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PEMEPAT CreseTHbIE MBIIIIHI 00pa30BaHbI BOJTOKHAMI Pa3HOT0 TUIIA, KOTOPbIE PAcmoJIaraloTcs MO3aNMIHbIM 00-
pPazoM u pas3angaTcs (PyHKIMOHAJIBHBIMU CBOicTBaMI. «VIeJIeHHbIE» BOJIOKHA OTJINMYAIOTCS BHICOKOI CTENEHbIO
YCTOMYIMBOCTU K YTOMJIEHUIO 1 OOJIBIIIOI MPOXOKNTEIHbHOCTHIO COKPAIIIEHIIA, HO MOHIMKEHHOI MaKCUMAaJIbHOI
CILJION M CKOPOCTHIO COKpaIieHns. « BpicTpbie» BOJIOKHA 00/1aJalI0T BBICOKOIT CKOPOCTHIO I CUJION COKPAIIeHI,
HO BBICOKOI1 YyTOMJIAEMOCTHIO. B mocjiejH1e AecATUIETUA CTAI0 U3BECTHO, YTO BCE ITU CBOIICTBA OIPEIeaII0T-
¢s1 IpeodJIajaHeM TO NI MHOI n30ogopmsbl Tsskebix neneit muozuna (TI[M), T.e. Mno3uHOBBIM (DEHOTUIIOM.
IIpu rpaBUTAMMOHHOI pa3rpy3Ke B KOCMIYECKOM IMOJIETEe ¥ MOJEJIUPYEeMOil MUKPOTPAaBUTAIUU B DKCII€PUMEH-
TaJBHBIX YCJIOBUAX HAa 3eMJie YacTh MeIJIEHHbIX BOJIOKOH MMpeBpaiiaeTca B ObICTPhIEe 32 CYeT N3MEeHEeHUIT MHTEH-
CHBHOCTH DKCIPECCUI COOTBETCTBYIOIINX F€HOB B MOCTYPaJbHOIl KaMOAJOBUIHOI MbIIIIe m. soleus. B 0630ope
paccMoTpeHbl (peHOMEHOIOTUS Y MEXAHN3MbI I3MEHEHUIT MIIO3ITHOBOTO (DEHOTUIIA B YCJIOBUAX I'PABUTALVIOHHOI
pPasrpysK, a TaKk:ke TUIOTEe3bI 00 N3MEHEeHNN HeIPOHATbHBIX MEXaHI3MOB KOHTPOJIS MBIIIEYHBIX BOJTOKOH U MO-
JEKYJAPHBIX MEXaHN3MaX PEryJIsaIUN SKCIIPECCU MIUO3MHOBBIX T€HOB, TAKNX, KaK MHIMONPOBaHNE CUTHAJIHHOTO
nytu kaasuuseiipua /NFATcl, snurenomubie nsmenenus, padora cnenmdpuyecknx mukpoPHE. B zakaounreins-
HOIT yacTy 0030pa 00Cy:KAaeTCs aJalTUBHOE 3HAYEHIIE IIPOLECCOR TPaHC(hopManuy MIIO3MHOBOTO (peHoTIIA.

KJTFOYEBBIE CJIOBA rpaBuTanioHHas pasrpy3ka, n30(propMbl TSKeNbIX [eleil MMO3UHA, MIIO3HOBBII (DEHOTMNIL,

peryaanusda saKCnpeccnm MMO3NMHOBBIX I'€HOB, CKeJIETHAA MbIIIIAQ, TUIIbBI MBIINICYHbIX BOJIOKOH.

Ceemaotl namsmu Kcenuu Beccapuornosnut I1lanoganogou,
gmecme ¢ KOMOPOU agmop uccaedosanr Cmpuonariudap-
HBLUL KOHMPOADL MUOZUHOB020 heHOmUNA

BBEAEHME. MMO3UHOBbBIA hEHOTMUI

Twumel BOJIOKOH CKEeJIeTHBIX MBIIII] MCCIenyIoTCa Pu-
3uosoramu ¢ 1873 roga [1], korma ObLJIO yYCTAaHOBJIEHO,
YTO B COCTAB MBIIII] BXOAAT BOJOKHA C Pa3JUYHBIMU
P YHKIMOHAJBHBIMY CBOJCTBAMM, KOTOpPbIE pPacIoJia-
raloTca MO3aMdHbIM 00pasoM. «MenjgeHHbIE» BOJIOKHA
XapaKTepU3yITCA BBICOKOI yCTOMYNBOCTBIO K yTOMJIIE-
HUIO 1 OOJIBIIIEV IPOJOJIPKUTEJLHOCTBIO COKPAIIleHNA,
HO IIOHMKEHHOJ MaKCHUMAaJbHOM CUJON U CKOPOCTBHIO
cokpaleHusa. «BricTpble» BOJIOKHA 00J1a0aI0T BBICOKOIL
CKOPOCTBIO U DOJIBIIION CUJION COKpAIleHNA, HO OBICTPOIL
YTOMJIAEMOCTBIO. B rmocequne nqecATUIeTNA CTaJo0 U3-
BECTHO, UTO 3TV CBOJICTBA OIIPEeJATCA npeodiaga-
o111eil n30popMoii TAKeNbIX Lenelt mMuosuua (TIIM).
VIsBecTHO YeTbIpe M30POPMBI ¥ COOTBETCTBEHHO YeThI-
pe Tumna BoJIOKOH: I — «MexjieHHbIN»; IIA — «OBICTPBI»;
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IId/x — «BeIrcTpBI» U caMblil «OblcTpBIV» — IIB, nmpen-
CTaBJIEHHBIV TOJIBKO B MBIIIIAX MEJIKNUX MJIEKOINTA0-
mux [2] (puc. 1, mabauya). VI3odpopMbl MUO3UHA, ITpe-
obJiaaoliyie B BOJIOKHE, OIIPeJIesIAI0T er0 MYO3VHOBBINA
deHOTHUII, a COOTHOILIIEHNE BOJIOKOH Pa3JIMYHOTO THUIIA
COCTaBJIAET KOMITO3UIIVIO MBIIIIIIBI MIJIV €€ MUO3VHOBBI
denotum. IToMmnMo BOJIOKOH, B KOTOPBIX JOMUHMPYET Ka-
KO¥1-s100 ortpenesieHHbIN i n3odopm TIIM, B MbIITIIIaX
IIPUCYTCTBYIOT BOJIOKHA, COZepsKallye aABe (1iam 60Jb-
1e) pasuble n3ogopme! TIIM. Takne BoJIOKHA HA3BIBAIOT
IMOPUAHBIMIL. OKCIIPECCHs KaK a0l 13 130(pOPM MMUO3M-
Ha JeTepPMMHNMPYETCs MHHePBalyell BOJIOKOH. BoJlokHa,
VMHHEPBUPOBAaHHbBIE OJHVM MOTOHENPOHOM, COCTABJIAIOT
JIBUTaTEeJbHYIO eAVIHUITY ¥ B II0aBJIAIOINIEM OOJIBIIVH-
CTBe CJIy4YaeB XapaKTepU3yIOTCs eAVHBIM MUO3VHOBBIM
denotymioMm [3]. ITo3HO-TOHNYECKE, VIJIV TIOCTYPAJIbHbIE
MBIIIIIBI, MMEIOIIVIE BBICOKII TOHYC ¥ IO € PIKMBAOIIIVIE
103y OPraHM3Ma B yCJIOBUAX HOPMAJIBHOTO IPaBUTAIMIOH-
HOTO II0JIfA, COZlePsKaT HamboJIbIlIee KOJIMYeCTBO BOJIOKOH
MmensaeHHOro tumia I CorslacHO COBpeMeHHBIM IpeJICTaB-



OB30PHI

TLIM IB

TUMIIA

TuMm 1B

A

COBMeLLI,eHHe METOK

Puc. 1. MMMYHOLMTOXMMHMUECKOE BbISIBIEHME MbILLEYHBIX BOJIOKOH, 3Kcnpeccupyrowmx usogopmbl TLUM I, TLUMIIA,
TLLM lIB, Ha nonepeyHom cpese m. plantaris KpbiCbl METOLOM TPOMHOIrO meueHusi. [lokazaHbl BOSIOKHa OCHOBHbIX TH-

noB, a TaKXe FM6pMJJ,HbIe BOJNTOKHa

M3ocdopmbl TLUM 1 THMbI MbiLLEYHbIX BOTOKOH MIEKOMUTAIOLLMX

TVzogopma TITM B \ a 1B

| mma |

Id/x | IIB

Oprau Muwnoxapn

CkeJieTHa s MBIIIIIA

Bunosasa cnenudura

Bce B AbI MJIEKOIINTAIOIIMX

Menkne MJIEKOIIMUTAOIIe

CKOpPOCTb COKpAIIeHNA

Y CTOVMMBOCTE K YTOMJIEHIIO

JIEHMAM MOTOHEPOH, YIPaBJIAA BOJIOKHAMIY C IIOMOIIIBIO
naTtepHa uMmirysabcanmm (10 't qoia «meaieHHbIX » 1 50—
60 T'1y guia «ObICTPBIX» ABUTATEJILHBIX €IMHIL) U CeKpe-
LMY COOTBETCTBYOIINX HEPOTPOPUIECKNX areHTOB,
BJIMAET Ha DKCIIPECCUIO MMO3MHOBBIX I'€HOB, T.€. Ha MUO-
3VHOBBIN (DEHOTUII BOJIOKHA [3, 4].

Mno3mHOBBI peHOTUIT BeCbMa CTa0MJIEH, OJTHAKO CY-
IIIEeCTBYIOT BO3JEVICTBYA, CITOCOOHBIE CYIIIeCTBEHHO U3Me-
HUTDb DKCIIPECCHUI0 MUO3VHOBBIX I'€HOB U 00YCJIOBUTH TEM

CaMbIM TPAHCHOPMAIINIO MEJIJIEHHBIX BOJIOKOH B OBICTPBIE
uny HaobopoT. Hanmpumep, HM3KOYACTOTHAA DJIEKTPO-
CTUMYJIALUA B T€UEHMe HEeCKOJbKIX HeJeJb IIPUBOAUT
K HoABJeHMIO 0K0JI0 30—40% BOJIOKOH MeJIEHHOTO TUIIA
B IPEUMYILIECTBEHHO «ObICTPBIX» MblIHax [4]. Takoii sxe
3pdeKT B «OBICTPOIi» MBIIIIIE TOJIeHU M. plantaris Ha-
OiroaeTcd y *KMBOTHOTO C yIaJIEHHON MJIV TEHOTOMUPO-
BAHHOI! TPEXTJIABOI MBIIIIIEN TOJIEHN, T.€. C TaK Ha3bIBa-
€MOJI KOMIIeHCAaTOPHOI ITteperpyakoii [4]. Bo Bcex aTux
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Puc. 2. Cxema pyHKLMOHMPOBaHMS curHanbHoro ny T kanbumHerpuH /NFATc1. (Mo Liu 1 coast. [16] ¢ Mogndmkaums-
mu). ECC — anektpomexaHuueckoe conpsi>kerme, CaN — kanbumHenpuH. MosicHeHns B TekcTe

CJIy4aax BeAyIIyIO POJIb B MI3MEHEHNY MMO3MHOBOTO (pe-
HOTHUIIA IIPUIINCHIBAIOT M3MEHEHNIO [TaTTEPHA COKPATI-
TeJIbHOJ aKTMBHOCTM MBIIIIIBI B PE3YJIbTAaTe M3MeHeH A
XapakTepa MMITYJIbCAally MOTOHEIpOHA (MM B cIydae
IPAMOII BJIEKTPOCTUMYJIALINN — e IATTEPHY).

MEXAHM3MbI PETY NALMUA MUO3UHOBOTO
EHOTHUIMA, 3ABUCSALLME OT MbILLEYHOM
AKTUMBHOCTH

XpoHUYecKad aKTUBHOCTb «MeJIJIeHHBIX» BOJIOKOH CO-
IpoBOskAaeTcA AByMA (peHOMeHaMM: IIOCTOAHHO MTOBBI-
LIIEHHBIM YPOBHEM JMOHOB KaJIbLiA B MIOILJIa3Me U CHU-
SKEeHHBIM YPOBHEM MaKpo3pruiecknx dgocdaron [4—6].
IToaTOMY ITOMCK CUTHAJIBHBIX MEXAHU3MOB, PETYJINPYIO-
mux skcipeccuto reHoB TIIM, cBoamics K BbIABJIEHUIO
IIyTeli, 3aBUCUMBIX OT KOHI[€HTPAI[MY VIOHOB KaJIbLVA
n Makposprudecknux ¢gocgaros. Hamnbosiee BasKHBIM
CUTHAJIBHBIM KaCKaJOM, BIMAIOIMM Ha DKCIIPECCUIO
«MmenJyeHHbIX» n3ogopMm TIIM (a Takke peryiampyro-
LIVIM BKCIIPECCHUI0 MHOTUX APYIUX I'eHOB), CIUTAIOT IIyTh
rasbiuHelipua/NFAT. KanbiuHelipyua — 3T0 OeJiok,
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JIOKaJIM30BaHHBIN B Z-A1cKe capkoMepa. [Ipn B3ammo-
OEeMCTBUY C KOMIIJIEKCOM KaJbIMUI-KaJIbMOAYJINH OH
IpoABJAET pocdaTa3Hy0 aKTUBHOCTL U nedocdopu-
aupyetr NFATcl (agepHbIii (pakTOp aKTUBUPOBAHHBIX
T-KJIE€TOK), KOTOPBIN IIOJIydyaeT BOBMOMKHOCTD IIPOHUK-
HOBeHUA B Muoaznpa [6, 7] (puc. 2). B anpe srot parTop
J100 HaKaIIMBaeTCA B TeTepOXpoMaTyHe (OTKyJa I10-
CTEIIeHHO IIepeHoCcuTeA B dyxpomaTuH) [8], mnbo Hero-
cpencTBeHHO B3auMmogerictByetr ¢ MEF-2, Tpanckpum-
LIVIOHHBIM (PaKTOPOM, cIenn(PUUeCcK! CBA3bIBAIOIINM
mpomoTop reHa mensienHbsrx TIIM. Takum obpaszom 3a-
IIyCKaeTCsA MHTEHCUBHASA TPAHCKPUIIINA TeHa «MeJ-
aensbix» TIIM [7, 8]. Peakuusa nedocdopuianpoBanns
NFAT uurubupyerca 6enkamu Z-amucka Kajabcapliy-
HaMi-1 1 -2, KOTOpble (PYHKIMOHUPYIOT B MeJJIEHHBIX
¥ OBICTPBIX BOJIOKHAX COOTBETCTBeHHO. [Ipm HOKayTe
TeHOB 3TuX OeJIKOB HabJIOaeTCA 3HAYNTEJbHOE IIepe-
pacmpeesieHrie MMO3MHOBOTO (PEHOTUIIA B MEAJIEHHYIO
cropony [9, 10] (puc. 2). Dxcpeccus reHOB KaJabCcapliiHa
(ocobeHHO KaJsbcapIiMHa-2) MOAAaBJAETCA IPU IBOMHOM
HorayTe E3-youxkBurmaauraz MuRf-1 n MuRf-2 [11].
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MosxHO ITPEIIOJNIOMKNUTE, YTO DKCIIPEecCUd KaJbCcapIii-
Ha-2 CTUMYJIMPYETCH IIPUCYTCTBUEM B Azipe YOUKBUTUH-
auras cemericrBa MuRf{. ITokazaHo, 4To Ipu M3MEeHEeHUN
COCTOSHMSA TUTNHA /TaliT/HA /KOHHEKTI/HA KIMHA3HBIN 10-
MeH TUTHHA, JJOKAJM30BaHHLI B parione M-nucka, oc-
Bobosxaaet/medochopunmpyer MuRf-2, uro mpuBogut
K ero uMmnopry B muoazapa [12]. He uckitoueHo, 4To us-
MeHEHJe TUTVHA IPUBOAUT B KOHEYHOM CUeTe K II0-
BBIIIIEHMIO DKCIIPECCUY KaJlbcapuyHa-2, Clioco0CTByeT
cTabummaaiyy ObICTPOr0 MMO3VHOBOTO (peHOTUIIA U IIpe-
JOoTBpallaeT Jio0yw TpaHCcPOPMAIMIO B MeIJEHHYIO
cTopoHy. OZHAaKO IOBBIIIIEHHOV SKCIIPECCUy reHa KaJlb-
capIMHa HeJOCTATOYHO JJIA IIOJHOTO MHIMOMPOBAHMUA
docdaTaszHOl aKTUBHOCTY KaJIbLVIHeIpuHa. VI3BecTHO,
YTO KaJbCAPLUVH-2 MOMKET ObITb MMMOOMIN30BAH HA M-
TOCKEJIeTHBIX KOMIIOHEHTaX Z-IJMCKa — O-aKTUHMHAX-2
u -3, Ipy4YeM MMMOOMIN3alNA Ha O-aKTUHIHe-2 OKa3bl-
Baercd 6osee ycroirunBoii [13]. ITosToMmy B oTCyTCTBIE
reHa O-aKTMHMHA-3 MM IIPU eTo AeUINTe KaJlbCcapLH
YCTOMYMBO IMMOOMIN3YETCH, VI B BOJIOKHE Peasn3yeTcsa
MeJIeHHbI peHoTun (puc. 3).

Iedochoprnnuposanne curaabuoro 6enka GSK-3f3
(kMHA3a IJIMKOIEHCHHTA3bI) CIIOCOOCTBYET DKCIIOPTY
NFAT us anpa u cqBuraeT paBHOBECHUE B CTOPOHY «OBI-
cTpeIx» n3odgopwm [14] (puc. 2). IIpn aToM MHIMOMPYIO-
masa akTuBHOCTE GSK-3f MoskeT cynmpeccupoBaThCs
okcuzoM azora deped cGMP-nyts [15].

Jpyroit MexaHU3M PeryJasanuy MUO3UHOBOrO (PeHO-
THUIIA, TAKMKE KaJIbI[MII-3aBUCHUMBIIN, peasn3yeTcs dyepes3
KMHA3HYI0 aKTUBHOCTD KaJIbINI-KaJIbMOLY IVH-KIHA3EI
(CaMR). ITpu akTMBanINy KOMIIJIEKCOM KaJbI[MII-KaJIb-
MOAYJVH 3TOT pepMeHT PocOopuInpyerT Ir’MCTOHLe-
anetnnasy 4 (HDAC4), He mo3BoJIAA eIl BOWTHU B IPO-
cTpaHcTBO MuoAnapa [16]. Ilpu HU3KOI KOHIIEHTPAINK
KOMILJIEKCA KaJIbIINII-KaJbMOLYJINH I COOTBETCTBEHHO
Hu3Koi kuHasHoi akTuBHOCcT CaMK HDAC4 oka3sbi-
BaeTca HepodochopuanpoBaHHO, 1 HacTb ee MoJe-
KyJ OpoHuKaeT B Muoanpa [17]. B muoangpax HDAC4
nealeTuJaupyeT He ToJbKO ructoH H3, HO u TpaHCc-
KpunimoHHblil pakTop MEF-2, B3anMomeicTByOIIIMit
¢ npomoTopom rena myf7 (r.e. rera TIIM IB) [17]. STo
NIPUBOIUT K CHYKEHMIO KaK 00IIell TpaHCKPUIIIMOHHOM
aKTUBHOCTMU reHOMa, Tak 1 sKcrpeccun TIIM If (puc. 4).
VIHTepecHo, UTO 1 B BTOM CJIydae CYILIECTBYET «CIEPIKI-
Barommit» mexauuam: HDAC4 moskeT ObITH YOUKBUTI-
HMpPOBaHa U pasdpylleHa. IIpy 5ToM coxpaHaeTca MeJ-
JIEHHBIII XapaKTep MMO3MHOBOrO peHoTHMA [18].

CootHourenne pocpopuaNpPoOBaHHBIX 1 Hedocdo-
PUIMPOBAHHBIX MAaKPOAPIUYECcKUX pochaToB, Ipyroi
pm3MOoSOTNYeCKUIT TPUTTEP CUTHAJIBHBIX ITPOIIECCOB,
peryaupyetT akTuBHOCcTh AMP-3aBucCKMOI IpOTENH-
knHa3sl (AMIIK), KoHTpoJIupyIOIiell OCHOBHBIE IIYTH
DHEPreTUYeCcKOro Metabosmama MBIIIEYHOIO BOJIOKHA
[19]. KEpome Toro, AMIIK cdocdopunnpyer rucToume-

Mbiwna, copeprkallas A-akTMHUH-3

4 KanbuMHEHPUH
" (HeaKTHBHbIN)

@® O

O-aKTUHUH-2

KanbUuHENPUWH
(akTHBHBIM)

KarnbcapumH-2

O-aKTUHUH-3

Puc. 3. Cxema genoHMpoBaHus KanbcapLmHa B CTPYKTYpe
a-akTuHMHa-2 u -3. (Mo Seto 1 coaBT. B MOgndmKaLmm
[13]). MosicHenus B TekcTe

aneruaassl HDAC4 u 5, uto cyiiecTBeHHO objerdaer
BKCIIPECCUIo «MenJIeHHoI» n3dodopmsel TIIM u pana re-
HOB, KOHTPOJVPYIOINX PEryJIATOPHbIE O€JIKM OKMUCIIN-
TesbHOro Merabosmama [20, 21]. [Ipu »TOM aKTUBHOCTb
AMIIK MmoskeT MOAYJIMPOBATHCA (CTUMYJIMPOBATHLCS)
OKCHUIOM a3oTa [22].

Eme onmu MexaHM3M MOIYJIANN MUO3MHOBOTO (DEHO-
Tuma obecreurBaeT PeryJsAInnio sKerpeccun rega TIIM
1B (rer myhT7) 0o TUIy HOJI0KUTETLHOI 00PATHOI CBA3U
¢ yuactueMm MukpoPHR. Kpome ocHoBrOrO rena TITM
I (rer myh7), reHOM MJIEKOIMTAIOIINX COMEPIKUT I'E€H
myh7b (myhl4), KOTOPBII BKCIIpeCCUPYETCA B CKeJeT-
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Puc. 4. Cxema dpyHKLMOHUPOBAHMSI CUrHAMNBbHOIO My TH KarnbUui-KanbMogy MMH-KMHa3a /ructoHpeauetunasa 4 /5 (no
Liu m coast. [17] ¢ mogudmkaumsamm). HDAC — ructoHgeauetmnasa, CaMK — kanbuuri-kanbmopynmH-kmHaza, MEF-2 —

TPaHCKPUNLUMOHHbINM cpakTop (myocyte enhancement factor)

HOJI MBIIIIIIe B3POCJIBbIX MJeKkonuTaomux B Bune MPHE;
Ha ypoBHe 0eJiKa BTOT I'eH DKCIPECCUPYETCH TOJIbKO
B DKCTPAOKyJIApPHON MblIe [23]. OnHaKO ero MHTPO-
HBI KoaupyioT MUKpoPHEK miR-499. Sxcnipeccuio rena
myh7b ctumynupyet miR-208b, kogupyemas nHTpO-
HOM OCHOBHOTO T'eHa MeJJIEHHOro Myo3uHa myh7. B cBoio
ouepens, miR-499 nmpenAaTcTByeT 3KCIpeccun crenudu-
yeckux 6JI0KaTOPOB mpomoropa rena myh? (Sox6, Pur-f3
u Thrapl) [24] (puc. 5). VIHTepecHO, YTO DKCIIPeCcCa reHa
myh7b crumynupyetcsa npu cBepxskcupeccun MEF-2
(0OCHOBHOTO TPaHCKPUIIIMOHHOTO cTUMyJaATopa TIIM
IB) [25]. OTo mpexnoNaraeT, YTO IPU MOBBIIIEHNN KOH-
IEHTPAIMY KOMILJIEKCa KaJIblnii/KaapMonysind MEF-2
KOTOPBI MOKeT epochopmuampoBaThCa KaIblMHEIp-
HOM [26], IPOHMKAET B AP0 U PETYJIPYeT SKCIPECCUI0
myh7. OH OJHOBPEMEHHO CTUMYJIMUPYeT cuHTe3 miR-
499, ne momyckaroieii 6okany skcupeccun TIITM I3
[25]. Takmm obpazom, sxcrpeccua miR-499 1 miR-208b
obecrieunBaeT OeCIIPEATCTBEHHBII CHTE3 MEIJIEHHOTO
MMO3VHA IIPY HAJMYMM COOTBETCTBYIOIIET0 (PM3MO0JIOTI~
YECKOro CTUMYJIa (MIOHOB KaJIbLINA).
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MMO3UHOBbIX EHOTMIN B YCJIOBHAX
rPABUTALLUOHHOM PA3TPY3KHU
VlameHeHnA MMO3MHOBOTO (PEHOTHUIIA BOJIOKOH IIPY Ipa-
BUTAI[MIOHHO pas3rpy3Ke 3aperucTpupoOBaHbl BO MHO-
rux JsabopaTopuAx, B 4aCTHOCTY, OOHAPYIKEHO, 4YTO
B M. soleus 3aJJHNX KOHEYHOCTE KPBIC IIPY BhIBEIIINBa-
Hun (puc. 6) yBesmunBaercs cogepsranne (%) BOJIOKOH
tumna Il u ymeHnbtaercd foJis BosiokoH tuma 1 [27—30].
ITocsie ceMugHEBHOrO KOCMUYECKOTO T0JIeTa HabJIH0-
JlaJii CABUT COOTHOLIEHMA TUIIOB BOJIOKOH OT «MeJIJIeH-
HBIX» K «OBICTPBIM» B M. soleus 1 m. extensor digitorum
longus xpwic [31, 32]. B 12.5—14-gHeBHOM noJsieTe 0b6Ha-
py:xeHo cumsxenne Ha 20—25% comepskaHUA BOJOKOH
tuma I B m. soleus u m. adductor longus [33, 34]. Hamn
BIIEPBBIE BBIABJIEHO yBeJYeHlEe OTHOCUTEJBHOTO COEP-
skaHuA BOJIOKOH Tumna 11 B m. soleus u m. vastus lateralis
y 00e3baH nocje 12.5-cyTOYHOr0 KOCMMUYECKOTO TI0JIeTa
Ha Omocmytauke « KOCMOC-2229» [35]. B Tex coyuaax,
KOTJla CABUT COOTHOIIEHN) s BOJIOKOH HE yZaBaJoch 00-
HapysKUTb C IIOMOIIbIO OKPACKN Ha MMUOMDPUOPUIIAPHYIO
ATP-a3y, kak mpaBuio, HabJII0aJI0Ch yBeJIdeHne Ko-
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JIMYeCTBa BOJIOKOH, pearnpymomux ¢ aHTUTeJaMI IPOo-
TUB «OBICTPOTO» MIMO3MHA, Y1 YMEHBbIIIEHIE COePsKaHA
BOJIOKOH, Pearnpyomnmx ¢ aHTUTEeJaMI IPOTUB «MeJI-
JeHHoro» MmosauHa [36—41]. C nomorko saeKTpodopesa
B OIIBITAX C BBIBEIIIBaHMEM 0DHAPY KEHO IT0ABJIEHIE HO-
BOJ1 130(POPMBI THAMKEJIbIX Ieneil Muo3uHa — 2d, nian 2x
[40]. HeomHOKpPaATHO IPM BbIBEMIMBAHUM UJIM IIOCJE KOC-
MMYECKOTO0 I[10JIeTa BBIABJANN yBEJNYEHNE IO BOJIO-
KOH, COZIEPIKAINX KaK «MeJJIeHHbIE», TaK U «OBICTPHIE»
opMBI TAMKEIBIX Ieneil Muo3uHa [37, 41]. YMeHbIIeHUE
JIOJIV BOJIOKOH, DKCIIPECCUPYIOIINX «MeIJIeHHYI0» 130~
dopmy TIIM, n yBeamueHne 10V BOJOKOH, 9KCIIPECCH-
pyIommx «ObICTPBIE» 130(DOPMBI, HAOJII0AAN 1 B ITpodax
m. soleus, B3ATBIX y aCTPOHABTOB II0CJIe 6-MeCATHOTO
noJsteta [42]. CaBur cooTHorenus nszodopm TIIM B «ObI-
CTPYIO» CTOPOHY OOHapy:KeH B m. vastus lateralis
Yy aCTpPOHaBTOB I1ocJie 11-cyTOYHOro moJiera IIpy [oMOILy
aJeKTpodopeTrdeckoro anamsa [43]. B mameit tabopa-
TOPUM yMeHbIIIeHMe 1oy BoJOKOH ¢ TIIM «mensieHHO-
ro» Tura B m. soleus HabJrOma M yoKe mmocye 7-CyTOYHOM
SKCIO3UIIUM B yCJIOBUAX «CyXOl» mMMmepcun [44, 45].
JVluTepecHo, 9TO BBIPasKEHHOCTD TpaHCcopMauy M1o-
3/HOBOTO (peHOTUIIA B OBICTPYIO CTOPOHY, KaK IIPaBUJIO,
He npesBbImaeT 15—20% BOJIOKOH, Toraa Kak apyrue ag-
(PEKTHI MBIIIIEYHON Pa3TPYy3KY 3aTPAruBaiOT OOJIbIINH-
CTBO BOJIOKOH JaHHOJ MBIIIIEL. JTOT (PaKT 3acCTaBJIAET
PEIIONOKUTD, YTO OKOHYATEJIbHAA cTabuimsansa ObI-

4

/

CTpPOro (peHOTHUIIa B yCJIOBUAX PA3rPy3KU JOCTUTAETCS
JIMIIB B YaCTY TPAHC(POPMUPOBAHHBIX BOJIOKOH.

HEAPOHAJbHbIE MEXAHW3MbI PEr'Y NALMMU
MUO3UHOBOTO MEHOTUINA B YCIIOBUAX
FPABUTALLUOHHOM PA3IPY3KM

Pan vaburonennii cBUAETENIBCTBYET O TOM, YTO yCTpa-
HeHMe ONOPHO adpdpepeHTaINM ABJIAETCA OCHOBHBIM
MeXaHIU3MOM, IPUBOIAIINM K «OTKJIIOYEHNIO» DIIEKTPU-
YeCKOIl aKTVBHOCTHU IBUTATEJIbHBIX eI/HUII II0CTYPaJib-
HOJ MBIIIIBI B YCJIOBUAX I'PABUTAIMOHHON Pas3Tpy3KU
(miisa ob3opa cwm. [44]). IIpuMmeHeHNEe MeXaHNYECKOI CTH-
MYJIAIVY OIIOPHBIX 30H CTOIIBI B ATUX YCJIOBUAX II03BO-
JIAEeT MONIePsKUBATh HOPMAJIbHBIN YPOBEHb 3JIeKTpUIe-
CKOJl aKTMBHOCTHU IIOCTYPAJIbHOI MbIIIIIbL VIHTEepecHO,
YTO NPUMEHEHNEe MeXaHUYeCKOl CTUMYJIALUN OII0p-
HBIX 30H CTOITbI HA (DOHE DKCIIO3UIINN B YCIOBUAX «CY-
XO0Vi» MMMepCUM II03BOJINIIO U30eKaATh CHUYKEHNA IO
«MeJIJIeHHbIX» BOJIOKOH [44, 45]. IIpu BrIBeIIMBaHUMK
KPBbIC, ¥ KOTOPBIX IIOZOIIBA ONHOM 13 3aJHUX HOT B3a-
MMOJZIeICTBOBAJIa C MCKYCCTBEHHOII OIIOPOIL, B m. soleus
9TOI HOTM, B OTJMYME OT KOHTPAJIaTePaJIbHON KOHEY-
HOCTM, He HaOJoz1asach TpaHcopMaIa MIO3MHOBOTO
¢eHoTUa B ObICTPYIO cTOpPORY [46]. HuskouacToTHAA
XPOHUUECKAA DIEKTPOCTUMYJIANNUA M. Soleus KPbIChI
Ha (POHE TPAAMIIMOHHON MOJEJN BbIBEUINBAHUA TaK-
SKe MO3BOJIAET NMPeJOTBPATUTh TPAHCHOPMAI[NI0 MO~
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31HOBOTO (peHoTHUMnA [47, 48)]. Takne ke apperTs! Ha-
OJroIaI M IpY XPOHMYECKOM PACTAMKEHUY MBIIIIbI
WJIV IPY MICIIOJIb30BAHUM PE3UCTUBHBIX YIIPaskKHEeHUN
Ha (pOHe rpaBUTALMOHHON Pasrpy3KM (BbIBENIMBaHUE
nau 84-cyrounasa runoknuesdus) (49—51]. PesyabraTsel
5TUX paboT CBULETETBCTBYIOT O TOM, YTO HU3KOMHTEH-
CUBHAaA MBbIIIIeYHAA aKTUBHOCTD M PE3UCTUBHBIE BO3-
IeCTBUA NPeLOTBPAIIAOT M3MEHEeHE MIO3HOBOTO
denoruna. Ha ocHoBe npuBeieHHBIX HAOJIIONEHNIT MO~
HO IIPeAIIoJIOMNNTDh, YTO CABUT MMO3VTHOBOTO CbEHOTI/IHa
IpY IPaBUTALMIOHHOI pas3rpys3ke o0ycJOBJIEH, B TOM
4yciie, M3MeHeHUAMY HelIpOHAJILHOTO KOHTPOJIA aKTUB-
HOCTY JIBUTATEJIbHbIX enyHuIl. JleliICTBUTEJIbHO, B DKC-
IepMMeHTax C TPeXCyTO4YHOM CyXO0ll MMMepcHeil y deJjio-
BEKa 06HapymeHa VIHAKTUBaLMIA OIBUTraTeJIbHBIX € JVIHII]
MeAJIEHHOTO Tuna [52]. OTM pe3yIbTaThl IOATBEPIKIEHBI
B 9KCIIEPUMEHTAaX C perucrpanyen 3JIeKTPUIecKoi ak-
TUBHOCTU M. soleus u ObICTpbIX cuHepructoB y Macaca
mulatta B KocMudyeckoMm mosiete [53] u pu BbIBEIIMBA-
HUM KPBIC, & TaK¥Ke UX DKCIIO3ULNI B YCIOBUAX II0JIe-
Ta 1o napabosie Kennepa [54]. MoKHO IPEATIONOMKUTD,
YTO MMEHHO «OTKJIIOUeHMe» MeIJIEHHbIX ABUTaTeJIbHBIX
€IVHUL] IIPMBOJUT K MI3MEHEHMIO MIO3VIHOBOTO (peHOTHIIIa
BO BCeX IIepedYlMCJIEHHbIX CJy4daAaX. HO,E[TBepHQﬂeHI/IeM
DTOJ TUIIOTE3kI MOTYT CJHYKUTDb Pe3yJbTaThbl, IIOJIYyYEeH-
HbIE Ha MOJEJM «CIMHAJBbHON! M30JAIMN», IIPY KOTOPOM
nepepesamwT Bce adppepeHTHbIe U HUCXOAAIINE BXO-
ZIbl B ITIOSICHMYHBIA OTJI€JI CIIHHOTO MO3Ta IIPU MHTaKT-
HBbIX MOTOPHBIX OKOHYaHMAX. B stux JKCIIepVMeHTaXx
IIPY IIOJTHOM «OTKJIIOYEHMN» CIIMHAJIbHBIX MOTOHEPO-
HOB Ha0JII0/1aeTCA COBUT MMO3MHOBOTO (DEHOTHUIIA B «ObI-
CcTpy0» cTOpoHY [55]. IloBBIIIIEHNE YCTOMYNMBOCTH II0-
3HBIX CYHEPTNII Y *KMBOTHBIX C IIOMOIIbIO XPOHIYIECKON
rnogayy KapOOXOJMHA B CTPYKTYPbI CTPUONAJINILYMa
B YCJIOBUAX BBIBEIIVBAHNA COIIPOBOXKIAJIOCEH TasKe yBe-
JMYeHNeM J0JY BOJIOKOH MeJJIEHHOTO TUIIa B m. soleus
[56]. OTritoueHne adpdpepeHTHOI aKTUBHOCTY M. tibialis
anterior, aHTaroHNUCTE M. soleus, Ha pOHE BbIBEIIVBA-
HIA C IIOMOIIbI0 TEHOTOMMM IT03BOJIAJIO IIPEOTBPATUTh
yBeJudeHue A0JM BOJIOKOH OBICTPOTO TUIIA B KaM0aJio-
BIUIHO MbIIe KpbIchl [57]. MoskHO cebe mpecTaBuUTh,
4TO IPU I'PaBUTAIMOHHON pasrpys3Ke aKTMUBaIUA M.
tibialis anterior [58] niau yMmeHbIlIeHNE UHTEHCUBHOCTHU
BO30YKIAIOIINX CTPUOIAJIINAAPHBIX BJIMAHNI [56] 00y-
CJIOBJIMBAIOT CHIKEHVIE VMITYJIbCHO aKTUBHOCTY «MeJ-
JIEHHBIX» OIBUTATEJIbHBIX eIMHUII M. Soleus 11 TeM caMbIM
MIPUBOAAT K U3MEHEHNIO MMO3MHOBOrO (DEHOTUIIA ee BO-
JIOKOH.

O pyroi runmoreTndecKuil Helpodu3mMoIormiecKrmii
MeXaHNM3M MHaKTUBAIMY JBUTATEJIbHBIX eIVIHNI] M. SO-
leus B yCJIOBUAX MUKPOTPaBUTAIUN 00CYKIAETCA B CBA-
311 C U3yUEeHMEM MBbIIIeYHbIX 3(PEKTOB BeCTUOYIAPHOM
neadpdeperTarmm }KUBOTHBIX. C 9TOM I1eJIbI0 OBLIIM ITPO-
BeJIEHBI ONBITHI C eaddepeHTaleil BeCTuOyIAPHbIX

58| ACTANATURAE| TOM 8 Ne4 (31) 2016

Puc. 6. MeTop, BbiBeluMBaHus Kpbic no MnbuHy—HosmkoBy
B moandmkaumm Morey-Holton

PeIenTopoB ¢ IIOMOIIBIO MHBbEeKIUY apceHnaTa [59].
Ilocne mecaYHON aganTaluy KpbIC K BeCTUOYIAPHON
neacpdepenTaiuu B m. soleus Hab0ga M yMEeHbIIIEHNE
JIOJIV BOJIOKOH, 9Kcrpeccupyrommx TITM I3, u rurormanmn
VX TIOTIEPEeYHOTO CeYeHN s, a TaKKe yBeJndeHye JOJIN
BOJIOKOH, DKCIIPECCUPYIONMX ObicTphle n30popMbl TITM.
IIpuBnexaer BHMMAaHMe BHEIIIHEE CXOACTBO OOHAPY KEH-
HOTO (peHOMeHa ¥ TpaHchopMalny MIO3MHOBOTO (PeHO-
TUa B KocMudeckoMm noJsere. OHM yKa3bIBAIOT HA BO3-
MOJKHOCTBH TOTO, YTO (PYHKIMOHAJbHbIE U3MEHEHUA
BecTuOYJIAPHOTO ammnapaTa B YCJIOBUAX HEBECOMOCTU
MOTYT CIIOCOOCTBOBATH IBMEHEHNIO XapaKTepa dDKCIIpec-
CUM MMO3MHOBBIX 130(popM. OTa TOUKA 3PEHUA JOCTa-
TOYHO yA3BMMa. Bo-1iepBbIX, TpaHnchopMana MIO3u-
HOBOrO (PEHOTUIIA B MeJIJIEHHYIO CTOPOHY HabJironaeTcs
¥ B Ha3eMHBIX MOJEJAX HEBECOMOCTH, KOorga (PYHKI[UA
BecTUOYJIAPHOro annaparta M3MeHeHa He3HAUYUTEIbHO
(cMm. BoIIIIE). BO-BTOPBIX, aHAJIOTMYHbIE VICCIEJOBAHNAA,
ITPOBEIeHHbIE C JICIIOJIb30BaHMEM XVPYPIUUECKO Be-
cTubysapuoil neadpdepentanun (J1abMPUHTIKTOMNIN),
IIPVBEJIM K IBMEHEHNAM IIPOTMBOIIOJIOKHOI HAaIIpaBJIeH-
HOCTY B M. soleus skMBOTHbIX. OOHAPY’KEH CABUT MIO3M-
HOBOT'O (peHOTHIIa M. Soleus B CTOPOHY YBEJMYEHUA TOJI
MeIJIEHHBIX BOJIOKOH [60, 61]. K coskasennto, mpuBegeH-
HBIMM IYOJIMKAIMAMIY MCUEPIILIBAIOTCA HAIIYM 3HAHUA
0 BeCTUOYJIAPHBIX BJANSHUAX HA MUO3MHOBBIV (DEHOTHUII
IIOCTYPaJbHOI MBIIIIEL. OUeBMTHO, BOIIPOCOB OCTAETCH
ropaszo 6oJibllie, YeM OTBETOB. JlasibHeIIne nccueno-
BaHMA IIOMOT'YT JIMKBUIVPOBATE OeJible IIATHA B BTON 00-
JIACTV 3HAHUA.

SKCNPECCHY MMO3MHOBbIX FTEHOB B YCJIOBUSX
rPABUTALLUOHHOM PA3IPY3KH

B nayvase 0630pa ckas3aHo, YTO UBMEHEHMA MUO3MHOBO-
ro peHOTMIIA IPU (PYHKIMOHAJILHOI pas3rpyske (disuse)
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OIIpeNleNIAI0TCA CHIMPKEHMEM DKCIIPECCUN M'eHa «MeJIeH-
HOV» n3ocpopmel TIIM n yBeamueHreM DKCIIPECCUN Te-
HOB «OBbICTPBIX» M30popM ([4] 1 1p.). VIHTEpecHO mpocie-
INTH 3a AMHAMMKOI BTOTO Ipolecca. Stevens 1 coaBT.
BIIEPBbIE IIOKA3aJM, YTO y)Ke Ha 4-e CyTKM BBbIBEIIN-
BaHUA y KpbIc Toponsl Wistar Haba0ma10Cch HEOOIL-
moe cHmvkenne cogepskanus MPHK TIIM I3, koTopoe
Ha 7-e CyTKU IpUHMMaeT (POPMY TEHIEHIMM M COCTaB-
asger npumepuo 20% [62]. Yuensim n3 University of
California, Irwin Ha KppIcax guHMM Sprague-Dowley
yZIaJioch OOHAPYIKUTH CTATUCTUYECKM 3HAYMMOE CHUI-
sxkenne MPHE TIIM If yxe nocye 24 4 BbIBEIIMBAHUSA
[63]. Ha kpbicax Wistar HaMM BBISABJIEHO 3HAYMMOE CHI-
sxenue comepskanmuda MPHK TITM If Ha 7-e cyTKU BbI-
BEIIMBAaHMA, OJHAKO HEKOTOPAadA TEHIAEHIMA K DTOMY
HabJsomasach yke Ha 3-u cyTku [64] (puc. 7A). Takum
obpasoM, BO Bcex dTuUX paboTax IIOKa3aHO CHUMKEHUe
srcnpeccny MPHE meniieHHO 1130(00pPMBI TAMKEIBIX 11e-
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Puc. 7. OuHamu-
Ka aKcnpeccum
MPHK u1zodopm
TUM B m. soleus
KPbICbI B yCMOBMSIX
pazrpy3ku (Bbi-
BeLumBaHms) [64]
HS3 — 3 cyTok
BbIBELLMBAHMS,
HS7 — 7 cyTok
BbIBELUMBAHMS,
HS14 —14 cyTok
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[aHHble nony-
YeHbl METOR,OM
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I1elt MMO3MHA, OJHAKO CKOPOCTD 3TOTO IIpoliecca Bapbu-
PYyeT B pasHbIX uccyeoBaHNAX. OTMedeH TakKe paHHUI
U CYILIECTBEHHBIN POCT comepskanua B Mbine MPHE,
KOOUPYIOIINX M30(POPMbI TAMKEJBIX Ilellell MIO3MHA
IIBu I1d /x (puc. 7B,I'). VIuTepecHo, uTo 1tocyie 3—4 CyTOK
BBIBEIINBAHUA B ITyJIaX OTEJIbHBIX BOJIOKOH He HAXOJAT
HJ OJHOTO «YMCTO» MeJJIEHHOI'O BOJIOKHA, T.€. B KasKJIOM
BOJIOKHE mujeT mocternennoe damerrnenne TIIM If nzo-
dopmamu 6bICTPBIX TUNIOB [65]. Ilo HaIMM JaHHBIM, M-
Hamuka comepskanusa MPHE TIIM ITIA [66] oranyaeTr-
cs1 kak ot auHamuiky MPHE TITM I8, rak u TIIM IId/x
u IIB. ¥Yxe nocJie 3 CyTOK BBIBEIUVBAHUA COLEpPIKaHYIE
MPHEK TIIM IIA neMOHCTpUPYeET CHMUIKEHME, KOTOPOoe
apoposkaerca no 7 cytok. Comepsxkanme mPHE TITM
ITA mocye 14 cyTOK BbIBEIIVBAHISA OKa3bIBAETCA CTOJb
BBICOKUM, UTO He OTJIMYaeTCsA OT KOHTPOJbHBIX 3HaUe-
uuit (puc. 75). VITar, n3MeHeHnAM MMO3VHOBOTO (DEHO-
TUIIA TIPU IPABUTALVIOHHON pas3rpy3Ke NPeaIlecTByeT

TOM 8 Ne4 (31) 2016 | ACTA NATURAE |59



OB30OPHI

n3MeHeHMe narrepHa skcrapeccun MPHE, kogupyrommx
cootBeTcTBY!OIE n30dopmbl TITM, moaToMy 1oMck Mo-
JIEKYJIAPHBIX MEXaHM3MOB TPaHC(OPMaIY MIO3MHOBO-
ro peHOTHMIIA B OOJIBIIION CTEIIEHY CBOAUTCH K M3YUEHNIO
MeXaHMU3MOB PeryJaluy dKCIPEeCCUy MIO3VHOBBIX Te-
HOB.

MOIJIEKY IPHbLIE MEXAHMU3MbI PETY NAUNUH
SKCMNPECCUM FTEHOB U3OMOPM TSXKENbIX LLEMEA
MMO3UHA B MOCTYPAJIbHOM MbILLLLE B YCJIOBUAX
PA3IPY3KH
MexaHMU3MBI cIBUTa BKCIIpeccun reHoB nsodopm TITM
B OBICTPYIO CTOPOHY OCTAIOTCHA B 3HAUUTEJBHON CTeIIeHN
HeuzydeHHbIMMU. IIpu ucciienoBaHMM POJIV CUTHAJIBHOM
cuctemsl kagabiyHelipyH/NFATcl Ha doHe rpaBuTa-
IIMOHHO Pa3rpy3KM o0HAPYIKEHO, YTO Yyepes3 14 cyTok
BeIBemuBaHMA KpbIc 1o Morey-Holton HaOmonaercsa
uHTeHCcUBHBIN TpaHcnopT NFATcl B agpa BOJIOKOH M.
soleus [67]. Oguako cogepsxanne NFATcl B MmuoAgpax
MBIIILT YeJoBeKa 1octie 60 cyTOK ITOCTeJIbHOM TUIIOKMHE -
31U CYHIIECTBEHHO yMeHbIleHO [68]. Hamuio asHoe mpo-
THUBOpeYle 3TUX JaHHBIX MesKay coboii. Borrpoc 06 nH-
TeHcuBHOCcTU uMmnopta NFAT B anpo npu pasrpyske
ocTaeTrcsa HesacHBIM. C ICIIOJIb30BaHMEM IIMKJIOCIIOPMHA
A, marubnuropa nedpocdopnummporannsg NFATcl [69, 70],
B Hatet Jabopartopun u B jabopatopunu K.M. Baldwin
6b1710 TTOKaB3aHo, uTo 3Kcnpeccusa MPHK TIIM menien-
HOTO TUIIa IIPY JeJICTBUM LIMKJIOCIIOPpUHA A, MHIMOUTOpa
KaJIbIVHEPYHA, Ha (DOHe BBIBEIIMBAHNSA ellle 00JIbIlle
CHII)KaeTCcsd. OTO YKa3bIBaeT HA BO3MOYKHYIO KOMIIEH-
CaTOPHYIO (DYHKIMIO HTOTO CUTHAJILHOTO IIyTH IIPU pas3-
rpy3ske. IIpu 5TOM pas3anymusa MeKIy MHTEHCUBHOCTBHIO
camreHnsa skcnpeccun MPHRK TIITM menJsieHHOro Tuma
IIPpY PasTPy3Ke U B TeX Ke yCJOBUAX, HO IIPU BBEIEHNUU
OMKJIOCIIOPMHA A, HEBEJVKY, XOTb ¥ CTATUCTUYECKN
3Ha4MMbL. CXOZICTBO aMIINTYAbI U3MEHEHNII B 3TOM DKC-
IIepUMeHTe YKa3bIBaeT Ha TO, YTO CHUIKEHIE DKCIIpec-
cyy TIIM MeJyIeHHOTO THIIA TP PasTpPy3Ke B OOJIBILION
CcTeIeHM 00yCJIOBJIEHO MHIMOMPOBaHNEM CUTHAJIBHOTO
oyt KasabiyHeipua/NFATcl.

TpaHchopManua B CTOPOHY OBICTPOTO (PeHOTUIIA
He IIPOVICXOANUT IIPY BbIBEIIVBAHUI MBIIIEN ¢ HOKayTOM
o obeum yburBuTuHIMrazam cemeiicrea MuRf [71].
ITosromy MuRf-3aBucumasn sxcrnpeccusa Kajgbcapiu-
Ha-2, BO3MOSKHO, ABJIAETCA BasKHBIM DJIEMEeHTOM, 0be-
CIIEYVBAIOIIVIM CTA0MIM3AINI0 OBICTPOrO0 MIUO3MHOBOTO
denOTHMIIA TPU NEVICTBUM IUIIOTETUYECKUX MEXaHU3-
MOB, KOMIIEHCATOPHO HaIllpaBJEHHBIX Ha COXPaHEHUe
«MenJIeHHOr0o» peHoTuria. Hamu Briepebie 00HApPYIKeE-
Ha crienmpuyHaa JJ1A 130POPM IMHAMUKA DKCIPECCUN
MPHEK kaJsibcapIHOB B X0Jle MOJeJINPyeMOli TpaBuUTa-
LIVIOHHOM pas3rpy3ku (puc. 8) [66]. Ha 3-u cyTKu BeIBel-
BaHIA YPOBEHB BKCIIPeCcCUM KasbcapiHa-1 OBl TakuM
’Ke, KaK B KOHTPOJIE, 3aTeM CHIIKAJICA BILJIOTH 10 14 cy-
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ToK. Y poBeHb MPHR kasbcapimaa-2 ysxe Ha 3-1 CyTKU
ObL B 2 pasa BbIllle, YeM B KOHTPOJIE, M IIPOIOJIMKAJT pa-
¢ty 70 14 cyTOK.

C y4eToM Kak OIIyOJIMKOBAHHBIX, TAK ¥ COOCTBEHHBIX
JIaHHBIX MOYKHO IIPEJIIOJIOMKNUTE, YTO B TOI YaCTU BOJIO-
KOH, KOTOpas CONEPIKUT 3HAUNUTEJIbHYIO JOJII0 ObICTPBIX
nzodopm TIIM, noBbIIIeHNEe SKCIIPECCUN KaJIbCapIN-
Ha-2 IPUBOAUT K IIPEeJOTBPAIIEHNI0 KOMIIEHCATOPHO-
IO yCUJIEHUA KAJbIMHEPYHOBOTO IIyTY ¥ TEM CaAMbIM
K cTabuamsanum ObICTPOro (peHOTUIa B HUX. B npyrux
BOJIOKHAX (IIPEUMYIIECTBEHHO MeJIeHHbIX) CHUYKEHIE
SKCIIpecCun KaJibcapimHa-1 MOKeT MHTEeHCUPUIUPO-
BaTb KaJIbI[MHEPMHOBBIN IIyTh ¥ TEM CAMBIM CTa0MIIN-
31POBATh UX MeIJIeHHbIN (peHOTUI. TakuM oOpas3omM,
K 7-M cyTKaM (pOpMUPYIOTCA yCTONYNUBBIE IIOIIYJIALINN
MeOJIEeHHBIX 6bICprIX BOJIOKOH IIPU CYII€CTBEHHOM
CIIBUTE B CTOPOHY BOJIOKOH OBbICTpOro Tuia. Kpome toro,
HaM yJZaJioch OOHAPYIKUTH CTATUCTUYECKY 3HAYUMMOE
yBeanuenue cogeps:xkanusa MuRF-1 u MuRF-2 B anep-
HOJI (ppaKLyy roMoreHaTa m. soleus mocJse 3 CyTOK BbI-
BEILINMBaHNUA, T.e. MMEHHO B TOT IIePMOJ BpEMEHN, KOTia
YBeJMUMBAETCHA DKCIpeccusd KajbcapiuHa-2 [66]. Oror
¢eHOMeH BMecTe ¢ dpdpeKkTaMy HoKayTa reHoB murf [11]
II03BOJIAET IPEIIOJIOMKUTb CYLIeCTBOBAHME TPUUNHHO-
CJIeICTBEHHO cBA3M MesKay TpaHcaokanueir MuRF-1
u MuRF-2 B anpa Ha HavaJbHOM 3Tale Pas3TpPy3KU
U YCUJIEHMEM BKCIIPeCcCu KajabcapiinHa-2.

Bo3MmoskHO, 9TO B 3TMUX Ipolleccax BaKHYIO POJIb
UTPaeT «AeIOHMPOBaHNME» KaJIbCapPLMHA B CTPYKType
a-akTuHUHA-2. B Hamein mabopaTopunu o0HAPYIKEHO
CHIKEHNe COJIePsKaHusA O-aKTMHNHA-2 B IIpobax soleus
KPBICHI ITIOCJIE€ BBIBEIIIMBAHUA KPBIC B TeUYeHYE 7 CYTOK
[72]. ITosTOMY MOKHO IpeACTaBUTEL cebe 0cBODOKIeHIE
CBABAHHOI'O KaJbCapliMHa-2 BCJEACTBIE Nerpaganun
O-aKTHHJHA-2 B YCJIOBUAX MOJEJNPYeMOl rpaBuTa-
LIMOHHO pas3rpys3ku. Jlerpagaimio UTOCKeJIeTa B yC-
JIOBUAX Pas3TPy3KM OOBIYHO ITPUIIMCHIBAIOT KAJbIII-
3aBYICYMBIM IMCTEMHOBBLIM IIPOTea3aM — KaJIbIIaMHAaM.
ITosTomMy MHTEpECHO, YTO IIPY MOBLIIIIEHHON HKCIIPECCUN
KaJIbIIaCTaTVHA, DH/IOTeHHOTO MHIMOMUTOpa KaJIbIIalHOB,
Y BBIBEILIIEHHBIX MBIIIIE) He IIPOMCXOAUT TpaHcdopMa-
MY MMO3VHOBOTO (peHOTUIa B OBICTPYIO CTOPOHY [73].
OrcyTrcTBUe TpaHCOPMAMY Y TAKUX MBI MOYKeT
CBUJIETEJBCTBOBATD O TOM, UTO aKTUBALMA KaJbIIaVHOB
MOKeT ObITh ONHMM U3 (PaKTOPOB, CIIOCOOCTBYIOIINX
TpaHchOpManMy MMO3MHOBOro (peHOTHUNIA IIPU pas-
rpy3ske. IIoCKONBKY aKTMBALVIIO KaJIBIIAMHOB IIPY I'pa-
BUTAIMOHHOJ pasTrpy3Ke CBA3LIBAIOT C HAKOIJIEHMEM
JMIOHOB KaJIbLIVA B MMuoIasMe [74—76], To caenyeT oxxu-
JlaTh, 9YTO OJIOKMpPOBaHME IIOCTYILJIEHN MOHOB KaJIbIVA
B BOJIOKHO IIPM MCIIOJb30BaHUM HU(PEIUIINHA Ha (PoHE
IPaBUTALMOHHON Pa3rpy3Ky IIPpUBeNeT K CHUMKEHUIO
aKTUBHOCTY KaJbIIaMHOB U MeHee BBIPa’KeHHO He-
rpajauuy OMTOCKeJeTHhIX OeskoB. IIpu sTom nmerpa-
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Hble Momny4YeHbl METOAOM KOMMYECTBEHHOM NONMMEPA3HOM LLeMHOM PeaKLMM B peanbHOM BPEMEHM U METOOM BECTEPH-

6noTtuHra (TpeTtui rpadmk)

Januusa O-aKTUHUHA-2 OKasKeTCA He CTOJb IIyOOKOIL,
KaK IIPY BBIBEIIMBAHNUY 0€3 JIOIIOJIHUTEIbHBIX BO3eli-
CTBUIL, ¥ Jel0 KaJbCapIlifHa OCTaHeTCs IIOJIHBIM. B aToM
cayuae cHmkeHne skcnpeccun TIITM If 6ygmet mosiHO-
CTBIO MJIM YaCTUYHO IIpeIoTBpalleHo. B noaTeepsxnenne
9TOJ IMIOTEe3bl HAMY yCTaHOBJEHO, YTO IIPU XPOHUYEe-
CKOM BBeJIeHIM HU(PEIUITHA HEe ITPOMCXOIUT TPaHCOp-
MAalli MBIIIIEYHBIX BOJIOKOH M. Soleus KPbIChI IIPY BhIBe-
myBaHu [77]. OnHAKO MEXaHN3MbI y4aCTIA KaJIbIIaHOB
B peryaanuu sKcipeccuyt TIIM m3y4ueHb! HeJOCTaTOTHO.

B 2015 rony B onbITax C BhIBEHIMBAHMEM KPbIC HAM
yIaJioch HaOJMI0JAaTh aKTUBANMIO (T.e. YMEHbIIIeHEe He-
raTUBHOTO (pOCOPUINPOBAHUA) OPYTOr0 DHIOTEH-
HOT'O MHIMOUTOpPa CUTHAJBLHOTO IYTHU KaJbIIMHENPUH/

NFATcl — kunass! ramukorencuarassl GSK-3f3, koro-
pas Opu OTCYTCTBUY HETaTUBHOIO (POCHOPUINPOBAHNUA
docopunnupyer NFATcl 1 cnocobCTByeT ero SKCIop-
Ty u3 anpa [66]. AKTUBHOCTE 3TOro (pepMeHTa MOKET
OBITH ITOJABJIEHA TPV BHICOKOM COJEPSKaHUM OKCHUIA
a30Ta B BOJIOKHE, KOTOPBIN JelICTByeT depe3 ryaHuUJaT-
LMKJIa3HbI MexauuaM [78]. Hamu panee 6b1310 ToKa3a-
HO, YTO IIPY T'PaBUTAIMOHHON pa3rpys3Ke colepsKaHue
OKCHia a30Ta B M. soleus KPbIChl 3HAUUTEJIbHO CHIYKEHO
[79]. IIpn aToM BBegeHne L-apruamua, IOBBIIIAIOIIETO
IIPOAYKIIVIO OKCHJIA a30Ta, IPeJOTBPAIIlAJO0 CHIKEHYIE
copepsxanusa MPHEK TIIM If. Ilo-BuguMomy, CHUKEHIE
CoZlepsKaHNsA OKCHJA a30Ta B BOJIOKHE B YCJIOBUAX pa3-
IPY3KM MOKHO pacCMaTpPUBaTh Kak OIMH U3 (PAKTOPOB
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crabumsanuy ObICTPOTO (PeHOTHUIIA, KOTOPBIN IeICTBY -
et uepe3 GSK-30.

Salanova u coaBT. [68] cBA3BIBAIOT CHMKEHE MHTEH-
cuBHocTy ummnopta NFATcl B Mmuoanpa npu pyHKIU-
OHAJIBHOM pas3rpy3Ke C [elCTBUEM APYyroro MexaHmus3-
Ma: C YMEHBIIIeHMEM DKCIIpecCuy KapKacHOTo DeJka
Homer-1, koropoe Habsomamocs B m. soleus u m. vastus
lateralis yesmoBeKa mocJjie OINTEIbHON IOCTEJBHOM TH-
nokuHesun. B aToit pabore pyukuua Homer-1 onuca-
Ha Kak (PYHKIMA KapKacHOro obecriedeHnsa cOMMMKeHNs
¥ B3aumogieiicTBuA KasbruHelipuHa 1 NFATcl B mocT-
CUHAIITUYECKOI 30He 1 B 30He Z-avcka. MexaHu3MbI pe-
IyJIALAY DKCIIPECCUY DTOTO DeJIKa He YCTAaHOBJIEHBL.

O posy COOTHOUIEHNA MaKpPOIPrudecKnux pocdaToB
B KOHTPOJIE MIO3VHOBOTO (PEeHOTUIIA B YCJIOBUAX Pas-
IPY3KM MOYKHO CYAUTD JIMIIIb B TOM CJIydae, eCJii Ha TOM
I MTHOM BTalle Ipoliecca HabJironaeTesa 3HAYMMOe U3-
MeHEeHMe 3TOT0 COOTHOIIeHN . JelicTBUTENIbHO, B PaH-
Hux paborax rpynnsl Ohira oOHapyskeHO, 4TO mocje
10-cyTo4HOTO BBEIBEIIMBAHMUA KPBIC NelICTBUTEJbHO
TOBBIIIIAETCA YPOBEHb KpeaTuHdocdarTa B m. soleus
[80]. OkaszaJsiock, 4TO CHMUIKEHME YPOBH:A pocdopu-
JIVIPOBAHHBIX MaKpPO3PIuUueckux pocdaToB Ipyu BBe-
OeHun P-ryaHMIMHIPONMOHOBOM KMUCJOTHI IPEAOT-
BpaljaeT TpaHchopMalnio MUO3UHOBOTO (pPeHOTUIIA
B OBICTPYIO CTOPOHY y BBIBEHIIEHHBIX KVBOTHBIX [81].
VIzBecTHO, UTO HeiicTBME XPOHMUYUECKOTO BBEIIEHUA
B-ryaHMAMHIPONMOHOBOM KIUCJIOTHL PeaIn3yeTcsa de-
pe3 AMIIK-3aBucuMbIe CUTHAJIbHBIE MeXaHU3MEI [82].
Kak mensaerca akrusaocts AMIIK B ycioBuax pas-
IPpy3KM He ObLJIO M3BECTHO A0 HeJaBHETO0 BpPeMEeHI.
PesyabraTe! 1Byx paboT B 8T0I 00s1aCTY ABHO IPOTUBO-
peuat npyr npyry [83, 84]. B Hameii jabopatopuu mo-
Ka3aHo, YTO IIPY TPaBUTAIMOHHON Pa3rpy3Ke C UCII0JIb-
30BaHIMEM KJIACCUYECKON MOJeJN «CYyXO0W» MMMepCUn
B Te4eHIe 3 CYTOK B m. soleus dejoBeKa HabJsromaer-
ca rayboKkoe CHUIKeHMe YPOBHA (PoCcopuIMpoOBaHNUsA
AMIIK [85]. IIpenmosiararor, 4TO OCHOBHBIM MeXaHU3-
moM BanaauA AMIIK Ha 3Kcnpeccuio reHOB ABJIAETCA
docopunmpoBanne/gedocopuanpoBaHIE MOJIEKYJT
HDAC. MoskHO IpeqIosoKNUThb, YTO UX AelicTBue (Ie-
aneTUIMpoBaHMe TUCTOHA H3 ¥ TpaHCKPUILIMOHHOIO
daxTopa MEF-2) 1o&HO IPOABIATHCA B YCIOBUAX MO-
JeJnpyeMoli TpaBUTAalMIOHHON pas3rpy3ku. VI nericTBu-
TeJIbHO, IIPM BBIBEIINMBAHUN KPBIC IIOBBIIIAETCA alle-
TuanpoBaHue ructoa H3 B JloKkyce reHOB «OBICTPBIX »
nzodopm MmruosuHa [86]. CoBceM HetaBHO 00HAPYIKIIIN,
4TO NIPMU AecTBUM Kjaaccudeckoro nHruburopa HDAC
Ha (pOHe BBIBEIIVBAHNA KPBIC B M. Soleus BOJIOKHA MeJ-
JIEHHOTO THUIIa He TpaHcopMupyoTcs B ObicTpeie [87].

B ycioBuax pasrpysku MOOyIMpPYyeTCA U MeXaHU3M
MukpoPHK-3aBucuMOll peryaanmum sKCIpeccuy Muo3m-
HOBOro reHa (cMm. «BBenenmne»). B kamM06a10BUIHOI MbIIII-
IIe KPbIC IIPY BBIBEIINBAHNUY CHUKAETCA DKCIIPEeCCUsa
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MuUKpoPHK miR-499 1 miR-208b, a 3HaunT, BO3HMKA-
IOT yCJIOBUA AJiA paboThl crierudnuiaeckux 0J0OKaTOPOB
mpoMoTopa reHa myh7, T.e. AJIA CHUMKEHNUA DKCIPECCUN
MeJIeHHOTO Myo3uHa [25]. C 3TuMM JaHHBIMU COIJIACY-
I0TCA U pe3yJsbTaTel rpynie! Tsika, cBumeTe bCcTBYyI0-
1Y€ O IIOBBIIIIEHNY DKCIIpeccuy 6II0KaTOPOB IPOMOTOpa
rega myh7, Pur-a, Pur-f u SP3 u ux cBa3biBaHUM CO
crienpMIECKMIMY caiiTaMy Ha IIPOMOTOPE B YCIOBUAX
BeIBemmBaHuA [88, 89]. Ty nporeccer MoryT ObITH pe-
3yJIbTATOM CHIKEHUA dKcrpeccuu reHa myh7b u miR-
499. O dpusnosornyecKnx peryaaTopax crenmuduaeckmnx
6J10KaTOPOB BKCIpeccun reHa Myh7 U peryaaToOpHbIX
miR-499 n miR-208b nsBecTHO MaJIO.

ITpuBeneHHbIe B 0030p€e HaHHBIE O PETYJIAINN dKC-
npeccun reHa myhv, IOKa3bIBaIOT, YTO, HECMOTPS HA M3-
ydeHle MOJIEKYJIAPHBIX MeXaHIU3MOB, OIIpeIe AN
CHIUKEHMEe dKcIpeccuy MenjeHHon nsogopmsr TITM
B YCJIOBUAX I'PABUTALVIOHHOM Pas3rpys3Ky, COCTABUTH
LIeJIOCTHYIO KaPTUHY O paboTe 5TUX MeXaHM3MOB IIOKa
He ynaeTcda. Mo»XHO npefrnosaraTb, YTo PyHKIMOHN-
pOBaHME CJIOYKHOI CHCTEMBI DHIOTE€HHBIX MHIMOUTOPOB
curHaJibHOTO Iy T KasbiHelipna/NFATcel nanpaie-
HO Ha IIpeoJi0JIeHyIe KOMIIEHCATOPHBIX OTBETOB MBIIIIITHI
u crabunmnsanuio 6eicTporo peHoTumna. B To ke BpeMa
HEU3BECTHO, KaKle BIIMTeHOMHBIE IIPOLeCChl 3allyCKaloT
IIpoIecC MHAKTMBALMY reHa myh7 1 CHUYKeHNA DKCIIpec-
cun MengeHHoi n3dodopmbl TIIM Ha caMoil HaYaJIbHOM
cTaIuy TPaBUTAIMOHHONM Pasrpys3KM B TeUYeHNe IIEPBBIX
24 4.

Emie meHbIlle U3BECTHO O TOM, KaKle MeXaHU3MBbI
CTUMYJIMPYIOT PaboTy MPOMOTOPOB Ir'eHOB «OBICTPBIX»
nzodopm TIIM. ITpenmosararmT, YTO B OTCYTCTBME CTU-
MYJIATOPOB «MeaJieHHOW» nsoopmbr TIIM cBA3bIBa-
Hue JHK ¢ TpaHCKpUNIIMOHHBIM peryJssaTopom MyoD
yCUJIMBaET DKCIIPECCHUI0 TeHOB «ObICTPOro» MMO3MHA
[90]. IIpu aTOM y BBIBENIEHHBIX KMBOTHBIX C HOKAYTOM
MyoD ne mpoucxoaut TpaHcopManuu B OBICTPYIO
cTopory [91]. OTOT paKT mO3BOJAET IPEAIOTIOKNUTD,
uTo MyoD cyIiecTBeHHO BJMsAET Ha DKCIIPECCUIO TeHOB
6bicTpeIxX n3odopm TIIM npu rpaBUTaLMOHHON pas3-
rpyske. JIHTepecHO, YTO CTUMYJMPYIOIIEE JelicCTBUE
MyoD Ha sxcmpeccuio «ObICTPBIX» M30POPM MMO3MHA
uurubupyerca NFATcl [92]. Ipyroit MmexaHU3M pe-
LUUIPOKHOM Peryanuy xapakTepeH AJiA DKCIIpeccun
TIIM IIA, c oguoit cropounsl, u IId/x u IIB, ¢ gpyroii.
OOHapyKEeHO, YTO IIPY CIIMHAJBHONM M30JIAIN BKCIIpec-
cua TIIM IIA camekaercsa, a TIIM IId/x moBbimiaercs
[93]. AHastornuHEIl (peHOMEH MbI HAOJIIOAAIN HA paHHeN
CTaauy IPaBUTAIMOHHON Pas3TPy3KM B DKCIIEPUMeHTax
C BbIBeHIMBaHUMEM KpbIc [66]. YcTaHOBIIEHO, YTO Cpa-
3y 3a rerom TIIM ITA pacnoJsiaraercs IpoMOTOp reHa
TIIM IId/x, TpaHCKPUOIIMA C KOTOPOT'O OCYII[eCTBJIA-
eTcd B ABYX HallpaBJeHUAX. TPaHCKPUIILINA CO CMBIC-
JIOBOJ I[eIM 3aIlyCcKaeT TpaHCKpuIiuio resa 1Ix, ¢ kom-
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IJIeMEeHTaPHO [[eNy CUHTEe3UPYyeTCsa aHTUCMbICIIOBAA
PHEK, rotopasa npuBoaut k paspymenno MPHRK TITM
IIA [93]. Takum 06paszoM, aKTUBAINA DKCIPECCHUM TeHa
«BBICTPOII» 130()OPMBI MMO3MHA BbI3BIBAET CHUKEHVIE
srcrpeccuy reHa TIIM ITA.

3AKJFOYEHME

Perynanusa skcnpeccuyt MMO3MHOBBIX TeHOB MHTEHCHB-
HO M3y4aeTcs B HaCToAllee BpeMs, OQHAKO sCHOe IIpejl-
cTaBJIEHE O JaBHO M3BECTHOM VI HEPas3TraJaHHOM JI0 CUX
rop peHOMeHe N3MEeHEHNA XapaKTepa S9KCIIPECCUN ITUX
TeHOB B YCJIOBUAX I'PaBUTALMOHHON Pa3rpy3KM OTCYT-
cTByeT. OTBeTBI Ha OCHOBHBbIE BOIIPOCHI, Kacarollyuecs
omnmchIBaeMoro peHOMeHa, AOJIPKHBI OBITh MOJYyUeHbI
B OJmvpkariiem Oy nymieM. AJanTBHOE 3HaAUYEHMe TPaHC-
bopMany MBIIIEYHBIX BOJIOKOH B YCJIOBUAX I'PAaBUTA-
LIJIOHHOW pas3rpys3Ky B MHOTOYVICJIEHHBIX ITyOJIMKAIIAXK,
CBA3aHHBIX C 9TOI IIpobJseMolt, He 3aTparusaercd. B yc-
JIOBMAX T'MIIOTPABUTALNM «OTKJIIOYAIOTCA» NIperMyIIe-
CTBEHHO IIOCTYyPaJbHble SKCTEH30PBI, IIpeXK e BCETO M.
soleus, a B Hell — BOJIOKHA, 3KCIIPECCUPYIOIINE MeAJIEH-
uyio nzodopmy TIIM n, ciaenoBaTesbHO, peau3yoIe
MeJJIeHHBIV «TOHMYEeCKUN» PekUM COKpaTUTeJIbHON!
aKTUBHOCTHU. JI3MeHeHNe xapaKTepa IOCTYpPaJIbHBIX
CYHEPTUII B YCJIOBUAX PeaJIbHOM M MOJEJINPYyEMOil He-
BECOMOCTM NPUBOAUT K YCTPAHEHUIO «TOHUYECKOTO»
KOMIIOHEHTa ABUraTesJbHo pyHKruyn. ITosTomy caBur
MMO3VHOBOTO (PEHOTUIIA B OBICTPYIO CTOPOHY MOXKET
OBITH COCTaBHOJ YaCThIO TAKMX aJallTUBHBIX IIepPeCTpPO-
€K JBUTraTeJBHOIO alrapaTa MJIeKonuTanmux. JJpyroii
B3IJIA Ha aJalTUBHOE 3HadeHMe CABUTa MMO3MHOBO-
ro peHOTMUIIa OCHOBAH Ha MB3BECTHBIX Pa3JIMUMAX TPO-
pryecKknx MeXaHM3MOB, T.e. MEXaHU3MOB IIOAJepPIKa-

HUSA CTPYKTYPBI 1 MeTab0oJaM3Ma MBIIIEYHBIX BOJOKOH
MeJIJIEHHOTO ¥ OBICTPOro THIOB. B syeranTHoOI pabore
rpynmne!l Ohira [94] mokas3aHo, 4TO JeHepBalua M. SO-
leus y BbIBEIIEHHBIX KPBIC HE IPUBOIUT K HAPACTAHMIO
aTpoMUeCcKnX M3MEHEHN, T.e. K PeIYKINUN ILIIOIa N
[IOIIEPEYHOr0 CeYEeHMs BOJOKOH. [Ipu Tex ke yCIOBUAX
atpodusa m. plantaris 6pLyIa CyIIIeCTBEHHO MEHbIIIE, YEM
B m. soleus, HO ObLJIa HAMHOTO O0Jiee BhIPAKEHHO, eCJIn
MBIIIIIIa IIPY 9TOM €ellle U AeHepBUpoBajack. VI3 aToro
cJIeyeT, YTO HEMPOTPO(PUUEeCKIe HEMMITYJIbCHBIE BJIM-
AHNUA B OBICTPOM BOJIOKHE d3P(PeKTUBHO IpeoTBpalia-
I0OT MHTEHCVBHOE Pa3BUTME aTPO(PUUECKNX IIPOI[ECCOB.
OTa cTpaTerus He XapaKTepHa J1J1A BOJIOKOH MeJJIEHHOTO
THUIIA, HOAAEPIKAHNE CTPYKTYPBI KOTOPBIX II0JTHOCTHIO
OompeiessgeTcsa MHTEHCUBHOCTDIO U JUINTEJIbHOCTBIO CO-
KPaTUTEJIbHO AeaTebHOCTI. MOYKHO IPe o0 KUTh,
YTO TpaHC(OpPMaIA MUO3VHOBOTO (DEHOTHUIIA MeAJIEH-
HBIX BOJIOKOH, IIPEBpAaIaoIas uxX B ObICTPhIE, II03BO-
JIAET YBEeJUUUTDH KOJIUNIECTBO BOJIOKOH, COXPAHAIINX
06BbeM MIOUOPUIIIAPHOro anmnapaTta B yCJIOBUAX Oe3-
JleATeJbHOCTY 33 CYeT HeIPOTPO(PMUIECKX BINAHNA. @

A upe3svluatiHo npusHamenet caoemy Yuumento
U.B. Kosaosckou, 8 coemecmuol pabome
U 8 MBOPUECKOM OOWEHUU C KOMOPOU CPHOPMUPOBANCS
MOU uHmMepec K oocyaicdaemoti 30ech meme.
Xomenocs 6bL maxdHce 8bLPa3ums 06,4a200aPHOCND
C.A. Tvleanos8y 3a nomow,b 8 no020mosxe PYKonucu
K newamu.

Paboma noddepicara epanmom Poccutickozo HayuHO20
¢gponda Ne 14-15-00358.
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