS (2012) Foot anatomy
specialization for postural sensation and control. J Neurophysiol 107:1513-
1521.

Yakovenko S, Mushahwar V, VanderHorst V, Holstege G, Prochazka A
(2002) Spatiotemporal activation of lumbosacral motoneurons in the locomotor
step cycle. J Neurophysiol 87:1542-1553.

Yamaguchi T (1992) Muscle activity during forelimb stepping in
decerebrate cats. Jpn J Physiol 42:489-499.

Yang JF, Gorassini M (2006) Spinal and brain control of human walking:
implications for retraining of walking. Neuroscientist 12:379-389.

Yang JF, Lamont EV, Pang MYC (2005) Split-belt treadmill stepping in
infants suggests autonomous pattern generators for the left and right leg in
humans. J Neurosci Off J Soc Neurosci 25:6869-6876.



188

Yang JF, Mitton M, Musselman KE, Patrick SK, Tajino J (2015)
Characteristics of the developing human locomotor system: Similarities to other
mammals. Dev Psychobiol.

Yang JF, Stephens MJ, Vishram R (1998) Infant stepping: a method to
study the sensory control of human walking. J Physiol 507 ( Pt 3):927-937.

Zajac FE, Neptune RR, Kautz SA (2003) Biomechanics and muscle
coordination of human walking: part I1: lessons from dynamical simulations and
clinical implications. Gait Posture 17:1-17.

Zelik KE, La Scaleia V, Ivanenko YP, Lacquaniti F (2014a) Can modular
strategies simplify neural control of multidirectional human locomotion? J
Neurophysiol.

Zelik K, La Scaleia V, lvanenko YP, Lacquaniti F (2014b) Coordination of
intrinsic and extrinsic foot muscles during walking. Eur J Appl Physiol [in

press].



