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B skcniepuMeHTaTbHO-TEOPETUYECKOM MCCISIOBAHUM M3YyYeHbl 0COOCHHOCTH DMI-akKTUBHO-
ctu MblL m. iliopsoas (1P), m. tibialis anterior (TA) u m. gastrocnemius medialis (GM) 3aqHUX KO-
HEYHOCTEN AenepedprnpoBaHHOI KOIIIKHU TIPH XoOb0e, BEI3BAHHOM 3MUAYPATEHON CTUMYJISIIIMEIA
CIIMHHOI'O MO3Ta, B PA3JIMYHBIX IOKOMOTOPHBIX PeXKMMax, OMpeae/sIeMbIX HalIpaBJIeHUEM IBU-
JKeHUs JISHT TpenbdaHa: Ipy ofHOHaIpaBJeHHOI xoab0e Briepen (XB) u Hazan (XH) u mpu aByHa-
npapjieHHOH xons0e (IX), u mpearnpuHsTa IMOIbITKA 00bSICHEHUS MOJYUYeHHBIX TaHHBIX C TOUKU
3pEeHUS pa3IMYHbIX MOAEJe LeHTpanbHoro reHeparopa marrepHoB (LII'TI). I1pu coxpaHneHuu
PELUIIPOKHOCTU pabOThI MBIIIII-aHTaroHUCTOB Bo BpeMs X, aktuBHOCTE TA 1 GM npu AX y
pa3HOHaNpaBJIeHHBIX KOHEUHOCTE!N OTJIMYAETCS MEXKIY CO00M: aKTUBHOCTh TA 1 GM 1151 KOHEed -
HOCTH, uayineit Ha3an nmpu X, mogoOHa aKTUBHOCTHM 3TUX MBIIIIL ITpU omHOHarpaBieHHo XH,
a aktuBHOCTb TA 1 GM 111 KOHeUYHOCTH, uayiieii Briepen rpu X, mogodHa aKTUBHOCTH 3TUX
MBI TIpYU omHOHarpaBieHHOU XB. IlaTtrepHbl aktuBHOCTU [P 06enx KoHeyHocTel mipu X
CXOIHBI, HO aKTUBHOCTH 1P Huke, yeM 11 ogHOHamnpaBjieHHO#T XB, 1 BEIIIE, YeM U1 OMHOHA-
npasieHHoit XH. CtabuiabHOCTh MEIIIIEYHOM akTUBHOCTU IP Oonee BapuabGenbHa, yeMm y TA u
GM. TlonygeHHBIE JTaHHBIE MOTYT OBITH OOBSICHEHBI C ITO3UIINH paOOTHI IBYXYPOBHEBBIX MOJIETICH
LI'TI, a takke cxembl cornacoBanust LIT'TI pa3HbIx KoHeYHOCTEH, BKITIOYAIONICH PEIIATIPOKHEBIC
B3aMMOOTHOIIIEHUST MEXIY CTMOATeIbHBIMU MOJYLEHTPAaMU U BAMSHUE BO30YXXIAIOIIUX U TOP-
MO3HBIX aphepEeHTHBIX CUTHAJIOB Ha KaXI0€ U3 3BEHbEB CUCTEMBbI B pa3HbIe (ha3bl JOKOMOTOPHO-
ro IMKJIA.

Karouesbie crosa: nByHanpaBieHHas1 X0Ob0a, IEHTPaJIbHbII TeHepaTop NaTTepHa, MBILIEYHAs aK-
TUBHOCTb, CHUHHOM MO3T, Jeliepedpanus
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BBEJAEHUWE

Bce uyerBepoHOrue KMBOTHBIE CIIOCOOHBI K
JIOKOMOLIMM; MHpU 3TOM KOHEYHOCTHU MOTYT
MMETb pa3jIMYHbINA IMaTTepH B3aMMHBIX JIBUXKE-
HUMi (rasiorn, xoap0da, pbiCb) B 3aBUCUMOCTH OT
LeJieil IBUraTejibHOM akTUBHOCTU. Takast cora-
COBaHHasl aKTMBHOCTbh KOHEYHOCTeil OCHOBaHa
Ha MHTeTpaluy LHeHTpaJbHbBIX TEHEPaTOPOB MaT-
tepHa (LII'TI) (0ocoObIX MHTEpHEHPOHHBIX CETEI,
KOHTPOJIUPYIOLINUX JTJOKOMOIIMIO OTIEJIbHOMU KO-
HEYHOCTU) ITOCPEACTBOM CIMHAJIbHBIX KOMUC-

CypaJIbHBIX CBSI3ei (11 MHTEerpaluy KOHEYHO-
CTE OMHOIO 1 TOTO Xe MOosica, PACIOI0XEHHBIX
Ha pa3HbIX CTOPOHAX Tejla) U JJIUHHBIX IPOIPUO-
CIIMHAJIbHBIX CBSI3€M (IJ1s1 MHTErpaluy KOHEY-
HOCTEM, NpUHAIJIeXKAIUX Pa3IMYHbIM IOsICaM)
(Frigon et al., 2017a). OgHUM 13 CITOCOOOB U3Y-
yeHus (PYHKIMOHUPOBAHUS KOMUCCYPabHBIX
B3aUMOJICUCTBUIL SBJSETCS IapaaurMa SKcCIie-
PUMEHTAJIbHOTO pacLICIUICHUSI KOHEYHOCTEM
(1aTtepajibHOe paccedyeHue COMHHOIO MO3Ta)
(mHanmpumep, Kato, 1988, 1989), npyrum — napa-
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IUTMa “paciienjieHHoro” TpendaHa, Koroa Kaxk-
Jlasi KOHEYHOCTb ABUTAETCS MO OTIAEIbHOM JIEH-
T€, CKOPOCTb KOTOPOM MOXHO MEHSITh HE3aBU-
CMMO OT CKOpOCTHM JApyroi sieHTbl (Kysarus,
uxk, 1970). Kak npaBuiio, B paMKax IocjeaHei
napagurmMbl M3ydaeTcsl Haubosiee MPOCTOM BUIL
JokoMoumn — xonsba Briepen (XB). Takag XB
BO3MOKHa Kak B pexkxume 1:1, Korga Ha 1 miar on-
HOI KOHEYHOCTH MPUXOAUTCS 1 1Iar npyroii Ko-
HEYHOCTU, TaK U B peXuUMax MHOKW KPaTHOCTU
(1:2, ..., 1:5), B KoTOpHIX Ha 1 II1ar OMHOM KOHEY-
HOCTU IIPUXOAUTCS HECKOJIBLKO I1aroB ApYyroi
(Forssberg et al., 1980; Frigon et al., 2017b).
Bo BpeMs Xxonp0FBI 110 pacIIeIuIeHHOMY TpeaOaHy
aKTMBHOCTb ABYX KOHEUHOCTEM HECKOJIBbKO Pa3JiM-
4yaeTcs 110 4acToTe CJICAOBAHMS U aMIUIMTYE Ia-
YeK 2JIEKTPUYECKOM aKTUBHOCTU MBIIIILL, YTO, TEM
HE MeHee, He MEeIlIaeT UX COITIacOBaHHOM pabdorte.

Yang et al. (2005) u Choi, Bastian (2007) 1o-
Ka3ajin, 4YTO YeJIOBEK CIIOCOOCH K JBYHAIIpaB-
JeHHo# xonpo6e (X), mpu KOTOpoit omHa KOHEY-
HOCTb UJIET BIIEPe], a apyras — Hasax. Corraco-
BaHHasl paboTa KOHEYHOCTEil B 3TOM peXMMe
BBITJIAIUT OOJiee CIIOXKHOM, YeM MpU OZHOHA-
MpaBJICHHOI XOmb0Oe, IMOCKOJIbKY Ha IpuUMepe
KOIIIKM TI0Ka3aHO, YTO MATTePHbI aKTUBHOCTU
mbin ipr XB 1 xonp6e Hazan (XH) pasnmyHbl
B OOJIbIIICIT CTETICHU, YeM IIPY OMHOHAIIPaBJICH-
HOIT Xonb0e ¢ pa3HbeIMHU cKopocTsiMu (Buford et
al., 1990; Merkulyeva et al., 2021). HemaBHO Ha-
MU OBUIO YCTAaHOBJICHO, 4YTO 3JCKTpuYecKas
srmnypaiabHas ctuMyisimsg (DC) crmrocoOHa BhI-
3BaTh KoopauHupoBaHHyI0 X y nenepedopupo-
BaHHBIX KOIIIEK, YTO TTO3BOJIMJIO TIPEATOIOKUTH,
YTO TSI BHITTOJTHEHUST TAKOM HEOOBIYHOI JIOKO-
MOTOPHOI 3aJauyM IOCTATOYHO KOHTPOJS CO
CTOPOHBI CTPYKTYP CITMHHOTO MO3Ta, CTBOJIA TO-
JoBHOTO Mo3Ta m Mo3xkeuka (Lyakhovetskii et al.,
2021). Cam daxkrt cymectBoBanust X y nernepe6-
PUPOBAHHOTO KMBOTHOTO TIPEIbSIBIISIET OMpeae-
JICHHBIe TpeOOoBaHMSA K (PyHKIIMOHAIBHBIM CXE-
maMm LI'TI m mx compsokeHUsSIM, KOTOPBIE MBI
paccMOTpUM dajiee; M JajeKo He KaXaas cxema
LITI, n3BecTHas 1O JAUTEPATyPHBIM HAHHBIM,
OTBEYAET 3TUM TpeOOBaHUSIM. TakuM oOpa3om,
LIeJTbIO TaHHOI paOOTHI SIBJISTFOTCS M3YYCHUE B3a-
WMHOM aKTMBHOCTU MBIIIII IBYX 3aTHUX KOHEY-
HOCTel meriepedprupoBaHHOM Komku npu X n
€e MHTepIIpeTalusl ¢ TOYKA 3PEHUST OCHOBHBIX
dyakumoHanbHBIX cxeM LITTI.

METOIAHWKA

O0BbeKTOM HCCJIedOBAHMSA SBJISUIUCH JEBITH
B3pOCJbIX caMIIOB KollleK (BecoM 2.5—3.5 Kr).

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

BELLIMLIKUN u ap.

DKcInepuMeHTalbHble NPOLeaypbl ObLUIU 0100-
penbl Komuccueii no atuke MHcTtutyta pusmno-
smornu uMm. [laBnoBa (#10/17/2020). Dxcriepu-
MEHTBI TPOBOAUIMCH B CTPOTOM COOTBETCTBUM C
TpeboBaHusiMu IupektuBbl CoBeta EBpomnbl
2010/63EU EBpomneiickoro nmapjiaMeHTa o 3ally-
T€ >XKWBOTHBIX, WCIIOJIb3YEMbIX B KCIIEPHUMEH-
TaJIbHBIX U IPYTUX HAYYHBIX LEJISX.

XupypruyeckKue npoueaypbl U 3J€KTPOCTHMY-
asua. Koiek m1y0ooKo aHecTe3upoBaliu CMe-
cbio uzodutypana (2—4%) v ra30006pa3HOTroO KMC-
snopona. Tpaxes Obl;ia MHTYyOMpOBaHa, a COHHBIC
apTepuu IiepeBs3aHbl. BUIIONSIpHBIE 2JE€KTpO-
Muorpaduieckue 3JeKTpoabl (IIpoBoaa U3 He-
pxaBelouieit ctaau, guametp 0.2 MM, TedJIOHO-
Basl M30JISILYSI) UMIIJIAHTUPOBAJIM B m. iliopsoas
(IP, cruGarens Oenpa), m. tibialis anterior (TA,
crubarTenb TOJICHOCTOITHOIO CycTaBa) U m. gas-
trocnemius medialis (GM, pa3rubaresib roJeHO-
CTOITHOTO CyCTaBa) 00eux 3aAHUX KOHEUHOCTEIA.
IToce >XMBOTHBIX AeliepeOpupoBaId Ha IIpe-
KOJIJTUKYJISIPHO-TIOCTMaMMUJISIpHOM ypoBHe (Ge-
rasimenko et al., 2009). Ilocne neuepedGpauuu
nogaya aHecTe3uu Ipekpaiaiack. [onoBa, mo-
3BOHOYHbII CTOJI0 1 Ta3 XKMBOTHOIO 3aKPEILISUINCh
B CTepeoTakCH4ecKoii pame. B obmactu mosic-
HUYHOI'O OTJEJIa MO3BOHOYHMKA BBIMNOJIHSIIACH
JIJAMUH3KTOMMUS. DKCIIEPUMEHTbl HaYMHAIWUCh
yepe3 HECKOJIBKO YacoB MOCIE elepeopaium.

JlokoMo1uio BeI3bIBaIM ¢ momolibio DC mo-
CPEACTBOM IIIAPUMKOBOrO 3JEKTpona (muaMeTp
0.5 MM), TTO3ULIMOHUPYEMOTO Ha TBEPIAOH MO3-
TOBOIl 00O0JIOUKE JOp3aJbHOM ITOBEPXHOCTU
CIIMHHOTO Mo3Ta B cerMeHTax L5—L7; mia kax-
JIOTO XKMBOTHOTO BbI30B BCEX PACCMaTPUBAEMBIX
B paboTe peXXMMOB JJOKOMOLIMU OCYILECTBIISLIN
U3 OJJHOM M TOM X€ TOYKU MOBEPXHOCTU CITMH-
HOro Mosra. ToyHoe pacriojiokeHue TOUKU CTU-
MYJISIHUA OIIPEAe/ISJIOCh MIOCMEPTHO HAa OCHOBE
0eCKOPEIIKOBO-KOPEIIKOBOTO METOAa CErMEH-
TapHOTO JIeJICHUs1 CITMHHOTO Mo3Tra (Shkorbatova
et al., 2019). Ananornyno (Merkulyeva et al.,
2018) ObLIM MCMOJB30BaHbI CJEAYIOIIME Mapa-
METPBl CTUMYJISIIMU: 4dacTtota 5 1, mInTelb-
HOoCTh mMITynbca 0.2—0.5 mc, Tok 80—300 MKA.
3agHre KOHEYHOCTH ObLIM PACIIOI0KEHbBI HA OT-
JeJIbHBIX JICHTaX TpendaHa, ABVDKYILIUXCS WU
Haszaj (o1 ogHoHanpasyieHHoW XB), niu Bre-
pen (w1t ogHoHanpasiaeHHol XH) (Buford et al.,
1990; Musienko et al., 2012), i1 omHOBpEMEHHO
B IPOTHUBOIIOJIOXHBIX HanpasjieHuax (s JIX)
co ckopocthio 0.45 m/c. PaccrositHue mexmy
TpendaHoM U (PUKCUPOBAHHBIM Ta30M COCTaB-
Jisuto 21—-25 cm.
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Anaim3 m cratucTuka. YToOBl oxapakTepu3o-
BaTh KMHEMATUKY JIOKOMOTOPHBIX IBMXKCHUIA,
Ha rpeOHe MoAB3A0IIHOM KOCTH, TOJIOBKE Oenpa,
JlaTepaJiIbHOM MBIIIENIKe Oenpa, JiaTepajbHOI
CTOPOHE JIOABIXKKHU 1 TISITOM TUTIOCHEBOM CYCTaBe
OBLIIM YCTAHOBJICHBI CBETOOTpaXKaloIIne MapKe-
pBI, a BUA COOKY IIararonieii KOIKM ObLT 3aIr-
caH Ha Buueo (50 kaapoB/c) U MpoaHaIU3UPO-
BaH MMOKaapoBo. B noroiHeHne K BUIE0 poCcTpo-
KayIaJbHOEe TIepeMellleHrne KOHEYHOCTeil olie-
HUBAJIOCH U IO CUTHAJIaM ABYX MTOTEHIIMOMETPH -
YeCKUX AATYNKOB, TPUKPEIUICHHBIX K JIOIbIK-
KaM; C IOMOIIIbIO TCH30METPUIECKMUX JaTINKOB,
pacMmoNOXEHHBIX MO/ JICHTAaMU TpendaHa, peru-
CTPUPOBAJINCH CUJIBI peakimu onopbl. Ha ocHo-
BE aHAJIM3a 3TUX CUTHAJIOB ONpPENesIsIUCh (ha3bl
[mara Kaxkxaoi KOHEYHOCTH (oImopa M MepeHoc).
Curnanel OMI' ycunmmBannch m oM poBLIBa-
JIMCH ¢ YyacToToit nuckperusanuu 20 k111, a cur-
HaJIbl OT TCH30METPUICCKUX U TTOTCHIIMOMETPH -
YeCKHX JAaTYMKOB — C YaCTOTaMM ITMCKpPETHU3a-
o 5 kI, DMI-curHanel GUIbBTpOBAINCH B
nuamnazoHe 100—2000 It.

CommacHO TIOOXOMy, MCIOJb30BAHHOMY ISt
anamm3a XB 1 XH B (Merkulyeva et al., 2018),
OTIpEIEIISIN CPEIHIO NHTErpabHyo DMI-ak-
TUBHOCTb KaXKIOM MBIIIIIIBI KaXKIOTO XXUBOTHOTO
B pamkax 10—20 muxknoB XH nnm IX, KkoTopyio
3aTeM HOPMMPOBAJIA Ha COOTBETCTBYIOIIYIO BEJIM-
YMHY, TOJIydYeHHYIo ITpr XB. AHaIormyHo HOpMU-
poBanM naTtTepHbl DM -aKTMBHOCTH MBI TIPU
JIX. CtabnabHOCTh pabOTHI OTACITBHBIX MBIIIIII
pyu Xonp0e OoIeHMBajach Ha OCHOBE KO3 dmu-
LIMeHTa caMonogo0us (aMIUIMTyIa BTOPOTO TTH-
Ka aBTOKOPPEJISIIMOHHONW (PYyHKIIMA BPEMEHHO-
ro psama (Kim et al., 2007)) mo DMI, crmaxeH-
HOM CKOJB3SIIINM CPEIHUM ¢ OKHOM 50 Mc.

JaHHble IIpeAcTaBICHbl KaK cpeaHee 3Haye-
HUE T+ CTaHIapPTHOE OTKJIIOHEHUE IJ1s1 UHAUBUILY -
aJIbHBIX BEJIUYMH W cpedHee 3HaYeHUEe + CTaH-
ImapTHasg omnmMbOKka ajisg pacnpeneneHniit DMIT B
paMKax IIaraTejJibHOro 1ukKjaa. 3Ha4MMOCTb Ha
ypoBHe 0.05 oueHuBamach C MCHOJIb30BAaHUEM
MapHOTO KpUTepHusl YMUIKOKCOHA — JJIsl OLIEHKU
OTJIMYMI MHAUBUIAYAJIbHBIX BEJIMYUMH — U C MO-
MOIIIbIO KPUTEPUS Y*> — MJIs1 TapHBIX BBIOOPOK
(Press et al., 1992) npu oligHKe OT/IMYU hopM
pacnpeneneHuii DMI' B paMmkax IaraTejibHOIo
LUKA.

PE3YJILTATBI UCCIEJOBAHUM

Ilepen BezoBoM X mpoBoOWIM IIpeaBapu-
TeJIbHOE KapTUpOBaHUE 00JIacTM MHTEpeca, olle-
HUBasi BO3MOXXHOCTb BbI30Ba KOOPAUHUPOBAHHOM
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XB n XH. Ha puc. 1 (a) mpencraBieHbl IpUMEPhI
OMI u TpaekTopmii ABVKEHUIA KOHSUHOCTEH TSI
OX. TTpu X, xak 1 BO BpeMsI OOHOHAaIIpaBJIeH-
HOI XOAbOBI, MEepPUOAbl IIATOB KOHEYHOCTEN
OIMHAKOBHI;, HAOJIONAIOTCS MPABWIBLHBIN MOPSI-
IOK 4epenoBaHust (a3 JOKOMOTOPHOTO ITMKJa
IIJIsI IByX KOHEUHOCTEM 1 X corlacoBaHue: (hase
IepeHoca OMHOW KOHEYHOCTH COOTBETCTBYET
daza omopsl apyroii. OgHako nipu X Tpaekro-
pUU JIBVDKEHMS KOHEYHOCTEUM COHAIIpaBJICHBI:
KOTIJIa OHAa KOHEUYHOCTh IBMXKETCS Briepen B ¢ha-
3€ OIOpBkI, Ipyrasi ABUXETCS BOepen B dase re-
peHoca; Koraa oIHa KOHEYHOCThb JIBMXKETCS Ha-
3aj B (hasze nepeHoca, Ipyras IBUXKETCs Ha3al B
¢dasze onopsl. BEICOKMIT ypOBEeHb CTAOMIBHOCTU
IBIDKCHUN 3aHUX KOHEYHOCTel B TeueHue X
COMPOBOXIAETCS CTAOMJIBHOM PELMIIPOKHOMN
MAaYeYHOI aKTUBHOCTBIO UIICUJIATePaTbHBIX
MbI-antaronnctoB (TA m GM), a Takke de-
pemoBaHWEM MadyeyHoil akTMBHOCTH Ml (1P,
TA n GM) neBoii 1 mpaBoif KOHEYHOCTH.

BpemeHHoOiI1 maTtrepH MbILIEYHON AKTUBHO-
cTu B pamkax mara npu X st KOHEYHOCTH,
uayliei Brepen, U KOHeYHOCTH, Uyllleil Ha3a/,
BBIUMCJICHHBII Ha OCHOBE CPEIHUX JaHHBIX
OMI' 1 HOpMUPOBAHHBII 110 OTHOILIIEHMIO K Of1-
HoHarpasjieHHo#i XB, nmokasaH Ha puc. 1 (0).
Kak v npu omHoHanpasieHHoii XB (Halberts-
ma, 1983; Smith, Carlson-Kuhta, 1995), pasru-
Oarenb roieHu GM y 006enx KOHEUHOCTe ObLT B
OoJibllieli cCTeTeHU aKTUBEH B (ha3e OIophbl, Cry-
Oarenb roneHu (TA) u crubarens 6enpa (IP) — B
(daze nepenoca. AnanornuyHo (Pratt et al., 1996)
Mbl OLIEHUBAJIM ABa TMapaMeTpa MBIIIEYHON aK-
TUBHOCTH: UHTETPAJIbHYIO aMILUIUTYIY U MaTTepH
aKTMBHOCTU MBIIIIBI B paMKax IllaraTeJIbHOTo
LIMKJIA.

Pa3Hble MBIIIBI WLTIOCTPUPYIOT pa3IMUHbIC
3¢ deKThI IIpU Iepexoie OT OAHOHAIIPaBISeHHOMN
XB x IX. Haubonbiimne u3MeHeHUsT MOKa3aHbI
111 GM: BBISIBJICHO KaK pa3IndHOe paclipeaeie-
HME MBIIIEYHOI aKTMBHOCTU B MpeAeliax 1iara-
TEJIbHOIO LIMKJIAa — JJISI KOHEYHOCTEeM, MIYILIUX
Bo BpeMs1 X Briepen unu Hazan (p < 0.05), Tak u
M3MEHEHUE B UHTETPAJIbHOMN MBILLIEYHO aKTUB-
HOCTMU II0 OTHOLICHMIO K OJHOHAaIpaBJIeHHON
XB (puc. 1 (B)). AktuBHOCTb GM J1J151 KOHEUHO-
cTy, uayiuei Hazan npu X, Kak 1 npu ogHOHA-
npaBiaeHHoON XH, BhIllIe, 4yeM i1 OOHOHaIpaB-
nenHoii XB (183 + 84%, p < 0.001 u 176 + 74%,
p < 0.01 cooTBeTCTBEHHO), a akKTUBHOCTL GM
JUTSI KOHEYHOCTHU, uayliei Brepen rpu X, Hu-
Xe, 4yeM JUIsk omHoHarnpasiaeHHoi XB (66 + 32%,
p<0.05). ITpyueM 3T UBMEHEHUSI HE COHAIIpaB-
JIEHbI C U3BMEHEHUEM IJIMTEIbHOCTU (pa3 L1Kja
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(a) (6)

GM JI

[P JI

XB
L
TAJI Mﬁ—o—*—m
ftps i
g
S

1 MB

GMII

IP I1

TATI

sc LLLLILLIIL]]

HOT.TI/\/\/\ A
P oIl

ITor I1

o <>
10 cm

;

100
80
60
40
20
0 0
XH OXOAX XH OXOOX XH OXO0AX
(]_) XH XB XH XB XH XB
20.8 - —
#
é 0.6
0.4
5
— 02}
p=
o)

0 0 0
XB XH AX OAX XB XH AX OAX XB XH AX OAX
XH XB XH XB XH XB

Puc. 1. XapakrepucTuku aByHarpaBieHHO# xonb0bl (I1X). (a) — OMI u TpaekTopuu ABUKEHUS KOHEUHOCTE.
GM, IP, TA — m. gastrocnemius medialis, m. tibialis anterior u m. illiopsoas nesoii (JI) u nmpapoii (IT) koHeuHOCTEIA,
unyimx srepen (XB) n Hazan (XH) coorBeTcTBeHHO, DC — KaHas anuaypaibHoii ctumyisiuuu, Ilar — tpaekTo-
pUH IBVKEHMSI KOHEYHOCTE, YepHEBIe IIpSIMOYTroabHUKM — ortopa (OI1), 6exsie — mepenoc (ITP). (6) — DMI' GM,
IP u TA st KoHeYHOCTH, OBYKYIIecs Brepen u Ha3axd rmpu I X. Adciumcca — IMKII I1ara KOHEYHOCTH, IBUKY -
IIeicst BIiepel WIM Ha3al, oparuHaTa — % OT 3HAaYeHUI, TOJyYeHHBIX /I OMHOHanpasieHHou XB. (B) — MHTe-
rpajibHble xapakTepuctuku OMI GM, IP u TA no oTHoueHuI0 K onHoHamnpasjieHHoi XB. [TyHkTtupHas nu-
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YTO MOXET PACCKA3ATb IBYHAITPABJIEHHAS XOJIbBA
Hus — 3HaueHue 100%. #, ## ### _ [locToBepHBIe OTIMYIS OT OMHOHATIPABIEHHOM XB, *, **, *** _ nocToBepHBIC
OTJIMYMS MEXIY MHBIMU pexXruMaMmu xonb0sl Ha ypoBHe p < 0.001, p < 0.01 u p < 0.05 coorBeTcTBeHHO. (T) — DMI-
crabuibHocTh GM, IP, TA Bo BpeMst omHoHanpasiieHHoi XB, omHonanpasienHoi XH u IX. * — JlocToBepHbIe
OTJINYMST MEXIY Pa3HbIMU peXXMMaMU Xoab0bl Ha ypoBHe p <0.05. #, ## — JloctoBepHble oTinuust mexny IP u
GM/TA B ycnoBuu xonb0bI Briepen. @ — JloctoBepHble otimuns mexay IP u GM B ycinoBunm J1X.

Fig. 1. The features of bidirectional locomotion. (a) — EMG and hind limb trajectories. GM, IP, TA — m. gastroc-
nemius medialis, m. tibialis anterior and m. illiopsoas of the left (JI) and right (IT1) hind limb going forward (XB) or
backward (XH) respectively, DC — channel of epidural stimulation, Illar — the trajectory of hind limb movements,
black rectangles — stance (OIT), white rectangles — swing (ITP). (6) — EMG of GM, IP and TA for hind limb moving
forward or backward during bidirectional locomotion. Abscissa — the step cycle for hind limb moving forward or
backward, ordinate — percentage ratio relative to bilateral forward stepping. (B) — Integral EMG characteristics of
GM, IP and AT relative to bilateral forward stepping. Dotted line means 100%. #, ##, ### — significant difference
relative to bilateral forward stepping, *, **, *** — significant difference between other locomotor modes at p < 0.001,
p < 0.01 and p < 0.05 level respectively. (r) — EMG stability of GM, IP and TA during bilateral forward, bilateral
backward stepping and bidirectional stepping. * — significant difference between different locomotor modes at
p <0.05level. #, ## — significant difference between IP and TA/GM during forward walking. @ — significant dif-
ference between IP and GM during bidirectional walking.
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XOIIbOBI — IJIUTEIBHOCTh (ha3bl OMOPHI Y KOHEY-
HOCTH, uayuiei Hazan rnpu X, HuXe, 4eM y KO-
HeuyHocTu, uaymeit Boepen mnipu X (Lyak-
hovetskii et al., 2021).

MeHblIKMe U3MeHeHUsI Moka3aHbl 1151 TA: ak-
TUBHOCTh TA KOHEYHOCTM, MAyLIeH Ha3ad BO
BpeMs X, kak 1 mpu omHoHarnpasiieHHoi XH,
CHIMDXEHA TT0 OTHOIIICHMIO K OTHOHATIPaBJICHHOM
XB (48 £ 24%, p < 0.001 u 52 + 15%, p < 0.001
COOTBETCTBEHHO), a TaKXKe — I10 OTHOILICHUIO K
KOHEYHOCTHU, uayiiei Bnepea mpu X (91 + 15%
npotuB 48 * 24% u 52 £ 15%, p < 0.05), uTto
MPEIITOJIOXNUTEIBHO OOYCIOBICHO OOJIBIINM
00BbEMOM NIBMXKEHUSI B TOJICHOCTOMNE MPU OTHO-
HamnpasiieHHoit XB (Lyakhovetskii et al., 2021).
Ilpu 3TOM TMaTTEpHBI aKTUBHOCTH TA OBYX KO-
HeuHocTel npu JIX He oTinJaroTcs.

BroisaBneHHble usaMeHeHus: aktuBHocTU GM u
TA moryT ObITh 00YCIOBAEHBI B3AUMHBIMU BO3-
OyXKIAIOLIMMU CBSI3SIMU MEXIY UIICUIaTepaib-
HBIMU CrudarelsiMu U KOHTpajlaTepalbHbIMU
pasrubarensimu (Lundberg, 1981). B nenom ak-
TUBHOCTL TA 1 GM 119 KOHEYHOCTH, MIOYIIEH
Hazag nopu X, mogoOHa aKTUBHOCTU DSTUX
MBI OpU OgHOHaOpaBjieHHON XH, a akTus-
HOoCcTh TA 1 GM 111 KOHEYHOCTHU, UIYIIIEN BITe-
pen ipu X, mogodHa aKTUBHOCTU 3TUX MBILILL
py OgHOHaNpaBJieHHOU XB.

Hanpotus, narrepHbl akTuBHOCTU [P 0b6enx
KOoHeuHocTeit mpu JIX cxomHbl, paBHO KakK U
YPOBHU WX aKTUBHOCTU, KOTOPbIE HMWXKE, YeM
111 omHOHarpasiieHHo#t XB (69 + 31%, p < 0.01
n 67 +24%, p <0.01, 1jist KOHEYHOCTEM, MAYLLIMX
Hasad W BOEped COOTBETCTBEHHO). IIpu aToMm
ypOBEHb aKTUBHOCTU IP 111 KoHeYHOCTHU, Uay-
11eit Ha3ad Bo BpeMmst JIX, HECKOIBKO BhILIIE, UEM
BO BpeMs omHoHamnpasieHHoit XH (69 *+ 31%
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npotuB 52 + 30%, p < 0.05). [ToHuxeHHast aK-
tuBHOCTL [P mpm omHonampaBiaenHoit XH 1o
OTHOILIEHMIO K ofHOHarpaByieHHoi XB (52 + 30%,
p < 0.01) xopollo coracyercs ¢ pe3yjabTaTaMu,

noiaydyeHHbIMU Hamu paHee (Merkulyeva et al.,
2021).

PaznuuHble pexkrMbl XOIbOBI XapaKTepusy-
IOTCSI HEOAMHAKOBBIMU YPOBHSIMU CTaOMJIBHO-
CTHU MBbIIIEYHOI akTUuBHOCTHU (puc. 1 (r)). Cpenu
TPEX AaHaJM3UPYEMbIX MBI CTA0UIbHOCTh
OMTI IP Hanbosee BapuadenbHa. [Ipu omHOHa-
npaBieHHoil XH DMI IP meHee crabuiibHA, 4eM
OMTI 1P npu ogHoHanpasyiieHHOW XB 1 nmpu XH
mpu JIX (0.52 + 0.14 mpotus 0.65 + 0.13, p < 0.05
n 0.63 + 0.17, p < 0.05 COOTBETCTBEHHO), TOCTO-
BEPHBIX OTIMYMUI MEXIy CTaOMIBbHOCTBIO DMI
IP npu onHoHanpaBieHHOW XB u mpu JIX He
BeIsIBIIeHO. IIpn ogHoHampaBneHHoit XB DMTI
IP ctabunbnee, uem DMI GM u TA (0.65 £ 0.13
npotus 0.52 = 0.10, p < 0.01 u 0.55 = 0.10, p <
< 0.05 cootrBeTcTBeHHO). ITpu AX OMI IP nnas
KOHEYHOCTM, MAYILIel Ha3ald, cTabuIbHEee, 4YeM
OMTI wmbimbi-pasrudarenss GM (0.63 + 0.17
npotus 0.55 £ 0.12, p < 0.05), HO He MBILILbI-
crubarens TA. Ilpu onHoHamnpaBieHHoOU XH u
XB npu JIX 1oCTOBEpHBIX OTIUYUI MEXIY CTa-
ounbHOCTBIO OMI IP, TA 1 GM He BBISIBJICHO.

OBCYXIEHUWE PE3YJIbTATOB

OpHoit 13 3amad HacTosgmieil padOTHI ObIIa
OlleHKa pabOTOCIOCOOHOCTH MMEIOLIUXCS MO-
nmeneit LII'TI B ycmoBusgxX HEOOBIIHBIX JIOKOMO-
TOpHBIX 3ama4y (B gaHHoM ciydae JX). boab-
LIIMHCTBO U3 3TUX MoAeJsieiil paccMaTpuBaioT XB,
YTO MJIM HAIIPSIMYIO OTPaKeHO B COOTBETCTBYIO-
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LIMX paboTax, WM ClieAyeT U3 OTCYTCTBUS OITU-
CaHUsI UHBIX BUAOB JIOKOMOLIMU.

CraentaeM KpaTKMi1 9KCKYpPC B UCTOPUIO pa3pa-
OOTKM HEKOTOpPbIX U3 3TuUX mopeieit. Ilpenrmno-
CbUIKU 111 (pOopMUPOBaHUS MPEACTaBICHUIA 00
ycTpolicTBe jokoMoTopHoro LIT'TI 6su1u cdop-
MyJaupoBaHbl B padoTtax C.S. Sherrington, B Ko-
TOPBIX OH ITOKa3aJl CIIOCOOHOCThb CIMHAJIbHBIX
KOIIIEK U co0aK K XoAb0e 3aJHUMU KOHEYHOCTSI-
MU, CXOMHOM C XOIb0OOI MHTAKTHHIX XXBOTHBIX,
OOBSICHUB 3TO JOCTATOUYHO IMPOCTLIMU PedIICKTOP-
HBIMM MEXaHM3MaMHM, 3allyCKaeMbIMU IIPOIPUO-
peuenTopamu (Sherrington, 1910) (puc. 2 (a)).

ITosxe skcnepumenThl C.S. Sherrington ObI-
m momuduumpoBadnbel T.G. Brown (Brown,
1911, 1913); B HuX OBIIM TOKa3aHBI HEM3MEHHBIE
naTTepHbl MOTOPHOI aKTUBHOCTU 3aJHUX KO-
HEYHOCTEeM CIMHAJIbHBIX XKMBOTHBIX IIPU IIepe-
pe3Ke 10p3ajbHbIX KOPEIIKOB WJIN XUMUYECKOM
O0JIOKMPOBKE BXOJOB OT IIPOIIPHUO- U IKCTEPOPE-
mentopoB. Ha ocHoBe atnx manHbiX T.G. Brown
MIPEANOI0XMUII, YTO JIOKOMOTOPHASI aKTUBHOCTD
obecrneynBaeTCsl BHYTPEHHHMM CTPYKTypaMu
CIIMHHOIO MO3ra, U Aj1s1 OObICHEHUSI MeXaHU3Ma
paboThl JAHHBIX CTPYKTYP IPEIIOXKMUI MOIEIb
“monyueHtpoB” (“half-center”) (Brown, 1914).
CormacHo manHou Moxaenu (puc. 2 (0)), IBmKe-
HUe 11000l KOHEUYHOCTU HAXOAUTCS MOA KOH-
TPOJEM OTIEJIbHOIO LEHTPa, KOTOPHI 00pa3o-
BaH OBYMsI TpylIlaMyd BO30yXOArOIIUX MHTEP-
HEUPOHOB (MOJIYLUEHTPOB), UMEIOILIUX IIPSIMbIS
CBSI3U C MOTOHEHpPOHAMM, YHIPaBISIOIIUMU
MBIIILIAMU-CTU0aTeIIMU U MBIIILIAMU-pa3ruda-
TEJSIMU COOTBETCTBeHHO. [Ipu 3TOM B3anMMHBbIE
TOPMO3HbIE (PELMIIPOKHBIC) CBSI3U MEXIY IOIY-
LIEHTpaMM 00ECIIeUrBaIOT BO3MOXHOCTb aKTUBHO-
CTU B KaXIblif MOMEHT BPEMEHMU TOJILKO OJHOTO U3
Hux. IlocTeneHHO aKTUBHBIN MOIYLEHTP “yTOM-
JISIeTCST”, 4TO TIPMBOOUT K CHIDKEHHIO €T0 BO30Y-
JUMOCTH 10 KPUTUYECKOIO YPOBHSI, BCJIEICTBUE
Yero NpOTUBOIIOJOXHBIN MOIYLHEHTP OCBOOOX-
JaeTCsl OT TOPMO3HOIO BJIMUSIHUSI U MTHOBEHHO
akTuBUpyeTcs. TakuM o0pa3oM, MOJIEIb “TIOIy-
LIEHTPOB” TIIoApa3dymMeBaeT B CBOEM COCTaBe
TOJBKO OIWH “ypOBEeHb” MHTEPHEHPOHOB, 00ec-
MEYMBAOIINX MIPOLIECC TeHepaluy MaTTepHa aK-
TUBHOCTH MBI B XOA€ JIOKOMOTOPHOTIO LIMKJIa
(McCrea, Rybak, 2008).

WNubiM BumoMm runotetudeckux cxem LTI,
OOBSICHSIIOIIMX TMpolecc (opMUpoBaHUST TaT-
TepHa aKTMBHOCTM MBI JJIs KOHEUHOCTEN,
CTaJIu KOJiblieBble Moaeu. OnmHa 13 TaKUX MOJIe-
neit ob1a npennoxkeHa G. Székely B 1965 1. u
pasButa uM B coaBropcTtBe ¢ U. Kling B 1968 T.
(Kling, Székely, 1968; Gurfinkel, Shik, 1973).
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Ona npeacTasisieT o001 3alIMKIIEHHYIO LIeTh U3
TOPMO3HBIX UHTEPHEWPOHOB, IOJYYalOIIUX TO-
HUYECKUI BO30YXIAIOIIUNA MTPUTOK UMITYJILCOB
(puc. 2 (8)). Ilpu mocryrmieHnn BO30y:KIeHUSI HA
KOJIbLIEBOM MHTEPHEMUPOH, OH Ye€pe3 TEPMUHAIN
aKCOHOB oOecrneuynBaeT TOPMOXEHHUE CBSI3aH-
HBIX C HUM MOTOHEWPOHA U COCEOAHETO MHTEP-
HelipoHa. 3aTOPMOXKEHHBIM WHTEPHEMPOH, B
CBOIO oYepeab, BHICBOOOXKIAET OT CBOETO BJIMSI-
HMSI TOHUYECKU BO30YXIAaeMblii MOTOHEMPOH U
CJIEAYIOIINI KOJblIEBOM MHTepHeNpoH. Ilocie-
JIOBaTeJbHOCTD IIepeaayr BO30yKAeHMsI B TAKOM
CHUCTEeME OoNpeaeIsieT HOpMaJbHBII MOPSIOK aK-
TUBALlMA MBIl KOHEYHOCTU B XOOE JOKOMO-
topHoro nukia (Iuxk, 1976).

B.C. I'ypdunkens u M.JI. [lluk (Gurfinkel,
Shik, 1973) npemioXuin WHYIO KOJbLIEBYIO MO-
JleJib, Ha3blBa€MYyl0 “MHOTrOpsaHbIM MHOIO-
cioiitHbIM KoJiblom” (IIuk, 1976) (puc. 2 (1)).
B ocHoBe naHHOI MOie/IU JIexKaT He TOPMO3HbIE,
a Bo30yxjaamwlie MHTepHepoHbl. CXeMaTU4yHO
JMaHHYIO MoJAedb u300paxaloT B BUIE TOopa, CO-
CTOSIILIETO 13 MHOXECTBA B3aMMOCBSI3aHHbIX UH-
TepHepoHOB (“UHTepHelipoHHas cpena’) (Shik,
Orlovsky, 1976). Kak 1 B Ki1acCU4€CKOIi KOJIblIe-
BOi MOAEIMU, BOOJb JAaHHOM 3aKOJIbLIOBAaHHON
TPEXMEPHOI CeTu MHTEepHEHPOHOB pacnoJjara-
I0TCSI MOTOHEHAPOHBI pa3HbIX MbIIIL KOHEYHO-
cTu. BeIxoa Ha 9T MOTOHEHPOHBI U3 KOJIblia pe-
anu3yeTcs 100 HaIpsSIMYIo, JIMOO Yyepe3 Moo~
HUTEIbHbIE MHTEpPHEWpPOHBI. Bce BO3MOXHBIE
OCOOEHHOCTU JIOKOMOLIUU OOBSICHSIOTCS JABYMS
cocTapisomMu: (1) BeaIu4nHON ceuyeHus Topa
(T.e. “UHTEpHEHAPOHHON cpedbl”’) B pa3HbIX €ro
y4yacTKax — 4yeM oHa 0oJbllie, TeM ObICTpee CKO-
pOCTb pacnpoCTpaHEHMsI aKTUBHOCTM 3a CYET
MPOCTPAHCTBEHHOM cyMMaluu (TakuM oOpa-
30M, Hanbosee IMUPOKMMHU YaCTIMU KOJIblia SIB-
JISIIOTCSI 00J1aCTU, TIPENCTaB/ISIOIIME B XOA€ JIO-
KOMOTOPHOTO 1IMKJa HauOoJiee OBICTpPhIE Iepe-
Xodbl ¢ (pa3bl OMOPHI HA MEPEHOC, U HA00OOPOT);
(2) HUCXOmAIIMM CyTlpacliMHAJIbLHBIM U adde-
PEHTHBIM IIPUTOKaMHM, 0OecneuynBalOIIMMU yBE-
JIM4eHue BO30YIMMOCTU HEHWPOHOB KoJblia A0
HAJIMTOPOTrOBbIX 3HAYEHUI, 32 CUET YErO BO3MOXKHA
LIMPKYJISILIMST UMITYJIBCOB T10 KOJblly. KpoMme Toro,
adepeHTHbIN MPUTOK OT PEeLENTOPOB KOHEUYHO-
CTU, IOCTOSIHHO MEHSIIOIIUICS B XO/1€ TOKOMOTOP-
HOIO LMKJIA, OKa3bIBAET BJIUSIHUE HA CKOPOCTh
pacnpocTpaHEHUs1 aKTUBHOCTU T10 KOJIbILy, MO-
BbILIAsI U MOHMXAasi BO30YAUMOCTb Pa3HbIX €ro
YYaCTKOB.

ITo3xe ObLIa mpencraBiaeHa ogHA U3 HaUOO-
Jiee TUOKMX MOJIeJIeit, TIO3BOJISTIoNIast OObSICHUTH
BCE pa3HOOOpa3re BO3MOXKHEBIX JJOKOMOTOPHBIX
Ne 2
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Puc. 2. Monenu JOKOMOTOPHOI'O LIEHTPaIbHOIO TeHepaTopa narrepHoB. (a) — PednekropHast momeinb C.S. Sherington;
(6) — Monens “nonyentpoB” T.G. Brown; (B) — [Tpumep “tpexHeiipoHHoii” konblieBoit Mmonenu G. Székely; (r) — Mo-
IIeJIb MHOTOPSIAHOTO MHOToc1oiHoro Kojiblia B.C. Typdunkens u MUJI. [luka; (1) — MonynbHast moaess S. Grillner st
xonbObl Briepen, Pb — pasrubarens 6enpa, PK — pasrutdarens konena, PJI — pasrubaresns tonbokku, PC — pasrubdaresnb
crorbl, PIT — kopoTkwmii criubarelib GOJIBIIOro Naiblia CTOITEI, KOPOTKMIA pasrudaTessb nanbieB, Cb — crubarens 6empa,
CK — crubarens koneHa, CJI — crubatens gonbrkku, CC — crubarens cronbl, MPB — Mplsi-pasrudarenu 6enpa,
MPK — Mpiisi-pasrudarenu koneHa, MPJI — mbninisi-pasrudarenu aoabpkku, MPC — MbIIIIbI-pa3rudaTen CTOmbI,
MPII — mpinsi-pasrudaresu nanblieB, MCB — mpinpi-crubarem 6enpa, MCK — Mpiipl-crudaresm kosieHa, MCJI —
MbIILILBI-crrbates JTonbkK, MCC — MBIIIIIBI-CrUdaTe v CToIbl; (€) — AcummMerpudHasi Monennb K.G. Pearson u J. Duys-
ens; (k) — JIByxypoBHeBasi Mozesib R.M. Brownstone u J.M. Willson. PrucyHok co3naH no 1aHHbIM, OIyOIMKOBaHHBIM B Sher-
rington, 1910; Brown, 1911, 1913; Kling, Székely, 1968; Grillner, 1981; Pearson, Duysens, 1976; Brownstone, Wilson, 2008.

Fig. 2. Models of locomotor central pattern generators. (a) — Reflex model of C.S. Sherington; (6) — “Half-center” model of
T.G. Brown; (B) — The example of the “three-neuron” ring model of G. Székely; (r) — Model of a multilayer ring of V.S. Gurf-
inkel and M.L. Shik; (1) — “Unit burst” model of S. Grillner, PB — hip extensor, PK — knee extensor, PJI — ankle extensor, PC —
foot extensor, PIT — short toe flexor, extensor digitorum brevis, Cb — hip flexor, CK — knee flexor, CJI — ankle flexor, CC —
foot flexor, MPB — hip extensor muscles, MPK — knee extensor muscles, MPJI — ankle extensor muscles, MPC — foot extensor
muscles, MPIT — short toe flexor muscles, extensor digitorum brevis muscles, MCB — hip flexor muscles, MCK — knee flexor
muscles, MCJI — ankle flexor muscles, MCC — foot flexor muscles; (€) — Asymmetric “Flexor-burst” model of K.G. Pearson
and J. Duysens; (x) — “Two-level” model of R.M. Brownstone and J.M. Willson. The figure is created from data published in
Sherrington, 1910; Brown, 1911, 1913; Kling, Székely, 1968; Grillner, 1981; Pearson, Duysens, 1976; Brownstone, Wilson, 2008.
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narTepHoB — monyabHbIN LIT'TI (“unit burst gen-
erator”), mpemioxeHHbi S. Grillner B 1981 r.
(Grillner, 1981). CornacHo 1aHHOM KOHLICILIWMU,
B LIT'TI kaxkmoif KOHEYHOCTH OTIIEIbHBIC MOILYIN
WHTEPHEHPOHOB (€AWHUIIBI, TE€HEpUpPYIOIIUe
WMITYJIbChI) 00eCneunBalOT aKTUBHOCTH KOH-
KPETHOM IpyNIIbl MOTOHEWPOHOB, MHHEPBUPYIO-
X OTU3KKWE MBIIIIIBI-CUHEPTUCTHI (HarpruMep,
Bce crubarenu 6eapa) (puc. 2 (m)). Oommit Mo-
TOPHBII NATTEPH BCE KOHEYHOCTU Pealn3yeTCs
32 CYET COuYeTaHMsl IIPOLIECCOB TOPMOXKE-
HUS1/BO30YKASHUS MEXAY JAaHHBIMU MOIYJISIMU,
Ipu 3TOM M3MEHEHME PEeXMMOB B3aMMOJIEHi-
CTBUS MEXIY HUMM, KOHTPOJUPYEMOE Cylpa-
CIIMHAJILHO, OMOCpeayeT CIeluu(UuKy JOKOMO-
tuu (Grillner, 2006).

B 80-e ronpr K. Pearson ¢ kxojjieramu mpen-
CTaBWIM aCUMMETPUYHYIO MOJENIb YCTpOUCTBa
JokoMmoTopHoro LII'TI mon HazBaHueM “cruba-
TeJbHbIM reHeparop” (“flexor burst generator”
i “swing generator”) (Pearson et al., 1973;
Pearson, Duysens, 1976). JlaHHast MOAe/b HE SIB-
JISIETCSI aBTOHOMHOI OT apepeHTHOTO MMOTOKA
MMITYJIbCOB 1 Obl1a MpeaioKeHa Ha OCHOBE AaH-
HBIX MO HCCAEIOBAaHUIO MEXaHW3MOB MHUIIMA-
LMK 1epexona oT (asbl ornopbl (obecrieurnBae-
MOIi B OCHOBHOM MBbIIIIAMU pa3rudaTeasiMu) K
¢aze nepeHoca (obdecrieynBaeMoOil B OCHOBHOM
MBIIILAMU-CTI0aTeIsIMU ) B X0JIe TIOKOMOTOPHO-
ro HukJia (puc. 2 (e)). ABTOpbI BBIASJISIIOT IBE CO-
CTaBJIsIIOIIME NaHHOro MexaHuszMma: (1) curHan
OT PELENTOPOB O TMOJOXEHUM KOHEYHOCTU B
TOYKE TTepexo/ia BbI3bIBACT MepeKItoueHUe ha3bl
OIIOpHI Ha mepeHoc; (2) mo Mepe pa3rudaHus KO-
HEYHOCTH Ipy3, IEPEHOCUMBII €10, yMEHbIIIAeT-
Csl, TEM CaMbIM CHUKAETCs aKTUBHOCTD B pellen-
TOpax, MNETeKTUPYIOIIUX Harpy3Ky, BbI3bIBasi
MHULManUoo ¢da3bl nepeHoca. ACUMMETPUY-
HOCTb TAaHHOM MOJENM 3aKJII0YaeTcsl B reHepa-
LIMJ pUTMa TOJILKO JIJISI MOTOHEHPOHOB MBbIIIIII-
crubaresnieit, B TO BpeMsi KaK MOTOHEHPOHBI
MBIIIII-pa3rudaresieii TOHUMYECKN BO30YKIAK0T-
Csl TIOTOKOM CYITpacIMHaJIbHBIX UMITYJILCOB 0€3
Kakoro-imo6o putMa. TopMmoxkeHHe TaHHBIX
“pasrubareyibHbIX” MOTOHEHPOHOB OOecreyrBa-
€TCS TOPMO3HBIMU MHTEpHEpOHaMI, Ha KOTOPBIX
3aKaHYMBAIOTCS TIPOEKIIMM CIrMOaTeIbHOTO TeHe-
paropa, TeM caMbIM OOecIieurBasi pelUIpPOKHOe
B3aMMO/ICHCTBUE MEXITY aHTATOHUCTUYHBIMU MO-
TOHEWPOHAMMU.

ITo3xxe K. Pearson nepecMoTpen CBOU B3IJIsI-
JIBI TI0 MTOBOIY TAKOM paauKalbHON aCUMMETPUU
B ycTpoiictBe LIT'TI (Pearson, 1995), npubiuxa-
SICh K KJIACCUYECKOI MOJIEJIU MONYLIEHTPOB. DTO
CBSI3aHO C pa3BUTHMEM MpPEICTaBICHUMN O Mexa-
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HU3Max B3auMOAEHCTBUS JIOKOMOTOPHBIX CETEM
C IPOIPUOLETITUBHOM CUCTEMOM U €€ BIIUSIHUS
Ha “pasrubarenbHbie” 21eMeHTHI LII'TI. OgHako
CBOE pa3BUTHUE UAEU aCUMMETPUYHON CTPYKTY-
pel UI'TI Hamm B HEKOTOPBIX MOJIECHSIX IBYX-
YPOBHEBOI OpraHu3aluy JOKOMOTOPHOIO reHe-
partopa (Brownstone, Wilson, 2008) (puc. 2 (x)).

CornacHo nojiydeHHbIM B HACTOSIIEM MCCIIe-
JOBaHUM pe3yabTraram, npu X jneBast 1 mpaBas
KOHEYHOCTU ABUTraloTCsd B MPOTUBOIIOJIOXKHbBIE
CTOPOHBI C COXpaHEHUEM OJTHOTO 1 TOTO XK€ PUT-
Ma, a MBIl aKTUBUPYIOTCSI B COOTBETCTBYIO-
e 11t HUX pa3bl JOKOMOTOPHOTO LMKJIA: CTU-
OaTenu — Bo BpeMs (pa3bl mepeHoca, a pa3ruoda-
Teau — Bo BpeMs (asbl onopsl. Ilpu X IP
KaXK/10il KOHEYHOCTU UMEET CXOXYIO aMILIUTY1y
aKTUBHOCTU B paMKax JIOKOMOTOPHOTO ILIMKJa
(puc. 1 (B)), marrepHbl ux DMI aKTUBHOCTU TaKKe
oauHakoBbl (puc. 1 (6)), YTO B COBOKYHHOCTU
CBUETEJILCTBYET O KOOPAMHUPOBAHHOU paboTe
III'TI nns neBoit m mpaBoit KOoHeYHocTel. JlaH-
HOE SIBJIEHME BO3MOXHO B paMKax paboThl Kax-
ol 13 BeiieonucaHHbIx moneseii LII'TI, y ko-
TOPBIX PUTM U MATTEPH aKTUBALMU MBIIIL pea-
JIM3YIOTCSI 3a cyYeT paboThl OOHUX U TeX XKe
HelpoHHBIX ceTeii. OmHako DMI-aKTUBHOCTH
ocTtajibHbIX MbILILL (GM u TA) y neBoii u mpaBoii
KoHeyHocTei mpu X cyllecTBeHHO OTINYaeTCs
(puc. 1 (0, B)). JaHHBIN (paKT MOXKET OBITH 00B-
SICHEH C TOYKU 3peHUs1 0oJiee CIOXKHBIX MHOTO-
ypoBHeBBEIX Mogeneit opranmsanuu HI'TI u ux
B3aMOJICUCTBUSI.

IMpuHoun @GYHKIMOHAIBHOTO pa3aeieHUs
BHyTpu LII'TI ObL1, HO-BUAMMOMY, BIEpBbIE
MpeIJIOKeH Ha OCHOBE TEOPETUUYECKUX cooOpa-
JKeHU U151 TOCTPOEHUSI MaTeMaTUUEeCKO MOJIe-
JIM CBSI3aHHBIX HEJIMHEWHBIX OCLUWUISTOPOB,
CITOCOOHOUN K CUHXpOHM3aluU B pexume 2:1
(Collins, Stewart, 1992). [laaee oH ObLI moaAep-
xkaH D. Kriellaars u coant. (1994) njs1 oObsicHe-
HUS TOTO, KAKMM 00pa3oM CEHCOpHasli CTUMY-
JISIUUST MOXKET MEHSITh JUIMTEJIbHOCTb JIOKOMO-
TOPHOTO 1IMKJa, HE BIUSS Ha aMIUIMTYLy
HEKOTOpPBIX 3JeKTpoHeiiporpamm. [lo3xe cBoe
pa3BUTHE JaHHasi KOHLIEMIMS MoJydyuia B BUIE
MHOTOYpPOBHEBBIX Mojeneit opranuzauuu LIT'TI
(Burke et al., 2001; Lafreniere-Roula, McCrea,
2005). HauboJiee npu3HaHHOI cpely HUX SIBJISI-
€TCsl IBYXypOBHEBasi MOIE/b, COTIACHO KOTOPOIA
B KaXKIIOM TIOJIYLIEHTPE HEHPOHbBI MEPBOTO YPOB-
HS oOecrneyrBaloT TeHepalrilo PUTMUYECKOM
aKTMBHOCTU U (DOPMUPYIOT TIPSIMbIE CBSI3U C UH-
TepHeiipoHaMM BTOPOTO YPOBHSI, KOTOPbIE B CO-
OTBETCTBUU C 3aJJaHHBIM Ha IEPBOM YPOBHE PUT-
MOM 00€eCIeYrBaloT MPaBWIbHBIN MOPSI0K aK-
Ne 2
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Ta6mma 1. CocTossHME 3aTHUX KOHEYHOCTEH B KIIFOYeBbIX BPEMEHHBIX TOUKAX JIOKOMOTOPHOTO ITMKJTIA
Table 1. Condition of the hind limbs at key time points of the locomotor cycle

Drtan uukKiIa

JleBast KOHEUYHOCTD (111araeT BOepen)

IIpaBast KoOHEYHOCTH (11araeT Ha3am)

MomeHT BpemeHU 1

HaxonuTtcs B KoH11e (ha3bl OMOPHI MPEAbIIYIETO
JIOKOMOTOPHOTO 11KJIa, adpdepeHTanus ot
MBIIIEYHBIX BEPETEH Pa30THYTOTO Oenpa 3amyc-
KaeT uIcuiaTepajbHbIii Cru0aTeIbHbIN MOy -
LIEHTP, KOTOPBII B CBOIO OUepe/lb AKTUBUPYET
pa6oty Mbii-crubareneit (IP JI u TA JI), a
TaK>Ke TOPMO3UT UTICUJIaTepaIbHBINA pa3ruda-
TeJIbHBII MOJYLIEHTP U KOHTpaiaTepaIbHbI
crubaTesbHbIN MOTYLIEHTP

3a cueT paboThl UTICUIIATEPATTBHOTO pa3rudaTeib-
HOTO ITOJIyLIEHTpa (3aIlylleHHOro Ha 3tarie 6-1) u
COOTBETCTBEHHO PabOThI MBIIIII-pa3rudareseit
(GM I1) mpoucxonut KacaHue KOHEYHOCTU
MOBEPXHOCTH TpeadaHa (puc. 3 (a), Touka XK)

Oran 1-2

Oran 2—3

3a cueT paGoThI UTICUJIATEPATILHOTO CTUOATE b~
HOTO TMOJTyIIeHTpa (3aIyIIeHHOTO B MOMEHT Bpe-
MeHHU 1) HaunmHaeTcs ¢asa mepeHoca:
MPOUCXOAUT IMPOIIECC CTUOAHUS BCEX CYCTABOB
KOHEUYHOCTH, €€ OTPBIB OT ITOBEPXHOCTHU TP/ -
6aHa (puc. 3 (a), Toyka a) 1 IIepeHOC B
pOCTpajbHOM HallpaBJICHUU

3a cyeT paboOThI UTICUJIATEPAJIBHOTO pa3ruda-
TEJILHOTO TOJYIIeHTpa (3aIyIIeHHOTo Ha aTare
6-1) HacTymaeT (pa3a Omophl: B X0Ae pa3rudaHus
CyCTaBOB KOHEYHOCTH ITPOUCXOIUT ITOCTETICH -
HOe HapacTaHue Harpy3Ku

MowmeHT BpemeHu 3

Haxonutcst 61vke K KoHILy ¢a3bl iepeHoca
(puc. 3 (a), Touka 6), acddepeHTaLMsI OT MbIIIICU-
HBIX BEpETEH COTHYTOTO Oeipa aKTUBUPYET UTICH-
JlaTepaibHbIN pa3rubdaTe/bHbIN MOTYLEHTD,
KOTOPBIii B CBOIO OUepeib aKTUBUPYET paboTy
Mbll-pasrudareneit (GM JI) u Topmo3ut uncu-
JlaTepaJibHbI CrUOATEIbHBIN MOJTYLIEHTD

Oran 3—4

3a cueT paboTHI UTICUJIATEPAJIBHOTO pa3ruda-
TEJILHOTO TOJYIIeHTpa (3amyIlIeHHOTO B MOMEHT
BpeMeHU 3) U, COOTBETCTBEHHO, aKTUBALIUU
Mbli-pasrubareneit (GM JI) nmpoucxoaut pas-
rubaHue CycTaBOB KOHEYHOCTH U €€ KacaHUe
MOBepXHOCTHU TpendaHa (puc. 3 (a), Touka B)

Oran 4—-5

Dram 5—6

HauunHaetcs paza oropsl, B Xo/1e pa3rudaHust
CYCTaBOB KOHEUHOCTHU MOSIBJISIETCSI HAarpy3Ka,
MOIIep>KUBAIOIIAs TAJIbHEHIITYIO paboTy UTICH-
JIaTepajJbHOTO Pa3rubaTeTbHOTO MOJYIIEHTpA.
3a cueT pabOTHI MBIIIII-pa3rudaTeaeit
HECKOJIbKO MOJHUMAETCSI Ta3 JKUBOTHOTO

AnanornyHo XH uHTakTHBIX Koliek (Buford

et al., 1990), 6eapo nocturaetT MaKCUMaJIbHOTO
pasrubanus (puc. 3 (a), Touka 3). OgHAKO, 110
Bcell BUIuMocTu, acddepeHTalus OT ero
MBIILIEYHBIX BEPETEH, CTUMYJIUPYIOLIast UTICUJIa-
TepaJIbHBIN CrU0aTeNbHbIN MOJYLIEHTD, HEIO-
cratouHa (84° (XH) vs 110° (XB)), uToObI
TMEPEKPHITh BBICOKYIO HArpy3Ky, TOPMO3SIIILYIO
UIICHIaTepabHbII CrMOAaTeIbHbIN ITOJIYLIEHTD, a
TaK>XKe TOpMO3siliiee BO3IeiCTBUE OT KOHTpaJla-
TepaJIbHOTO CrUdaTebHOTO MoylieHTpa. Benen-
CTBUE Y€TO TIPOIOJIKAETCS aKTUBHOCTD MBIIIIII-
pasrubareneii (GM I1), akTuBHUpyeMbIX UTICHIA-
TepaJIbHbIM pa3rudaTeIbHbIM MOMYLIEHTPOM

BeposiTHO, 3a c4eT HEKOTOPOTO MoIbeMa Ta3a
>KMBOTHOTO JIEBOI1 KOHEUHOCThIO (puc. 3 (a),
TOYKA /1) Harpy3ka Ha KOHEYHOCTb ITOCTENIEHHO
YMEHBIIIAETCSI, IOCTUTasi TOPOTOBOTO 3HAYECHMSI,
10Cie KOTOPOTO aKTUBHOCTh UTICUJIATEPAJIbHOTO
pa3rubaTenbHOrO MOTYLIEHTPA MepecTaeT CTUMYJIU-
pOBaThCsI, a Cru0ATEJIbHBIN MOJTYLIEHTP OCBOOOXKIA-
€TCs1 OT BCEX TOPMOSSIIMX €TI0 BO3ACHCTBUM,
BCJIGICTBUE YETO MPOUCXOIUT aKTUBALIMST paOOThI
mbii-crudareneii (IP ITu TA IT) (puc. 3 (a),
TOUKa 1), HacTynaeT haza nepeHoca: MpOUCXOaUT
TPOLIECC CTOaHUsI BCEX CYCTAaBOB KOHEYHOCTH, €€
OTPBIB OT MOBEPXHOCTHU TpendaHa (puc. 3 (a),
TOuKa I') MU HaUMHaeTcs (haza nmepeHoca B Kayaaib-
HOM HaripaBJIeHUN
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DTtan HuKiIa

JleBast KOHEYHOCTD (IIIaTacT BIEPET)

IIpaBast KoHeYHOCTD (II1aTaeT Ha3am)

Oram 6—1

He HabIonaeTcs

C omHoOIi cTOpOHHI, addepeHTalsI OT pa30rHY-
TOro Oepa CTUMYJIMPYET UTICUIaTepaIbHbIN
CTUOaTeIbHBINA MOTYLEeHTpP, C IPYroii — ele
“Melolasics Harpy3ka Ha KOHEUHOCTbh TOPMO3UT | paboTy UICUIaTEPabHOTO Pa3rudaTebHOro
€ro, BCJIEACTBUE YETO MbIIIIEYHOU aKTUBHOCTHU

Haxonurcsa B koH1ie a3kl ImepeHoca, apdepeH-
TaIys OT MBILIIEYHBIX BEPETEH COTHYTOTO Genpa
(puc. 3 (a), TouKka e) IpoIoJKaeT aKTUBUPOBAaTh

MOJTyLIEHTPa, KOTOPBIif 0CBOOOXKIAETCsI OT TOP-
MO3HOTO BJIMSTHUS UTICUJIATePAIbHOTO CTUba-
TEJILHOTO TOJYIIEHTPA, BCJICACTBUE €T0
PELUITPOKHOTO TOPMOXKEHM S KOHTpaJlaTepaib-
HBIM Cru0aTeIbHBIM ITOIYLIEHTpOM. Takum
006pa3oM MPOMCXOIUT aKTUBAIIWS MBIIIII-Pa3Ty-
oareneit (GM I1)

tuBauuu Mol (McCrea, Rybak, 2008). Ilpu
5TOM HEKOTOpble aBTOPbI HA OCHOBE JaHHBIX,
KOTOPBbIE JIETJIM B OCHOBY OTHOYPOBHEBOU Mojie-
J1 crubaTesibHOro reHeparopa, NoJjaraloT Hajlu-
yye CXOXeil aCUMMETPUU Y PUTM-TEHEPUPYIO-
IIEr0 KOMIIOHEHTa JBYXYPOBHEBOI MOJIENIN:
¢opmupoBaHue U Tiepeaaya puTMa MpPOUCXOaUT
TOJIbKO Ha crubateyibHy1o nosiosuHy LITI, B TO
BpeMsl KakK pasrubaTejibHasi 4acTb, TOHUYECKU
BO30yKJaeMasi CO CTOPOHBI CyMpacHuHaIbHbIX
CTPYKTYp, C TEM XK€ PUTMOM TOPMO3UTCS Uyepe3
nHTepHelipoHbl (Brownstone, Wilson, 2008)

(puc. 2 (x)).

Bo3MoxxHOCTh peanu3anmy CIOXHBIX JIOKO-
MOTOPHBIX MHATTEPHOB TPeOyeT CHUCTeMbl KOM-
miaekcHoit kKoopauHauyu Mmexny LTI pasHbix
KOHEYHOCTei1, 3aBUCUMOM OT CypacHUHaIbHBIX
CUTHaJIOB, Tepudepudeckoil adpdepeHTanum n
YPOBHSI BO30YAMMOCTM JIOKOMOTOPHBIX CeTeid
(Rossignol et al., 2006). Panee (Lyakhovetskii et
al., 2021) 6bL1a TTIOKa3aHa BO3MOXHOCTb BbI30Ba
X mipu DC crmMHHOTO Mo3ra y Jeliepeopupo-
BaHHOTO >KMBOTHOTO MPU 0OpaTUMOM OTKJIIOUE-
HUU CBSI3€M OT CynpacHMHaJbHBIX JIOKOMOTOP-
HBIX LEHTPOB (MO3XeuykKa 1 CTBOJIA MO3ra) K
CIIMHHOMY MO3Ty. OTO CBUIETEIbCTBYET O TOM,
YTO JJIs1 peajIn3ali TAKOro HEOOBIYHOIO PexKrMa
XOObObI AOCTATOYHO PpadOThl HEMPOHHBIX CETEei
WUCKIIOUYUTEJIbHO CIIMHHOIO MO3ra Mpu HaaIdduu
Hecrneun(pUIecKoro TOHMYECKOIO0  MCTOYHHMKA
BO30YKIEHMSI CIIMHAJIbHBIX HEMPOHHBIX CeTeil B
Buge DC. B kadecTBe Tpurrepa u MomayJsiTopa
JIOKOMOTOPHOTO ITIOBEASHUSI B TAKOM CJIy4ae BbI-
CTYNaloT ABUTalolMecs JeHThI TpeandaHa, obec-
neynBamplinye adpdepeHTHBIN MOTOK UMITYJILCOB
OT KaXJI0M U3 KOHEYHOCTEM.

MHorue Moaeau MEXKOHEYHOCTHOII Koop-
JIUHALMU TIPEACTABJISIIOT COOO JOCTaTOYHO

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

MPOCTHIE CXeMbl U3 B3aMMHO BO30YXXIAIOIIUX 1
TopMo3saiux cBsa3eit mexay LII'TI pa3HbIX KO-
HEYHOCTeM, padoTallIuX IMOA KOHTPOJEM Cy-
NpacOUHAaJIbHBIX JOKOMOTOPHBIX LIEHTPOB (Staf-
ford, Barnwell, 1985; Grillner, 2006; Rybak,
2015; Molkov et al., 2015). JlaHHbIE MOIEIIN XO-
pOIIIO OMMCHIBAIOT HEKOTOPhIE JIOKOMOTOPHBIE
naTTepHbI (X0Ob0Y, rajon, pbiCh B HAIPaBJIEHUN
BIIEpE) Y MHTAKTHBIX XKUBOTHBIX, HO HE Y CITU-
HaJIbHBIX WX AelepeOpUpOBAHHBIX 3KCIIEPU-
MEHTaJIbHBIX MOAeJeit, CylpaciMHaIbHbBIN BXO/,
Yy KOTOPBIX WJIM OTCYTCTBYET, WJIM 3HAYUTEIBHO
peayuupoBaH. KoopauHalysi TakyUX CJIOXKHBIX
MOTOPHBIX PEXKMMOB TPEeOYyeT 3aBeICHUS B CXEMY
MEKKOHEYHOCTHOI KOOpAUHALIUN KOPPEKTUPY-
1o1MX apdepeHTHBIX UMITYJIbCOB OT MBIIIIL KO-
HEYHOCTE!, IO3BOJISIONINX MOAY/IMPOBATh PUTM
U MaTTepH MBIIIEYHON aKTUBAaLlMU B COOTBET-
CTBUU C TpeOyeMbIM BUIOM JIOKOMOILIMU.

B xauecTtBe ncrouHuKa adpdepeHTHbIX CUTHA-
JIOB BBICTYIAIOT MPONPUOPELECHTOPhl MbIIIIL KO-
HEYHOCTEi: MblIlIeUHbIe BEpeTeHa, CUTHAIU3UPY-
IOIIME O PACTSDKEHMU MBI, U CYXOXWJIbHBIC
peLenTophl, AKTUBUPYIOLIMECS MIPU COKPAILIEHUU
MblLk (Pearson, 1995). 3BecTHO, 4TO Ha cMe-
HY (pa3 TOKOMOTOPHOTO IUKJIA 0CO00E BIMSTHIE
OKa3bIBA€T COCTOSIHME IPOMNPUOPELIETITOPOB
mbin oenpa (Lam, Pearson, 2001). Tak, mipu
XB akcTpeMaibHOE pa3drubaHue oeapa sBJsieTcs
CUTHAJIOM i1 MHULUALUU mnepexona u3 ¢asbl
onopsl B (hazy rnepeHoca MocpeacTBOM 3aIlycKa
crubareneii 6eapa u, HAOOOPOT, IKCTPEMaATbHOE
crubaHue Oeapa 3aryckaeT cMeHY (pa3bl mepeHo-
ca Ha ¢a3y onophbl, aAKTUBUPYS MbIIILbI-Pa3ry-
oaremu (Pearson, 2008). ApyruM BaxXHBIM KOp-
PEKTUPYIOIIUM (DaKTOPOM SIBJISIeTCS “Harpys3ka’”
KOHEYHOCTH, onpeaeiseMas epeaalolmmcs Ha
MBILILBI KOHEYHOCTU BECOM TeJia BO Bpems da-
Ne 2
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Puc. 3. CxeMnI cornmacoBaHHOI paOOTHI IeHTpadbHBIX reHepaTopoB narrepHa (LII'T]) 3aganx koHeyHoCTeit. (a) —
XapaKTepUCTUKU PabOThI 3aAHUX KOHEUHOCTEH 3a ONMH JJOKOMOTOPHBIN ukil. GM — m. gastrocnemius medialis,
TA — m. tibialis anterior, IP — m. iliopsoas, DC — sanunypanbHas 3JeKTpudeckasi ctrumyJisitius, JI — neBast nama, IT —
npaBag jana, A — anterior, P — posterior, a-3X — KJI104eBble MOMEHTBI IOKOMOTOPHOTO LIMKJIa, 1—6 — 3Talbl JIOKO-
MOTOpHOro nukia. (0) — O6mas cxema comtacoBanus LII'TI neBoit 1 mpaBoil 3aAHUX KOHEYHOCTEM MOAEIU MO
(Frigon et al., 2016). F — crubarenpHbiii monyueHTp LIT'TI, E — pasru6atenbHbrit moaynentp LTI, ext — MmoTo-
HEMPOHBI MBIIIIL pa3rudateieii, fle — MOTOHEMPOHBI MBIIIIL CTUOaTeNeil, TMHUSI CO CTPEJIKOM Ha KOHILIE — BO3-
Oy>KAaIoIIUil MyTh, TUHUSI C KPYTOM Ha KOHIIE — TOPMO3HAasl CBS3b, IITPUXOBas IMHUS — noanoporonas apde-
peHrtauus. (B) — CornacoBanue LIT'TI neBoii u npaBoii 3aagHUX KOHeYHOCTe# npu JIX Ha pa3HbIX 3Tanax JOKOMO-
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TopHOTO 1MKia. ITompobHoctn B TaGa. 1. XB — xompba Bmepen, XH — xompba Hazan, F — crubGaTenbHbII
noayueHTp LII'TI, E — pasru6barensHsiii moayleHTp LIT'TI, ext — MOTOHEpOHBI MBIIIIL pa3rudareneii, fle — MmoTo-
HelpoHbI MBI crTubaTeneit, GM — m. gastrocnemius medialis, TA — m. tibialis anterior, 1P — m. iliopsoas, nuHus
CO CTPEJIKOI Ha KOHIIe — BO30YKIAIOIINI TTyTh, IMHUS ¢ KPYTOM Ha KOHIIE — TOPMO3Hasl CBSI3b, IITPUXOBAS JIU-
HUS — noAToporoBas addepeHTalus, 3eJeHas 1 (prosaeToBast U3JTOMaHHbIE IMHUU — TTOJIOKEHUE CYCTaBOB B pa3-
Hble (pa3bl JOKOMOTOPHOTO 1IMKJIa, COOTBETCTBEHHO IS JIEBOI 1 MpaBOil KOHEYHOCTH.

Fig. 3. Coordination schemes of hind limbs central pattern generators (CPG). (a) — Hind limbs characteristics in
one locomotor cycle. GM — m. gastrocnemius medialis, TA — m. tibialis anterior, IP — m. iliopsoas, 9C — epidural
electrical stimulation, JI — left limb, IT — right limb, A — anterior, P — posterior, a—x — key moments of the locomo-
tor cycle, 1—6 — stages of the locomotor cycle. (6) — General scheme of coordination of hind limbs CPGs according
to (Frigon et al., 2016). F — flexor half-center of CPG, E — extensor half-center of CPG, ext — extensor muscle mo-
toneurons, fle — flexor muscle motoneurons, line ending with arrowhead — excitatory connection, line ending with
circle — inhibitory connection, dashed line — subthreshold afferentation. (B) — Coordination of hind limb CPGs for
BIDIW in different stages of the locomotor cycle. Details in table 1. XB — forward walking, XH — backward walking,
F — flexor half-center of CPG, E — extensor half-center of CPG, ext — extensor muscle motoneurons, fle — flexor
muscle motoneurons, GM — m. gastrocnemius medialis, TA — m. tibialis anterior, IP — m. iliopsoas, J1 — left hind
limb, line ending with arrowhead — excitatory connection, line ending with circle — inhibitory connection, dashed
line — subthreshold afferentation, green and violet stick diagrams — the position of the joints in different stages of

the locomotor cycle for the left and right hind limb, respectively.

3b1 ornopbl (Pearson, Duysens, 1976). Hanmuuue
WIW OTCYTCTBUE “Harpy3ku” yKa3blBaeT JIOKO-
MOTOpPHOI1 cucTtemMe Ha (a3y JOKOMOTOPHOIO
LIMKJa B MOMEHTBI, KOIJla KOHEYHOCTh HE HaX0-
IUTCS B SKCTPEMaIbHBIX IIO3MLMAX (IOJHOE
crubaHue Win 1nojiHoe pasrubanue oenpa) (Fri-
gon et al., 2016). Eme onuH ¢dakTop, KOTOPHIi
HEe0OXOIMMO YUUTHIBATh IIPU MOCTPOESHUU MOJIE-
JIM MEKKOHEYHOCTHOI KOOPAMHALIMU BO BpEMsI
XOIbObI, — 3TO HATMYME PELIUTTPOKHBIX B3aUMO-
OTHOLIECHUI MeXIy CrudareJbHbIMU KOMIIO-
HeHTamu LII'TI nByx koneuHocteit. IIpu XB
(Musienko et al., 2011), XH (Buford et al., 1990;
Merkulyeva et al., 2018; Harnie et al., 2020) u X
(Yang et al., 2005; Choi, Bastian, 2007; Lyak-
hovetskii et al., 2021) MmoxkeT HaOMIOIATHCS IBYX-
onopHas (aza, BO BpeMsI KOTOPOU OTHOBPEMEH-
HO aKTUBHbBI MBIIIIbI-Pa3rudaTean IByX KOHEU-
HOCTel, HO He AByXIepeHocHas ¢hasza, Korma 3a
CUET OJHOBPEMEHHOI pabOThl MBbIIIII-CrubaTe-
JIel IByX KOHEYHOCTell o0e JaIlbl HaXOIWJIMCh
Obl B BO3ayxe. DTU JaHHbIE CONIACYIOTCS C
npuHOUNamMu koopauHauuu BHyTpu LIT'TI, onm-
canHpiMU R.M. Brownstone 1 J.M. Willis (2008)
B UX aCUMMETPUYHOI IBYXYPOBHEBOI MOIEIH,
paccMoTpeHHOI paHee (puc. 2 (X)): COINIaCHO
eil, IMEHHO pPUTM-(QOPMUPYIOLINE YPOBHU KaxK-
nporo LIT'TI (JieBoii 1 mpaBoii KOHEYHOCTH ), TeHE-
pUpYIOLLIME PUTM JIJIsI crubateseii (Ho HUKorma —
JUTSL pasrudaresieit), HaXoasaTCs B XXECTKUX peLy-
MIPOKHBIX OTHOIIIEHMUSIX.

Ha ocobyio ponb crubarenst 6egpa (IP) npu
(opmMUpoBaHUY JIOKOMOTOPHOTO PUTMA yKa3bl-
BalOT Y JaHHbIE, TIpeCcTaBJIeHHbIe Ha puc. 1 (T):
CTaOMIBHOCTh (PUTMUYHOCTD) navek 1P mmpu on-
HoHarnpapjieHHOU XB Brilie, yeM y GM u TA,
TOoTda Kak Ipu ogHOHampasjieHHoi XH, xorma

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

00e KOHEYHOCTHU YK€ COTHYThl B MOMEHT Havaja
¢a3bl NepeHoca, CTabUIbHOCTh ITayek IP ymMeHb-
maercs. [Ipy 3ToM conocTaBUMBbIA C OOJHOHA-
npasiieHHOI XB ypoBeHb CTaOWJIBHOCTU TTayek
IP xoHeuHOCTH, MAylIel Ha3am, BO Bpems JIX,
BEPOSITHO, CBSI3aH C BJIUSIHUEM MOJIHOLIEHHO
pasrubarolierocs 6eapa NpoTUBOTIIOJIOXKHON KO-
HEYHOCTH.

Cpenu Moaesneilt MeXXKOHEUHOCTHOI KOOPIM--
HallMU BbIlIIeyKa3aHHbIe (DaKTOPbI ObUIN YUYTCHBI
B KOHIIeTITe, TpemIoXeHHOM Frigon u coasrT.
(2016), mnsg oObBsIcCHEHMsI BO3MOXHOCTH XB y
CMMHAJBbHBIX KOIIIEK Ha pacllerIeHHOM Tpenba-
HE, JIECHTbl KOTOPOTO IBVIKYTCSI C pa3HBIMU CKO-
poctsimMu. B 3TOM ciydyae BO3MOXXHa Xxoab0a ¢
Pa3HBIM COOTHOIIIEHMEM KOJMYECTBA I1aroB JJIsI
JIEBOI 1 TIpaBO KOHEYHOCTH 3a OIMH JIOKOMO-
TOpPHLINM LUKA (KpatHocTU 1: 2, 1: 3, 1: 4). daH-
Hasi MOJEIb ITO3BOJISIET OOBSICHUTH BO3MOX-
HocTh JIX B Kaxmoil u3 a3 JIOKOMOTOPHOTIO
nuknaa (taba. 1, puc. 3).

SAKJIIOYEHHME

B pabore Ha Mopenu aeuepeOprUpoBaHHON
KOIIIKM PacCMOTPEHbI pasjIMuyHbIe XapaKTepu-
cTuKM X — HEOOBIYHOTO U CJIOXXHOTO JIJIsI KOOP-
IUHALMU pexuma JJjokomouuu. IlposeneH aHa-
JIN3 XapaKTepPUCTUK aKTUBHOCTU MBILIL-CTUOA-
teneit (IP, TA) u pasrubareneit (GM) npu JIX B
cpaBHeHUU ¢ ogHoHanpasieHHoi XB u XH. Ilo-
Ka3aHo, 4To BO BpeMs JIX narrepHbl DMI -akTuB-
HOCTHM BCEX TPEX MBI KOHEYHOCTH, WYL
BIieped, U KOHEUHOCTH, UAYLIEH Hazad, MOm0OHbI
rarTepHaM aKTUBHOCTH COOTBETCTBYIOIIMX MBIIIIL]
npu onHoHarnparieHHo XB u XH cooTBeT-
ctBeHHO. Ilpu 3TOoM Hambosiee MOJOOHBI Apyr
Ne 2
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Ipyry marTepHbl akTuBHocTH IP, a HamMmeHee
noao00HBI — naTTepHbI akTUBHOCT GM. Bo Bpe-
Ms1 omHoHarnpasiieHHoi XB OMTI'-curuan IP 60-
nee crabuieH, yeM y TA u GM, npu 3ToM BO
BpeMsI ofHOHanpaBiaeHHoO XH oH MeHee cTadu-
JIEH, YeM npu omHoHarnpasieHHoi XB n mpu XH
Bo BpeMs [IX. [TonydeHHBIC JaHHBIE CBUIETEIb-
CTBYIOT B MOJb3y MHOTOYPOBHEBBIX aCUMMET-
puuHbIX Monesneil opranmu3auuu LII'TI, B KoTo-
PBIX JOMUWHMPYIOT MBIIIIILI-CTU0OATENN; TIpU
aToM DMI -curnansl mpu JIX yka3sIBaloT Ha TeC-
HOE COITIaCOBaHME MEXIY CrudaTeIbHBIMU I10-
JIyLIEHTPaMMU.

Pabora monnep:xana rpanramu PH® No 21-15-
00235 (TeopeTuueckoe ucClIeIOBaHME, OILIAaTa
tpyna AB u HM), PO®U Ne 19-015-00409 (akc-
MepUMEHTAIBHBINA OU3aiiH), a TakKXKe HPOEKTOM
CankTt-IleTepOyprcKoro rocyapcTBEHHOIO YHU-
Bepcurera Ne 73025408 (omnata tpyna I1IM u OT).
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WHAT CAN TWO-DIRECTIONAL WALK TELL ABOUT
CENTRAL PATTERN GENERATORS?

A. A. Veshchitskii¢, V. A. Lyakhovetskii’, O. V. Gorskii¢?, P. E. Musienko* ¢, and N. S. Merkulyeva**

4Pavlov Institute of Physiology, Russian Academy of Sciences, Neuromorphology lab, St. Petersburg, Russia
b paviov Institute of Physiology, Russian Academy of Sciences, physiology of movements lab, St. Petersburg, Russia
¢Pavlov Institute of Physiology, Russian Academy of Sciences, neuromodulation of motor and visceral functions lab,
St. Petersburg, Russia
4 Institute of Translational Biomedicine, Saint-Petersburg State University, neuroprostheses lab, St. Petersburg, Russia
*e-mail: mer-natalia@yandex.ru

We performed an experimental-theoretical study to investigate the various features of EMG activity
of hind limb muscles (m. iliopsoas (1P), m. tibialis anterior (TA), m. gastrocnemius medialis (GM))
of the decerebrate cat whose walking in different locomotor modes (bilateral forward (FW), bilat-
eral backward (BW) and bidirectional (BIDIW)) was induced by epidural stimulation of the spinal
cord. An attempt was made to explain the obtained data in terms of various models of the central
pattern generator (CPG). During BIDIW, the activity of TA and GM in oppositely directed hind
limbs differs from each other while maintaining the reciprocity of the activity of the antagonist mus-
cles. The activity of TA and GM for the hind limb going backward in BIDIW is similar to the activity
of these muscles in bilateral BW, and the activity of TA and GM for hind limb, going forward in
BIDIW, is similar to the activity of these muscles in bilateral FW. The patterns of IP activity in both
hind limbs in BIDIW are similar, but IP activity is lower than for bilateral FW and higher than for
bilateral BW. The stability of IP muscle activity is more variable than that of TA and GM. The data
obtained can be explained from the standpoint of the two-level models of the CPG, as well as a
complex scheme for coordinating the CPG of different limbs, including reciprocal relationships be-
tween flexion half-centers and the influence of excitatory and inhibitory afferent signals on each
level of the system in different phases of the locomotor cycle.

Keywords: bidirectional walking, central pattern generator, muscle activity, spinal cord, decerebra-
tion
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