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BBEJEHUWE

INpencraBiaeHns 0 MeXaHUKE MBI ObUIM 3a10-
XeHbl A. XuuioM emie B 1918 r. OH oxapakTepr3oBai
MeXaHUYECKYIO MOIE/Ib MBIIIIBI B BUAE TPEX KOMIIO-
HEHTOB COKPAaTUTEJILHOIO, IOCJIeI0BaTEIBHOTO
5JIACTUYECKOTO U IIapajuIeIbHOTO 3JIaCTUYECKOTO.
IMpenmnonarajiock, 4TO COKPATUTEIbHBIM BJEMEHT
CBOOOIHO PaCTSKUM, YIIPYTHil MOCJIeI0OBaTeIbHbIIA
BJIACTUYECKUI 3JIEMEHT pacTSATUBAETCS MPU Pa3BU-
TUU CUJIbI COKPATUTEIbHBIM 3JIEMEHTOM, a MIPU pac-
CJTA0JICHUM MBIIIIBI 3TOT XE 3JEMEHT BBITSTUBACT
COKpATUTEIbHBIN BIIEMEHT A0 MpexXHeil nuHbl. [1a-
pasUIeabHbIN 2J1aCTUYECKUIA 3JIEMEHT OepeT Ha cebs
Harpy3Ky B IIOKO€ 1 TeM CaMbIM OIIpeAesIsieT IJINHY
COKpAaTUTEJIBHOTO 3JIEMEHTA.

DTU TIpeacTaBlIeHUs ObLIA MOJTHOCTHIO ITOATBEP-
XKIEHBI OJ1d cepAedyHOil MBIIILBI [67] U MO3Xe I0-
IIOJIHEHBbI BBEIECHUEM BI3KOCTHOTO KOMIIOHEHTA,
KOTOPBbII TTO3BOJISIET MBIIIIIE MOCTEIIEHHO MPUCIIO-
cabnmuBaTbcd K HOBoOI mimHe. IlapanmenbHbIi 31a-
CTUYECKUI KOMIIOHEHT B CTPYKTYpE CepAc4YHOIl
MBI 00JIee YIIPYTUiA, YeM B CKEJICTHOMN MBIIIIIE,
5TO 3alIUIIACT €€ OT MepepacTSKEHUSI CAPKOMEPOB,
TEOPETUUYECKM BO3MOXHOIO IIPU U3OBITOUHOM MPU-
TOKEe KpOBU K cepauy. [leppoHayaabHO TyMaliu, 4TO
POJIb 371aCTUYECKUX KOMIIOHEHTOB BBITIOJHSIIOT 3J1a-
CTMHOBBIE M KOJIJJareHOBbIE OEJIKU, COCTaBJISIIOIINE
KapKac BHEKJIETOYHOro MaTpukca. OHM OIJIeTaloT
KapaIMOMMOLIUTEI, 00pa3ysl cBoeoOpa3Hbie hyTIISIPHI,
IJIe KJIETKN HE MOT'YT CMECTUThCS APYT OTHOCUTEIBHO
JIpyra, U CTaOUIIM3UPYIOT CTPYKTYpY Muokapaa. Om-
HAKO BJIACTUHOBBIC OEJIKU PaCTITUBAIOTCS TOJBKO
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MPH IENCTBUU JOCTATOYHO OOJILIIION CHUJIBI, a KOJIJIa-
TeHOBBIC OCJIKU MPAKTUYESCKN HEPACTSKUMBI.

CrenoBaTebHO, pacTsKeHUe BOJTOKOH MMOKap/a
B (pM3MOJIOTMYHOM OMAIla30HE BHEIIHEN Harpy3Ku
JIOJDKHO IIPOMCXOIUTh 3a CUYET ITapaUIeIbHOIO dJia-
CTMYECKOTO KOMIIOHEHTAa, PachoJO0XEHHOro Hero-
CPEICTBEHHO B KapAMOMHUOLIMTAaX, B YaCTHOCTHU, B
capkoMepax Muoduopmma. Takke Haaudme BSI3KUX
CBOMCTB, XapaKTePHBbIX 111 MUOKap/a, yKa3bIBaeT Ha
y4acTh€ B 3TOM KOMIIOHEHTE HEKUX OeJIKOBBIX
CTpyKTyp. HO MOMMMO aKTMHOBBIX M1 MHO3MHOBBIX
HUTEN, B3aUMOJEMCTBUE KOTOPBIX B XOO€ COKpallle-
HUS OBLJIO OTKPBITO OpUTaHCKMMU yaeHbIMU A. Hux-
ley, H. Huxley u J. Hanson 1 mojyuniao Ha3BaHUE
“Teopuu cKONAb3SIUX HUTei” (1954—1957), He ObLIO
U3BECTHO HaJIMYME OPYTrUX OENKOB, KOTOPbIE MOIJIN
OBI BBITIOJIHATh (DYHKIIMM IIOCIEI0BATEILHOIO U Ma-
paJIeJIbHOTO 3J1aCTUYECKUX KOMIIOHEHTOB.

B 1976 r. rpyrmmna SSmoOHCKUX OMOXUMHUKOB BO IIaBe
¢ Maruyama [56] uaeHTUGULIMPOBaia KPYITHBIN Ge-
JIOK, JIOKaJU30BaHHBIM B capKomepax Ipeumyllle-
CTBEHHO B n1ucKe I Mmexmy nruckom A u tuHueit Z. OH
ObLJT Ha3BaH KOHHEKTWMHOM, TMOCKOJbKY COEIUHSIET
KOHIIbl MMO3UHOBBIX BOJIOKOH C TpaHUIIE capKoMe-
pa U TeM caMbIM YIEp>XXMWBAET MUO3WUHOBBIE HUTU B
MOoCTOSTHHOM TiojioxkeHuu. Ero macca cocrabisiia
18% ot Bcex GenkoB MuoKapaa [57] u 6buta B 3 pa3a
OoJibllle, YeM B CKEJIETHBIX MbIlIax. Bckope rpymnmna
n3 Texaca [78], mpuMeHUB OPYTrOil METOM, TAKXKE BbI-
JIenaa JaHHBIN OeToK, HO 6e3 yITOMUHaHus 0 pabo-
Te Maruyama, 1 Ha3BaJja ero “TUTUH” 10 aHAJIOTUU C
rpedyeckuM “tutaH” (TpOMAaIHBINA), ITOCKOJBKY €TO
Macca (6osee 3 MJla) nemaet ero HaMOOJIBIITUM OeJI-
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Puc. 2. CrpykTypa u Jokanusaius u3ohopMm TUTUHA B capkoMepax cepiaeuHoit muiiisl [73]. U3odopma N2B cocrout u3
MPOKCUMAJILHOTO (ClIeBa) M AUCTAJIbHOIO (CIpaBa) cCeTMEHTOB, coocTBeHHO cerMeHTa N2B 1 kopotkoro PEVK cermenTa. B
ctpykType N2BA npucyTCTBYIOT Te e 2J1eMeHTbI, TosibKo KoninuectBo PEVK Gonblue u, kpome Toro, nodasyieHsl uzodopma
N2A, aHajorn4Hasi Toif, KOTopasi HaXOIUTCSI B CKEJICTHOM MBIIIIIEC, M BCTaBIieH (parMeHT Ig noMeHOB ¢ BapbupyeMbiM (12—
25) nx KonmyecTBoM. Mexmy nuzocdopMaMu MoKa3aHbl aHTUTEIA, UCIIOIb30BaHHBIE TSI MISHTU(PUKALIY OTAEIbHBIX CETMEH -

TOB MOJIEKYJIBI.

KOM B OpraHu3me MJieKonuTawiux. AnoHckue aB-
TOPHI MOKAa3aJ MASHTUYHOCTh 00oux OelKkoB [58],
YTO MOAYEPKMBAET UX MPUOPUTET, HO B CUIIYy OOJIb-
meit mutupyemoctu B CIIA HaszBaHue “TUTUH” YIIO-
MUHAJIOCh Yallle U TIpeBaIMpyeT B Hallle BpeMsl, XOTs
poJIK 3TOTO OejKa KOHEUHO JIyyllle OTBeUaeT TEPMUH
“KOHHEKTUH”.

KOHHEKTHUH/TUTHUH —
CTPYKTYPA 1 CBOUCTBA

KOHHEKTUH/TUTUH — 3TO TUTAHTCKUIA OeloK, ca-
MBbI1 OOJTBIIION U3 BCEX OEJIKOB B TeJIe MJIEKOITMTAlO-
mux. Ero MoyiekyssspHasi Macca B CKeJICTHBIX MBIIII-
1ax npesbiiaeT 3 M/la, B cepieqHoit MBIIIILIE 11O pa3-
HBIM JaHHBIM €ro Macca coctasiisieT ot 2.5 Ma [30]
10 3.5 Ma [51]. OcHOBHAas yacThb 3TOro OeIKa JIoKa-
JIn30BaHa B 1UcKe I, T.e. B TOIi CTpyKType capKoMepa,
KOTOpasl MOoABEpraercsl yMIMHCHUIO IIPU pPacCTsKe-
HMU MBIIIHI (puc. 1).

YCIEXU ®U3NOJTOTUYECKUX HAYK

CrpykTypa TUTHHA ObLia ycTaHoOBIIeHa B 1995 T.
[47]. benok pa3nmeneH Ha 3 cerMeHTa, IIPUYeM IBa U3
HUX SIBISIOTCS OOLIMMM B CKEJIETHON UM cepaedHOM
MBIIIIAX, HO Pa3NYaloTCsl MO HAJUYUI0 TPEThEero
cermeHTa. OOIIMEe cerMeHThl — 3TO 1) TocienoBa-
TeJIbHO COEIMHEHHbIE UMMYHOTJIOOYIMH-TIOMO0OHbIE
noMmeHsI (Ig cerMeHTHI) 1 2) CErMEHT, COCTOSIIUI U3
OCTaTKOB MpOJIMHA, IIyTamMara, BajJMHa W JIM3MHA
(PEVK). TpeTuii cerMeHT B cKeJlIeTHOI MbIlie N2A,
a B CepJeYHOI MBIIIILIE — OpUTHHAIBbHBIN N2B 1 cme-
maHHblit N2BA cermeHTthl. [IprmepHasi cTpyKTypa
u3opopM B MUOKap/e MoKa3aHa Ha puc. 2.

CermeHnT N2A coctout u3 4 Ig nomenoB u 106
octatkoB PEVK yHuKambHOIT mociienoBaTeIbHOCTH.
B cepaeunoit meriie cerMmeHT N2B coctout u3 3 Ig
JIOMEHOB U 572 0oCTaTKOB YHUKaJIbHON ITOCJIeIOBa-
TEJILHOCTH, a €T0 pacTSLKUMBIi (DparMeHT BKJIIOYAeT
takke 37 Ig nomenoB u cermenT PEVK, conepxkanmii
163 ocraTka YHUKaJAbHOM ITOCIIEI0OBATEIbHOCTH.
Kom6umanposannast nzodpopma N2BA [15, 22] co-
Ne 2
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crout u3 cermeHToB PEVK ¢ 600—800 octatkamMu u
BapbUpPyEMbIM KoiudecTBoM Ig momeHoB (12—25),
KOTOpbBIC pa3AcisioTcs Ha IIPOKCUMAJIbHEIE (O113-
K¥e K IMHUU 7)) 1 TUCTajbHbIe (OIU3KUE K TUCKY A)
yyacTku [8]. bomnbinoe konnuectBo octatkoB PEVK a
Takxke Ig ToMeHOB MoBbIlIaeT Maccy uzodopmbl N2B
npuommsntenbHo 1o 3.0 MHa, a mirst m3odopMbl
N2BA — no 3.3—3.5 M]la. Pazuuiia o0ycioBieHa Ha-
JIM4reM OOJIbIIIETO KOJIMYeCcTBa Ig mOMeHOB M cer-
menTtoB PEVK [51]. B Mmoxkapme HOBOPOXKIEHHBIX
MPUCYTCTBYET U TpeThsl uzodopma FST (10—12), ona
MMeeT HauOOJIbIIMII pa3Mep — IPUOIM3UTEIBHO
3.6—3.8 MJla, NOCKOJIbKY COHEPKUT ellle OOoJIbllee
kosmmuectBo Ig nomeHoB u cermenToB PEVK.

Bce cerMeHTBHl B MUOKapje YIJIUHSIOTCS B pu-
3MOJIOTUYECKOM Juara3oHe IJIUHbI CapKOMEpPOB U
MOATOMY MOTYT pacCMaTpUBAaThCs KakK TPEXKOMITO-
HEHTHas MOJIEKyJIsIpHas mpyxuHa [53, 72], yaauHs-
olascs TMpU pacTsSKEeHWM M yKopauduBawllasics
Mpyu ycTpaHeHUU pacTskeHus. ClienoBaTelbHO,
yeM OoJiee YIIPyrou sBisieTcsl Mpy>KUHa, TeM 0O0Jb-
11Iee COMPOTHBJIEHWE OHA OKa3bIBaeT MpPU pacTsiKe-
HUU U TeM OOJIbllIe CXXMMAETCS MPU CHITUU HaIpsi-
JKeHUSI. A priori OUeBUIHO, UTO B CEPACYHOM MBIIIILIE
n30opMbl TUTUHA JOJKHBI OBbITH OoJiee ympyrue,
MOCKOJIbKY HYXXHO CTPOrO OTpaHUYMBATh CTENEHb
pacTtsixkeHus: capkoMepoB. Clie1oBaTelbHO, U30JIU-
pOBaHHbBIE KapAWOMHUOLMUTHI MOJDKHBI CXHUMAThCS
CWIbHEe TpU CHATWUM BHelIHed Harpy3ku. Ecre-
CTBEHHAasl UX JJIMHA COCTaBJIsIET OKoJio 1.85 MK, 4TO
COCTAaBIISIET OKOJI0 84% OT MITWHBI, TIPY KOTOPOi TOCTH -
racTcsl MakCuUMallbHasl cwia cokpamieHuid (2.2 MK).
Vrpyrocts TUTMHA B MUoOKapje 6osiee yeM B 20 pa3
MpEeBbIIIAeT TAKOBYIO B CKeJeTHOM Mbitiie [30].

Yopyroctb nzodopmel N2B, Kak ObLI0 TOKa3aHO
paHee, TOpasfo BbIlIE, YeM YIPYrocTb M30GOpMbI
N2BA. BT10 paznuuune o0yCIOBJIEHO HE TOJBKO pa3-
HBEIMA XapaKTepUCTUKaMU coOcTBeHHO N2B u
N2BA, 1o Taxke pasnmmumeM cermeHToB Ig m PEVK.
MN3odopma N2BA comepXuT B HECKOJILKO pa3 00J1b-
mee ynciio Ig momeHos, yeM nzodopma N2B; Takke
B nsodpopme N2BA MakcmMaiibHasI JJIMHA CETMEHTA
PEVK cocrasiisieT okosio 200 HM, B TO BpeMsI Kak B
n3zodopme N2B oHa cocTaBisier okoio 60 HM [29].
CootBeTcTBeHHO, uU30opmMa N2BA oxaswiBaeT
MEHbIIIee COMPOTUBJICHUE TIPU PACTSKEHUH, YTO Xa-
paKTEpPU3YET €€ MOBBIIIEHHYIO PACTSIKUMOCTD.

HanbHeiiliee M3ydeHWe CTPYKTYPhl TUTHUHA T103-
BOJIMJIO YCTAHOBUTbH XapaKTep CBSI3U MHO3UHOBBIX
Huteii ¢ quHueir Z. IlpemiaraeTcsd HalIudue IBYX
KOMITOHEHTOB MOJIEKY/Ibl B Aucke 1. OOuH U3 HUX,
mmmHOM okoio 0.1 MK, “3agKopmBaeT”’ MOJEKYJY B
JIMHUU Z., OH pacIiojiaraeTcst B4OJIb HUTEI aKTUHA, U
ero IINHA OCTAeTCs HEM3MEHHOI MpU pacTsSKeHUU
capkoMepa [27]. BTopoil KOMIIOHEHT CBSI3BIBacT
KOHIIBI MUO3WHOBBIX HUTEH C IIEPBHLIM KOMITOHEH-
TOM, TIpUYEM KaKask MUO3UHOBASI HUTh CBSI3BIBAET O
MOJIEKYJI TUTUHA [28]. DTO MO3BOJISIET yIEPKUBATh
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KOHIIBI MMO3MHOBBIX HATE Ha ITOCTOSIHHOM MECTE,
OTrpaHUYMBAsI IUCK A.

Taxxe B paboTe 3TO¥ Tpymmbl [74] ¢ TOMOIIBIO
crieunMpUIECKUX aHTUTET U MMMYHO3JIEKTPOHHOM
MUKPOCKOITMM OBbLIO BIIESPBEIC YCTAHOBJIEHO COCYIIIE-
CTBOBaHUE IBYX M30(hopM B omHOM capkomepe. I1pu
3TOM KaxIast u3 3TuxX u30dopM (PyHKIMOHUpOBAIA
CaMOCTOSITEJIbHO, BHE CBSI3U ¢ Apyroii. CBoiicTBa 1aH-
HOT'O capKoMepa 3aBHCEIN, TAKIUM 00pa3oM, OT COOT-
HoleHus n3ogopm. B OprubeM Muokape rpeoodiaga-
Jia uszopopma N2BA, a B KpbICHHOM MHUOKapae —
N2B.

CootHouieHue uzogpopm N2BA/N2B cuibHO Ba-
ppUpYET cpeoud cepael MieKomurammmx [15].
YV KpYIHBIX XUBOTHBIX, a TAKXKE y YeJIOBEKA OHO KO-
nmebmaetcs oT 80 : 20 mo 60 : 40, a y MeTKUX (KPBIC, MbI-
mreii) oHo ropasno Hrke (20 : 80). DTo 3BOIIOLIMOH-
HO 00YCJIOBJIEHO HE TOJILKO Pa3IUYHbIMU pa3MepaMu
cepliell, HO IaBHBIM 00pa30M 4acTOTOM MX COKpa-
IIEHU. Y KPYIMHBIX (KUBOTHBIX OCHOBHBIM KOMITOHEH-
TOM MUHYTHOTO 00beMa SIBJISIETCS yIapHbIA 00beM, KO-
TOPBI (POpMUPYyeTCs HA OCHOBE MOBBIILIEHHOTO pac-
TSDKEHUSI CapKOMEpPOB B JIMACToJie, TO3TOMY
MpeBaIupyeT MeHee yIpyras U 0oJjiee pacTskumast
uzodpopmMa N2BA. ¥V Menkux XUBOTHBIX TJIaBHBIM
KOMITOHEHTOM MMHYTHOI'O 0O0beMa SIBJSIETCSI BbICO-
Kas 4aCcToTa COKpallleHUM, TJIUTETbHOCTb 1UACTOJIHU -
YeCcKoil may3bl KOpOTKasi, 4YTO TpeOyeT ObICTPOro 3a-
BEpILEeHUsT pacciabiieHus], B KOTOPOM JOJKHA MpU-
HMUMaAaTh ydyacTue yrpyrast nsopopma N2B.

THUTUH U ITACCHUBHOE HAITPAXKEHUE
MUNOKAPIA

OueBungHO, 4TO OoJiee yrpyras mzodopma N2B
IOJDKHA OKa3bIBaTh OOJbIIIee CONPOTHUBIICHUE IIPU
pacTsKeHUM MUOKapAuaJbHBIX BOJIOKOH, YEM H30-
dopma N2BA. D10 memoHcTpupyet puc. 3 [72]. U3
pUCYHKa BUIHO, 4TO MMeHHO n3odopma N2B, nme-
IOIIAsICSl TOJIBKO B CEPACYHON MBIIIIIIE, CO3AaeT TO-
pasmo OoJjblllee COMPOTUBIICHUE IepepacTsKeHUIO
CapKOMEPOB, UYTO KpaifHe BasKHO IIJIsi COXpPAaHEHMST CO-
KpaTUTEJIbHOM (DYHKIIMY MUOKap/a.

B camoii nzodpopme N2B pacTssKMMOCTh CerMeH-
TOB CUJIbHO pasiuyaercsl. HaubGosiee pacTsSsKUMBbIMU
SIBJISTFOTCSI CETMEHTHI UIMMYHOITIOOYJIMHOBBIX JIOMEHOB,
OHU HAYMHAIOT PaCTSITMBAThLCS YXKe IIPU JIMHE CapKO-
MepoB 1.8 MK, a apyrue cermeHThl — N2B 1 PEVK —
pactaruBarpoTcsa, HauuHasa ¢ 2.0 Mk (puc. 4). Ilpu
MaKCUMaJIbHOM (DU3MOJOTUYHON IJIMHE capKoMepa
2.2 Mk mmHa Ig momeHoB B 4—5 pa3 GoJjblle, YeM
IJIMHa npyrux cermeHToB. ClrenoBartenbHO, N2B u
ocooeHHo PEVK gBigrorca Hambonee yIpyrumu
KOMITOHEHTaMU, CIASP>XXKUBAIOIIUMU TepepacTsike-
HUE CAapKOMEPOB.

B cBeTe maHHBIX 0 pacTsokuMocTu nsodopm N2B
u N2BA oueBMIHO, YTO 00€ M30(DOPMEI YUACTBYIOT B
CO3/IaHUU TTACCUBHOIO HAIpSKEHUs1 MUOKapaa Mpu
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Puc. 3. ConpoTubiieHue n30(OpM TUTHUHA U3 XKeJIyI04Ka
kpbickl (N2B) u ipencepnus 6vika (N2BA) mipu pacts-
KeHUM capKoMepoB Muokapaa. Hammuume uzodopMmbl
N2B (kpbica) rapaHTUPYyeT capKOMepbl MUOKap/a OT me-
pepacTsokeHust [72].

€ro pacTsKeHUH, HO B pa3Hoii cternieHu. Cepalia XKu-
BOTHBIX, XapaKTePU3YIOIINXCS Pa3TIMYHbIM COOTHO-
meHneM N2BA/N2B, o0OHapyXuBaioT pa3IM4HOE
naccuBHOe HampspkeHue. Cepana KpPYHHBIX XKUBOT-
HBIX, B KOTOPBIX peobnamaeT uzodpopma N2BA, xa-
pPaKTepU3YIOTCSI MEHBIIMM HaIIpSDKEHUEM MpU Ha-
TOJTHEHNH Keaymouka [24]. bonee Toro, B cepamax
cobaku u cBuHbU oTHOoIlleHue N2BA/N2B Ha 30%
BBIIIIE B CYO9HIOKAPANAJILHBIX CJIOSIX II0 CPABHEHUIO
¢ cyosrmmkapamanbHeIMU [24, 37]. OTMedeHO TaKKe
MOBBILLIEHUE 3TOTO COOTHOIIEHUSI B IIPOIIECCe OHTO-
reHesa [51]. MoxHo Takke OTMETUTh, YTO B MUOKapAe
N2B mnipeacrapisgeT TPEeXKOMITOHEHTHYIO IPY>KUHY, a
B CKeJIeTHOI MbIIIa n3odopma N2A coaepsKUT TOMb-
KO TaHIeM HWMMYHOIIOOYIMHOB M cerMeHT PEVK,
MMEHHO OHM SIBJISIIOTCSI PACTSKUMBIMU 3JICMEHTaMMU.
Takum obGpazom, nzodpopma N2A sBasieTCS ABYX-
KOMIIOHEHTHO IIPYK1HOI [72].

JIro6onbITHOE CpaBHEHUE PACTSKMMOCTH KOMIIO-
HeHTOoB n30¢dopM N2B 1 N2BA ObLI0 TIpOBeneHO Ha
MHUOKap/e KpbIChI ¢ TpeobnanaHnueM N2B u Muokap-
Ile mpeacepaus ObIKa ¢ mpeobiamanueM N2BA [73].
MMMyHOIIOOYIMHOBBIE CETMEHTBHI PACTATUBAIUCH
OIMHAKOBO, HO M3-3a MeHbIIIell IJTUHbI B U30(hopmMe
N2B oTHOCUTENBbHOE pacTsLKeHME OBLIO OOJIBIIIE, CO-
31aBasi TAKUM 00pa3oM 0oJiee BEICOKOE COITPOTUBIIC-
Hue. ToT ke (peHOMeH HaOJonaIu MPU CpaBHEHUU
pactsokumocTtu cermeHToB PEVK. Pactsoxenue cer-
MeHTOB N2B HaunmHamock cpasy nocie IIMHB 1.8 MK.
OTU JaHHbIE OOBSICHSIOT, TOYeMy MUOKap XKUBOT-
HbIX, COAEpXKalllMuX IPEeUMYIIECTBEHHO u30¢hopMy
N2BA, xapaktepu3yeTcsl TOHUKEHHBIM ITaCCUBHBIM
HarmpsokeHueM [ 15].

I[IpuMeHeHWe LUKIOB “pacTskeHUe—CHSTUE
pacTsKeHMSI” ToKas3ajao, 4TO ITAaCCMBHOE HaIpsiKe-
HUE BKJIIOYAET BI3KUII KOMITOHEHT [28]. DTO MposiB-
JIsieTCsl HaJIMUMEM MEeTJIM TUCTepe3rca, TpU KOTOPOit
BO3BpAaT K UCXOAHOU JJTMHE MPOUCXOIUT TAKUM 0Opa-
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Puc. 4. PactskuMocTb KOMIIOHEHTOB M30¢dopmbl N2B.
Hawubosee pacTs:KUMBIMU SIBJISIIOTCS. CETMEHTBI UMMYHO-
[JIOOYJIMHOBBIX TOMEHOB, 2 HAUMEHEe PACTSKUMBIMU —
cobcTBeHHO cermeHTa N2B (unique sequence) 1 cerMeH-
ta PEVK [73].

30M, YTO TIpU KaXKI0ii MOBTOPHOM IIMHE capKomepa
BO BpeMsI BO3BpaTa K MpexXHEN IJIMHE ero HarpsoKe-
HUE CTAaHOBUTCS MEHbIIE, YeM IIPU PaCTSKEHUU.
JpyruM mposIBICHUEM BSI3KOCTH SIBJISICTCS ITOCTE-
MEeHHOE CHIDKEHNE MTACCUBHOTO HAMPSKEHUs TTOCITe
OBICTPOTO PACTSKEHMSI MBIIIIEI. MICTOYHUK BSI3KO-
CTH MOKa YCTAaHOBUTb HE YIAJIOCh, BOBMOXHO UM MO-
I'yT OBITH CBSI3b TATUHA C AKTUHOM, CBSI3W CETMEHTOB
N2B u PEVK ¢ OnusnexammmMuy MoJIEKyJIaMHu WA
packpbiTue Ig nomeHos [19].

OOHapyXeHa 3aBHCHMOCTb ITaCCMBHOTO HaIpsI-
XeHUsI MUOKapaa oT KoHueHTpaunu Ca*™* [23, 46].
Ee cBaspiBatoTr co criocooHocThio nomMeHoB PEVK
CBSI3BIBATHCS C AKTUHOM TIPU TTOBBILIEHHOM KOHIIEH-
tpatuu Ca™™ 1 TeM caMbIM 3aMeNJIATh CKOJIbXEHUE
MEXIy TUTUHOM W aKTUHOM, IOBBIIIAasl MacCUBHOE
HanpstkeHue [45, 83]. Bmecre ¢ TemM oOHapykeHa
pasHuia B pearupoBanny Ha Ca** Mexmy Muoxap-
IIOM OBIKA M KPBICHI, 3HAYUTETBbHO OTIMIAIOIIIMMHUCST
o cootHotieHuo N2BA/N2B. B Muokapne 6vika ¢
MTOBBIIIEHHBIM conepxaHreM N2BA nonsl Ca** 3Ha-
YUTETHHO MOBHIIIAA MACCUBHOE HAIIPSIKEHUE MO~
Kapza IpH eTo pacTsSsKeHNH, a8 MUOKapI KPBICHI € TT0-
BBIIIICHHBIM cojepkaHueM N2B He pearmpoBas Ha
Ca™™" [23].

B nognep:xaHuy ITacCUBHOTIO HAIIPSKEHUSI, KPOME
TUTHHA, YYACTBYIOT M CTPYKTYpEI KojuiareHa. B ¢u-
3MOJIOTMYECKOM OMamna3oHe IJIWHBI CapKOMEpPOB
(1.9—2.1 MK) OCHOBHBIM KOMIIOHEHTOM OKAa3bIBACTCSI
TUTUH, BKJIAI IIPOMEXYTOYHBIX HUTEH HEBEIUK —
okoso 10%, a ipu gauHe 2.2—2.3 MK OCHOBHOE CO-
MPOTUBJICHNUE OKAa3bIBAIOT KOJUIareHbl BHEKJIETOYHOIO
marpukca [30]. XoTss 00e CTpyKTYpEI pearupyroT Odu-
HaKOBO Ha pacTsKeHMe, BKJal KoJUlareHa OTHOCH-
TEJILHO “3ara3apIiBaeT” IO CPaBHEHUIO CO BKIIIOYE-
HHMEM TUTHHA, T.e. OH BK/IIOYACTCS IIPU OONIbIICH
IJINHE CapKOMEPOB.
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CymiecTByeT HEKOTOpasl pa3HMIa MEXAy BUIAMU
>KMBOTHBIX. Tak, y KpbIChI KOJIJIAT€H BKJIIOUAETCS yXKe
¢ IUIMHBI capkoMmepa 2.1 MK, a Yy CBUHBM — C 2.2 MK
[28], uTO CBMAETENBCTBYET O OOIee BRICOKOM YIIPYTO-
CTHU MUOKapla KpbhIChl. boiee BBICOKOE MacCUBHOE
HaIpsDKEHUE MPUCYIE CEPALIaM MEIKUX XUBOTHBIX
C BBICOKOM 4YaCTOTOI COKpallleHWIA, YTO Ba>KHO OIS
obecrieyeHnsT OBICTPOTO BO3BpaTa CapKOMEpPOB B
IpexXHee MOJIoKEeHNE U 00ecIleueHUsI OBICTPOro Ha-
MOJTHEHMS XKeaymodka [28].

MHuTepecHbIil MeTOA ObUT MPUMEHEH TSI OLIEHKU
OTHOCUTEJILHOTO BKJIaJla TUTMHA M KOJUIareHa Ha
W30JMPOBAaHHBIX cepauax, nepdy3upyeMbiXx 4epes
aopty. g ycTpaHEeHUSI BIUSHUS COKpallleHU
MPUMEHSIJIU KMCKYCCTBEHHOE pa3pylleHUe capKo-
JIEMMBI MBIIIEYHBIX BOJIOKOH, M B 3TUX YCIOBUSIX
omnpeneisIi COOTHOIIIeHUE “00beM—IaBicHHE” B
IIOJIOCTH JIeBOTO Kenynouka [19]. Ilpu monHoit aKc-
TPaKLVM MBILIEYHBIX OEJIKOB BBISICHUIOCH, YTO TH-
THH OTBeTCTBeHeH 3a 80% Bcero ImacCMBHOIO Ha-
MPSDKEHUST B KeJymouke. BKilam BHEKJIETOYHOTrO
MaTpHKca CpaBHMBAETCS CO BKJIQAOM TUTHUHA TOJIb-
KO TIpU JOCTVIKEHUU IJIMHBI CapKOMepoB Ooliee
2.2 MK. TaknM o0pa3om, B GU3NOITOTUIESCKIX YCIIO-
BUSIX IACCUBHOE HAIIPsI>KeHYe MUOKapaa OIpenesi-
€TCSI MOYTU UCKITIOUUTETHEHO TUTUHOM.

YYACTUE TUTUHA
B COKPATUTEJbHOM ®YHKUHNHU

ITepBoHayajlbHOE MHEHME O TUTUHE KaK TOJILKO
MMaCCUBHOI CTPYKTYpe ceifuac rmepecMoTpeHo. B psae
SKCIIEPUMEHTOB Ha pa3HbIX 00BbEKTAX MOKA3aHO, YTO
TUTUH BJIUSIET Ha COKPATUTEJIbHYIO CIIOCOOHOCTh
MUOKapaa. YiajleHue TUTUHA U3 TpabeKya ceprua
KPBICHI CHUAXKAJIO CUJTY aKTUBUpyeMoro noHamu Cat+
cokpamieHus [25]. CkuHMpoBaHHbIE (JIMIIIEHHBIC
CapKoJIEMMBbI) MUOLIMTHI CepALia MBIIIM BbIIEPKUBA-
JIX IpH IyIHe capkKoMepoB 2.0 1 2.3 MK 1 u3Mepsiiu
CUITY MX COKpAILIEHUsI B OTBET Ha JOOABIIEHUE MAKCH -
ManbHOM KoHueHTpauuu Ca*™ k cpene. [1pu kaxmoit
IJIMHE CpaBHUBAIN YYBCTBUTEIbHOCTh MUOMDUOPUILI
K Ca*™" B ycia0BUSIX, KOIAa MACCUBHOE HAIIpSKEHUE
Obu10 pa3nuyHo. Huszkoe HampsikeHue HaOJoaaau
MPU JJIATEITBHOM BBIIEPXKMBAHUU MHUOLIMTOB, a MO-
BBIIIIEHHOE — Cpasy IIocJie PACTSLKeHMs 10 JaHHOM
mmHEL [1pu kaxnoii qiauHe BenuuuHa pCa, xapak-
TepU3yIolasl YyBCTBUTEILHOCTh MUODUOPUILI, ObLIa
HIDKE cpasy ITocJie pacTsKeHUsI, IIPU MOBBIIICHHOM
IMAaCCMBHOM HAIIPSDKEHUM. DTO O3HAYaeT ITOBbIIIE-
HUe YyBCTBUTEIbHOCTA Muodubpmwn Kk Ca*™™  [16].

Jdpyrum daxkTopoM, O0JIeTJalomnM aKTOMUO3M-
HOBOE B3aMMOJICUCTBYE, SIBISIETCS OOHAPY>KEHHOE B
STHUX OIBbITAX YMEHbLIIEHNE TOJIINHBI MUOLIMTOB IIPU
MOBBIIIEHHOM PACTS3KEHUM, YTO Mpeariojaraet 60-
Jiee TECHBIII KOHTAaKT MEXIY MUO3UHOBBIMU U aKTU-
HOBbBIMU HUTSIMU. KpoMme Toro, B JaHHOII cuTyaluu
MOXET BKJIIOYAThCS U TPETUil (hakTop — HaJIM4ue B
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CTPYKTYp€ TUTUHA HUTEU, MPUKPETUISIOIINXCS pa3-
HBIMY KOHIIaMU K aKTUHOBOM U MUO3UHOBOU HUTSIM
[28]. B xone ykopoyeHUsI OHU €CTeCTBEHHO CXHUMa-
I0TCs1, 00Jieryasi TeM caMbIM ABUXEHVE MUO3UHOBOM
HUTU BAOJIb aKTUHOBOM.

BepositHO, 3TH haKTOpHI TAaKKE YY4aCTBYIOT B (-
3U0JIOTUYECKOM 3 deKTe YBeTUUESHUST CUIIbl COKpa-
IIEHUIA cepalla MpyU YBEJIMYEHHOM HaIlOJTHEHUM Ke-
Jynouka. IToBblllIeHHME AUACTOIUUECKON YIPYrocTh
YBEJIMUMBAJIO CITOCOOHOCTh MUOKapAa pa3BrBaTh 00-
Jiee BbICOKOE HaIpsKeHUE MPY YBEJIUUEHUU 0ObeMa
n3oaupoBaHHoOTO cepaua [50], T.e. noBbiaeTcs -
¢dexTuBHOCTb MexaHu3Ma CTapjIMHTa, YTO XapaKTep-
HO JIJ1s1 cepiell KPYMHBIX MJIEKOMUTAIOIINX.

Hpyrue skcrnepuMeHTalbHble JaHHbIE COIacy-
JOTCSI C TaKUMM MpeactaBieHueM. M3oaupoBaHHBIA
(parMeHT TUTHHA, HaXOAsIIMIICS B IUCKe A, 100aB-
JIEHHBIM K MUOLIMTAM C TUIIEPITPOHULIAEMOI CapKO-
JIEMMOW, HE U3MEHSIJI YyBCTBUTEIBbHOCTh MUODUO-
puin Kk Ca™™ B yXe pacTsIHyTBIX capKoOMepax, HO IO~
BBIIIAJI OpPU HEHArpy:XeHHOW miuHe [16]. Dtm
JIAaHHBIE MOXHO MHTEPIIPETUPOBATH KaK OJIOKMPOBa-
HYE€ aKTOMMO3MHOBOIO B3aUMOJIEHICTBUS B pacciad-
JIEHHOW HepacTsTHyTOU Mbe. To ke Habmonanoch
B CapKOMEpax, COKPAIIEHHBIX OO IJIUHBI, MEHBIIIEA,
yeM B CBOOOIHO Jexalei Mbiiiie [36]. [TpumeHu-
TEJILHO K CEPAILY 3TO O3HAYAET, UYTO TUTUH MOXKET UH-
rMOUpPOBaTh aKTOMUMO3MHOBOE B3auMOJIeiCTBUE TIPU
CUJIBHOM COKpAIlIEHWUU B YCJIOBUSIX MaJIOro HaIoJHEe-
HUS Xenaynouka. HampoTus, pu pacTskeHUnu cap-
KOMEPOB 3aBUCUMOCTb CHJIbI COKPAIIEHU OT IUTUHBI
ObL1a TeM OoJIblile, YeM BhIlle ObLIO ITacCUBHOE Ha-
MpsoKeHne Muokapga [6]. Bece 3T jaHHBIE TTO3BOIH-
JIN CHENATh BBIBON, YTO YIIPYTOCTh TUTWHA — TJIAB-
HBII PETryJIATOP COKPATUTEIbHOM aKTUBHOCTU MOTIE-
pedyHoIIoa0caThIX MBI [ 15, 24, 52].

YuacTtue TUTHMHA B Ipoliecce pacciabIeHUs MOX-
HO Mpeanojaratb Ha OCHOBE €ro TECHBIX CBSI3€M C aK-
TUHOBBIMU W MHWUO3UMHOBBIMU HUTSIMU. OCHOBHBIC
JIaHHbIE MOJY4YeHbI HAa M30JIMPOBAaHHEIX TpaOeKyax,
B KOTOPBIX MOXHO M3MEpPSTh IMHY CapKOMEPOB.
HenocrtatkoM 3TOro meroma sBJISIETCS HEOOXOMU-
MOCTb U3Y4YeHHUsI paOOTHI MBIIIIILI B U30METPUIECKOM
peXrMe, KOTOPBIiA TOBOJIBHO HaJIeK OT (hU3MOJIOTMYHO-
ro. Ilpolecc M30METPUYECKOro pacciadieHust ObLT
MpoaHaau3upoBaH B pabore [69]. CokpallleHne u
pacciaabieHne n3ydJaan pu OBICTPOI CMEHE PacTBO-
pa ¢ BLICOKOM 1 HU3KoI KoHueHTpauuei Cat*. IIpo-
11eCC Pa3BUTHUS HAMNPSIKEHUsS TPOUCXOANJI TOBOJIBHO
MEIJIEHHO, B TeueHue 1—1.5 ¢, B To BpeMsl KaK mpo-
Lecc pacciaabiieHUs Ocie O9eHb KPaTKOBPEMEHHOM
3aJIepP>KKU TTPOMCXOIMI TOpa3ao ObIicTpee — IMpruMep-
Ho 32 0.2—0.3 c. ABTOpbI IIPUILLJIU K BBIBOJY, YTO K1~
HEeTHKa N30METPUIECKOTO pacciabIeHMsI OIpeaeIsi-
€TCsl KOHCTAHTOM pa3MBIKAHUS aKTOMMHO3WHOBBIX
CBSI3CH.

C TakuM 3aKJIIOYEHUEM COIJIACYIOTCSI PE3YJIbTAThI
paboThl, B KOTOpOii ymaneHue m3odopmel N2B He
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Puc. 5. [IpencraBieHus o CTPYKType 37IaCTUUECKOTO KOMIIOHEHTAa TUTUHA TTPU M3MEHEHWH JUIMHBI CADKOMEPOB. (a) “HeHarpy-
xeHHast” (slack) mivHa; (0) M3MEeHEeHUsI KOMITOHEHTA MPY PaCTSKEHUW WJIM YpEe3MEPHOM CXKaTUM capkomepa; (B) CUJIbHOE

pacTskeHue capkomepa [27].

TOBJIUSIJIO HA KUHETUKY M30METPUUECKOTO pacciaad-
JieHus [21]. BnpoyeM, Bompoc 0 poyiu TaHHOM M30-
¢dOpMEBI B pacciaablIeHN OTHIONb He CTONb siceH. [e-
JIO B TOM, UTO, KaK OBIJIO TTOKAa3aHO B TOH Xe padorte,
nocJje yaajacHUs 3Toi 130(OpMbI HOKAyTHBIM CIIOCO-
0OM MMOKAap yCIeBaeT KOMIIEHCHUPOBATh €€ OTCYT-
CTBUE MHBIM 00pa3oM, B pe3yJibTaTe Yero MacCUBHOE
HanpspKeHMe MUOKapa He TOJIbKO He CHIDKASTCsl, KaK
MOXHO OBUIO OXWIATh, HO HAIIPOTUB, MOBHILIAETCS.
BeposiTHO, ee ycTpaHEeHWe MPUBEJIO K 3HAYUTEIbLHO-
My TIOBBILIEHUIO YIIPYTOCTU OPYyroil u30(OpMbI
N2BA.

Haunbonee BecoOMBIM apryMeHTOM B IIOJIb3Y yda-
CTUSI TUTUHA B IIPOIECCe pacCableHUsT SIBISIETCS
deHoMeH anactudeckoit otnaum (elastic recoil), Ha-
OromaBIIeiicsT B M30JIMPOBAaHHEIX cepanax. JJaHHbIiA
¢eHoMeH ObLT OTKPHIT AaBHO, eie B 1930 1. JIbion-
com Katuem [42] Ha U301MpPOBAaHHOM CepAlie Yepe-
naxu. B HauaabHOM IepHoAe AUACTOJIBI OH HaOII0-
JlaJl yBeJIMYeHUEe o0beMa XeTyqodyka B MOMEHT, KO-
IIa JOaBlieHMe B HeM IMpoaoskalo mamatb. OH
BIEPBBIC ONpeAcniI cepAlie KaK IIprcachbiBalOIINiA
Hacoc. ['opa3go mo3:ke 3To IBJICHUE OBIJIO YCTAHOB-
JIeHo 1Jis cepana miekonuTaromux Brecher [12].
IIpexpamasa goctyn KpoBu B JI2K, oH HaOmoman
CHIKEHUE JaBJICHUS B HEM HIKe HyJis1. OH yKazail,
YTO BO BpeMsl COKpallleHUs 3aracaeTcsl djlacTuye-
CKasl DHEprus BCIASACTBUE PACTSKEHUST OOJHUX BJIa-
CTUYECKUX 3JIEMEHTOB M cxXatusd npyrux. OH Xe
BBeJI MOHSATHE O HYJIeBOM AaBjieHuM B JIZK u cuurai,
YTO MpHCACBIBAHNE IIPOUCXOMUT BCeTna, Korna o0b-
eM JI2K B KOHIIE CHCTOIBI MEHBIIIE YPaBHOBEIICHHO -
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ro 0O6beMa, IPU KOTOPOM HE IIPOUCXOIUT HU PacTs-
KEHUs, HA cXaTusl. B manbHeieM 3Th pe3ysibTaTsl
ObIM HEOINHOKPATHO ITOATBEPXKIEHLI Ha pasHBIX
obbekTax [60, 63, 70, 84].

JlaHHBIN (eHOMEH HanboJIee €CTECTBEHHO MOXET
OBITb OOBSICHEH HaJIUM4YMEeM TaK Ha3bIBacMoOM “BocC-
CTaHaAB/IMBAIOIIEl CUJIbI”, OCYIIECTBISIEMOMN TUTU-
HoM. OOpaboTKa MUOMUOPMILIT TPUIICUHOM, pa3py-
IIAOLIUM TUTUH, YCTpaHsJa “BOCCTaHABIUBAIOIIYIO
cuny” [36]. Takum o6pa3oM, MOATBEPKAAETCS TIPEI-
CTaBJICHHE O TUTUHE KaK O IBYCTOPOHHEN IpyXUHE,
pacTsaruBaplleiics Kak Ipy YIUIMHEHUU capKoMmepa,
TaK YU IIPU €T0 YKOPOUYEHUM MEHbIle HeHarpyXXeH-
HOM, “TTacCMBHOI”, IIWHBI capkoMepa [27]. DnacTu-
YEeCKMiII KOMITOHEHT TMTHMHA IIOJIHOCTBIO CXaT IIpHU
pacciabiieHHBIX capKoMepax (slack mmHa = 1.85 MK),
HE WCIILITHIBAIOIIMX KAaKOIO-JIM0O HAaIIPSKeHUS.
Monekyna pacTIruBaeTcs NPy YBEJIMYESHUM JJIMHBI
10 2.2 MK WIH IIPY €€ YMEHbIIIEHNN HIDKe slack TIHEL
OTHOCHUTEIBHO MeXaHM3Ma TaKOIo IIpeoOpa3oBaHMsI
Oblj1a BbICKa3aHa TMII0Te3a, Beayllasi poJib B KOTOPOit
OTBOIMIACH MOJIOXKEHNIO UMMYHOIJIOOYJIMHOBBIX 10~
MeHOB [27]. B mosTHOCTRIO pacciiabiieHHBIX capKoMe-
pax OJaHHBIA KOMIIOHEHT, CBSI3bIBAIOLLIUN MOJIEKYJTY
TUTUHA C MUO3MHOBBIMH HUTSIMH, HAXOIUTCS B CKa-
TOM COCTOSIHMH, HO IIpM YIJIMHEHWU WJIN 4Ype3Mep-
HOM YKOPOUYEHMHU CAapKOMEPOB OH paCIIpSIMIISIETCS,
co3naBasl CUILy, HallpaBJICHHYIO Ha BO3BpaT K HeHa-
TPyKEHHOH IInMHE capKoMepa (puc. 5).

CnabbIM MECTOM 3TOU TMITOTE3HI ABISIETCS OTHO-
CUTEJIbHA HM3Kas YIPYrOCTb JTAHHOTO CETMEHTA,
Ne 2
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BPSII JIM CITIOCOOHAasT 00eCIIeYNTh OBICTPOE BO3BpAallie-
HUE€ UIMHBI CApKOMEPOB K CBOEMY “HOPMaIbHOMY”
cocTossHMI0. B cBeTe M3JI0XKEHHBIX JaHHBIX MOXKHO
BBICKA3aThb aJIbTepHATUBHYIO THUIOTe3y. OCHOBHAas
poab B Hell OTBOOMTCS YIIPYTUM cerMeHTamM N2B n
PEVK. Ux “HeHarpyxxeHHoe” cocTosiHUe HabJroaa-
eTcs IIpU [UIMHE capKoMepa paBHoOM 2.0 MK (puc. 4).
CrnenoBaTelbHO, NpU YIJIUMHEHUU CapKoOMepa OHM
OyIOyT pacTSATMBATbCS, a IIPU YKOPOUYCHUM IMHBI
capkoMepoB MeHbIIe 2.0 MK CXXMMAaTbCs, CO30aBast
ycuaue, NpoTUBOAEHCTBYIOLIEE AaJbHENILIEMY YKO-
poueHUIO capkomepa. Korma e cokpallieHue IIpe-
KpaniaeTcsi, JaHHble ceTMeHTH N2B OymyT ObICTpO
OTOJBUTaTh aKTUHOBBIE HUTU K JIUHUU Z, peau3ys
TeM CaMbIM “BOCCTaHaBJIMBAIOIIYIO” CUJTY.

B monmmepxkky maHHOII TMIIOTE3bl MOXHO IpHUBE-
CTU TaHHBIE, NOJyYeHHbIE Ha U30JMPOBAHHBIX Kap-
JIUOMMOLIMTAX, HAXOAWBIIMXCS TIpU CBOEM ecTe-
CTBEHHOI IJIMHE, T.€. IIOJIHOCTBIO pacciiabJIeHHBIX
[62]. M3y4yanu MuoKap, KeJIydZO04KOB KPbICHI 1 ObIKA,
a TakKe npencepauii orika. M3BecTHO, 4YTO coepKa-
Hue n3odopmbel N2B HanboabIIee B MUOKapAe KpbI-
Chl M HaMEHbIIIEe B MHOKapAe IIpeacepamnii ObIKa.
BoIsicHMI0Ch, YTO BOCCTaHABIMBAIOIIASl cuUjia ObLia
MIpSIMO TIPOIIOPILIMOHAIbHA ITaCCUBHOI YIPYTrOCTU
KapAIMOMMIIMTOB, a OHA HauOoIbIIas B KapaAUOMMIO-
LIMTaX MUOKAap/a KPbICHl C TOBBIIIEHHBIM YPOBHEM
uzodopmbl N2B. TakuM o6pa3om, MoATBEPKAAETCS
npencrasieHne o N2B kak caMoii yIIpyroi 9yacT¥l TH -
THHA, YYaCTBYIOIIEH B peayiM3alui BOCCTaHABIMBA-
foleii cribl. B ogHOI 13 TTociemnHux padoT, BBIIIOJI-
HEHHOM Ha IOJTHOCTBIO PaccaabIEHHBIX KapaOMMO-
LIMTax U3 Cepalla YejJoBeKa ObLJIO YCTAaHOBJICHO, YTO
paccinabieHue IIPOUCXOIUIIO OBICTpee IIPU ITOBBI-
IeHHO yrpyroctt Muodmnopwminr [17].

M3oMeTpudeckuii pexuM, B KOTOPOM M3ydasin
paccnabjeHue, He MpearnojaraeT CylecTBEHHOro
W3MEHEHUS IUIMHBI capKoMepoB. boiee ectecTBeH-
HbIE YCJIIOBMSI CO3IAlOTCS MpH paboTe M30JIUPOBaAH-
HO MBILILbBI B UBOTOHUYECKOM pPeXUME IMPU MaJoi
Harpyske, Korja yKopodeHNe MakKCUMallbHO. B aTmx
YCJIOBUSIX CKOPOCTh pacciablieHus, T.e. BO3Bpallle-
HYSI MBIIILIBI K TIPEXKHEN IIMHE TT0C/Ie COKPaLEHUS,
Bceraa ropasno OOoJIble, YeM CKOPOCTh YKOPOUECHUS
[1, 41]. DTa cuTyauus IIpOTUBOIIOJIOXKHA TOIT, KOTO-
past HaGaomaeTcs: Py U30METPUYECKOM COKpallle-
HUM, B KOTOPOM CKOPOCTb paccjaOJceHUsI BCeraa
MEHBIIIe CKOPOCTHU COKpPAaIeHMUSI.

IMpuynHa Takoro pasjaudusi, IO-BUAUMOMY, CO-
CTOUT B pa3IMUMM MCXOMHON JUIMHBI MBIIIL. B n30-
METPUUECKOM PEXMME OMBITHl OOBIYHO BBLITTOJTHSIIN
MpH JIMHE cCapKOMEpPOB OJIM3KO0I K MAaKCUMAJILHOIA,
a B M30TOHUYECKOM peXHME C MaJloil Harpy3Koi
JIJIHA CapKOMEepOB OJIM3Ka K ee €CTeCTBEHHOIM HeHa-
IPYKEHHOI [JIMHE, M YKOPOYEHUE IIPOUCXOIUT B
JIMara3oHe, Korjma JeiicTByeT “BOcCTaHaBJIMBalOIIAs
cuwia”. CornacHO UCCIeOOBAaHUAM SAMOHCKUX aBTO-
poB [71, 81] MakcuMabHOE COKpaIleHWEe MaITHIISIP-
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HOM MBI KPBICH MK JIEBOTO KEIyO04YKa MBIIIN
JIOCTUTAETCsl MpU AuHe capkomepoB 2.1 MK. Ilo-
CKOJIbKY B U30TOHMYECKOM PEXMME C MUHUMAJIbHOM
Harpy3kKoii CTeIleHb PaCTSDKeHMsI CapKOMEPOB BPSIII
JIM TipeBbilIaeT 1.9 MK, MOXHO ToJjiaraTh, YTO AdaH-
HEBII OOBEKT SIBJISICTCSI YIOOHBIM TSI MCCIIEIOBAHUS
BOCCTaHABJIMBAIOIIEH CUIIHI.

VYyactue n3odpopmel N2B B peanmm3zannm BoccTa-
HaBJIMBAIOIIEH CUJIBI OCOOCHHO BaXKHO UISI cepell
MEJIKHX JKMBOTHBIX, TAKMX KaK KPbICHI X MBIIIN. BBI-
coKas yacToTa cokpaiueHuii cepaia (400—600/MuH)
CWJIbHO OTpaHUYMBACT IJIMTEIBHOCTh IUACTOJIMYE-
CKOI1 (pa3bl, II03TOMY OBICTpOE BO3BpaIlleHUE aKTH-
HOBBIX 1 MUO3MHOBBIX HUTE B IIPEKHEE MOJIOXKECHIE
SIBJISIETCSI KPUTUYHBIM JUISI BBITIOJIHEHUSI HACOCHOM
¢yHKIMM 3TUX ceprell. He ciy4aitHO 1TO3TOMY OHU
comepXaT IIOBBIIIEHHOE KOJIWYECTBO M30(hOPMBI
N2B ¢ BBICOKOI YIPYTOCTHIO.

M3ydyeHue ydactus TUTUHA in vivo B (pase pac-
ciabneHus jieBoro xkemxynouka (JI2K) mo ectecrBeH-
HBIM IIpUYMHAM BechbMa 3aTpyaHeHO. OOBEKTOM U3y~
YEHUs CIIY>KUT COOTHOILLICHUE MEXY 00BEMOM U naB-
JleHueM B HeM. JIMCKYCCUOHHBIM M BaXHBIM B
HacTosIIIee BpeMsI SIBJISIETCS BOIIPOC — y4acTBYET JIU
“BoccTaHaBIMBaIOIIasl” cujla TUHTUHA B KaXKIOM CO-
KpallleHUH WX TOJILKO B TEX, KOTOPhIE COIIPOBOXKIA-
JOTCSI YKOPOUECHMEM CapKOMEPOB HIKE Ipeaeiia “He-
Harpy>XeHHOM IJIMHBI”. DTa JucKyccus [65, 85] Bo3-
HUKJIa BHayajle HM3-3a BOIPOCA, KaKOil MOMEHT
CUYNTATH COCTOSTHUEM, TIPU KOTOPOM Ha MUODUOPHII-
JIbI He IefiCTBYeT HUKaKasl C1Jjia, a JaBJIeHUE B JIEBOM
Mpeacepany M XelylIodyke OOUHAKOBO. Takoil Mo-
MeHT Brecher [12] onpenensii Kak HyJieBoe JaBJIeHUE
B JIZK. Ho HyJieBoii ypoBeHb HaBiIeHUST HAOIIO1aeTCsI
He BCerla, Jallie JaBJIeHUe B TeYeH1Ee BCeil TMacTOJIbI
ocTaeTcs Ha roBbilieHHOM ypoBHe. Nikolic et al. [60]
pPa3BUWIIM 3TO MOJIOXEHUE, YTOUHUB €T0 KaK 3HaUeHUe
o0BeMa, IIpY KOTOPOM ITPpOoXoauT uepe3 0 KpuBasi, OT-
paxarolasi CyMMY CHJIbI OTIaY1 Y IPOTUBOIIOJIOXKHO
HampaBJI€HHOM ITACCUBHOM CWJIbI, IIOPOXIAeMOM
pactsokeHueM cTeHoK JIZK 1mpu ero HamoIHEHUU.

D10 T0JI0XKEeHNe pacKpUTHKoBamy Shmuylovich et al.
[65], oHM yka3anu, 4YTO IPU HYJIEBOM YPOBHE IaBJie-
Hus B JIZK coxpaHsIIOTCSl HEKUe 3J1aCTUYECKUe CUJIbI
W IIPEIJIOXWIIN aIbTepPHATUBHBII BApUAHT — CUUTATh
TOYKOM aMacTa3a HEKHK “paBHOBECHBIN 0OBEM
JIK, ipy KOTOpOM HET 3J1aCTUYECKUX CUJI, T.€. cap-
KOMephbl HAaXOmsITCs OJIM3KO K CBOEil HEpacCTSIHYTOM
ecTecTBeHHOI inHe. [1o moHITHBIM mpUYMHAM Ta-
KO MOMEHT Topaso CJIOKHee OIpeneuThb, U B KO-
HEYHOM HUTOTe OUCKYCCHUS CBeJIach K BOIIPOCY — Cy-
IIECTBYET JIM “BOCCTaHaBIMBAIOIIasi” CUIa B COKpa-
LIEHUSIX, Koraa gaBiieHrue B nuactosie JIZK He mamaet
Hioke Hys. Yellin and Nikolic Bo3paxaloT IIpOTHB 3TO-
1o, a Shmuylovich et al. canTalot, yto gasieHue B JIZK
MPUY 3TOM He 00s13aTeJIbHO JOJIKHO CHUXKAThCSI HUKE
0, mraBHOE, YTOOBI OHO OBLIO HIDKE JAaBJICHUS B JIe-
BoM Tipencepauu. Ho Takast cutyaumst eCTeCTBEHHa,
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B TOM YHMCJI€ U MIPY AUJIATaAllMOHHOM KapauoMuomna-
TUM, MTHAYe HacoCHasI (pyHKIINS cepaliia He Morja Obl
OCYIIECTBIIAThCS. [1pr 9TOM BeTMuMHA MpUCaChIBAHUS
JIOJDKHA XapaKTepU30BaTh COCTOSTHUE MUOKapaa — Py
IuiaTalliyi OHa Topas3lo MeHbIle. DTy BeJIUYUHY
MOXHO OIIPEAesISITh IO 3XOKapauorpamme [54].

I1pu paccMOTpeHUM 3TOTO BOIIPOCa CIeAYyeT OIMu-
paThbCs Ha CBeIeHUST 00 YIIPYrOCTH KOMITOHEHTOB TH-
TiHa. ComTacHO BBIIICTIPUBEASHHBIM JaHHBIM [27],
BOCCTaHaBJIMBalolllasi cuja, peajausyemMasl yKopoue-
HueM Ig moMeHOB, BO3HMKAET TOJBKO MpU JIMHE
CapKOMEpPOB MEHbIIIE €CTECTBEHHOM, U 3TO COOTBET-
crByeT B3nsimaM Yellin and Nikolic. AprymeHTanus
Shmuylovich et al. ropa3no ciabee, HO MHeHUE 00
Y4acTUM BOCCTAaHABJIMBAOIIEH CUJIBI WU BJIacTUYC-
CKOM OTHAuyy MPaKTUYECKU B KaXIOM COKpaIlleHUU
BBIIVISIIUT NPUBJIEKATEIbHBIM, TOTOMY YTO TPYIHO
JOMYCTUTh, YTOOBLI 3BOJIOLMS, IPEIyCMOTPEBIIAs
yJacThe TUTUHA B aKTe COKpaIlleHUsI, He TIPEeayCMOT-
peJia ero yyacTtusi B MeXaHU3Me pacciabieHus.

B camom nene, eciu MakcMMaabHOE HaMpsLKeHUE
JIOCTUTAETCSl MPU IJIMHE capKoMepoB 2.1—2.2 MK, TO
B HOPMAaJIbHBIX YCIOBUSIX paboTa cepaLia MPOUCXOIUT
B IWarasoHe mIMHBI capkoMepoB 1.9—2.0 mk. Ilpn
5TOM CapKOMEpPHI B paboTaloleM cepalle yKOpauu-
BaloTca npuonusureabHo Ha 10% [71], ciemosa-
TeJIbHO, BITOJIHE BO3MOXHO YKOpOYEHHE CapKoMe-
poB 10 1.8 MK, T.e. MEHBIIIE €ECTECTBEHHOM HEHATpy-
KEHHOM JIMHBI, ¥ MOXHO OXWIATh BKITIOYEHUS
BOCCTaHaBNIMBalollel cuibl. Halm maHHBIE, MOmy-
YeHHBIE B OMBITAX C KPATKOBPEMEHHBIM TTepeXkaThueM
HVDKHEN TT0JI0l BEeHBI [2], BIOJIHE COmIacyloTcs C Ta-
KUM TIpefcTaBieHrueM. 3aKOHOMepPHOe YMEHbIIIeHUE
KOHEYHOTO JMACTOJNYECKOTO 00beMa MpU OrpaHU-
YEeHWUU MTPUTOKA COTTPOBOXAAIOCH YCKOPEHHBIM pac-
cllabjieHreM U 6oJjiee IyOOKMM CHMXXEHUEM MHUHU-
MaJIbHOTO JIWACTOJIMYeCcKOTo maBiieHUs1. CTerneHb
9TUX U3MEHEHUI ObLTa TeM OoJbllle, YeEM MEHbIIe
GBI KOHEYHBI CUCTOJIMYECKUI OOBEM.

CormacHo pacueraM [30, 36], B KapauoMuoOLUTaX
KpBICHI B IIpeAenax IIUHbI capkomepoB 1.6—2.1 MK
TUTUH OTBETCTBEeHEH 3a 90% maccuBHOI CUJIBI U 110
KpaiiHeii Mepe 3a 60% BoccTaHaBIWBAIOIIEH CUITBI.
ITo Mepe yMeHbIIEHUSI COACPKAHUS TUTUHA BCJIEI-
CTBHE 00pabOTKM TPUIICMHOM BOCCTaHAaBIMBAIOIIAS
cujia IIOCTEeNEeHHO CHInKajach. OTCyTCTBUE TUTHHA
(mocjie 06pabOTKM TPUIICUHOM ) CHUMAET OrpaHuyve-
HUSI Ha 4YyBCTBUTEILHOCTHL capkomepoB K Ca*t —
YKOPOUYEHHE IPH TOH XKe KOHILIEHTPAIlM CTAHOBUTCS
ropazgo OoJibllie. DTO O3HAYAET, UTO BO3BpallleHUE
CapKOMEpOB K MpeXHell MIMHE NMpu pacciaableHUuU
obOecrneunBaeTcss HE TOJIbBKO BOCCTaHaBIMBaIOILIEH
cuJioii [72], HO 1 BO3HUKAIOIICH AeaKTUBaLIel MO~
¢ubpun. Pesyabprarel padoThl [68] mokasanu, 4TO
VIUIMHEHUE CapKOMEPOB HEHArpy>XeHHOI MBIIIIIIbI
HaYyMHAaETCs, Korma KoHueHTtpauusa Ca*t B Muornias-
Me cocTaBiisieT okojio 30—50% ot MakKcMMaIbHOM aK-

YCIEXU ®U3NOJTOTUYECKUX HAYK

TUBUPYIOLLEN KOHLIEHTPALMU, T.€. KOLLA YPOBEHb
Ca™t eme 1oCTaTOYHO BBICOK.

CornacHo mpencraBlieHUSIM [35], TUTUH UTrpaeT
LIEHTPaJIbHYIO POJIb BO B3aMMOCBSI3U MEXIY KOHIIEH-
tpaumeit Ca™ U IJIMHOI MUOKAapAMAaIbHBIX BOJOKOH
B XOZIe BCEro IUKJIa COKpallleHUsI—paccliablieHus, U
CHUXXEHHBIM YpPOBEHb TUTHMHA MOXET CIIYXXKUTh OlI-
HUM U3 (HaKTOPOB, BBI3BIBAIOIINX THACTOJINYCCKYIO
muchyHkamio [35].

B 11e710M MOXHO 3aKITI0OUYUTh, UTO YYACTHUE TUTUHA
B KaXIOM LIMKJIe pacciaabieHust sIBJISIETCS BEPOSIT-
HBIM — Belb €CJIA CTPYKTYPhI TUTMHA ITOMOTAIOT pas-
BUTHIO YKOPOUYEHUST CAPKOMEPOB, TO ITOYeMy He J0-
MMYCTUTh, YTO OHM MOTYT Y4aCTBOBATh U B OOpaTHOM
npouecce? Ho TpebyroTcs 6ojiee KOHKPETHBIE TaH-
Hble. B 3TOM T1aHe BechMa TEPCIEKTUBHOM TIpe-
CTaBJISIETCSl HETaBHO CO3JaHHAsi METOAUKA OITbITOB
Ha U30JIMPOBAHHOM KapINOMUOLUTE, TO3BOJISIONIAS
UMHUTHUPOBATH COOTHOILIIEHUSI CUJIBI U JUTUHBI, KAK 3TO
MMPOMCXOAUT Ha yPOBHE 11eyioro cepaua [35].

AIAIITAINA

B cBoux dyHaameHTanbHBIX Tpyaax @.3. Meep-
COH paseNsil aJanTalio Ha KPaTKOBPEMEHHYIO U
JonaroBpeMeHHy0. KpaTkoBpeMeHHas amanTamnys Bo3-
HUKaeT TIpU Havyajie NeHCTBUS KaKoro-imoo ¢axkropa
Ha paboTalolyI0 CTPYKTYPY, a AOJTOBpeMEHHAsT — MPU
IJIATEIbHOM JeiicTBuU 3Toro (aktopa. HaumbGomee
€CTECTBEHHBIM MTPUMEPOM MOXKET CIYXKUThb (pU3NUe-
cKasl Harpy3Ka, Mpu KOTOPOIi cepAlly HY>KHO 3Ha4YM-
TeJIbHO YBEJIUUYUTh UHTEHCUBHOCTh HACOCHOM (hyHK-
LIMA. DTO MPOUCXOIUT 324 CUET YBEJIMUCHUST YACTOTHI
COKpallleHWd M MOBBIIIeHUS pacTsokumocTtr JIZK.
BrIcTpas akTuBanus JOCTUTAETCS 3a CUET ACMCTBUS
KaTeXxoJIJAaMMHOB, KOTOPBIC 4Yepe3 IOCPEICTBO aape-
HOPELENTOPOB aKTUBUPYIOT yCUaeHHbI Bxon Ca*t B
COKpPATUTEJILHBIN aIliapar, YTO MOBBIIIACT U YacTO-
Ty, U CUITy COKpaleHuii. KpoMe Toro, akTuBUpyeTcst
CUTHAJIBHBII MyTh Yepe3 MIPOTEMHKNHA3Y A, KOoTopast
Hapsiay ¢ TponoHUHOM | hochopunmpyeT TakKe Mo-
JIEKyJly TUTHHA, Opexae Bcero — usodopmy N2B
[83], B pe3ynbTare 4ero CHIKAETCsI €€ YIPyrocTh, a
SHAYUT — YBCJIMYMUBACTCA paCTAKMMOCTb MUOKapaa,
CIOCOOCTBYS JIyUIlIEMY HATIOJIHEHUIO KaMePHhI 3KeJTy-
nmouka [28].

CpaBHuTenbHast 3(h(HEKTUBHOCTD IEUCTBUS afipe-
HOMMMETHUKOB Ha MUOKAap >KMBOTHBIX 3aBUCUT OT
cootHolreHuss N2BA /N2B. B pabore Ha CKUHUpPO-
BaHHBIX BOJJOKHAaX MUOKap/a, MOJIyYeHHBIX OT XKey-
JIOYKOB KPBICHI M ObIKa, a TakXke Mpencepausi Obika
OBUIO OOHApPYXKEHO IIPEHMMYIIECTBEHHOE CHMKEHUE
YIIPYTOCTU B MUOKapAe KPBICHI C TTOBBILICHHBIM CO-
nepxxaHueM N2B 1 HavMmeHblliee — B MpeAcepausix
ObIKa, B KOTOpPBIX IIpeobGiamaer m3odpopma N2BA
[24]. BmecTe ¢ TeM B 3TOi paboTe Takxke ObLIO ycTa-
HOBJICHO, YTO aApeHOMUMETUKN CHUXAIOT BOCCTa-
HaBJIMBAIOIIYIO CUJTY, KOTOpasi, KaK U3BBECTHO, TAKXKe
Ne 2
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onpenensieTcs nsodgopmoit N2B, uro oueBmaHO 00Y-
CJIOBJICHO CHUXKEHUEM €€ YIIPYTOCTH.

KpoMe mnporemHkmHa3bl A HECKOJIBKO IPYTUX
NPOTEeMHKWHA3 Takke (hocHOopMIIMPYIOT MOJIECKYIIbI
tuTuHa. [IporenHkuHas3a G, 3aBucumasi ot I M@,
SIBJISIIOIIAsICSI BTOPUYHBIM MECCEHIKEPOM OKCHIIa
a30Ta U HaTpU-ypeTUUYECKUX MENTUIOB, HAPSAy C
dochopunupoBaHUEeM CapKOMEPHBIX OEJIKOB (oc-
dopumpyeT Takke n3odpopmy N2B tutuna [43], uyTo
COIIPOBOXIIAETCSI ITOBBIIICHHON PaCTIKUMOCTBIO
muokapzaa [13]. BepositHo, mporeruHKrUHa3bl A u G
SIBJISIFOTCSI KOHKYPEHTHBIMHU, TaK KaK OoHU pochopu-
JIMPYIOT ONMHAKOBEIM caliT B cTpyKType N2B. Kpome
HUX, TTIOJOOHBIM AeHCTBUEM 00JIagaeT U MPOTEUHKM -
Haza CaMKII [39]. DTa nmporenHknHa3a dpochopu-
ypyeT dochonambaH U TeM caMbIM CHUMAET ero
nHruouponaHue ¢ pepmeHta SERCA2a, ocyiiecTs-
JIgrolero nomomeHe noHos Ca** B capkoruiasma-
TUYCCKUI PETUKYIIYM.

Kak wu3BecTHO, mpu AEHWCTBUU KaTeXOJaMHHOB
YBEJIMYMUBAETCS HE TOJbKO CUJa COKpalleHWi, HO
TakK>Xe MOBbIIIAETCS UX yacToTa. HeynuBuTenbHO 1o-
3TOMY, UTO pacciiabjieHue U30JMPOBaHHBIX Kapauo-
MMOLIMTOB U3 Cep/lia YeJIOBEKa MPOUCXOIUIO OBICT-
pee Opu IOBBILICHHON 4acToTe cokpaiueHuii [17].
MuonuThl UCXOMHO OBUIM TTOJTHOCTHIO paccyiabiieHbl,
1 TaKMM 00pa30M YKOPOUYEHUE MPOUCXOAUIIO B Mpe-
JieJlax MeHbIlIe HeHarpy>KeHHOM IJTMHbI, T.€. TP yJa-
CTMH BOCCTaHABJIMBAIOIIEN CUJIBI.

TutuH gBsieTcsl Takke 00beKTOM (PochOopUIn-
poBaHus nporenHkuHaszoii C [37]. Ho, B oTianaue ot
nporenHKkHa3 A 1 G, pochopunmpoBaHre TUTUHA
MpoTenHKMHa30i C conmpoBOXAaeTCsl MOBBIIIIEHEM
yrpyroctu Muokapaa. OHa Tak Xe, Kak 1 IIPOTeUH-
kuHaza G, pochopmnnpyeT capKoOMepHbBIe OEITKHN, HO
U Ha 3TOM 00beKTe ee 3(P(PEKT OKa3bIBACTCS MPOTU-
BOITIOJIOXXHBIM — OHA ITOBBIIIAET YYyBCTBUTEIBHOCTh
tpornonnHa I Kk nonam Cat*. TakuM oOpa3oM, cUCTe-
Ma PeTyJISILKY CBOMCTB TUTMHA UMEET IIMPOKUIA T1a-
MMa30H, MO3BOJISIIOIIMI YCHENIHO IpHCIocadiInBaTh
pacTSKMMOCTh MUOKapAa K U3MEHUBIITUMCS YCJIOBU -
sSIM Harpy3Ku Ha cepare.

N3odopma N2BA Ttakke 4yBCTBUTEbHA K Aeii-
CTBUIO MPOTEUHKUHA3bI A, HO PaCTSKUMOCTh 3TOi
n30(OpMBI OTpaHNTIMBaETCS Oaromaps IIPOTUBOIIO-
JoxHOMY AeiictBuio noHoB Ca't, koHueHTpauusa
KOTOPBIX B MUOTIJIa3Me 3HAUMTEIbHO BO3pacTaeT Mpu
JIeiicTBUM KaTexoJaMUHOB. Ha Muokapae ¢ pa3imy-
HbIM cooTHomreHueM N2BA/N2B (ObIk u KphIca)
OBbLIIO TI0KAa3aHO TIOBBILICHUE YIPYTOCTU MHOKapaa
OblKa TOA BJUSIHUEM IIOBBILICHUSI KOHILIEHTpaIuu
Ca™, u orcyrcrBre 3(pdeKTa Ha MUOKAPI KPHICHL.
CrnenmoBaTtenbHO, UMeHHO n30popma N2BA uyBcTBHI-
TenbHa K noHaM Ca'™ [23]. Kpome Toro, MocKoJIbKY
cBsa3b cerMeHTa PEVK m3odopmer N2B ¢ aktnHOM
SABJISIETCST KaJIbLIM-3aBUCUMOIL [46], 5Ta n3odopma
TaKXe YaCTUYHO yYaCTBYET B ITOBBILIEHUU ITACCUB-
HOTO HaIpskeHus [83].
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IMporusononoxHoe aeiicteue Ca*™™ mo cpasHe-
HUIO ¢ KaTexoJaMWHaMu ONpaBAaHO HEOOXOAUMO-
CTBIO IIPENOTBPATUTh IIepepacTsSKeHIE CApKOMEDPOB,
MOCKOJIbKY m3odopma N2BA takke 4yBCcTBUTEIbHA
K IeiCTBUIO MpOTeMHKMHA3bl A. Pe3ymbrar 3Tmx
MIPOTUBOMOJIOXHBIX BIMSHUN OOYCIOBIEH HAIUIM-
eM 0oJiee KOPOTKOIO PaCTS>KMMOIO CETMEHTA B MOJIE-
Kyne N2B, uTo u onipenensieT rmpeoodsagaroniee Biaus -
HUE Ha pacTsKUMOCTh MOJIEKYJIBI TUTMHA B Cepaliax
C TIOBBILLIGHHBIM coJiepKaHueM u3zogopmbl N2B [28].
HaHHast cuTyauus peacTaBisieT IpuMep coagaHCH-
POBaHHOTO BIUSHUS Ha PYHKIIMOHUPYIOILYIO CTPYK-
TYpy, IpeaOoTBpallasi e U30BITOUHYIO aKTUBALIUIO.

HedochopunrpoBaHrie TUTUHA OCYIIECTBISIETCS
npotenHdpocdaTazaM, HalpuMep, CEPUHTPEOHU-
HoBas docdaraza 5 (PP5) nedochopunupyer nzo-
dopmy N2B B muokapae. O6sraro PP5 ayrouHrnom-
poBaHa, HO MOXeT aKTUBMPOBATHCSI MO BAUSTHUEM
HEKOTOpPHBIX (paKTOPOB, Hanpumep, 1manepoHa Hsp90
[44]. DTuM OOBSICHSIETCS, TOYEeMY IOA BJIUSHUEM
YBEJIMYEHHOTO 00pa30BaHUs MepOKCHUIa BOAOPOIa B
MOJIEKyJIe TUTUHA 00pa3yloTcs AUCYIb(MUIHBIC CBSI-
34, B pe3y/lbTaTe YIPYrocTh MOJIEKYJIbl BO3PACTAaET.
Kpowme Toro, nedochopunmpoBaHrie TATHHA MOXET
BO3HMKATh BCJIEACTBUE HEIOCTATOYHOI aKTUBHOCTHU
NO-cunTa3bl. B pesynprare nedochopmampoBaHus
TUTUHA pacTeT AUACTOIUUECKOe AABIICHUE U 3aTPYI-
HSIETCS HAMOJTHEHUE cepalia.

HonroBpeMeHHasi ajganTaiysl OCYIIECTBISETCS
TMOCPEACTBOM CTPYKTYPHOI MEPECTPOMKU B TOM XKE
HaIpaBJIeHUU, KaK U KpaTKOBpPEMEHHasl, U 3aBUCUT
OT BUIa Harpy3ku. Eciau ata Harpyska TpebyeTr yBe-
JIMYEHHOTO YAapHOTO 00beMa, COOTHOIIEHUE M30-
dopm N2BA/N2B couraercs BieBo [55]. Eciu ke
Harpy3ka uMeeT MpeuMyIlleCTBEHHO CUJIOBOM xapak-
Tep, KaK HalpuMep MpU CTEHO3€ a0PThl WX TUIIEP-
TOHUU, COOTHOIIIEHNE CABUTAaETCs BIIpaBo [34].

OueBUIHO, YTO 3TU U3ZMEHEHUS MPOUCXOAAT Ha
OCHOBE MEPECTPOMKU reHETUYECKOTo annapara. Tu-
THUH KoaupyeTcs omHUM reHoMm TTN, comepzkaliyum
368 3KCOHOB. MHOIrOYKCIEHHbBIE BapUaHThI CILIAM-
CHHTa cO34al0T U30(POPMEI C pa3IUYHOMN CTPYKTYpPOIit
npyxuH [8]. Ho nepecTtpoiika craiicuHra Tpedyer
COOTBETCTBYILIEH CUTHaIU3aluU. TUTUH yXe TaBHO
paccMaTpMBaeTCsl KaKk CEHCOpP MEXaHWYeCKOro Ha-
npsekeHuss Muokapaa [26]. Ero kitoueBast pojib 00y-
CJIOBJIEHA HAJIMYMEM TECHOI CBSI3M HE TOJBKO C CO-
KpaTUTEJbHBIMHA, HO M C OeJlKaMu IIMTOCKeJeTa
(dunamMuH, UHTETPUH), a TaKXe C JUHUEH Z depe3
TEJIETOHUH U aJib(pa-aKTUHWUH, CBSI3bIBAIOIINIA TUTUH
C YaCThlO aKTUHOBOU HUTHU, KOHTAKTUPYIOIIEH C JTr-
Hueit Z [7]. OcobeHHO BaxKHO yyacTue 0eJIKOB JIMHUUN
Z. Nzodopma N2B HermocpeacTBEHHO KOHTaKTUPYET
¢ nByms 6enkamu FHL1 n FHL2, nokanu3oBaHHBI-
MU B SiIpe W JEUCTBYIOIIMMU KaK KOAKTUBATOPHI
TpaHckpuniuu. MMeHHO yepe3 HUX MPOXOAUT CUT-
HaJI akTUBaluy runeprpodun [7].
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3ABOJIEBAHHMA CEPALIA

TuTuH — rpoMagHbIN OeJIOK, U 3TO JejJaeT MyTa-
LIMM €ro MOJIEKYJIbl BeCbMa BEpOsITHbIMU. B HacTos-
1ee BpeMsl MyTallud TUTUHA Yy 4eJioBeKa aKTUBHO
W3y4aroT, HailieHo okojo 20 MyTtaiuit. T (popMbl
MOJIyYMJIM Ha3zBaHMe TUTUHomnaTuii. [lomasisioiiee
GOJBIIMHCTBO U3 HUX (0Kojio 90%) peanusylorcs: B
BUIIe OWJIATallMOHHOM KapAMOMHUOIIaTUM, a OCTaB-
11asicsl 4YaCThb — B BUJE rUnepTpoduueckoit Kapamo-
muonaTtuu [31]. ITpmumHa Takoro pa3anyns mokKa He-
sicHa. MOXHO BbICKa3aTh MPEANOJOXEeHUE, YTO Ha-
pyllleHre CTPYKTYpbl TUTMHA CKOpee CKaXeTcs Ha
CHUXEHUU MAaCCUBHOM YNPYrocTU, IMOCKOJbKY OC-
HOBHOI (pyHKIIME TUTWUHA SIBJISIETCS CO3JaHUE CO-
MPOTUBJIEHUS PACTSKEHUIO BOJIOKOH MUoOKap/a.

MyTtauuu OOBIYHO M3MEHSIOT COOTHOIIECHUE
N2BA/N2B. Ilpu muiaataliliOHHO# KapauoMMOMa-
TUU 3TO COOTHOIIEHWE 3HAYUTEIbHO ITOBBIIICHO
[55], HO Ha paHHel cTaguW HEOOCTATOYHOCTU, MIPU
COXpaHEHHOH (ppaKIIMKM BEIOpOCAa OHO OKA3aJI0Ch IO~
4yTH BOBOe MeHble — 17/83 mpotus 35/65 [76]. DTo
IIO3BOJISIET JIyMaTh, YTO YKa3aHHOE COOTHOIIICHUE
MEHSIETCSI B XOJI¢ pa3BUTHUsI HEOJOCTATOYHOCTU. YOe-
JIUTEIbHBIC TaHHBIC B MOJIb3Y TAKOTO TPEACTaBICHMUS
noiaydeHsl mpu aHanu3e XCH, pa3BuBaloiieiics y co-
0aK IMpHU IIMTEIbHOM UCKYCCTBEHHO BBI3BAaHHOI Ta-
xukapauu [9, 79]. Ha niepBoii craiuu COOTHOILLIEHUE
N2BA/N2B yMeHbIIaIOoCh — B COOTBETCTBUMU C KpaT-
KOBPEMEHHOM amanTallde cepana K BBICOKOMU Ya-
CTOTE COKpallleHHUi1, a 3aTEM ITOBBIIIAJIOCh B KOHEY-
HOM cTaguu mpoiiecca Ipu (POpMUPOBAHUN AUJIaTa-
AOHHON KapaIWOMHUOIIATUN. DTU TaHHBIE ObLIA
BITOCJIEICTBUU TTONTBEpXKACHBI [40].

MN3meHeHus TUTMHA BO3HUKAIOT IIPU Pa3HbBIX 3a-
0oJieBaHUSIX ceplia ouTu Beerma. OTMEUeHO MOBbI-
II€H1E ITAaCCUBHOM YIIPYTOCTU MUOKapaa B o0pas3nax,
B3SITHIX y MALMEHTOB C OIMACTOJIMYECKON MUCPYHK-
mueii [11]. ITpuMeHeHUe MPOTEeMHKUHA3bl A ycTpa-
HSIJIO €€, YTO MO3BOJISIET M0JIaraTb CHUKEHNE aKTUB-
HOCTHM 3TOM NpPOTEWHKWHAa3bI in vivo. IloBbeIIeHne
JIMACTOJIMYECKOM YIIPYrOCTH B MUOKape MallueHTOB
¢ XCH, B TOM 4ncJie ¢ AUACTOJIMYICCKOMN TUCHYHKII-
et [11], cogeTanmock ¢ MOBBIIIICHUEM aKTUBHOCTH ITIPO-
TeuHKrHa3bl C, U ee THTMOMPOBaHWE MPEACTABISIETCS
OIHUM U3 HOBEIX cnoco0oB Teparuu XCH [7]. Ho B
TO 3Xe Bpems cooTHoleHrne N2BA/N2B y Hux He ObI-
JIO CHUKeHO, KaK MOXHO ObLIO OXWIaTh, a, HAIpO-
TUB, IIOBBIIIEHO, YTO ITO3BOJISICT IIpeAIioiaraTh I10-
BBILIEHHYIO PACTSDKMMOCTD TUTUHA. [1prynHa 1oBbI-
IIIEHHOTO0  HAIpsDKeHWsI ~ MMOKapaa  ocTajiach
HEBBISICHEHHOI, ynajieHHe aKTMHA WIA IpeKpalie-
HUE aKTOMHAO3MHOBOTO B3aUMOAEMCTBUS HE ITOBIUSI-
JIV Ha YIIPYTOCTh MUOKapaa. Ho mpuMmeHeHue npoTe-
nHKrHa3 A i G HOpMaJIM30BaIo ITAaCCUBHOE Ha-
npsckeHne Muokapaa. Oomiee ¢gpochopuimpoBaHe
TUTHHA He ObLJIO UBMEHEHO, HO pochopuiipoBaHue
N2B 0bu10 MeHblIIe, yeM N2BA, 4TO BEpOSITHO U IO~
CIIY>KWJIO TIPUYMHOM ITOBBIIIIEHHOTO MaCCUBHOTO Ha-
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MpsKeHUs: MUokapaa. Jlpyras npuyrHa MOXeT ObITb
CBsi3aHa C TOBBILIEHHBIM (ochopuimprupoBaHUEM
cermeHTa PEVK.

Hanuuune nuadeta oObIYHO COYETAETCS C IOBBI-
IIIEHHBIM ITaCCUBHBIM HallpsoKeHUEM MUOKap/a y rna-
nneHToB ¢ XCH, B ToM umciie ¢ auacToamdecKomn
nuchdynkumeit [77]. Ilpu runoTupeonansme, Harpo-
TUB, NACCUBHOE HampssKeHUE MMOKapaa CHMXCEHO,
YTO COYETAIOCH C ITOBBLIIEHHBIM COAEPKAHNEM M30-
dopmbl N2BA [79].

B mocnenHee BpeMsT B CTPYKType KapOuOJIOTHU
BBIICJISIIOT OTIIeJIbHOE HallpaBieHue — KapAUOOHKO-
JIOTHIO. YCHEeX! B JICYEHUU OITyXOJIeil, JOCTUTHYTHIC
IJITaBHBIM 00pa3oM MNpPUMEHEHUEM aHTPAIIUKIMHO-
BbIX aHTUOMOTUKOB, B OCHOBHOM IOKCOPYOUIIHA,
OCJIOXXKHEHBI HEepPEeOKWM pa3BUTUEM KapIMOMMOIIa-
i 1 XCH. HokcopyouiimH HapymaeT (GyHKINIO
MUTOXOHIPU, BBI3BIBACT OKUCJIUTEIbHBINA CTpecc,
MMPpU 3TOM CHHIKAETCsS COKPAaTHUMOCTh MHUOKapa.
Haubomnee ecrecTBEHHBIM MEXaHM3MOM KOMIIEHCA-
LIMU CHUKEHHOI COKPaTUMOCTH SIBJISIETCS MOOWIIM-
3amus Mexanu3ma CrapiimHra, 0CHOBY KOTOPOTO CO-
CTaBJISIET TOBBIIIEHHAsT PaCTSKMMOCTb MHOKapa.
V KpbIC, NOTYYUBIIUX 4 UHBEKIIMN JOKCOPYOULIMHA
B HEOOJBIION o3¢, GBUIO YCTAHOBIIEHO CHIDKCHHE
IUACTOJIMIECKOMN YIIPYTrOCTH MHMOKapma 3a CYET IT0-
BhILLIEHHOTO (hochopunupoBanHus TutuHa [3]. CooT-
HomeHue N2BA/N2B noBeicuioch IIoYTH BOBOE — C
14/86 mo 26/74. DTV M3MEHEHUS CITOCOOCTBOBAIU
nojjepXaHuio PpakiMy U3THAHUS Ha HOPMaJIbHOM
YPOBHE, T.€. TIPEIOTBPAIIaIF HACTYTUICHUE CUCTOJH -
YeCKOi TuCchyHKIINU.

IIpu pa3HbIX BUAax BO3HUKHOBEHMS IaTOJIOTUU
cep/lia BaXKHbIM, 2 BO3MOXHO 1 00s13aTEIbHBIM KOM-
TIOHEHTOM IIaTOoreHe3a SIBJSIETCSI OKWCIUTETbHBIN
ctpecc. IIpu 3ToM B MOJIEKyJIe TATUHA YCUJIEHHO 00-
pa3yroTcs OUCYIb(PUIHBIE CBI3M, B pe3yIbTaTe mac-
CUBHOE Hampsi>KeHWe MUOKap/a IMOBBIIIAETCS, a pac-
TSDKMMOCTB cHIkaeTcs [32]. B HemaBHMX paboTax Ha
cepauax KpbiC, IMOJMYYaBIIMX JOKCOPYOULIMH 2 wiu 4
Hell., OMJHOBPEMEHHO C JOKCOPYOWILIMHOM BBOIWJIU
MUTOXOHAPUAJIBHO-OPUEHTUPOBAHHBII aHTHUOKCH-
JIaHT IUIACTOMUTUH [66]. OH yCIIEIIHO IIPeIOTBPATUI
pa3sBUTUE CHUCTOJMYECKON AUCPYHKLUUHU Tiociie 4
MHBEKIINI JOoKCOpyOuIHa [4] 1 pa3BUTHE TUACTO-
JIMYEeCKOM OUC(YHKIIMMU TTOCIe 2 MHBEKIIMM JOKCO-
pyouiuHa [5]. BMecTe ¢ TeM cienyeT OTMEeTUTh, 4TO
IIpUMEHEHHE TaHHOIO AHTHUOKCHIAHTA B KadyeCTBE
TepaneBTUYECKOIO CPEACTBA MPH YK€ pa3BUBILICHCSI
KapIMOMUOIIAaTUU COMHUTEIBLHO, MOCKOJbKY OKMC-
JIMTEJILHBINA CTPECC BOZHMKAET IIPU OCTPOM JICiiCTBUM
KaKOoro-JIm00 MOBpexKIaioniero (gpakropa.

SAKJIIOYEHHME

Turantckuii capkorjia3aMaTUYecKuii 6eJ10K KOH-
HEKTUH OBUT OTKPHIT B 1976 T. IMTOHCKUMMN OMOXMU -
kamu (Maruyama et al.). B 1979 r. opyras rpymnna
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onoxumukoB (Wang et al.) Takke BBIIEIMIIA 3TOT Oe-
JIOK, HO Ha3BaJla €ro TUTUHOM (OT I'PEYEeCcKOro “Tu-
TaH” — rpoManHblit). B cuity 6osee yactoit mutupye-
mocTtu B CIIIA naHHOe Ha3BaHMe 3aKPENUIOCh, XOTSI
TEPMHUH “KOHHEKTWUH OOJIbIIIE COOTBETCTBYET POJIU
3TOTO OeJiKa, MOCKOJIbKY OCHOBHOE €TI0 MECTOHAXO0X-
neHue — B qucke I capkomepa, rie oH CIIyXUT CBS3Y-
IOLIMM 3B€HOM MEXIY KOHIIaMA MUO3UHOBBIX HUTEH
W TpaHUIIel capkoMepa — JIMHUEN Z.

KoHHeKTuH/TUTUH 0OHApy>XeH BO BCEX MBIIILIAX.
B ckenerHoli MBIIlIIE MPUCYTCTBYEeT ero mn3odopma
N2A, a B cepmeuroit N2B u N2BA. OcHoBHast poib
TUTUHA COCTOMT B IOAAEPKAHUY AaCCUBHOTO HATIPSI-
JKeHUsSI MUOKapja, MpeaoTBpalllaollero mnepepactsi-
XeHre capkoMepoB. I CKeJIETHOM MBIIIIIEL 3TO He
aKTyaJIbHO, TaK KaK TaM IepepacTsSLKeHUE HEBO3MOXK-
HO M3-3a XECTKO 3aKpEeIICHHBIX KOHIIOB MBIIIIIIHI.
B cepmeuHoil MBIIIIIE TaKMX OTPpaHUYUTEICH HET, U
TMO3TOMY TaM IIPUCYTCTBYET OoJiee ynpyras nzogopma
N2B u cmemanHas N2BA. Kaxnas nzogpopma nmeer
B CBOEM COCTaBE Pa3IMIHOE KOJIUIECTBO UMMYHOIJIO-
OymMHOBBIX TOMeHOB 1 cermMmeHTOB PEVK. MMyHO-
JIOOYJIMHOBBIE JOMEHBI MPEACTABIISIOT “MEPBYIO JIH-
HUIO OOOPOHBI” — OHU YIVIMHSIIOTCS yKe IIPU JTI000M
pacTs>KeHUM capKoMepoB. bosee ynpyrue nenTuab —
cobctBeHHO N2B equnuiisl u cermeHThl PEVK pacts-
TUBAIOTCS YK€ IIPU IIPUOIKE HUH JJIMHBI CAPKOMEPOB
K MaKCUMaJIbHO 3 (HEKTUBHOIA.

CooTHouleHrue nM30(OpM BapbUpPYET B Cepalax
pa3HbIX XUBOTHBIX. MUOKapa MeJKUX MJIEKONUTa-
IOIIUX XapaKTepU3yeTcsi HU3KUM OTHOIIEHHEM
N2BA/N2B, a Muokapa KpyITHBIX XKMBOTHBEIX 1 Y-
JIoBeKa — BBICOKHM OTHOIIEHUEM. DTO pa3inyue
CBSI3aHO TIJIaBHBIM O0pa3oM C pa3IMYHOM 4acTOTOM
COKpallleHU — Y KPbIC U MblllIeli OHAa B HECKOJIbKO
pa3 Beiie. OUueHb KOpOoTKasi AuacToinyeckas raysa
TpeOyeT OBICTPOro 3aBEpIICHUSI pacciabeHUsI, 4To
JIOCTUTAETCs B TOM 4ucIe Ojaromapsi 6osiee yrpyroi
CTpyKType TuTuUHA. IIpeobmamanme w30(QOPMEI
N2BA B MHoKapae KpyIHBIX XKMBOTHBIX 00eCIIeur-
BaeT MOBBIIIEHHYIO PaCTSXXMMOCTh MUOKapia, 4To
0COOEHHO BaXKHO JJIs1 yBEJIMYEHUS yIapHOTO 00beMa.

Ponb TuTHMHA He OTpaHUYMBAETCS TOJILKO MO
KaHWEM TMAacCUBHOTO HampstkeHus. OH y4acTBYeT B
aKTe COKpalleHUs Oaromapst HAJINIUIO CBOMX HUTEH,
MIPUOIIKAIOIINX aKTUHOBBIE HUTU K MUO3WMHOBBIM,
U MOIYJIUPYET YYBCTBUTEIBHOCTH MUOPDUOPWILI K
nonam Ca** — cHMXaeT 4yBCTBUTEIBLHOCTD IIPU Ma-
JIOM IJIMHE CapKOMEPOB U TTOBBIIIAET TP OOIBIIION.
Ponb TuTHHA B pacciabdieHun 0eccIiopHa — OH SIBJISI-
eTcsl “mBUraTelieM’”’ 3JIaCTUYCCKOI OTHauM XKeTyI04u-
Ka IpU HU3KOM KOHEYHOCHUCTOJIMYECKOM OOBEME,
obecnieunBas IprcacblBaHUE KPOBU U3 IIPEACePIus.
ITpu 06BIYHOM KOHEYHOCUCTOIMYECKOM OOBEME POIIb
TUTWHA HE CTOJIb OYEBMIHA, HO BeCbMa BeposTHA. Bo
BCSIKOM cJlydyae cepala ¢ 6oJiee yIpyroi CTpyKTypoit
TUTUHA XapaKTepU3yIOTCs OoJjiee BBICOKOII CKOpO-
CTBIO VIUTMHEHMS BOJIOKOH TIPU pacciiabIeHU!.
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Ne 2

TuTuH ydacTByeT U B KpPaTKOBPEMEHHOM, W B
JIOJITOBPEMEHHOM ajanTaluy cepalla K pa3IndHbIM
Harpy3kaM. IIpy HEoOXOOMMOCTU YBEJIMYUTH MU-
HYTHBIN 00beM TIpoTeMHKHHAa3bkl A 1 G pochopnu-
upyioT ndodpopmy N2B, nmoBreilIasi pacTsiKMMOCTb
MHUOKapAa, a Ipy HEOOXOAUMOCTHU Pa3BUBaTh IIOBHI-
IMeHHOoe JaBicHre nNpoTenHKMHa3a C pochopminm-
pyeT uszodpopmy N2BA, moBwIlast yrpyroctb Mmuo-
Kapzaa. JloaroBpeMeHHas agarTamnus B IIEPBOM CIIy-
yae COIPOBOXIAETCSI MOBBIIIEHUEM COOTHOIIEHUS
N2BA/N2B, a Bo BTOpOM — CHUXXEHUEM 3TOTO CO-
OTHOIIIEHUSI. MHOro4YMCICHHBIE TEHETUUYECKUE MY~
TallMM TUTUHA OOBIYHO COIPOBOXKIAKOTCS Pa3BUTU-
eM IujaTallMoOHHO# Kapmuomuoratuu. [TokaszaHbl
3aKOHOMEPHBIE U3MEHEHUSI CBOMCTB TUTUHA IIPU
pa3IUYHBIX OOJIE3HSIX cepala.

O0630p BBIITOTHEH NpHU (PUHAHCOBOI MOOICPXKKE
rpanta PODU Ne 18-015-00271.

ABTOp G1arogapeH JOKTOPY OMOJIOTUUECKUX HayK
Enene BranumupoBHe JIYKOIIKOBOIT 3a LIEHHbIE 3a-
MeUJaHMUs TIPU OOCY:KIeHUN MaTepraaoB 0030pa.
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The Role of Sarcomeric Protein Titin in the Pump Function of the Heart
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Moscow, 121552 Russia
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Abstract—The giant sarcoplasmatic protein connectin was discovered in 1976 but soon was renamed as titin
in spite of the term connectin is more suitable because it connects the ends of myosin filaments and sarcomer
boundary, Z-line. Connectin\titin in skeletal muscles has N2A isoform, and two isoforms, N2B and N2BA,
in the cardiac muscle, the N2B isoform being more rigid. The main role of titin is to maintain the passive ten-
sion of the myocardium which limits sarcomere distension. The ratio of isoforms varies in hearts of different
animals. The myocardium of small mammals is characterized by a low ratio of N2BA/N2B, and the myocar-
dium of large animals and humans — a high ratio which provides increased myocardial distensibility. Titin
modulates myofibrillar Ca++ sensitivity and participates in myocardial relaxation due to elastic recoil of its
springs. Titin is phosphorylated by various proteinkinases (A, G and C) which modulate its distensibility. Nu-
merous genetic mutations of titin are usually resulted in the development of dilated cardiomyopathy. Various
heart diseases are accompanied by changes in titin properties.

Keywords: connectin, myocardium, diastole, distensibility, relaxability, cardiomyopathy, adaptation
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