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I. Beenenue. II. CtpoeHue ckeneTHOW MBILIIBI, MUO3HUH, aKTHH,
peryisTopHbie OeKH, Teopus ckojb3siux Hutei. [1I. MocTtukoBas
MO/JIeJIb MBIILIEYHOTO COKpAIleHus1, runore3a poryara. IV. Pentreno-
JTUpaKIHOHHAST KApTHHA MBIIIIIBL. V. MOJeIH peHTIeHOBCKOU Au(-
pakuuu Ha Mpimne. V1. 3akmouenne.

I. BBEAEHHUE

B3anmozelicTBre akTHHA 1 MHO3UHA IPUBOAUT B IBI)KEHHE ITONIEPEUHO-
[10JI0CAThIC U [VIAIKHE MBILILIBL, @ TAKXKE JISKUT B OCHOBE MHOTUX JIPYTUX
BUIOB OHOJIOTHYECKOHN MOABMKHOCTH. CKeNIeTHAs MBIIIIIA, B CUILY CBOCH
PETYISIpHOI OpraHM3allMKd Ha BCEX CTPYKTYPHBIX YPOBHSIX, SIBISICTCS
HanOoJee yIoOHBIM 0OBEKTOM IS M3YUCHHUS MEXaHN3Ma paOOThl aKTHH-
MHO3UHOBOTO OHOJIOTHYECKOTO MOTOpa. B 0630pe kpaTko onmcaHa ucTo-
pHsl HCCIEIOBAaHH aKTHH-MHUO3MHOBOTO B3aUMOJICHCTBHSI B MBIIIIIE U
TMIPE/ICTaBICHbI COBPEMEHHBIE TaHHbIE, TIOTyYEHHBIE C TTOMOIIBIO OETKOBOI
KpHCTALIOTpayH, 3MEKTPOHHOH MUKPOCKOIIMH, OMOXUMUH U OEITKOBOH
nxenepuu. Oco0oe BHUMaHUE yAEIEHO PEHTTCHOAM(PPaKIIHOHHBIM
WCCIIEIOBAHMSM HHTAKTHBIX MBIILILI M H30JIMPOBAHHBIX MBIIICYHBIX BOJIOKOH
C IPOHMIIAEMOI MEMOpaHOH, CIIOCOOHBIX Pa3BUBATh AKTUBHBIC YCUIIHS H
COBepILIaTh MEXaHUUECKYI0 paboTy. Takue nuccieaoBaHust, MPOBOASIIUECS
Ha COBPEMEHHBIX UCTOUHMKAX CUHXPOTPOHHOTO M3IIyUeHHS, TIO3BOJISIOT
MCCIIeIOBaTh JABMKEHUSI MHO3WHOBBIX MOJIEKYJISIPHBIX MOTOPOB B YCIIO-
BUSIX, MPHOIMKEHHBIX K (DU3MOJIOTMYECKUM, C BBICOKMM BPEMEHHBIM H
MPOCTPAHCTBEHHBIM Pa3peIICHUEM.

[epBbie sKCIIEpUMEHTANIBHBIE TAHHBIE O CTPYKTYPE COKPaTUTEIBHOTO
anmapara MbIis! Obuti nonyyensl Hugh Huxley npu nomormu pentre-
HOBCKOH audpaknuu [1]. Ucnons3ys mabopaTopHBIil HCTOYHUK PEHTTe-
HOBCKOTO M3JTyYCHHUS! 1 MUHUATIOPHYIO Kamepy (OKHO ISl Ty4a 5 MKM H
paccTosiHKE OT Ipenapara 10 IETEKTopa 3 cM), OH MOy YHII MaJIOyIJIOBbIE
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PEHTTEHOTPAaMMBI JKMBOM MBIIIIIBI B TIOKOE€ M B AKTUBHOM COKPAIIICHUH.
Ha ocHOBe 3THX NaHHBIX B COYETAHUH C JAHHBIMHU DJIEKTPOHHON MHK-
pockoruu Oblia MOCTPOCHA TEpBast CXeMa YIaKOBKH TOJICTHIX M TOHKHX
HUTeH B capkomepe. Pa3BuTre HCTOUHUKOB CHHXPOTPOHHOTO M3ITyYESHHS
W TIOSIBJICHUE OBICTPBIX JIBYMEPHBIX ACTEKTOPOB OTKPBIJIO HOBBIE BO3-
MOKHOCTHU JIJISl MCCIIEIOBAaHUS CTPYKTYPbl aKTHH-MHO3MHOBOTO MOTOpa
C YHUKaJIbHBIM BPEMEHHBIM [2] M MPOCTPAHCTBEHHBIM [3] pa3perieHrem.
st coBpeMEHHOT0 3KCIEPUMEHTATOpa 3TOT METOJ HE TepsieT CBOoei
MPUBJIEKATEIbHOCTH, TOCKOJIBbKY, B OTJIMYHE OT MHOTHX JIPYTHX BBICOKO-
TEXHOJIOTHYHBIX METOOB, [T03BOJISIET HAOMIOAATh 32 U3MEHEHUSIMU CTPYK-
TYPBI MBILICYHBIX OCITKOB HEMOCPEICTBEHHO B KJIETKE OAHOBPEMEHHO C
M3MEHEHUSMH e€ (PU3NIECKUX XapaKTEPUCTHK.

II. CTPOEHUE CKEJIETHOM MBIIII[bI, MUO3HH, AKTHH,
PEI'VJIATOPHBIE BEJIKH, TEOPUS CKOJIB3SAIUX HUTEU

CxkeneTHas MBIIIIA COCTOUT M3 MYUYKOB MapajjiIebHO YMaKOBaHHBIX
MBIIIEYHBIX KJIETOK, MJIM BOJOKOH (puc. 1). XapakTepHblil AuameTp
kietku 50-100 MxM, Auana3zoH BO3MOXKHBIX JUIMH O4€Hb KUPOK. Kaxaoe
BOJIOKHO — 3TO OfHa OOJjbllas MHOTOSIIEPHAs KJIETKa, B KOTOPOH sipa
OTHECEHBI K TOBEPXHOCTH, & [IOYTHU BCE OCTAIBHOE MPOCTPAHCTBO 3aHATO
MuoduoOpmwLIamMu. JnaMeTp oTaebHOM MUOGUOPHILIBI IOpsiAKa 1 MKM.
MuoduOpusiel codpaHbl U3 OAMHAKOBBIX CEIMEHTOB, CApKOMEPOB, (OT
Tped. Sarx — MsICO ¥ MEros — 4acTh, JI0JIs1), KOTOPBIE OTIEIIEHBI IPYT OT Ipyra
Z-nuckamu (puc. 1). [lorepeunyro rcyepueHHOCTh MBIIIEYHBIX BOJIOKOH,
00yCIIOBJICHHYIO PETYISAPHBIM MOBTOPOM CapKOMepoB, BaH JIeBeHTYK
YBU/JIEN B CBOI caMOJIeNbHbIA MUKPOCKON B 1674 1. YuuTHIBasI, YTO JJIMHA
capkoMepa IpUMEpHO 2—2,5 MKM, — 3TO OBIJIO YANBUTEIHLHOE TOCTIKCHHE.

B cepenune XIX Beka Hemerkuil yu€Hniii KtoHe BbIJIeMII «COKpaTH-
TEeTHHYIO CyOCTaHIINIO» MBI U Ha3Ba e€ Muo3nHoM [4]. [To3aaee on
ormcar e€ Kak BeIecTBO, KOTOPOE IIPH OMPe/IENEHHBIX YCIOBHUSIX CIIOCOOHO
(hopMHPOBATH COKPAIIAIOIINIACS CTYCTOK. B T€ roapl HE CYyIIEeCTBOBAIIO
METO/IOB BBIJICIICHNS U aHAIIN3a YACTHIX OEJIKOB, IIOATOMY TOT YaCTHYHO
XapaKTepu30BaHHbII KroHEe MUO3HH SBISUICS, IO CYyTH, CMECBEO HECKOJIb-
KHX OEJIKOB, B KOTOPOI MPUCYTCTBOBAI U aKTHH. [ [puMepHO B Te ke roibl B
Hay4YHO TUTEpaType MosIBUIACH KacCH(UKaIMs TEMHBIX U CBETIIBIX 30H,
3a1al0LMX ONEPEYHYI0 HCUEPUEHHOCTh CKEJIETHOM 1 CEpJICUHON MBIILIL.
Bugumbie B CBETOBOM MHKPOCKOIT 00JIE€ CBETIIBIC YUACTKH CAPKOMEPOB
CTau Ha3bIBaTh [-30HaMM (M30TPOITHBIMU), TEMHBIE — A-30HaMHU (aHN30-
TPOIHBIMH). Z-AUCKU 00Pa3yloT TPaHHLBI MEXKIY CapKOMEpaMu, a 4y Th
OoJsiee CBETIBIH y4acTOK B LIEHTPE A-30HBI NOMy4Yns Ha3BaHue H-30HBI
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MbILLILLA
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pasmeHm capkomepa:

MWO3NHOBbIE TOJTOBKA

15 HM
TOHKasdA

aKTUHOBaA
HUTb

TOJICTad MNO3NHOBAA HUTb

Puc. 1. Cxema cTpoeHHs CKEIETHON MBIIIIIBI.

‘Yka3aHbl XapaKTepHBIE pa3Mepbl CapKoMepa 1 TOJIOBKU MHO3UHOBOM MOJICKYJIBI.
CHHUM, KpacHBIM M 3€JEHBIM MOKa3aHbl MHO3WHOBBIC TOJIOBKH, NMPHHAJICKAIINE
TPEM TOJICTBIM HUTSIM, OKPYKAIOIIMM TOHKYIO aKTHHOBYIO HHTh. CephIM IBETOM
MOKa3aHbl MOHOMEPHI aKTHUHA, AOCTYIHBIEC Ui MHO3WHOBBIX T'OJOBOK, TOIYyOBIM —
AKTHHOBBIE MOHOMEPHI, CBSI3aHHbIE C MOJICKYJIAMH PETYIISI TOPHOTO OEJIKa TPOITOHUHA
(perynsTopHble OCJIKHA HA PUCYHKE HE TIOKa3aHbl).
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Puc. 2. CokpaTuTenbHbIi anmapar CKEJICTHON MBIIIIIBI.

A. ©ororpadus, cieaHHas B CBETOBOH MUKPOCKOII. YKa3aHbI ONITHYECKHU Pa3iy-
YHUMBIE 30HBI CapKOMepa.

b. Dnexrponnas MukpogdoTorpadus.

(puc. 2). OteuecTBEeHHbIE OMOXUMMKH TOKA3aJH, YTO MPH SKCTPAKIUH
«MHO3MHa» U3 MBIIILBI BBICOKMHA KOA(PPULIUEHT NPETOMICHUS A-30HBI
HCYe3aeT [5, CM. TaKKe CChUIKH B 6].

CrenyrommM O4eHb BaXKHBIM 11arOM Ha ITyTH UCCIIeIOBaHUS MbIILIEY-
HOTO COKpauieHusi ObUIO OTKpBITHE DHreibrapaToM u JIroOumoBoii
AT®da3Hoit akTHBHOCTH MHO3HHA [ 7, 8]. iMu ke Ob110 00HapyKEHO, YTO
resab Muo3uHa noj BiausaueM AT® criocobeH n3MeHsTs cBoil 00béM. Ha
OCHOBAHUH 3TUX JAHHBIX OHHU BBICKA3aJIM IPEAIIOJIOKEHHE O TOM, 4TO
pacmeruienne AT® MHO3WHOM SBISETCS ABIDKYIIEH CHIONW MBIIIIEYHOTO
COKpallleHHs. DTO MIPEACTABIEHHUE JIEKUT B OCHOBE COBPEMEHHBIX NPE-
CTaBJICHHUI 0 MEXaHOXUMHUIECKOM ITPe0Opa30BaHNH SHEPTHH aKTHH-MHO-
3MHOBBIM MOTOPOM.
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Bo Bpems Bropoit MupoBoii BoiHBL B 1942 1., paboTas B m1aboparopun
A. Szent-Gyorgyi B ynuBepcutere Ceresia, BeHrepckuii OnoxumMuk Bruno
Straub nokasai, 4To «MHO3WH» SIBISIETCS CMECHIO JIBYX OeikoB [9]. Bropoit
0eJI0K Ha3BaJIM AaKTHHOM HM3-3a €r0 CIIOCOOHOCTH aKTHUBUPOBATH THAPOIIN3
AT® muno3uHoM. bbI1o MOKa3aHo, YTO aKTHH U MUO3HH AUCCOLMUPYIOT IPU
nobasnennu AT®. [Tozauee, Szent-Gyodrgyi mokasai, 4To 00paboTaHHbBIE
IIMLEPUHOM MBIIIEYHBIE BOJIOKHA, COZIEpKalllie TOJIBKO OCHOBHBIE COKpa-
TUTEJIbHBIC OCJIKH, yKopaunBatoTcs npu godasienun AT [10].

B 1953 1. ¢ nomorsro anexrporHoi mukpockonuu Hugh Huxley u Jean
Hanson nokasasnu, 4To B capkoMepe eCThb /1Ba CEMENCTBA HUTEHN, TOJICThIE
Y TOHKHE, HO OBIJIM OYeHb OCTOPOKHBI B MHTEPIPETALUH PE3YIBTATOB U
HE IBITAIUCH COBMECTUTH UX € KaKOW-JINOO M3 CYNIECTBOBABIIUX TOTJA
TUIOTE3 O NPUPOJIE MbIIIeUHOro cokpanienus [11]. B cnenyromem rony B
OJTHOM HOMeEpe KypHaia Nature BoILIO 1BE padothl [ 12, 13], He3aBUCHMO,
C MCIIOJIb30BaHUEM PA3HBIX HKCIIEPUMEHTAIBHBIX METOJIOB MTOKA3aBILIHX,
41O [-30HBI COZEPIKaT TOIBKO TOHKUE HUTH, A-30HBI COJIEP)KAT HUTH 000MX
THUIIOB, X YTO IIPH COKPAILEHUN CapKOMEPBI YKOPAYHNBAIOTCA TaK, YTO JUTHHA
A-30HBI 0OCTa€TCsl HEN3MEHHOH, & YKOPaYMBatOTCs TOIBKO [-30HEI (puc. 3).
ABTOPBI IPEIONOKIIIN, YTO IPU COKPAILEHNH HUTH HE U3MEHSIOT JAJIHHY,
a CKOJIB3SIT IpyT OTHOCHUTEINIBHO Apyra. JTa FMI0Te3a CKOJIb3SIUX HUTeH
ObuIa 3aTeM HEOIHOKPAaTHO IOATBEP)KICHA SKCIEPUMEHTAIBHO U CTaja
OCHOBOI COBPEMEHHBIX IPEJICTaBICHU O (PU3UKE MBIIIEIHOTO COKpa-
IICHHUS.

TepMUH «MBIIIEYHOE COKPAILIEHUE», KOHEUYHO, UCTOPUUYECKUM U HE
BIIOJIHE TOUHBIN. ITo1 HMM MToIpa3yMeBarOT COBEPIICHUE MBIIILEH Mexa-
HUYECKOHM paboThl, T.e. YKOPOUEHHE MPOTHB JAECUCTBYIONIEH HA MBIIIILY
BHEIIHEHN CHIIbI, CBOOOJHOE aKTHMBHOE YKOpOUeHHE 0€3 Harpy3Ku WM
pa3BUTHE AKTUBHOT'O MEXaHUYECKOTO HAITPSYKEHUS P TIOCTOSHHOM JITTMHE
(M30MeTpHUecKoe COKpalleHUe), B KOTOPOM MeXaHWdeckas paboTa He
coBepIaeTcs. YBeIMYUBATh JAJIMHY MBIIILA MOKET TOJIBKO MOA JIecTBUEM
BHEIIHHUX CHJI, TPEBBILIAIOIINX H30METPUUECKYIO.

ToHKHE HUTU COCTOST, INIaBHBIM 00pa3oM, U3 Oelika aKTHUHA.
AKTHH — OuY€Hb IIHUPOKO PAcIpOCTPaHEHHBIN U B TO e BpeMs BecbMa
KOHCEPBATUBHBIN OEJIOK ¢ MOJIEKYJsipHOH Maccoi 42 kJ[. MoHomepsI
aKTUHA (MX 4acTO HA3bIBAIOT DIOOYISpHBIM, WK G-aKTHHOM) MOTYT
MOJIMMEPU30BaThes, 00pasys pubpummsipusiii F-aktun. [lonumepnas
HUTb aKTHHA UMEET CIUPAIBHYIO CTPYKTYpY (pHc. 1, 9), koTopyro yacto
MPENICTABISAIOT MPOCTONH MOJENBIO JIeBOM criupanu 13/6 (T.e. MOMHBII
NEPUOA CHUPAJIN COCTABISIOT 13 CyObeIMHML, pacloNoKEeHHbIX Ha 6 e€
oboporax). OceBoi mar Mex,y MOHOMEpaMH — OKOIIo 2,75 HM, a yroi
MIOBOPOTA COCETHUX MOHOMEPOB MpUMEPHO 167°, T.e. MOJIHBIA MEepruoa
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nepekpbITUS
TOHKWUEe aKTUHOBbLIE HUTU

capkomep
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TONCTblieé MUO3UHOBLIE HUTU

YKOpOo4eHune

pacTshkeHve

Puc. 3. Mnmoctpanus runmoTesbl CKOJMB3SIIUX HUTEH.

BunHo, 4To npu M3MEHEHUH JUIMHBI cCapKkoMepa JUTMHA A-30HbI (30HBI TOJICTBIX
HUTEH ) OCTAETCsI TOCTOSIHHOM, @ MEHSIETCSI TOJIBKO JUITMHA HENIEPEKPHITON C MHO3HHOM
4acTH aKTUHOBBIX HUTEH (I-30Hb1). O0NACT, TIIE HAXOSTCS U HUTH aKTHHA, U YaCTH
MHO3HMHOBBIX HUTEH, CofeprKallne roJI0BKHU, HA3bIBAETCsl 30HOM MePEeKPBITHSL.

paBeH 13x2,75 = 36 um (Holmes u np., 1990). /InuHa uckyccTBEeHHON
AKTUHOBOW HUTHU, MOJIYUYCHHOU moiumepusanueil G-akTuHa, MOXKET
npocturath 20 MKM, B CapKOMEpe CKEJICTHOH MBIIIIBI TETNIOKPOBHBIX €€
JUIMHA OKOJI0 1 MKM. B TOHKHMX HHUTSIX MONEPEYHO-TOIOCATHIX MBIIII]
UMEI0TCs Takxke U Apyrue oenku. Hanbonee 3HaunMble U3 HUX — PEryJis-
TOpHBIC OETKU TPOMOMHO3WH U TPOTIOHUH, yrpaBisiemble noHamu Ca’’
1 o0ecreunBaroIIe KaK aKTUBAIIMIO MBIIIEYHOTO COKpAIICHUS, TaK U
paccnabnenne mbii [14, 15]. Tponomuosus (Tm) ObLT OTKPBIT ke B
nocieBoeHHbIE Tonbl [16]. Monekyna TpolmoMHUO3MHA COCTOUT U3 JBYX
CKpYYEHHBIX MEXIy cOo00W ambda-cnupaneil U UuMeeT BHUI IITUHHOMN
c1ab0 M30THYTOH CrHpaivd, TPUMEPHO KOMIUIEMEHTAPHOW CHUpaIh
aktuHa [17]; MonekynspHas macca TporomuosnHa 65 k/[. Cocemnue
MOJIEKYJTBI TPOITOMHO3WHA COSTMHEHBI MEXITY CO00M «XBOCT K TOJOBE»
[18] u oOpasyroT ABa MIUHHBIX TSXKa, HIYIIUX BIAOJIH BCEH aKTHUHOBOM
HUTH. TpONOHNH — IOOYApHBII 60K, OTKPHITHIN B Tabopatopun Eba-
shi B 1960-¢ rr. [19-21] ¢ monekymnsapuoit maccoii 80 xJ[. B ero cocras
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BxomatT Tpu cyobenuannbl (Tn-1, Tn-C, Tn-T). Tn-C (kambiuii-cBA36I-
BAaIOINI) 00JIalaeT 3HAYUTEIBHBIM CPOJCTBOM K MOHAM KaibIus, Tn-I
(«MHTHOMPYFOIINIT» ) MOXKET MPUCOCAMHATHLCS K aKTHHY, (PUKCUPYSI BECh
TPOTIOHUH-TPOIIOMUO3MHOBBIA KOMILIEKC Ha €r0 TMOBEPXHOCTH, M TEM
CaMbIM HHTUOUPYS CBSI3bIBAHUE MHO3MHOBBIX TOJOBOK C aKTHHOM M HX
AT®a3Hy10 akTUBHOCTB, 00 caM mpucoeaunseTrcs k Tn-C, ocnabmusis
CBSI3b PETYJISITOPHBIX OCJIKOB € akTHHOM. Tn-T (TporioMuo3uH-cBs3bIBaIO-
M) obecrieunBaeT CBs3b ABYX IPYTrUX CyObeIMHHII MEXKIy coO0i H ¢
TponoMHO3UHOM. Kasknblii TPOMOHUHOBBIH KOMIUIEKC CBS3aH C OTHOU
MOJIEKYJION TPOTIOMUO31HA, 0CEBON MEPUO/T TOBTOPEHUS TPOIIOHUH-TPO-
MTOMHO3MHOBBIX KOMILJICKCOB HAa TOHKOW HUTH paBeH 14 maramMm 0CHOBHOM
aKTUHOBOU crimpainy, T.e. 14x2,75 um ~ 38,5 HM, — 4yTh OOJbIIE, YEM
MEepPUOJ AKTUHOBOU CIIUPAJIH.

Mpeiiiia He Moryia ObI BBITTOTHSTH CBOIO (DYHKIIUIO, €CJIM OBl OHA HAXO-
JTUIIACH B TIOCTOSTHHO BKJITFOYEHHOM cocTostHUH. J1i1st appexTuBHON paboThI
HEOOXOMMO, YTOOBI B HEMl HAXOIMIINCH YIPABISIEMbIE «BBIKITFOUATEII.
Posib 5THX BbIKITIOUaTENel BHIMONHAIOT HOHBI Ca?'. B oTBeT Ha CTUMYIISI-
IO WX KOHIICHTPAIUsI BHYTPH KJeTKU moBbiaercst ¢ 107 go 10° M.
B 3aBucumocTH ot Toro, TIHE pacnonaratoTcs Ca-CBA3bIBAIONINE OENKH,
MIPUHATO Pa3INYaTh MHO3WHOBBIN, XapaKTEPHBIH IS TIAJKUX MBITII 1
HEKOTOPBIX MBIIII] MOJUTFOCKOB, I aKTHHOBBIH, TOMUHUPYIOIINH B TIOTIE-
PEYHO-TIONIOCATHIX MBIIIIIAX, TUITBI AKTUBAIIHH.

Moens akTHHOBOU PETYIISIIAHN TOTIEPETHO-TTONIOCATHIX MBI [22—24]
OpeIoiareT, 4To B OTBET Ha npucoeauHerne nonos Ca** k Tn-C [25]
TPOTIOHWH TTOBOPAYMBACT CBI3AHHBIA C HUM TSK TPOIIOMHO3WHA TIO
MMOBEPXHOCTH aKTHHA TaKUM 00pa3oM, YTO Ha aKTHHOBBIX MOHOMEpax
OTKPBIBAIOTCSI MHO3UH-CBSI3bIBAIONTNE YUacTKH (puc. 4). MccnemoBanuio
CBSI3M MEXy PETYISILUEN MBIIILBI U MEXaHUKOH €€ COKpAILEHUs! B HACTOSI-
iee BpeMsl MOCBSIIEHbI pa0OThl MHOTMX HAy4YHBIX KOJUIEKTHBOB (CM.,
Hanpumep, [26]).

W3BecTHO, YTO MOTOPHBIH OEJIOK MHO3WH, 00pa3yOIIHIA TOJICTHIC HUTH,
oOnaaeT OonbIuM pazHooOpasuem [27]. B Hactosiiee Bpems onucano 24
KJIACCa MUO3UHOB U OMPE/ICIICHB] aMUHOKHUCIIOTHBIE ITOCIEI0BATEIBHOCTH
oomnee yem 100 mpencraBureneld IToro cymep-cemeiictsa 6eiakoB [28,
29]. Bce MHO3UHBI COACPKAT OAHY WU JABE TSKENBIX MOJUIETITUTHBIX
I[N U HECKOJIBKO JIETKHX Ieneil. N-KOHell KayKI0H TskENnoii ernu oopa-
3yeT MI00YISIpHYIO TOJIOBKY MHO3HMHA MM cyOdparmenT-1, S1, KoTopbIii
CIOCOOCH CBS3BIBATHCS C aKTHMHOM W rujaponu3osate AT® [30, 31]. B
pesynbrare ruaponnza AT® BeiensieTcss XuMU4IecKasi SHEPTHusi, KoTopas
B XOJIe aKTHH-MHO3WHOBOTO B3aMMOJICHCTBHS TIPEBPAIAETCs B MEXaHH-
4ecKyro paboty [8].
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Puc. 4. Cxema cTpoeHus capkomepa.

ITokazaHa yrmakoBKa OCHOBHBIX MBIIIEUHBIX OEJIKOB B TOHKHE (2, 0) U TOJICTbIE
(B, m) HUTH. YHCIIO MHO3HHOBBIX MOJICKYI B SIPyCE TOJICTOI HUTH MOXKET MEHSTBCS B
3aBHCHMOCTH OT BHJA, B MBIIIIIAX BBICIINX MO3BOHOYHBIX OHO PAaBHO TPEM.

Muo3uHOBas TOJIOBKA IIEPEXOAUT B «IIEUKY) — NJIUHHBIN OL-CITHU-
pPaJbHBIM y4acCTOK TSKEJIOW LENH, ¢ KOTOPBIM aCCOLMUPOBAHBI
nérkue uenu. Mx xomm4ecTBo B MUO3MHAX PA3HOTO TUIIA BAPbUPYET
B IIMPOKUX Ipenenax. MplllledHbld MUO3UH, IPUHAIICKAIUN K
KJ1accy MUO3UHOB II, comepkuT nBe TSKENBIE U YETBIPE JIETKUE
nenu. C-KOHIIEBBIC YYACTKU KKIOW U3 TSOKENBIX TIENel 00pa3yroT
CyIep-o.-CrupaibHbIi cyOpparMenT-2, S2, nepexoaaIuii B JUIMH-
HBII CTBOJIOBOM M TAaK¥K€ CYIEp-O-CIUPAIbHBIA y4aCTOK MOJIe-
KyJIbl, Ha3bIBaeMblil JErkuM MepomuozuHoM (LMM, JIMM). IIpu
(M3HOTOTUYECKON HOHHOM CHJIE OKPYKAIOIIEro pacTBOpa CTBOJIO-
BbI€ YYAaCTKU MOJIEKYJT MHO3MHA arperupyroT U 00pazyroT MHO3U-
HOBbIE€ HUTH (puc. 4). B ckeneTHpIX MBIIIAX 3TH HUTU 001a1al0T
CIHMPANbHOM CUMMETpUEH U NPEACTaBISIIOT cO00H TPEX3axX0nHYIO
MPaBYIO CIUPAJb C HEPUOOM OKOJIO 43 HM M OCEBBIM PACCTOSTHUEM
MEXy ApYCaMU BBICTYNAIOIIUX MHUO3UHOBBIX IOJIOBOK ~14,3 HM.
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JlnuHHBIE Ccynepcnupain30BaHHBIE YaCTH MOJIEKYJI MHO3MHA
(JIMM) o0pa3yroT CTBOJ TOJICTOW MHO3MHOBOW HUTH TUAMETPOM
okoso 15 am. Kpome ocHOBHOTO O€JKa TOJICTOM HUTH — MUO3WHA, B
Hel MpUCYTCTBYIOT U Apyrue oeiku: TuTHH, C-6e10k u nip. [32, 33].

III. MOCTUKOBASI MOAEJIb MBILLEYHOI'O
COKPALIEHNS, TNIIOTE3A PBIYATA

IlepBble MONEKYIApPHBIE TEOPUH, OMUCHIBAIOIINE MEXaHNU3M MBILIEYHOTO
COKpAIICHHs1, BO3HUKJIX B 30-€ roibl IPOILLIOro BeKa, HO HU OJJHA M3 HUX HE
OKa3aJlach CKOJIb-HUOY/Ib BepHO. OCHOBOI COBPEMEHHBIX PEJICTABICHUI
cTalia ONMCcaHHas BbIIIE TUITOTe3a CKOMB3SIMX HUTeH [12, 13]. B aTux xe
paboTax ObLI 3a71aH BOTIPOC O TOM, YTO K€ 3aCTaBISET HUTH CKOIIB3UTh, U
BBICKa3aHO MPEIOIOKEHHE, YTO 32 3TO OTBEYAIOT KaKHe-TO CTPYKTYPHI,
COGIMHSIONINE MEXKTy COO0M TOHKHE F TOJIICThIE HUTH. BCKope ¢ ToMOTIIBO
ANEKTPOHHON MUKPOCKOITNH OBIITH 0OHAPYKEHBI BEICTYIIBI U3 MHO3HHOBBIX
HUTEH, KOTOphIE OOPA30BBIBAIN C aKTHHOM IOTICPEYHBIC MOCTHKH |34,
35], m BnOCIeACTBIH OBIIO TIOKa3aHO, YTO UMEHHO MHO3HHOBEIC TOJIOBKH,
obpasyromre MocTukH, 00manaroT AT®-a3H0i akTHBHOCTEIO. B neTarens-
HOM MBIIIIE HACEKOMBIX OBIJIO OOHAPYKEHO JBA TIOJIOXKCHUS TOTIeped-
HBIX MOCTHKOB: TIEPIIEHANKYIISPHOE aKTHHOBBIM HUTAM U HAaKIIOHEHHOE
npuMepHo nox 45° [36].

CTpyKTypHBIE 1 OMOXMMHUYECKHE HKCIIEpUMEHTAJbHBIE JTaHHBIE,
JIoCTymHbIe K Hadany 1970-x rooB, ObUIM 00bEAMHEHBI B cxeMy JInMHa-
Toitnopa (puc. 5 A, [37, 38]).

Crienys 9TOM cxeme, BHaYajae MHO3MHOBAas rojoBka BMecte ¢ ATO
wn nponykramu e€ ruaponusa, AJI® u Heopranmueckum Qocdarom
(®,), NPUCONUHAETCA K aKTHHY B IIPE-CHIIOTEHEPUPYIOLIEM COCTOSHUH
(na puc. 5 —nox yrimom B 90°, coctosinue 4). CoOCTBEHHO THIIPONIU3, WIIN
pacuierienne AT® na AJI® u P, mpoucxoauT, NpeuMyIeCTBEHHO, B
OTCOEIMHEHHOM COCTOSHUU. B OTCYTCTBHE aKTHHA CKOPOCTb FMAPOIHN3a
AT® MHO3MHOM IMMHTUPYETCs cOpocom P , KOTOpas HE NMPEBBIIIAET
0,05 ¢! [39]. Ecitu MHO3MHOBBIE MOJIEKYJIbI YIIAaKOBAaHBI B TOJICTYIO HHUTB,
TO B YCIIOBHUSIX, COOTBETCTBYIOLIHMX PaccaabIeHHOMY COCTOSHHIO, MUO3H-
HOBEIE TOJIOBKH 00Pa3yIOT YIIOPSIOUYEHHYIO CTPYKTYPY Ha €€ TOBEPXHOCTH
[40]. IIpu sTom ckopocTh ruaponuza ATD okaszeiBaercs ewé B 10 pas
Hke [41]. Takas HU3Kast ckopocTh rupor3a ATD MUO3NHOM OOBSICHSET,
rmoyeMy pacciiallieHHas MBIIIIA TIOYTH He TIOTPeOIseT SHEPTHIO.

Casi3piBanne S1 ¢ akTuHOM ycKopsieT cOpoc docdara u MPUBOAUT K
n3MeHeHHIo GopMbl S1 1 ero MoBOPOTY, MMPU TOM OH MOXKET COBEPIITUTH
paborty (puc 5 A4, cocrostaue 1). 91O, B CBOIO OYepeab, YCKOPSIET cOpoc
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Puc. 5. A. Cxema Jlumna-Toaitopa paboTs! nornepednoro Mmoctuka. Ha cxeme ATP,
ADP u Pi coorBerctBytoT AT®, A/ID u Heopranuueckomy docdary.

b. TIpeamnonaraembie KOH)OPMAIIMOHHBIC H3MEHEHHsI B MHO3WHOBOI! TOJIOBKE BO
BpeMs pabouero miara [42, 43].

AJI® u3 akTuBHOrO LEHTpa S1, mocie 4ero mpucoeAMHEHUE HOBOU
Mosekynsl AT® Bei3biBaeT oTcoequnenue S1 ot aktuna [37, 38]. B
orcytcTBue AT® romoBKa NPUCOCAUHSCTCA K aKTHHY B COCTOSHUH 1,
COOTBETCTBYIOIIEM KOHILYy pabOodYero Iara, Takoe COCTOSHUE Ha3bIBAIOT
rigor (OT rigor mortis — TpynHoe okoueHeHue). [TocKonbKy B KieTKe
»KuBO MBIIIEI AT® B M30BITKE, B 3TOM COCTOSITHUA MUO3WHOBASI TOJIOBKA
npeOrIBaeT Hemouro. Ha oguH pabounii UK MOCTHKA PACcXOIyeTcs OTHa
Mouiekyna ATO.

[IpumepHO B TO e BpeMs ObUIM CIeNaHbl SKCIIEPHUMEHTHI, TT03BO-
JISTOIIHE OIIEHUTD (PU3HUecKre XapaKTePUCTHKH MOJIEKYIIIPHOTO MOTOpa
[44]. ABTOp®I HCcTONB30BAIN OBICTPBIC (~] MC) U3MEHEHHUS IJIMHBI
COKpAILAIOIIETOCs] OJUHOYHOIO MHTAKTHOTO BOJIOKHA MBIIILIBI JISITYIIKH
U PETUCTPUPOBAIIM CUITY, PA3BUBAEMYIO BOJIOKHOM B OTBET Ha €r0 pacTs-
KEHHE WIIN yKopoueHre. CMBICI TaKOTO ITOIX0/]a COCTOUT B TOM, YTOOBI,
HapyIIUB PAaBHOBECHBIC YCIIOBHUS, B JAHHOM CITy4ae MHUKPOCKOTTHICCKUX
MEXaHHYECKUX COOBITHI B OTIACIBHBIX MOCTHKAX, CHHXPOHHU30BaTh ITH
COOBITHS B MAKPOCKOITUYECKH H3MEPUMbIN OTBET CHIIBI LIEJIOTO BOJIOKHA U
WHTEPIIPETUPOBATH 3TOT OTBET B TEPMUHAX PEAKITUI «CPESTHETO» MOCTHKA.
IIpenmonoxkus, 4T0 MOCTUK, COEIUHEHHBINA C TOJICTONM HUTBHIO YIPYTUM



Monexynapnulii mexanuzm padomvl AKMUH-MUO3UHOBO2O MOOPA... 243

2JIeMEeHTOM (IO YMOJYAHUIO MPEAINoiIaraioch, 9TO 3TUM DJIEMEHTOM
SIBIIIETCST S2), KATUTCS 1O MMOBEPXHOCTH TOHKOW HUTHU 4epe3 Psif JWC-
KPETHBIX COCTOSIHUHN, HE MEHSISI ITPH 3TOM (OPMBI, ¥ 4TO KECTKOCTH Kak
TOJICTBIX, TAK ¥ TOHKUX HUTE MHOTO BBIIIIE KECTKOCTH MOCTHKOB, aBTOPHI
MOCTPOMJIM MOJIEb, KOTOpasi BIIOJIHE YAOBJIETBOPUTEIHHO OMHCHIBAja
pe3ynbTaThl MeXaHH4eCcKUX dKcreprMeHToB. [1o ux oneHkam «pabounit
1ar» MOCTHKA, T.€. pacCTOsTHUE, Ha KOTOPOEe NepeMEIaeTcs TOJI0BKa MPH
pacuierieHud oaHo# Monekyiasl ATD, coctapnser 8—10 HM.

T'unoresa 0 TOM, UTO pa3BUTHE CUITBI IPOUCXOANT B pe3yJIbTaTe HOBOPOTa
MOCTHKOB, IOJTy4riIa CBOE IOATBEPKICHHE B PEHTTCHOAN(PPAKLIUOHHBIX
sKkcriepuMenTax. CaMplii SpKuil MepuInOHaIbHBIN pedekc M3 Ha peHT-
TEHOTpaMMe€ COKPAIIAIONIENHCs MBIIIIBI, COOTBETCTBYIOIUN OCEBOMY
nepuony ~14,5 HM, BbI3BaH IOBTOPOM SIPyCOB MOCTHKOB BJOJIb CTBOJIA
Tosctoi HUTH (puc. 9). Eciu 061 «cpeanuii MOCTHK MOBOPAYUBAJICS IIPU
COKpAIIeHNH, KaK npeiarana cxema Jlumua-Tainopa, 3ToT peduexc
craHoBHJICS Obl cnabee. Bece mOmbITKM 3aperucTpupoBaTh Mog00HBIE
M3MEHEHHUS Ha JJa00PaTOPHBIX MCTOYHUKAX M3JIyYCHUs! ObLIIN HEYyAauHBIMU
13-3a TOTO, YTO AJISI TIOJTyYeHHUs] HaJI&KHBIX TAHHBIX Ha TAKUX HCTOYHHUKAX
HE00X0JMMa MHOTOYACOBasl HKCIIO3ULUS MBIIIL PEHTTEHOBCKOMY JIy4y,
TaK YTO MOBPEKICHHUE MBIIIIBI IPOUCXOJWIO HAMHOIO PaHbLIE, YeM
YAaBaJI0Ch 1OCTOBEPHO U3MEPUTh H3MEHEHHSI HHTCHCUBHOCTH pedIexca.
IlepBble cTaHLKHU, UCIIOAB3YIOLUINE CHHXTPOTPOHHOE U3IyUEHHUE IS
M3yYCHUST OMOJIOTHYECKUX OOBEKTOB, OBIIM MOCTPOCHBI B ['aMOypre
(DESY, [45, 46]). KiroueBble skcriepuMeHTHI OblH caeansl B 1980-e
Bb110 IpOZICMOHCTPUPOBAHO, YTO U3MEHEHHSI MHTEHCHBHOCTH pedlierca
14,5 HM MPOUCXOIAT HA TOW K€ MHJUTUCEKYHIHOW BPEMEHHOW IMIKa-
Jie, 4TO W u3MeHeHus cuibl [47]. Eciau cokpamamonyocs MBIIIIY
OBICTPO YKOpAaYHMBAJIH, TaK ke, Kak B dkcriepumenTax A.d. Xakcnu
u CummoHca [44], TO MHTEHCUBHOCTh MEPHUIMOHAILHOTO pediiekca
nanana. Ecnu 3arem OvicTpo, B TeueHue 1-2 Mc, BEpHYTH 00pasily ero
HauaJbHYIO JUIMHY, HHTEHCUBHOCTH peduiekca TakyKe BO3Bpallaiach
K HadaJbHOMY ypoBHIO. Ecnu ke [umHy oOpasia He BOCCTaHABIMBAIH,
a MocJie YKOPOUEHHUs YAEPKMBAJIU MOCTOSTHHOM, TO MHTEHCUBHOCTD
pedrekca Toke BOCCTaHABIMBAJIach, XOTS M 3aMETHO MeuieHHee [48].
C ycOBepIIEHCTBOBAHUEM BCEX HCIIOJIb3YEMBIX METOJIOB 3TH JKCIEpH-
MEHTBI OBLTH IOBTOPEHBI HA OMMHOYHOM HHTaKTHOM MBIIIIEYHOM BOJIOKHE
JSTYIIKA HA UCTOYHHKE CHHXPOTPOHHOrO u3inydeHusi SRS ¢ cyOmmun-
JUCEKYHIHBIM BpeMeHHbIM pa3pemieHueM (Daresbury Laboratory,
BenukoOputanus; [49]). DxciepuMeHTanbHas PEruCcTPaLusl IBHKCHHS
MOIIEPEYHBIX MOCTHKOB CHHXPOHHO ¢ M3MEHEHUEM CHIIBI ObLIa MOIIHOM
MOAJICPKKOM T'MITOTE3€ OBOPAYHUBAIOIIEIOCS MOCTHKA.
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Bo BTopoii monoBure 1980-X To10B OBITN CO3MaHBI HCKYCCTBEHHBIE
MOJIBM)KHBIE CHCTEMBI, B KOTOPBIX BBIACICHHBIE U3 MBI OEIKH, aKTHH
Y MHMO3WH, IBUTAIUCH JPYT OTHOCUTENIBHO JIPYTa in Vitro B IPUCYTCTBUU
AT® [50-52]. Takum 0Opa3oM, ObLIO OKOHYATEIBHO J0Ka3aHO, uTo ATD,
aKTHH M MHO3UH, a TouHee, S1, criocoOHBI 00SCIIEYNTh aKTHBHOE MeXa-
HUYECKOE JIBUKEHHE B OTCYTCTBHE HAIMOJIEKYJISIPHOM OpraHU3alty.

YnuBuTEIBHBIC YKCIIEPUMEHTHI ObLTH cienianbl Hugh Huxley ¢ koste-
ramu. IM y1anoch 3aperucTpupoBaTh U3BMEHEHNS HA BTOPOU aKTUHOBOM
CJI0€BOM JTMHMHU NPU aKTUBALMU 1eN10M MbImIbel. OKa3anock, 4TO yBEIHU-
YeHHE MHTEHCHBHOCTH Ha 3TOM JIMHUM HA AOCTaTOYHO OOJBIIUX 00paTt-
HBIX paJuycax MPOUCXOIUT Cpasy MOCie Hauyaja akTUBALIMH U OTIEPEIKAET
pas3BuTHE CHIIBL. Takoe yBenTnueHNE HHTEHCUBHOCTH MOIJIO OBITh BHI3BAHO
TOJIBKO OeTKaMH TOHKOH HHUTH, @ IMEHHO TIOBOPOTOM TPOIIOMHO3MHA T10
MIOBEPXHOCTHU aKTUHA, YCUJIMBAIOIIKUM YETHIPEXCKIAAUATYIO CUMMETPUIO
HUTH. DTO OBIJIO HATISAHBIM MOJATBEPKICHUEM MEXaHU3Ma CTEPUIECKOI
Peryisiiuu TOHKOU HUTH [53].

C nomomipro OenkoBoii kpuctaiwiorpaduu B 1990 1. 6puta momyyeHa
NepBast aTOMHAs CTPYKTYpa AKTHHOBOI'O MOHOMEPA U MTPETIOKEHA MOJIEb-
Has cTpykrypa F-aktuna [54, 55], a B 1993 1. pacmmdpoBana atomHast
cTpykrypa S1 Muo3WHa U3 MBI KypuIls! [56]. BriocnenctBun Obin
MOJTYYeHbI U IpyTre CTPYKTypsl aktuHa U S 1. [locnemsis Moiens akTrHa,
KOTOPYIO MOKHO CUMTaTh NCTUHHO aTOMHOH, ObliIa TONy4eHa HElaBHO
[57]. Oxazamock, 9TO TIpH MOJMMEPHU3ANNHA KOH(DOPMAITHSI MOHOMEPOB
aKTHHA 3aMETHO MEHseTCA. DTUM OOBSICHSAETCS, TI0YEMY TOJBKO ITOJH-
MepbI aKTHHA, a He II00YISPHBIN aKTHH CTIOCOOHBI CBA3BIBATH MHO3HUH U
MOJIEP>)KUBATh €TO ABMKEHHE.

Muo3uHOBAs TOJIOBKA, HITH MPOTEOMUTHICCKHN (hparMeHT Muo3uHa S1,
coZiepKUT 843 aMUHOKUCIIOTHI TsDKENOH nernu (95 /1) u acconmupoBanble
nérkue uernu (~15-20 kI kaxxaas). OH coxpaHsieT Bcio (pepMEeHTaTHBHYIO
AKTUBHOCTb MHO3HMHA H SIBIISICTCS] MUHIMAITBHBIM ()PparMEeHTOM, COXPaHSIIO-
LIIUM MOTOPHYIO aKTUBHOCTb LIEJIOM MOJIEKyJbl. JlanpHEHINI IpoTeo-
73 pasaensier Tsokényto nens S1 Ha Tpu (pparMeHTa, Ha3BaHHBIC 110 HX
MoJieKyisipHoMy Becy — 25 k]I, N-koH1eBoii pparment, S0 k1, eHTpab-
Hbiid, 1 20 kJ] — C-xonueBoit. [lepsas kpucramorpadudeckasi CTpykTypa
S1 Oblna nmoyveHa MpU BBICOKOW KOHLEHTPALMH COJNU O€3 CBSI3aHHOTO
HyKJeoTuaa [56].

Oxka3anocsk, 4TO MUO3MHOBAs TOJIOBKA UMEET (pOpMy rOJI0BBI 3BEphKa
C MIPUOTKPBITOH MacThio (puc. 6). JnrHHas «1ieiika» oOpa3oBaHa anbga-
CIIUPAJIBHBIM YYaCTKOM TSKENION LIENU U aCCOUMUPOBAHHBIMU C HEH
JNETKUMH LIETISIMU, OJTHY U3 KOTOPBIX HA3bIBAIOT CYLLIECTBEHHOH, a IPYTYIO —
perynstopHoii. llleiika kak ppryar yBenndnBaeT HeOOIbIINE H3MEHEHUS,
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MIPOUCXOASIINE B KOHBEPTEPHOM JIOMEHE B 3HAYNTEIbHBIE, IT0 OEITKOBBIM
MOHATHM, nepeMerneHuss C-KOHIa, COSTUHSIONIEro TOIOBKY ¢ S2, a
3aTeM C TOJICTOH HUThI0. COOCTBEHHO MOTOPHBIH, N-KOHIIEBOH y4aCTOK
TOJIOBKH, COCTOUT U3 HECKOJIBKHX JOMEHOB, YHaCTBYIOIIUX B CBSI3bIBAHUH
aktnHa 1 AT® (a mocie ruapoin3a — ero MPOAYKTOB, HEOPTaHUIECKOTO
docdara, P, u AJI®). «Ilacte» nemut nenrpanbueiii S0 k] 1oMeH Ha 1Ba
CcyOJJOMEeHa — BEpXHUI M HWKHUH, H OHH 002 y4acTBYIOT B CBSI3bIBAHUH
akThHA. AT®-CBA3BIBAIOLINN YUACTOK, MITH «KapMaH», PACIIOIOKEH MEKTY
BEPXHEH «UeNOCThIO» (BEpXHUM CyOJOMEHOM) U N-KOHIIEBBIM Y4aCTKOM
Y HAXOIMTCSI BOJTM3H 7-3aX0MHOTO B-MHCTa. DTOT JIUCT CITYKUT «PaMOii», K
KOTOPOH KPensATcss OCHOBHBIE JIETaIN MOTOpa. HIKHAS «UENIOCThY TakkKe
cBs3aHa ¢ AT®a3HbIM (aKTHBHBIM) LEHTPOM YepEe3 «IIEPEKITI0UaTeIb-2.
Bce aTH netanu MOryT JBUTaThCs APYr OTHOCUTENBHO Jpyra, U IMEHHO
MX COIVIACOBAaHHBIC NIEPEMEILCHHS IPUBOAAT B IeHICTBUE MOTOP.

Bckope nocie nepBoii cTpyKTypbl S1 10BOIBHO OBICTPO OBIIO MOMTY-
YEeHO el HECKOIBKO CTPYKTYP MHO3MHOBBIX TOJIOBOK MHO3MHA Pa3HBIX
THUTIOB B Pa3NIUYHBIX KOHMUTYpanusx [58—67]. OrpoMHYO TOMOIIbL KpHC-
Tajutorpagam okazair OMOXUMHKH, OTKPBIB CIIOCO0 SKCIIPECCHPOBATH YKO-
poyeHHbI MUo3uH [68]. Ecnu nosrydeHre aTOMHOM CTPYKTYpPbI OJIHOTO
S1 mpencrasnseT coO0l TepONYECKYIO 3a/1a9y, TO ykopoueHHbie S1 (0e3
JUINHHOTO «pbIYaray WM €ro 4acTh) KPUCTAIIIM3YIOTCS IOBOJIBHO JIETKO.
Oxka3zanoch, uto S1 muo3uHa 11 U3 MBI MOJUTIOCKOB KPUCTAJITA3YETCS
ay4ie, yeM S1 nonepeyHo-110J10CaThIX MBIIIL II03BOHOYHBIX, @ UX KPUC-
TAJUTMYIECKUE CTPYKTYPHI BECbMa MTOXOKH IPYT Ha npyra [69].

Oxa3anoce, 4To OOIBIIMHCTBO MOTYyYEHHBIX CTPYKTYp S1 pacmamgaercst
Ha JIBa KJIacca B 3aBUCUMOCTH OT COZIEPYKMMOTO €0 aKTUBHOTO IIEHTPa. DTH
JIBa KJlacca OTIIMYAIOTCSI TIOBOPOTOM KOHBEPTEPHOTO JIOMEHAa IPUMEPHO
Ha 60°. Tak kak JyinHHas «1eika» S1 KECTKO CBsA3aHa C KOHBEPTEPOM, TO
MIPH €r0 MOBOPOTE «IIIEiKay MOBOPAUYMBACTCS KaK phlYar OTHOCUTEIIBHO
KaTaJTUTHIECKOTO (M aKTHH-CBsI3bIBatoNIero) gomeHa S1. Takoif moBoporT,
B CBOIO 0YEPE/Ih, YKBUBAJICHTEH nepeMenieHuio C-KOHIEBOTO yuacTka S1
OTHOCHUTENILHO MECTa €ro MPUCOEIMHEHM K aKTUHY Ha 8—10 HM.

Bb110 SKCTIEpUMEHTANIBHO TOKA3aHO, YTO CKOPOCTh IBUKEHNUS HEHAr-
PYKEHHOTO (pUIIaMEHTapHOT'0 aKTHHA 110 IOBEPXHOCTH, MMOKPBITOI MUO3H-
HOM, JIMHEMHO CBA3aHa C JJIMHON €T0 Ol-CIIUPATBHON «IIEUKH, KOTOPYIO
MOKHO U3MEHSATH C TOMOIIBIO TeHHON uHkeHepuu [70].

Ha ocHoBaHuM 3TUX pe3ynbTaToB Oblia MpeioXKeHa TUIoTesa
«pbraaray ([42,43], puc. 5 5). CornacHo 3TOH TUIIOTE3€ TOBOPOT «phlUaray
M €CTh TOT MPOLECC, B PE3YNIBTATE KOTOPOTO MIPOUCXOJUT OTHOCUTEIBHOE
MEPEMEIICHHUE TOJICTBIX U TOHKUX HUTEH, a KaTanuTuuecKuil JoMeH S1,
OIHAXbI IPUCOCANHHUBLINCH, HE U3MEHSIET CBOCTO MOJIOKEHHS Ha aKTHHE.
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Puc. 6. CtpykTypa MHO3HHOBOH TOJ0BKH WK S1 Muo3uHa (1o [56]).

CrnaBa noka3aH oOLUii BU ¥ 0003HaYE€HBI OCHOBHBIE CTPYKTPHO-(YHKLUOHAIIb-
HBIE YIIEMEHTHI; CIIpaBa ¢ OOIBIITNM YBEINUCHHEM TTOKa3aHa 001acTh KOHTAKTA KaTa-
JIMTUYECKOrO JOMEHA U pbluara U UX HEKOTOpbIE JETaJIU: Pelle CIUpallb, Pelie NeTs
U KOHBEPTED.

[MockonbKy 3Ta TMTIOTE3a ObLIa C(HOPMYITMPOBaHA HA OCHOBAHUH U3YYCHHS
CTPYKTYpBI KpUCTAIJIOB S1 B OTCYTCTBHE aKTHHA, OCTAETCS] HESICHBIM,
JIEWCTBUTENHHO JIN BCE M3MEHEHMS] aKTMH-MHO3MHOBOTO KOMILIEKCA,
oOecreunBarolie pPa3BUTHE CUITBI MK NTepeMellieHre HUTeH, OrpaHryu-
BAIOTCS JIUIIb NepecTpoiKold BHYTpH S1 M HE BKIIIOYAIOT U3MEHEHUH B
30HE ero KOHTaKTa ¢ akTHHOM. [1Jis1 OTBETa Ha 3TOT BOIPOC HEOOXOAMMBI
JaHHble 00 M3MEHEHUHU CTPYKTYpPhl aKTHH-MHO3WHOBOTO KOMILJIEKCA B
(GYyHKIMOHHUpPYIOLIEH CHCTEME, CIIOCOOHOHN pa3BUBaTh aKTUBHBIC YCHIIHS
U TIepeMeIleHusl.

Mpuo3zuH V — 370 6eJI0K BHYTPUKIIETOUHOTO TpaHcnopTa. OH 10CcTaB-
JII€T BE3UKYJbI 110 JIUHHBIM aKTHHOBBIM Ts’KaM OT LIEHTpa KJIETKH
k nepudepun. Kak u Muosun Il oH OBYIIaBbIi, TOJIBKO €O «IICHKa»
ropasio JAJMHHEE, T03TOMY OH MOXKET IBUTaThbCs OOJIBIIMMH IAaraM,
PaBHBIMHU TOJIHOMY NEPHOAY cHUpaiu akTuHa 36 HM. B ornmume ot
muo3uHa I, Muo3nH V — mporeccuBHBIN OETI0K, TO €CTh MOJIEKYJIa CII0-
coOHa ABUTaThCs 10 aKTHHY TaK, YTO B JJF000H MOMEHT XOTsI ObI O/1HA U3
e€ roJIOBOK IMPUCOEAMHEHA K aKTHHY U IO3TOMY OHa CIocoOHa B OIU-
HOYKY IIepeMellaTh I'py3 BAOJIb HUTH HAa 3HaUMTENIbHOE paccrosHue. C
OMOXMMMYECKOM TOUKHU 3pEHHS 3TO 3HAYMT, YTO Ja’Ke MOCTIE CBSI3bIBAHUS
AT® wmn AJI® u docdara, S1 Mro3uHa V IPOUHO CBSI3aH ¢ AaKTHHOM.
IToy4eHHast ¢ HOMOLIBIO PEHTIEHOBCKON KpUCTaJIIOrpaduu CTpyKTypa
yKkopoueHHoro S1 Muo3nHa V 6e3 HyKJIeoTH 1a oKazaia, 9To MacTh MEKIY
BEpXHEH 1 HIKHEW YeNFOCTIMH IIEHTPAITLHOTO JIOMEHA B 9TOM COCTOSTHUT
3aKkpeiTa [64].

Ilpu cpaBHEeHUM HOBOW CTPYKTYphl S1 C MOJNydeHHBIMHU paHee
0Ka3aJloCh, YTO MPHU 3aKPBITUHM MACTH MPOUCXOJUT TAKXKE JBUKCHHE
nepexaoyaTenas 1, KOTOPBI OTKPHIBAET HYKJIEOTH/I-CBSI3BIBAIOIINIA
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KapMaH, 1 uU3rn0 Oeta-ckinanku [64]. OueHb MOX0XXKHE U3MEHEHHS B
MOJIOKEHHUH TieperitodaTens 1 u B Oera-ckiiajike BUIHBI B CTpyKType S
muosuHa Il Dictyostellium, monydeHHON B OCyTCTBHE HyKieoTuaa [71].
Kak mokazanu sxcriepuMeHTsI [ 72], B OTIUYHE OT MHO3WHA V, B MUO3UHE
II oTkpsITHE TIEepekiodaTens 1 B OTCYTCTBHE HYKJICOTHIA HE TIPUBOIUT
K 3aKpBITHIO TTacTH. 1J1st 3TOro HeoOXoauMO CBs3bIBaHUE S1 C aKTHHOM.
[TosTOMy MMEHHO CTPYKTYpBI C 3aKPBITOM NMAacCThIO COOTBETCTBYIOT
MIPOYHO CBSI3aHHOMY C aKTHHOM COCTOSTHUIO MHO3MHA U MOTYT CIYKUTb
MO/IEJIBIO COCTOSIHUSI PUIOpPa, @ BCE CTPYKTYPHI, B KOTOPBIX BEPXHSISA U
HWKHSASL YEJTIOCTH Pa3BEICHBI, COOTBETCTBYIOT CJIa0OMY CBSI3BIBAHHUIO
MHO3UHa ¢ akTUHOM. [1o311Hee ObUTH moy4eHsb! CTpyKTyphl S1 Muosuna 11,
BBIJICIEHHOTO U3 HEKOTOPBIX MOPCKHX JKUBOTHBIX, B KOTOPBIX B OTCYTCTBHUE
HYKJICOTHJIa TIepeKIItouaTeb | OblT OTKPBIT, @ MACTh — 3aKPbITa, XOTI U
He TakK IJIOTHO, Kak B MUo3uHe V [67]. B HacTos1Iee BpeMsI CTPYKTypHBIE
coctossHUsL S1 co cabbIM CPOJICTBOM K aKTUHY KIacCHPHUUUPYIOT Kak
Npe-CUJIOreHEPHUPYIOLIEE U TOCT-PUTOPHOE, B 3aBUCUMOCTH OT MTOJIOKEHHS
poruara. [lepsast U3 noay4eHHBIX CTPYKTYP I'OJIOBKM MHO3UHA [ MbIIIIbI
KypH1bl [56] OTHOCUTCSI UMEHHO K MOCT-PUTOPHOMY KJIACCYy.

HHTEpecHO MpoCaeuTh CBA3b CTPYKTYPHBIX JaHHBIX C pe3yJIbTaTaMu
OMOXMMHMYECKHUX SKCIIEPUMEHTOB, BBIIIOJHEHHBIX B pacTBope S1, akTuHa
1 AT®. DToif TeMe MOCBSIIEH OOJBITION 0030p [69], @ MBI BBIICTHM JIHIIH
KJIFOUEBBIE MOMEHTBHI.

[IpouHOCTH CBsI3bIBAaHMS FOJIOBKM MMO3MHA C aKTHHOM MaKCUMaJlbHa,
ecir AT®-a3HbIi KapMaH ITyCT WK cofepkuT Toibko AJ®. Koncranra
PaBHOBECHS MEK/Ty CBOOOIHBIM M CBSI3aHHBIM C aKTUHOM S1 cocTaBisieT
menee 0,1 MmxM (107 monw/n). [Ipu ucromenun ATD B mblue Bce
MHO3WHOBBIE TOJIOBKHM TMPOYHO MPHUCOCTUHSAIOTCS K aKTHHY M MBIIIIA
CTAHOBUTCSI OYCHB KECTKON — HACTYIAET COCTOSIHUE pUropa. 1o 00yc-
JIOBJIEHO T€M, YTO JJIA MPOYHOTO CBSI3bIBAHUS C aKTUHOM BEPXHSAS U
HYDKHSISL YEITIOCTH JOJKHBI CONMM3UTHCS M 3aKPBITh MAcTh MEXKAY HUMH
(puc. 7). JIumb B 9TOM ciyyae aKTHH-CBSI3BIBAIONIUI y4acTOK TOJOBKH
CTaHOBHUTCS KOMITJIEMEHTAPHBIM COOTBETCTBYIOIIEH MOBEPXHOCTH AKTHHA
Y MOJKET ITPOYHO CBSI3aThCst ¢ HUM (puc. 7). [Ipu 3aKpbITHH TacTH BEPXHSIA
YeJI0CTh MOBOPAYMBAETCSA KaK I€JI0€ OTHOCHTEIBHO OCTAJIbHOM 4acTH
KaTaJMTHYECKOro AoMeHa U oTkpbiBaeT AT®d-a3ublil kapMaH. Takum
00pa3oM, aKTUBHBIN U aKTUH-CBSI3bIBAIOLINN EHTPHI S 1 pyHKIMOHUPYIOT
COITIaCOBaHHO, XOTsI HaX0AATCs B 3—4 HM ApyT OT Apyra. Eciu B akTHBHOM
neHTpe rojaoBku Haxomutcs AT® wnu oba npoaykra ruaponusa, AJ1D
1 P, TO NPOYHOCTH CBA3BIBAHMS C aKTMHOM majaet noutu B 1000 pas.
DTO MPOUCXOIUT MOTOMY, YTO cBsi3biBaHUE AT® NpUBOAUT K 3aKPBITUIO
KapMaHa M, COOTBETCTBEHHO, K PacKpbITHIO nacTu. Bcé Bpems, moka
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Puc. 7. Crpykrypst S1 mMuo3una V 6e3 nykieoruna (ciesa, PDB kog 1W8J) u B
npucyrctBun AJI®D u ananora Heopranuueckoro ¢pocdara — BeF (cripaBa, PDB kox
1W7]J). Bepxuue 1 HHXKHUE KapTUHKY IOJIy4eHbl TI0BOpoToM Ha 90°. [l Bu3yanu-
3al[MM HYKJICOTHIHOTO KapMaHa cBOOOIHOro S1 B HEro MCKyCCTBEHHO BCTaBIICHA
Monekysa AT®. PucyHok BbInonHeH ¢ noMomisio nporpamMmmel [ICM (Molsoft, CA,
USA).

AKTHBHBIM LEHTP OCTAeTCs 3aKPBITHIM, aKTHH-CBSI3bIBAIOIIAs MACTh
OTKpBITa, HE3aBUCHMO OT TOTO0, TPOU30LIEN THAPOIH3 1K HeT. [Tpu aTom
S1 MOXET JIerKo OTCOeIUHHUTHCS OT aKTHHA, & TIOTOM HPUCOEAUHUTHCS
K Ipyromy MoHomepy. [jis ycrenHoro rugpoan3a HeoOXoauMo, YToObI
KapMaH aKTHBHOT'O LICHTPa ObUT ITOTHOCTBIO 3aKPBIT — JIMILB B 3TOM Cllydyae
BO3MOXXHO 00pa30oBaHME MHOTOYMCICHHBIX CBSI3€H MEXAYy aTOMaMH
aMUHOKHCIIOT Oenka, Mg nu AT®, kotopeie 0caalusioT CBI3b MEXIY
y-pocdarom u octanbHOM yacTeio AT®. be3 3Toro Monekyna Bobl He
MoxkeT pacienutb AT®. Mexay OTKPBITBIM U 3aKpPBITBIM COCTOSHUSIMHU
AKTMBHOTO LICHTPA CYLIECTBYET AMHAMHUYECKoe paBHOBecue [73, 74]. Ono
CHJIBHO 3aBHCHUT OT TEMIICPATyphl: €€ YBEIMUYEHUE CIIOCOOCTBYET 3aKPbl-
THIO HyKJIEOTUAHOTO «KapMaHay.

Hmeetcst onpeneseHHasi KOHKYPEHLMsT MEXAy CBs3biBaHMEM S1 ¢
HYKJIEOTHIOM 1 ¢ akTHHOM. KoHcTanTa cBs3pBanust S1 ¢ AT®O uc AJ1D
CYIIECTBEHHO CHIKAETCS, €CIH S 1 TIPOYHO CBA3aH C aKTHHOM. TO, IT0-BHU-
JMMOMY, OOBSICHSIETCSI TEM, UTO IIPOYHOE CBSA3BIBAHUE C AKTHHOM COIIPO-
BOXK/IA€TCSI IOBOPOTOM BEPXHEH «UENIIOCTHY. Takol MOBOPOT IPUBOJUT HE
TOJIBKO K 3aKPBITUIO IACTH, HO U K OTKPBITHIO HYKJIEOTUIHOTO «KapMaHa»
(puc. 7), uto ociabisieT MPOYHOCTD CBI3BIBAHUS HyKiIeoTnaa. HaoOpor,
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cBsa3piBanre AT® wim e€ anaoros ¢ S1 ocnalnsieT ero CpoACTBO K aKTHHY,
MTOCKOJIbKY CTIOCOOCTBYET 3aKPBITHIO HYKJIEOTHIHOTO KapMaHa U OTKPHI-
THIO TACTH HA aKTUH-CBSA3BIBAIOIICH MTOBEPXHOCTH S1.

OTMeTHM Ha TepBBIA B3IV MapaJoKcalbHBI (QakT: cam 1o cebe
runpoin3 AT® B S1 serko oOpaTM — KOHCTaHTa PaBHOBECHUsI dTOM
peakiuu cocraisier okoso 10, T.e. Ha 10 THIPONU30BaHHBIX MOJEKYI
AT® npuxoautcs oaHa, BHOBb cuHTe3upyeMas u3 AJI® u P, uro coor-
BETCTBYET Pa3HOCTH CBOOOIHBIX dHepruil Beero B £, 7In(10) = 10 [k,
rae k, — koHcranta bonbumana, a 7 — abcomoTHas Temneparypa. CBo-
OonHast sHeprus ruapoiuza AT® B 10 pa3 Gonbire, okono 107" JIx.
Kyna xe pacxomyercsa octanbHas sHeprus? OHa 3amacaercst BHyTpH
MHO3MHOBOM TOJIOBKH, MOTOp «3apsiKaeTcs» U TOTOB «BBICTPEIUTH) —
MPOM3BECTH MEXaHUUYECKYIO0 padOoTy MpH B3aMMOJCHCTBUH C aKTHHOM.
[lepemenienus oraenbubix aeranet S1 npu cBsa3biBanuu ATO HeBeTUKU.
OpnHako BHYTPEHHHE HaNPSDKEHUS B MOJIeKyde S 1, mo-BuauMoMy, BecbMa
3HaunTeNbHbl. OHM, HAPUMEp, NPUBOAIT K PACKPYUHBAHUIO KECTKOTO
B-mucra [69].

Paccmorpum Teneps ki paboTel MOTOpa, HAUYMHAS, C TOM CTaauH,
KOTJla MHO3MHOBAs TOJIOBKA CBs3ana W ruaponuszosana ATO, T.e. mon-
HOCTBIO «3apsDKEeHa» U rotoBa K pabore. Eciau akTuH HEJOCTYIEH, TO
NpOAYKThl Tuaponnza AT® HaJ0ITO OCTAIOTCS B aKTUBHOM IIEHTDE,
[I0Ka B Pe3yJIbTaTe KPYIHOMACIITAOHOM, 8 IOITOMY PEAKOH, QIIyKTyauu
AT®-a3Hplii KapMaH He OTKpoeTCs cam, 1 P, a 3arem u AJID, cMOTYT IIOKH-
HYTb aKTUBHBINA HEHTP. S| MOXKeT cBsi3aTh HOBYIO MoJieKymy AT® b
rociie copoca MPOAYKTOB THaponn3a. biarogaps TakomMy MeIeHHOMY
cOpocy NPOaYKTOB, royioBKa S1 B pacciaaOlIeHHON MBIIIIE PACIICILIACT
Bcero aBe Mosiekyasl AT® B MUHYTY M pacxoj] TOPIOYETro Ha «XOJIOCTOM
XOIly» MOTOpa O4YeHb Maj. B akTMBHOM cokpaiieHun copoc docdara
pesko yckopsieTcs. BzaumosieiicTBre rolnoBKk1 ¢ aKTHHOM TPOUCXOTUT B
HECKOJIbKO 3TarnoB. Ha mepBoM 3Tare rojgoBka CBA3BIBAETCS ¢ aKTHHOM
c1a00, IIaBHBIM 00pa3oM 3a CUéT 3JIEKTPOCTATHUYECKOTO B3aUMOJICH-
CTBUSI OTPULATENIBHO 3apsKEHHBIX TPYII Ha MOBEPXHOCTH aKTHHA U
MOJIOKUTENBHO 3apsKEHHBIX I'PYMNI B pa3ynopsi0oueHHOH neTie 2,
pacroNoKeHHON MeXly BepXHel U HikHel dyemtocTaMu S1. Ha Bropom
JTarle YeJII0CTH CMBIKAIOTCA, U ci1adast CBS3b ¢ aKTUHOM IpeodpasyeTcs
B NpouHylo. Kak MIMEHHO ¥ moyeMy NpUCYTCTBUE aKTHHA CIIOCOOCTBYET
3aKPBITHIO MAcTH S1 HEM3BECTHO, TOTOMY YTO BCE aTOMHBIE CTPYKTYPbI
MHO3HMHOBBIX T'OJOBOK OBUIM TOJIyY€HBI B OTCYTCTBHE aKkTHHA. Kak MbI
yKe 00CYKIanu BBILIE, 3aKPBITHE MACTH CONMPOBOXKAACTCS] TTOBOPOTOM
BEPXHEH YEIIOCTU U YaCTUYHBIM packpbeiTueM AT®-a3HOro kapMaHa.
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Crnenyrommii 3Tar CBA3aH C BEICBOOOXKIEHHEM 3aIaCEHHOM dHEPTUHI
U MpeBpallicHueM e€ B MeXxaHHUeCKyto paboty. OOpa3oBaHUE MIPOYHOIO
KomIiekca S1 ¢ aKTHHOM M 3aKpBITHE «IacTW» TakXke obierdaeT
JIBIKEHUE TEpeKIIoyaTens-1, CBI3bIBAIOIIET0 HIKHIOI «UETIOCTh» C
AT®a3ubiM kapmanoMm. HeGombinue, Bcero Ha 0,2 HM, IepeMeleHHs
MEPEKITIoYaTellsl BhI3bIBAIOT KPYIMHOMACIITAOHYIO MEPECTPOUKY BCe
MHUO3UHOBOM ronoBku. Ero aBmkenne nepeaaérces K HKHEH yentoctu S1
Y BBI3BIBACT TaM IIEITYIO LIETIOYKY KOH()OPMAIIMOHHBIX W3MeHEeHU . OTKPbI-
THE TepeKtoyarens-1 TpUBOAUT K 3aKpy4YMBAHHUIO OJHOTO YaCTHYHO
pPacKpy4e€HHOI'0 BUTKAa TaK Ha3bIBAEMOH «peiie» O.-CIUpasii, KoTopas
TSHETCSl OT aKTHH-CBS3BIBAIOILIETO YYaCTKa HIXKHEH YeNIOCTH B 001aCTh
«pbryaray (puc. 6). OTo MPUBOINUT K IOBOPOTY pelie-MeTIH, HaXoasecs
Ha KOHIIE peJie-CIUpau, U €€ CMEIIEHHUIO 10 OTHoIIeHHo K SH-crimpanu.
B pesynbrare 3THX U3MEHEHUI B HUKHEH 4acTH KOHBEPTEPHOTO JOMEHa
S1, HaxomsIerocs B TECHOM KOHTAKTE C )KECTKAM JJOMEHOM pbIuara, Ha3bl-
BaeMbIM KOHBEPTEPOM, MOCIEIHUN oBOpaunBaeTcs Ha 60—-65°, «mepe-
IEIKUBAsICh» B SHEPIETUUECKU OoJiee BHITOAHOE MoJIokeHHe. I1ocKonbKy
JUTMHA pblYara COCTaBIIIET 8 HM, TAKOH ITOBOPOT BBI3BIBAET CMELIEHHE €T0
KOHIA Ha 10 HM — paccTossHAE BO MHOTO Pa3 MIPEBOCXOIAIIIEE TepeMelLe-
HUE «IepeKiodaTels»». FIMEHHO OBOPOT pblYara BIOJIb OCH AKTHHA U
SBIIIETCS 2JIEMEHTAPHBIM «IIarOM» MHO3HHOBOTO MOTOPA.

TTocne Toro, kak B pe3ysibTare MOBOPOTA BEpPXHEW UETIOCTH U Cpa-
OaTbhiBaHUS IEpeKJIoYaTelsi-1, NPUBOIALIETO K MOBOPOTY pblyara,
AT®a3nprit kapMad S1 MOTHOCTHIO OTKPBIBACTCS, TPOAYKTHI THAPOIN3A
JIETKO €ro OKUAIOT U 0CBOOOKIAIOT MECTO JUIst HOBOM MoJIeKynbl ATD.
IToaTOMy CBsI3BIBaHHE C aKTHHOM yCKOpPSET UK ruapoin3a ATD oxnoit
TOJIOBKOH Muo3uHa 10 40 MOJIEKYJ B CEKYHTY, YTO IO KpaitHeit mepe B 100
pa3 ObICTpee, UeM B OTCYTCTBUE akTHHA [ 75]. B cBOIO 0uepenp, CBI3bIBaHNE
AT® u 3aKpbITHE KapMaHa IPUBOAMT K PACKPBITHIO MTACTH U OCIIA0ICHHIO
CBSI3M TOJIOBKU C aKTMHOM. Termepb OHa JETKOo OT HEro OTCOEIMHSETCS.
3axBar HOBOM Mosniekynbl AT® npuBoanT K 3aKpbITHIO KapMaHa. Korna Tot
3aKpBIBACTCS TTOJIHOCTBIO, OH BTATHBACT B ceOs MEPEKIIoUareb 1 pbraar
BO3BpAILlAeTCs B UCXOJIHOE MOJIOKeHHE. Terepb MOTOp BHOBb «3apsiKEH
¥ TOTOB K HOBOMY LIUKJTY Pa0OTHI C y4acTHEM IPyroro MOHOMepa akTHHa.

3ameTnM e pa3, yTo ONMcaHHas BhILIE cXxeMa padoThl MHO3UHOBOTO
MOTOpa OCHOBaHAa Ha CPAaBHEHUHU Pa3IMUYHBIX CTPYKTYp KpHcTamuioB S,
MOJIyYEHHBIX B OTCYTCTBHE akTHHA. [[03TOMY OCTaéTcsl HESICHBIM, KaK €ro
B3aMMOJIEHCTBHE C AKTUHOM, a TAKIKE CHJIBI, Pa3BUBAEMBbIE IPH AKTUH-MHO-
3MHOBOM B3aUMOJICHICTBHH, U [TEPEMEILIEHHS] B OPraHW30BaHHON CUCTEME B
capKoMepe BIMSIOT Ha u3MeHeHHe GopMbl S| 1 KaKue UMEHHO H3MEHEHHUS
AKTUH-MHO3HHOBOTO KOMILIEKCA IPUBOJAT K COBEPLICHUIO MEXaHUYECKOI
paboTEL.
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IV. PEHTTEHOJAU®PAKIIMOHHAS KAPTUHA
MBI BI

MuopuOpHIIIBI B CKEIETHON MBIIIIIE YHOPSIIOYEHBI HACTOIBKO XOPOILIIO,
YTO YIaKOBKA COKPATUTEIbHBIX OCIKOB B capKoMepe OJM3Ka K KpUCTa-
JMYECKOH. AKTHH, MUO3HH, a TaKXKe APYrHe OENKH TOJICTBIX U TOHKHX
HUTEH MOPOXKIAIOT OOTraThIil HAOOP PKBATOPHUATBHBIX U MEPUANOHAIBHBIX
pedIIeKCcoB U CI0EBBIX TMHUN Ha JUPPAKIMOHHON qruarpamme. B nepBoix
padorax H.E. Huxley mo nudpakuuyn Ha Mblie 3TH peduiekcsl ObLTH
YCHENIHO MCTIONB30BaHbI [T IOy YeHUS HH(OPMALIHHU O CTPYKTYPE MBIIIIIBI
B Pa3JIMUHBIX (PH3HOJIOTUUECKUX U OMOXUMUYECKUX COCTOSHUSX [1, 76].

CxeMa peHTTeHOIU(PPaKIIMOHHOTO SKCIIEPUMEHTA TI0Ka3aHa Ha PHC.
8. OOpasel (Ha pUCYHKE ITOKa3aH 3€JEHBIM TPSIMOYTOJLHUKOM) TTOME-
HIAI0T B 9KCIEPUMEHTAIBHYIO YCTAHOBKY. BXOJSIINI MOTOK MOHOXPO-
MaTHYECKOTO PEHTTEHOBCKOTO M3JIYUYCHHS pacceuBaeTcs Ha oOpaslle,
paccessHHbIE JIyYd PErUCTPUPYIOT TBYMEPHBIM JIETEKTOPOM. [ToCKONbKY
MbIIIIa c1ado paccerBaeT PEHTICHOBCKHUE JIy4H H HE 00pa3yeT HCTHHHO
KPHUCTAITMUYECKON CTPYKTYPBI, TO BCE PETUCTPUPYEMBIE peIICKCHI JIeKAT
B 00JIACTH MaJbIX YIJIOB, M MTOITOMY HMCIOJIB3YIOT IUIOCKHH JETEKTOP.
B skcnepuMeHTax o0pasiibl yCTaHABJIMBAIOT BEPTUKAIBHO WM TOPH-
30HTaNbHO. C rOpU30HTAIBHO PACIONIOKEHHBIM IpenaparoM yaoOHee
paboTarh, 3aT0 BEPTUKAIBHOE PACIIOIOKEHHE O0CCIEUMBACT JIydllee
HPOCTPAHCTBEHHOE pa3peIIeHe BOJIb MEpUANAHA, TaK KaK JIyd CHHXPO-
TPOHA JIy4llle KOJUIMMUPOBaH B BEPTUKAJILHOM HAPaBJICHNUH, YEM B TOPU-
30HTAJILHOM.

Puc. 8. CxemMa peHTreHOAU(PPAKIIMOHHOTO 3KCIEPUMEHTA.
DkBaropuanbHas U MEpUIUOHAIbHAS OCU JETEKTOPa IOMEUEHbI OyKBaMU 9% U
«M» COOTBETCTBEHHO.
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A. Capkomep

2 MKM

B. YnakoBka HUTen
B 30HE NepeKpbITUs

Z-nuck M-nuHua Z-AncK
30Ha
nepekpbITua
. PeHTreHorpamma
A2
A
B. CnupanbHas cTpykTypa 6enkoBbIX HUTen 143 I
2,75 Hm 36 um LHM
AKTUH ’%F ’ 1)0
BAS LT EaEA, ,
Neou RS Padu L & o) | »
M1 o MepuaguaH

14,5 Hm

Muo3uH
43 Hm

Puc. 9. Ilepuoauyeckue OEIKOBbIE CTPYKTYPbI CAPKOMEPA U COOTBETCTBYIOIIUE UM
peduiexchl Ha PeHTTeHOTPaMMe CKETIETHON MBITIIIIBL.

Ha B nokazansl napamMeTpbl CIMpalieil akTHHOBBIX U MHO3MHOBBIX HUTeH. lar
cripany (0CeBOE pacCTOSHUE MEXKIY COCETHUMUA MOHOMEpaMi) akTHHA ~2,75 HM U
e€ nepuoy (MOJHBIH MOBTOP) ~36 HM, LIar MUO3MHOBOH crivpanu 14,5 HM, nepuos
~43 HM.

CoBpeMeHHbIE UCTOUHUKH CHHXPOTPOHHOTO M3JIyYEHHUsS CO3JAI0T
My4Y0K MOHOXPOMAaTHYECKHX PEHTTCHOBCKUX JIydeil MHTEHCUBHOCTBHIO
1o 5x10" ¢oronos/c B nyue pazmepom 0,2—0,3 MM, JIUIIL HEHAMHOTO
MPEBOCXOISIIIEM JUAMETP MBILIEYHOTO BOJIOKHA. DTO MO3BOJISIET IOTy4aTh
peHTreHOoAN(DPAKIIMOHHOE «KUHO» OJMHOYHOM KIIETKH C pa3perieHueM
1000 kangpos/c, a as Hanboee sipkoro peduiekca M3 10CTHYb peKopI-
Horo BpeMeHHoro paspemenus 0,02 mc [2]. CHHXpOHH30BaTh ABHKE-
HHUSI OT/ACIBHBIX MOTOPHBIX MOJIEKYJT MOXXHO C TIOMOIIBIO BHEUTHUX
MMITYJICHBIX BO3A€HUCTBUS. TakuMu BO3EMCTBUSAMU MOTYT OBITH OBICT-
pBI€ CTyIleHYaThle W3MEHEHHs JIMHBI COKPAIIAIOIIEHCS MBIIIIIBI FIIN
OJIMHOYHOTO BOJIOKHA [49], CyOMHIUTHCEKYHIHBIA CKa49OK TeMITepaTyphl
[77, 78], poronutnueckoe BoiAeneHne AT® u3 e€ HErmIpoIM3yeMoro
aHaJIora IMoJI IEHCTBHUEM BCITBIIIIKH CBETA YIIBTpadroIeToBoro Ja3epa [79,
80] mn cxadok masieHws [81].
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A
Tn6 Tn4 Tn3 Tn2 M2 M3 M4 M5 M6

Puc 10. Pentrenorpammbl OMHOYHOTO BOJIOKHA CKEJIETHOM MBIIIIIBI KPOJIMKA B pUTOPE
(A) u B aktuBHOM cokpaiennu npu 30 °C (b).

J17151 Ka)KJOTO COCTOSTHMS TTOKA3aH TOJIBKO OJJMH U3 YETHIPEX CHMMETPHUIHBIX KBa/I-
panrosB (0,155 um'x0,155 HM™' B 0OpaTHOM NIPOCTPAHCTBE), IKBATOP PACIIOIOKEH
BEpTHKAJIBbHO. CIob30BaHbI 1Ba ~3,5 MM CerMeHTa IeMeMOpPaHH30BaHHOTO MbIIIICY-
HOTO BOJIOKHA, SKCTio3uus 1o 400 Mc B KaXKJIOM COCTOSTHHH, JJIMHA Kamepsl 4,2 M;
MHTEHCUBHOCTBH II0Ka3aHa B JIOTapU(PMUIECKOMH MIKae, YTOOBI MOYKHO OBLIO YBHIIETH
u cialble, U sipkue pedrekchl, 4eM cBeTIee LBET TOUKH, TEM BbIIIE HHTCHCUBHOCTh
B Hell. Hanbonee sipkue pedurexce moamucansl. Ha getekrope BIOJIb 3KBaTOpa OBLT
MOCTABJICH aTTEHI0ATOP, YTOOBI N30€KaTh HACBHILICHUS IETEKTOpa.

Haubonee spkue pedieKkchl BUIHBI Ha SKBATOPE — OCH JETEKTOPA,
NepHeHIUKYSIPHON 0cH BoJIoKHA. Peduiekchl Ha MepuanaHe — OCH ICTeK-
TOpa, MapauIeIbHON OCH BOJIOKHA, — 3aMeTHO ciabee. CroeBblie TMHUN —
peduiekcol B GopMe ITUHUH, NapajuleIbHBIX YKBAaTOPY, B LIEJIOM, €LIE
MEHee sIpKue, 4YeM MepuauoHanbHble pediekchl. COOTBETCTBHE MEXKIY
0EJIKOBBIMU CTPYKTYPaMH CaApKOMEpa U peHTTeHOANPPAKIITOHHON KapTH-
HOMW cXeMaTH4eCKH IT0Ka3aHo Ha puc. 9. 3nech u ganee OyaeM Ha3bIBaTh
MEPUOAOM CTPYKTYPBI BEIMUMHY B (PM3MUECKOM MPOCTPAHCTBE, UMEIO-
LIyI0 pa3MEpHOCTh HAHOMETP (HM), a MOJOKEHUEM, UM KOOPAMHATOM
pediexca, — BeIMUUHY B 0OpaTHOM IIPOCTPAHCTBE, T.€. C Pa3MEPHOCTHIO
obparublii HaHomeTp (EM ). [IpH yBeIUYeHHH TTIEPUO/IA TTOJIOKEHUE COOT-
BETCTBYIOLIETO peduiekca yMEHbIIACTCH.

OKCIepUMEHTaIbHAsl PEHTTEHOrPaMMa OJMHOYHOTO BOJIOKHA CKEJIET-
HOM MBILILBI KPOJIMKA B PUTOPE U B U30METPUUECKOM COKPAIIEHUH IIPU
30 °C noka3ana Ha puc. 10.
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OKBATOPHAIJIbHBIE PEDJIEKCHI

B capkomepe, B 30HE TIepeKpHITHS, TOJICTHIE M TOHKHE HUTH 00pa3yloT
TEeKCAarOHABHYIO PEHIETKY, B KOTOPOH MHO3WHOBBIE HUTH HaXOMATCS
B y3JIax peméTKH, a aKTHHOBBIE HUTH — B BEPIIMHAX TPEYTrOJHLHUKOB
(puc. 9 b, [82]). Audpaknust Ha TakoH peméTke MaéT XapaKTepHBIH
HaOOp 3KkBaTopUabHBIX peduiekcoB (puc. 9 I). [TockoabKy OpUeHTAIUS
PeméToK B pa3HbIX MUOGUOPMIIIAX MO OTHOUICHHUIO K BXOIAIIEMY JIydy
ciydaiiHa, TO IM(paKIMOHHAS PEHTTEHOTPaMMa MBIIIIBI TOKa3bIBACT
KBaJpaT npeobpazoBanusi Oypbe IEKTPOHHOHN TIIOTHOCTH OEJIKOBBIX
HUTEH, OCpeTHEHHBIH 110 BCEM BO3MOKHBIM a3UMyTaJIbHBIM yIiiam. JIro6oi
9KBATOPHAIBHBIN peIekc COAEPIKUT BKJIIA ] TOIBKO TEX YYaCTKOB CapPKO-
MEPOB, AJIsl KOTOPBIX YTOJl M@Ky COOTBETCTBYIOMLIEH T10cKOCThIO (h, k)
Y BXOJSLIMM JIy4YOM paBeH OPIITOBCKOMY YTy JUIsl AaHHOTO pedliexca.

JlBa nHaunboJee sipkux sKBaTopuanbHbIX peduekca 1,0 u 1,1 cooTset-
CTBYIOT Ju(paKiMy Ha MIOCKOCTSIX, MOKa3aHHBIX Ha puc. 9. [lepron aTux
pednekcos pasen V3d/2 mns (1,0) u d/2 nns (1,1) rie d — paccrosinue
MEXJly AByMsI COCEHUMH TOJICTBIMU HUTAMHU B capkomepe. Vi3MeHeHus
a0COMIOTHBIX BEJIMYMH M COOTHOIICHHSI HHTCHCUBHOCTEH 9THX peIieKcoB,
I, , 1, |, ObliIM 3aMEUCHBI IPU CPABHCHUU PEHTTCHOTPAMM PaCCIabICHHOM
MBILIIBI ¥ MBIIILEL B cocTOsiHuM puropa ([83], puc. 11). B purope /| |
YBEIHYUBACTCS, a [, ) CHIDKaeTCs. KaueCTBEHHO 3T0 MOXHO OOBSCHHTH
JIBUKEHNEM MHO3WHOBBIX TOJIOBOK, KOTOPBIE B PacCIabICHHON MBIIIIE
OBLIM COCPEAOTOUCHBI y MTIOBEPXHOCTH MHO3WHOBBIX HUTEH, WIIH B TUTOC-
kocTsX (1,0), K aKTHHOBBIM HHTSIM, JISXKaIiM B TutockocTsx (1,1) [83]. B
aKTUBHOM COKDAIICHUH /| , [, | IPHHUMAIOT IPOME)KYTOYHbIC 3HAUCHHSI
MEXIy TEMH, KOTOPBIE JOCTHTAIOTCS B pUTOpe 1 B TIoKoe (puc. 11, [84]).

Orromenne /, /I ) OBIIO HCTIONB30BAHO ISl OLICHKHU J0JIM MHO3HHO-
BBIX TOJIOBOK B aKTHBHOM COKparieHuH [ 84, 85]. ITOT Momxo1 HCIIOMb3yeTCst
1o cux mop [86], 0COOEHHO TSI UCCIIEIOBAHUS CEPACUHBIX MBI [87].
OpHako pactpeeneHrne HHTEHCHBHOCTH 10 KBATOPY 3aBHCHUT HE TOJIBKO
OT YHCJIa MPUCOEANHEHHBIX TOJIOBOK, HO M OT HEKOTOPBIX APYTUX Mapa-
MeTpoB. B wacTHOCTH, Ha 3TO pacrpenesieHHe CHIIbHO BIUSET CTENEeHb
YHOPSI0YEHHOCTH aKTHH-MHUO3UHOBOM peméTku [88].

B HenepekppITOi 30HE capKOMepOB, I B [-30HE, TOHKHE HUTH 00pa-
3yIOT JPYyTyI0, KBaJpaTHYI0, pElIETKY, 0OYCIOBICHHYIO TeOMEeTpUei nx
BCTpauBaHus B Z-muHuto [82]. JTa KBagpaTHas peméTka BUHA Ha DKBaA-
TOpe Kak «Z-pedieke», paciojdoKeHHbI Mexay peduiekcamu 1,0 u 1,1
(puc. 11).

Ha nHTeHCHMBHOCTH SKBaTOpHANTBHBIX pe(IIEKCOB BIHSET TAKXKE pacipe-
JIeNIEHNE OTCOEAMHEHHBIX FOJIOBOK BOKPYT TOJICTBIX HUTEH. bbIo nokasaHo,
YTO B pacciaOiCHHOM MBIIILE MICKOITUTAIOIINX YBEIUUEHHE TeMIepa-
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Puc. 11. Andpakiys Ha MBIIIIE B 9KBATOPUATBHON IIIOCKOCTH.

DKBaTOpHUAIBbHBIA MPOQUIE HHTEHCHBHOCTH HAa PEHTICHOIPAMME OJUHOYHOIO
lleMCM6paHI/130BaHHOT‘O BOJIOKHa HHaBHI/IKOBOﬁ MBIIIIbI KaM6aJ'IBI B paCCHa6JTCHHOM
COCTOSTHUH (3eN€Hast TMHUS), B purope (4€pHasi) U BO BpeMst U30METPHUECKOTO COKpa-
mennst ipu 5 °C (kpacHast).

Jannsle nonyuens! Ha ctanuuy ID02 ESRF. Oxcnosunus no 100 Mc B kaxaoM
cocTostHUH, JuyiiHa BonHE 0,1 HM, 1rHA KaMeps! 2,5 M. ATTeHI0aTop, TOCTaBICHHbIN
BII0JIb 9KBATOPa, YMEHbIIAJI HHTEHCUBHOCTH B 00J1aCTH OOPATHBIX KOOP/AWHAT, MEHb-
mmx 0,064 HM !, B HECKOJIBKO pas3, uToObI n30eKaTh HACKIIIEHHS eTeKTopa. OCHOBHBIE
pedieKchl MOAIMHUCaHbI.

3nech u Ha puc. 12, 13 y.e. — equnanmsl [13C netexropa

Typbl ¢ 5 °C mo 20 °C BBI3BIBAET MEPEX0 OTCOCTUHEHHBIX MUO3UHOBBIX
TOJIOBOK M3 Pa3yHOPSIOYEHHOTO COCTOSIHUS B CIHMPAJIBHYIO YIAKOBKY
Ha CTBOJIE TOJCTOM HHUTH [89]. DTOT mepexo TakKe COMPOBOXKIACTCS
yMeHbLIeHnem otHowenus 7, /1 [89, 90] u ysennuennem Gecriopsizika
AKTHHOBBIX HUTEH, HAOIF0aeMOT0 Ha DIIEKTPOHHBIX MUKpOdoTOTpadusx
[91, 92].

Takke W3BECTHO, YTO HEOOJBIINE M3MEHEHUS pa3Mepa PeméETKH
BBI3BIBAIOT 3HAYUTEIbHBIC M3MEHCHHS IKBAaTOPHAIBHBIX pediekcoB
[88]. IIpu mepexoze aemMeMOpaHU30BAaHHOTO MBIIIEYHOTO BOJIOKHA U3
paccnabiIeHHOTO COCTOSIHUSI B PUTOp, PEHIETKA CKUMAETCS JOBOJBHO
cuibHO. [Ipy yBeIM4eHHH MOHHOM CUIIBI YMEHBIICHHE pa3Mepa peLETKU
moxetT pocturatb 10 % (puc. 11). B HHTaKTOM MBIIIEYHOM BOJOKHE
pasBUTHE COKPAILEHUSI HE MPUBOIUT K CKOJIBKO-HUOY/Ab 3HAYUTEIHHOMY
cxatuio pemretku [93]. HeOomnbinoe yMeHbLICHHE Pa3MEpPOB PELIETKH
MIPOUCXOANT, KOT/Ia BOJIOKHO Pa3BUBAET aKTHUBHYIO CHIIY B MPUCYTCTBUHU
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AT® u Ca* (puc. 11). D10, BEpOSTHO, MPOUCXOAUT M3-3a PAAUATHLHOMN
KOMITOHCHTHI aKTHBHOW CHJIBI TTOTICPEYHBIX MOCTHKOB [94]. MHTaKkTHOE
BOJIOKHO B T€TaHyCE MpH 00OpaTHOM CBSA3U 1O JJIUHE CAPKOMEPOB TOXKE
CKUMAETCS, HO He3HauuTeNbHO, mpuMepHo Ha 2% [93]. B cepmeunoit
MBIIIIIIE H3MEHEHUS Pa3MEPOB PEIIETKU U3-3a U3MEHECHUH B JJIMHE CAPKO-
MEpPOB U CTEIICHH aKTUBAIlUU, BO3MOXKHO, OOBSCHSIOT U3BECTHBIN 3aKOH
®panka-Crapaunra [95, 96].

MEPHUJJMOHAJIBHBIE PEDJIEKCHI

Mepunuonanbsabie pediekcsl Ha AUPPAKIUOHHON PEHTICHOIpaMMe
OTPaXKaroT CTPYKTYPhl, UMEIOLUE MEPUOJIUIHOCTh BJIOJIb OCH BOJIOKHA.
MepuanoHanbHble pacIpeaesieHUuss HHTEHCUBHOCTH Ha MajloyIJIOBOM
pPEHTTeHOTpaMMe CKEJIETHON MBIIIIIBI KPOJIMKa TIOKa3aHbl Ha puc. 12.

Mepuouonanvhvie peghiexcol MOHKUX HUMeLl

OCHOBHOU aKTHHOBBIH MEPUAHOHAIBHBINA pedIeKc COOTBETCTBYET pac-
CTOSIHHIO MEX Ty ABYMsI COCEIHMMH MOHOMEPaMH, €T0 TIOJIOKEHUE B 00part-
HOM mpocTtpaHcTBe ~(2,75 um)™! (puc. 9). B coorBercTBHE ¢ Hanbojce
MIPOCTOH MOIEIBIO0 aKTHHOBOM criupanu 13/6, B koTopoi 13 MOHOMEpPOB
MIPUXOATCS Ha 6 TTONHBIX 000POTOB JICBOBPAIIAIONIEH CITHpaH, OyaeM
Ha3bIBaTh ATOT pediekc A 13. CBs3pIBaHNE MHO3HHOBEIX TOJIOBOK C aKTH-
HOM B PUTOPE MJIH BO BPEMS aKTHBHOTO COKPAIIICHHUS BEIET K YBETHMUCHHIO
uHTeHcuBHOCTH Al3 (puc. 12 b) 3a cuét 3pPeKTUBHOTO yBETHUCHHS
AIEKTPOHHOU IIJIOTHOCTU aKTUHOBOU CIIHpaJIH.

W3MeHeHusI TOJI0KEHUSI ATOTO pediiekca NCTIONb30BaIH JJIs OTIpeeie-
HUS 0CEBOI pacTSXKUMOCTH TOHKOI HUTH IIPY yBEITMUEHUH HArPYy3KH, TIPH
Ca-akTHBaIK 1 IPY MPHUCOEIMHEHNHT MUO3MHOBBIX TOJIOBOK K AKTHHOBOM
HUTH. B peHTreHomnppakiinOHHBIX SKCIIEPUMEHTaX TOIATIIMBOCTD aKTH-
HOBBIX HUTEH Oblna onenena B 0,2-0,3 %/T ,, Tne T, — nsomeTpuueckoe
HanpsHKeHHUE, COCTABIISIONIEE [Tl LEJI0N MBILIIBI /1. Sartorius IATYIIKH
npu 10 °C 200-300 k[1a [97, 98]. Bckope ObL10 MOKa3aHO, YTO aKTHBALIHS
BBI3BIBAET YKOPOUEHNE aKTUHOBOM HUTH, M OLIEHKU PACTSDKUMOCTH aKTHHA
BbIpocin 110 0,6 %/ T, [99, 100]. Mbl moka3aiiu, 4T0 CUIBHOE CBA3bIBAHHE
MHO3HMHOBBIX TOJIOBOK C aKTHHOM 0€3 Pa3BUTHS PACTATHUBAIOLIETO HAMPsI-
skeHust Ben€T k 0,2 % ynnuHennto ToHkuX Huted [101]. C yuérom stux
Pe3yJIbTaToOB, 3HAYCHUE TTOATIIMBOCTH TOHKOH HHUTH, MOJyYeHHOE HAMHU
paHee B MexaHMYeCKUX 3KkcnepumenTax [102], Temepp cormacyercs ¢
peHTreHoAN()PAKIMOHHBIMU TaHHBIMH.

Kpome akTHHOBBIX MepUAHOHAIBHEIX peduiekcoB (A13 u ero Oomee
BBICOKHX ITOPSIZIKOB), Y TOHKUX HUTEH €CThb elé cepysi MEPHINOHAIBHBIX
peduiekcoB, 00yCIIOBIEHHBIX TIOBTOPSIOIIECHCS 0CEBOM CTPYKTYpOii pery-
JSATOPHBIX OEJIKOB TOHKON HUTH. TPONOHUH M TPOIIOMHO3MH UMEIOT
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Puc. 12. Pactipenenenie MepHIMOHAIBHON HHTEHCUBHOCTH MPH AU(PPAKIIMH Ha MBIIIIE
KPOJIMKA B PA3IMYHBIX COCTOSHHSIX.

Pacnipenenenrie MHTEHCHBHOCTH BIOJb MEpHIIaHa HA PEHTTEHOIpaMMax TOH-
KHX IYYKOB MBIIII[ KPOJHKA B pacciaabIeHHOM COCTOSHUM (3elI€Has JIMHUS), B
purope mnpu HU3KOU crite (YEpHas) U BO BPEMsI H30METPUIECKOTO COKPAICHHUS TIPH
~30 °C (xpacHas). JlanHbie coOpanbl Ha craniuu D02 EBporneiickoro ncTouHnka
cuaxporponHoro uznyuenus (ESRF), mmna kamepst 10 M (4) u 2,5 M (B); 6onee rnof-
POOHO 3KCIIEPUMEHTANIBHBIC JICTANIN ONMCaHbI B Hatel myosukauu [101]. MHaekcs
A, M, 1 Tn COOTBETCTBYIOT aKTHHOBBIM, MHO3HHOBBIM U TPOTIOHUHOBBIM peIieKcam.

o0mmuit oceBoi mepuox ~38,5 HM, KOTOPHIH OOJIbILIE MEPHUOAA AKTHHOBOM
CIHPAJIH, OH IPUMEPHO B 14 pa3 Oosibliie, 4eM 1Iar crimpaii akThuHa. Briaz
TPONOHMHA B MEPUAMOHAIILHBIE pe(IICKChI, T0-BUANMOMY, CYIIECTBCHHO
OonbllIe BKJIa1a TPOIIOMHUO3HHA, IO3TOMY 3TH Pe(IICKChI Ha3bIBAIOT TPOTIO-
HuHOBBIMH — Tn1, Tn2 u Tn3 (puc. 10). UTHTEeHCHBHOCTH STHX PEIIEKCOB
TaK)Ke MEHSIOTCS TIPU U3MEHEHUH COCTOSHHSI MBITIIIHI (puc. 12 4 [103]).
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Mepuouonanvhuvle peghiekcovl moicmsix Humetl

Pednexchbl TOICTHIX HUTEH HA3bIBAIOT MUO3MHOBBIMH, XOTSI OHH YACTUYHO
o0ycioBieHsl Audpakaued U Ha Apyrux OelKax TONCThIX HUTeH. MX
MEPUO COCTABIACT PUMEPHO 43 HM, T.e. monoxenue M1 = (43 um)!,
crenyroiero Makcumyma M2 —2/43 = (21,5 um) !, 3/43 um = (14,33 am) !
st M3 u T.a. (puc. 9). Haubonee sipkuii MHO3HHOBBIN pediekc — M3,
COOTBETCTBYET OCEBOM IEPHOANIHOCTH SPYCOB MHO3WHOBBIX TOJIOBOK Ha
CTBOJIE TOJICTON HUTH. Ecii Ob MHO3WHOBASI HUTH SIBISIACH HICATBHON
TPEX3aXOIHOH CIUpaNblo, B KOTOPOH KaXKIIblil IpyC MHO3UHOBBIX T0OJIO-
BOK IOBEPHYT OTHOCUTEIIBHO IpeapLyIiero Ha 40° u CABUHYT IO OCH Ha
(ukcupoBaHHOE paccTossHue ~14,3 HM, HabTIOMaeMbIe MEPHUINOHATBHEBIE
pedexcer mmenn Obl HHACKCH KpaTtHbie 3: M3, M6, M9 u T.4. [82]. Ha
caMOM Jielie CYIIECTBYIOT M JIpyTHe MepHUIuOHaIbHbIE pediexcol, M1,
M2, M4, M5 u T.1., Ha3bIBaeMbIe 3ampemEHHBIMU, T.K. OHH BBI3BaHBI
OTKJIOHEHUSIMH CTPYKTYPbI TOJICTOM HUTH OT UJEANbHON TPEX3aXOIMHON
cnrpaii. «3anpeméHHbie» pedIeKchl OUeHb XOPOIIO BUAHBI HA PEHTTEHO-
rpamMMax pacciiabJIeHHON MBIIIIBI, OHH MEHEE SPKUE B PUTOPE U COBCEM
cabble B U30METPUUECKOM cokpariienuu (puc. 10).

OTKIJIOHEHUSI OT TPEX3aXOIHONH CUMMETPUH OBbUTH NPUITHCAHBI BIISI-
Huto C-0Oenka Ha CTPYKTypy ToncThix HuTed [104, 105]. C-6enok, nin
MyBP-C, — MHO3UH-CBSI3bIBaIOINUN OCJIOK, MPUCYTCTBYIOIIUN B BUJIC
7-9 xonel| Ha CTBOJIE TOJICTOW HUTH B 30HE MEPEKPHITHS C AaKTHHOM IPH
(U3MOIIOTHUECKUX JITHHAX CAPKOMEPOB, C IEPHUOIOM OYCHB OITM3KUM WIIN
conagatomm ¢ M1 [82]. HegaBHue 3KCIEPUMEHTHI, BBIMIOTHCHHBIC HA
CEpACYHOM MBIIIIE MBIIICH C HOKAYyTOM reHa, Kopupyromero C-0elok,
MOKAa3aJIx, 9TO JIJISl TAKUX TOJICTBIX HUTEH XapaKTePHBI TOIBKO pediIeKchl,
KpatHele M3, a «3anpeméHnbie» pediaeKkchl ucuesaroT, T.€. CTPYKTypa
MpHOJIMKAETCS K PEryJIsIpHON Tpéx3axoqHon crupanu [33].

OceBoii niepro]1 TOJICTOH HATH, OIEHEHHBIH TT0 ITOJI0KEHUI0 Hanbomee
sapkoro pednexkca M3, coctaBnsier 14,34 HM B TOKOSIIEHCS MBIIIIE
nsrymiky, 14,42 um B purope [106] u 14,56 HM Bo BpeMst ©30METPUUECKOTO
cokpamienus [107]. Tloxoxue, no 1,5 %, u3BMEHEHUs TOJOKEHUN MPHU
aKTUBAIMK OBLIN 3apEeTUCTPUPOBAHBI AT MO M MHUO3HHOBBIX pediex-
coB 0Oosee BeICOKUX TopsakoB [97, 98, 107-109]. Takue m3MeHEHUS
CTPYKTYpBI, BUIUMO, BBI3BaHBI HE PACTSHKEHWEM MHO3WMHOBBIX HUTEH
1o/ A€HCTBUEM BHEIIHEN CHUJIbI, a IEPECTPOMKOM CTBOJIA TOJICTON HUTH
npu aktuBanuu. [Ipupoma sToro ¢peHomena moka HeM3BECTHA. 3aBUCH-
MOCTh U3MEHEHHH TTOJIOKEHHUSI MHO3HMHOBBIX PE(IIEKCOB OT JJIMHBI cap-
KOMEpOB JI0BOJILHO HempocTa. Korga paccnabieHHyo MBIy BBITSTH-
BaJIM 70 JUTHH CApPKOMEPOB, IIPH KOTOPBIX TOJICTHIE U TOHKME HUTH MTOYTH
HE TIEPEKPBIBAIOTCS, KOOPIUHATH MHO3UHOBBIX pe(IeKcOB BBICOKOTO
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nopsinka, M6, M9 u M15, ysennuusanucs Ha 0,4-0,8 % [98]. DnexTpu-
YecKasi CTUMYJISIUS TIPY ATHX JJIMHAX CAPKOMEPOB TaK)Ke HE BhI3bIBAJIa
M3MEHEHUH B TIOJIOKEHUH 3TUX PEQIIEKCOB, XOTS ITPH JUIMHAX capKoMepa,
MPY KOTOPBIX IIEPEKPBITHE PABHO MOJOBUHE MAKCHMAILHOTO, HAOTIOIaIH
YBEJIMYCHHE MOJIOKEeHHUN peduiekcoB Ha ~1 % [98]. Korma Mblmiam win
OJINHOYHBIM BOJIOKHAM, COKPAIIAIOMIUMCS TP MOJHOM IMEPEKPhITHI
HUTEH, TIO3BOJISUIN YKOPOTHUTHCS MO HEOOIIBIION HATPY3KOH, MOT0KEHHS
M3 (1 M6) yacTHUHO BO3BpAIIAJINCh K CBOMM 3HAYCHUSIM B paccialiieH-
Ho#i Mbrmine (no 14,4—14,45 um g M3; [109, 110]).

IIpunsaTO CUUTATH, YTO B COKPAILIAIOIICHCS MBIIIIE BKJIA1 B MHTCHCUB-
HOCTh M3, [, ., 1al0T TOJILKO MUO3MHOBBIE I'OJIOBKU — KaK NPUCOEIMHEH-
HbIE K aKTUHY, TaK U HenpucoequHERHbIE [48]. JInnelinoe cCHwkeHue /,, ¢
YMEHBILECHUEM 30HbI IEPEKPBITHS IPH PACTSHKEHUH BOJIOKOH 10 OOJIBLINX
JUTHH CapKOMEPOB MOKa3aJi0, YTO OCHOBHOMW BKJIAJ B 3TOT pedIeKC IatoT
npucoenuHénHble TonoBku [111]. MHorue aBropsl nosaratot, yto M6
U MHO3WHOBBIE pediekchl 00jee BRICOKUX MOPSIKOB MPOUCXOIAT OT
CTPYKTYp CTBOJIA TOJICTOW HUTH, OTIIMYHBIX OT MHO3WHOBBIX TOJIOBOK, TaK
YTO M3MEHEHUS TOJIOKEHUS 3TUX pe(IeKCOB MOXKHO UCTIONB30BaTh IS
onpeaeneHus NOAATIMBOCTH TonCcTol HUTH [48, 112—-114]. Ipyrue cuu-
TalOT, YTO BCE MUO3WHOBBIE PeIIEKCHI COACPIKAT 3HAYUTEIHHBIN BKIIA]T
romoBok [115, 116]. YBennuenne nHTeHCHBHOCTH M6 Ha 60 % mocme
CTYTIEHYaTOTO YKOPOYEHHS W IMajeHue Ha 25 % Mocie CTyMeHYaTroro
pactspxenus [113, 117], wim Bo BpeMsl YKOPOUEHUS ¢ MaKCHMaJIbHOU
ckopocThio [110] moka3beIBaeT, YTO B HHTCHCHBHOCTh M6 TafOT BKIAT U
TOJIOBKH, U CTBOJI TOJICTON HUTH U MTO3TOMY MTPH MHTEPIPETAIIH PE3YIb-
TaTOB U3MEPEHUS TTOJIOKEHHSI 1 HHTEHCUBHOCTH 3TOTO pediierca Helb3s
npeHedperars HU TeM, HU JAPYTUM.

Yipyryro pacTsbKUMOCTh TOJICTBIX HUTEW POOOBAIH OLIEHHUTS, ITPH-
KJIaJIbIBasl K COKPAIAIONIEHCS MBIIIIE WX OJUHOYHBIM MBIIIEYHBIM
BOJIOKHAM CTYIICHUATHIC M3MEHEHUS JITUHEIL, TUTEIHHOCTH KOTOPBIX (~0,1
MC) CYIIIECTBEHHO MEHbIIIE XapaKTepHOr0 BPEMEHHU OTCOETUHEHNS — IIPH-
COEIMHEHMS TOJIOBOK M JIaXKe CHJIOTEHEPUPYIOIIETO 11ara MHO3UHOBOTO
MOCTHUKA. B KOHIIE CTyEHYaTOro yKOpOUCHHs BOJIOKHA S, B OJMHOYHOM
MHTaKTHOM BOJIOKHE narymku nafan Ha 0,14 %/T, ([3], 3nech u nanee
S, 03HA4Ya€T NEPUOAMYHOCTH B (PM3UYECKOM NPOCTPAHCTBE, KOTOpaAs
COOTBETCTBYET HaOIIOJacMOi MEpUANOHAIBHOM KOOpANHATe peduierca
X B oOparHOM mpocTpaHcTBe). B koHIE (as3sl OBICTPOro YaCTHYHOTO
BOCCTAHOBJIEHHS HanpsokeHus (uau dasel 2, no [44]) ysenudenue S, ,
obw10 emé oomapire, 0,34 %/T, o [3]. st onimHO4HOTO BOJIOKHA /. tibialis
anterior naryumku Rana temporaria nipu 4 °C T cocrasuser 280-290
klIla. IToxoxue usmenenusa "Ha 0,33-0,36 %/T o ObLIM HAWIEHBI JUIS SM3
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B TIO3JIHUX (Da3ax OTBETOB Ha YKOPOUYCHHUE U B DKCIIEPUMEHTAX Ha LEJIOH
MbIe Jasarymky [113].

3HaYeHKE MOATIIMBOCTH TONCTHIX HUTEH 0,26 %0/ T, OBLIO IOy IEHO 1O
M3MEPEHHIO MOJIOKEHUSI M6 B 3KCTIEpUMEHTaxX ¢ ObICTPHIMU N3MEHEHUSIMHU
Harpysku [112, 113]. Crnenyer OTMETUTh, YTO U3MEHEHUS TOJIOKEHUS
MHUO3WHOBBIX MEPUINOHATIBHBIX PE(IIEKCOB MOTYT OBITH BHI3BAHBI ABYMS
MpUYUHAMU: (a) U3MEHEHUSIMU B ~14,5 HM 0CeBOM NEepUO/IE SIPYCOB MUO3HU-
HOBBIX T'OJIOBOK BJIOJIb CTBOJIA TOJICTON HUTH, U (0) N3MEHEHUSIMH JIJTMHBI
AKTHHOBBIX HHUTEH, K KOTOPHIM MPHCOEINHEHb MHO3UHOBBIC T'OJIOBKH,
JAroIMe BKJIaJ B MTHTEHCUBHOCTH COOTBETCTBYIOIIEro peduiekca. MuTep-
NpeTanus TUX U3MEHEHHI MOJKET OBbITh elIé 0oJiee CIOKHOM, €CITH MUO3H-
HOBBIE TOJIOBKH MPETEPIIECBAIOT KOH(OPMAIOHHBIE N3MEHEHHUS BO BpEMs
W/WIK TIOCTIe CTYNEHYaTOro0 M3MEHEHHMS JUTMHBI BOJIOKHA MJIM HArPy3KH.
OueHKH OJATIMBOCTH, CACIaHHbIE 110 U3MEPEHUSIM M6 1 1anbHuX ped-
JIEKCOB, BO3MOXKHO, 00Jiee KOPPEKTHBI, XOTsI, KaK ObIJIO CKa3aHO BBIIIE,
HEJb3s UCKIIIOUUTD BKJIAJ MPUCOCAMHEHHBIX MUO3HHOBBIX TOJIOBOK U B
MHTEHCUBHOCTH 3TUX Pe(]IEKCOB.

[Ipu pa3BUTHH H30METPUYECKOIO TETAHYCA B UHTAKTHOM BOJIOKHE [ 109,
110] nimn nesoit mpirre ssrymku [48, 118] [, cHadana najgaet, motom
CHOBa BO3PACTAET. JTU U3MEHEHUS /|, CONPOBOKIAIOTCS yBEIUYECHUEM
ero paananbHOl mupuHEI (puc. 13). bEUTO BEICKa3aHO MPEATIONIOKEHUE,
YTO yBEJIUYEHHUE IIMPUHBI pediekca BbI3BAaHO OOJbIIEH J1aTepaibHOM
pasynopsIodeHHOCTRIO TOICTHIX HUTEH [118]. B pacciadinenHoit Mbliie
JATYIIKY MIpUHA M3 COOTBETCTBYET JIaTepaIbHOMY pa3Mepy KOTepEHTHO
mdparupyrolieit crpykTypbl 0koso 400 HM, 4TO IPEMEPHO COOTBETCTBYET
panuycy muopudpmuiet [106]. [Ipu cokpamennn mwmpuna M3 yBenu-
YMBAETCS TOYTH BABOE M3-32 TOTO, YTO AKTUBHBIE CHJIIBI BBI3BIBAIOT Pa3yIo-
pSIOYMBAHUE TOJICTHIX HUTEH BHYTPH MHUO(DUOPHIUIBI, T.€. YMEHBIIAIOT
pasmep korepeHTHO Audparupyromero yuactka ([118]; puc. 13 A4).

YroOBl CKOPPEKTHPOBATh HAOIIONAEMYIO HHTETPAIbHYIO HHTEHCHB-
HOCTB Ha 3P deKT decropska, ObLUTO MPeIOKEeHO YMHOKATh HaOonae-
MyI0 /,,, Ha PaJIHaJIbHYIO IIMPUHY pe(IIeKca, U3MEPEHHYIO KaK PajinyC B
00paTHOM TPOCTPAHCTBE, P KOTOPOM MHTEHCHMBHOCTH M3 nocturaert
MOJIOBUHBI MakcuMmanbHoro 3HaueHus [118]. Ilocne Takolt koppekuuu
[, COKpaNarmencs MBI 3HAYUTENLHO yBennyuBaercs [118, 110].
OceBoii Oecnops oK MHO3MHOBBIX HUTEH COOTBETCTBYET OCCIIOPSIIKY 2-TO
pora, Tak 4to 3pdeKT oceBor yNopsa0uUeHHOCTH HUTEH Ha MHTEHCUBHOCTb
MEPUANOHATIBHOTO peiekca MOKET ObITh BRIPa)KEH KOJIMYECTBEHHO.

Hanpuwmep, yBennueHne TeMnepaTypbl COKpAIAOIErocs HHTAKT-
HOTo BosiokHA Jisirymiku ¢ 2 °C go 17 °C Beaér x nmumsb 11 % yBenuue-
HUIO HalOmonaeMoi /,,,. Ilocne koppekunu Ha M3MEHEHHUE INMPUHbI 9T
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Puc. 13. PagnansHoe pacrpeneneHue npoduieii MHTEHCUBHOCTH peduiekcoB M3
(A) u M6 (b).

JlaHHBIC TONyYEHHBIC HA OXMHOYHOM BOJIOKHE W3 /1. psoas KPOIHKa paccriad-
JICHHOM COCTOSIHUH (3es1€Hast IMHUSL), B purope (4épHast IMHUSI) U BO BPEMsI H30MET-
pudeckoro cokpautenus npu 5 °C (kpacHas quHUA). A: pacnpenesnenue /, , B OMHOM
MIOJIOBHHE PEHTTEHOTPaMMBI, 5: 0OCpeAHEHHBIE 10 4-M KBaJpaHTaM paclpeiesICHUs
M6. B paccrnaGlieHHOM COCTOSIHAU M B pHrope Ha mpoduie cioeBoil TuHuu M3
BHUIHBI «KPHCTAITNYECKUE) PEQIIEKCHI, COOTBETCBYIONIHNE PAAUATEHOMY TIOT0KEHHUIO
sKkBaTopuanbHbIX peduiekcos 1,0 u 1,1. Te xe nannsle, uto u Juist puc. 12 5. Bueme-
PHUIMOHANBHBIE MMKK HA CJI0€BOM TMHUU M6 B pUrope COOTBETCTBYIOT YACTHYHOMY
BKJIaJly B MHTErpalbHbIH IPOGUIb CI0EBOM IMHUN AS, ON0XKEHHE KOTOPOIl OUeHb
61m3K0, HO HE COBITAJAeT C OCEBBIM ITOI0XKeHHeM M6.

orenka yenuuuBaetrcs 10 30 %, T.e. oka3pIBaeTCs ONM3KOW K OTHOCH-
TETFHOMY MPUPOCTy pa3BuBaeMoit cuibl [ 119]. [Toxoxue 3HaYCHUS A5
TEMIIEPATYPO3aBUCHMOTO YBENHMYEHHUS [, OBbUIH MOTyIEHBI B COKPAILAKO-
IIUXCS JeMEMOPaHU30BaHHBIX BOJIOKHAX JISITYIIKH, B KOTOPHIX AKTHH-
MHUO3WHOBAs peléTka Oblia cTaOWUIM3NPOBaHA YACTUYHON CITMBKOM
stui-aumMeT-kapooauumuiom, EDC [120]. Bonee BeipaxenHsrit, ~60 %o,
poct [, ObLT IOJTy4Y€eH B SKCIEPHMEHTAX CO CKaYKOM TEMIIEPATyphl €
5 °C o 30° C Ha MbIIIEYHBIX BOJIOKHAX Kponuka [78]. TemneparypHas
3aBUCUMOCTh HANpPsDKEHUS, PA3BUBAEMOTO BOJOKHOM, JJISi MBIIII] KPO-
JUKa (TETUIOKPOBHOTO0) Oosiee KpyTasi, YeM JUIS MBIIIIT JIATYIITKHU (XOIO/I-
HOKPOBHOTO JXHBOTHOTO). B TO ke Bpems I10Jisi MPUCOCTHMHEHHBIX K
aKTUHY MHO3WHOBBIX TOJIOBOK, OI[CHEHHAs 110 N3MEPEHHUI0 MTHOBEHHOM
JKECTKOCTH, HE 3aBUCHUT OT TEMIIEPATyPhI MBIIIIII JKHBOTHBIX 000UX BHIOB
[121, 122]. O60061mas, MOXXHO CKa3aTh, YTO pOCT HHTEHCHBHOCTH M3 Kop-
PENPYET C POCTOM CPEIHEN CHIIbI, Pa3BUBAEMON MOCTHKOM.

[upuHa MepUINOHATBHBIX PE(IEKCOB B PUTOPE CHUIIBHO 3aBUCUT
OT TIPOTIeTypPHI JOCTHIKEHHUS 3TOTO COCTOSIHHUA. Eciu mpu puropusamnuu
ynaéres u30exarh pa3BUTHs OONBIINX HANPSHKEHUH W, CIIeT0BaTEIbHO,
OCEBOM pa3ymopsmOueHHOCTH HUTEH, Tpoduitn M3 B purope MOTyT HMETh
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Ty K€ IIUPHHY, YTO U B pacciIaOIeHHON MBIIIIE U Ha HEM TakK e BbIpa-
*eHbl peduiekchl, oOpa3yembie wiockocTsamu (1,0) u (1,1) (puc. 13 4).

W3MmeHeHust ”HTEHCUBHOCTU M3 B COKpAIIAIOMIEHCS MBIIIIE B OTBET
Ha BHEIIHUE MEXaHWYECKUE BO3AEHCTBHSI HHTEPIIPETUPYIOT KaK pe3yib-
TaT OBOPOTA BCE MUO3UHOBOI TOJIOBKH BOKPYT MECTa CBSI3bIBAHUA Ha
aktune [48, 49], 1160 ToabKO JOMEeHa IErKux 1enei S1 oTHOCUTENBHO
KaTaJIUTUYECKOTO JIoMeHa rojoBkH [3, 123, 124. Taxast uHTepnpeTarus
KOPpPEKTHA, TOJIbKO €CJIU OTCOEAMHEHHE M MPUCOEIUHEHNE TOJOBOK
MIPOMCXOAT MEAJICHHEE, YEM HCCIIelyeMble n3MeHeHust M3. B npotusHOM
cllydae, U3MEHEHHE YHCIIa TIPUCOSTNHEHHBIX TOJIOBOK H/HMIIH AUCTIEPCHH
UX PacCHpe/eNeHus MPUBEAET K 3HAYMTENBHBIM u3MeHenusam I . [125].
Takum 00pa3om, Ha ”THTEHCUBHOCTH M3 1, BEpPOSTHO, APYTUX MUO3WHOBBIX
pedIIeKcoB BIUAIOT Clenyonue GakTopbl: YHCIO MHO3WHOBBIX T'OJIOBOK,
MIPUCOCIMHEHHBIX K aKTUHY, UX ()OpPMa, CTaH/IapPTHOE OTKJIOHEHHE pacIpe-
nerneHust ot 14,5 HM 0CeBOTO MepHosia U OceBasi pa3ynopsI04eHHOCTh
COCEIHUX MHO3MHOBBIX HUTEH.

WuTepecHblit aQQexT pacuierieHus: MEpUIMOHAIBHBIX PEe(ISKCOB
Ha J1Ba 1 Ooyiee TMKOB OBLT 3aMeUeH elI¢ B paHHHUX DKCIIEPHMEHTaX Ha
IIEJIOH MBIIIIIE JIATYIIKH C UCTIONh30BaHNEM JTA00PATOPHBIX NCTOYHUKOB
peHTreHoBcKoro m3nydeHus [106]. Bckope OBLIO MpeanookeHo, ITo
TaKoe pacilerIeHre MEepUIUOHAIBHBIX pe(IeKCOB MOXET OBITh BBI3-
BaHO MHTep(EepeHIIel pEeHTTEHOBCKHX JTy4del, PACCESTHHBIX JIByMsI CHM-
METPUYHBIMH TTOJIOBHHAMH capkomepa [126, 127]. Iloxke ManumHIHK
u JlenneB momyunnu AUQPaKIIMOHHBIE PEHTIEHOTPAMMBI TTOKOSIIEHCS
MBIIIIIBI JISITYIIKH C BBICOKHM MPOCTPAHCTBEHHBIM pa3perieHueM U
MIPEIIOKIIIA MOZAEIH TOJICTON HUTH, KOTOPast BOCIIPOU3BOANIIA OCHOBHBIE
YepThl NOTYYECHHBIX PEHTTCHOTPaMM, B TOM YUCIIE HHTEPPEPEHIIMOHHOE
pacuiernjieHne MUHO3HHOBBIX MEPUIMOHAIBLHBIX pediekcos [128—130]. B
9KCIEPUMEHTAX C 11€JI0N MBIIILEH HAa HCTOYHUKE CHHXPOTPOHHOTO U3ITY-
yeHust Ha 9ToT 3¢ ekt obparmnm BHUManue J. Bordas u xomtern [108].
OHHM NPEINON0KUIHN, KaK BBISCHUIIOCH IO3KE, OLIMOOYHO, YTO ATOT ped-
JIEKC BBI3BaH JBYMS CeMeHCTBaMM MHMO3MHOBBIX T'OJIOBOK, MMEIOIUMU
ONHM3KY10, HO Pa3INYHYI0 EPHOTUYHOCTb.

CJIOEBBIE JIMHUMA

Muo3sunosvie croegvle TuHUU
MUO3WHOBBIC CIIOCBBIC JTUHUH PACIOJIOKECHBI TapalIeIbHO dKBATOPY
Ha PaCCTOSTHUSAX, KPATHBIX TNIABHOMY IMEPHOY MUO3HWHOBOU CIHPAIIH,
1/43 riv!. B MBIIIIIIE JIATYIIKH B TIOKOE HHTEHCHBHOCTD BCEX MHO3HHOBBIX
CIIOCBBIX NTUHUU OdeHb BhIcOKa [106]. B 3TOM COCTOSIHMU TOJIOBKU
MHO3MHOBBIX MOJIEKYJ YITaKOBaHBI BOIM3M CTBOJIA TOJCTOM HUTH [106,
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130, 131]. B MpImmax TemIOKPOBHBIX >KMBOTHBIX MHTEHCUBHOCTH
MHO3WHOBBIX CIIOEBBIX JIMHUU MPHU HU3KOW Temrieparype (okoio 5 °C)
CYIIIECTBEHHO HI)XKE M3-3a OecropsKa MHO3MHOBBIX TOJIOBOK, HO BO3-
pacTaroT 10 3HaYeHHH, XapaKTepHBIX JJIS XOJIOJHOKPOBHBIX KHBOTHBIX,
npu yBenudeHnu temneparypsl 10 20 °C u Boime [89, 132—134]. Taxoii
nepexoa oT Oecrnopsiika K MOPSAKY MPHU YBEIUUCHHH TEMIIEPaTyphl
cBsi3aH ¢ rujaposinzom AT® [89, 134] unu, Oosnee TOYHO, C Mepexo-
JIOM MHO3MHOBBIX TOJIOBOK, cBs3piBaoImuXx AT® wmu AJID u Pi, us
«OTKPBITOTO» COCTOSIHUSA B «3aKpbIToe» [135]. Oka3anocsk, 4To rojoBKa B
«3aKpBITOMY COCTOSTHUN HAXOUTCS MPEUMYILECTBEHHO Ha CTBOJIE TOJICTOM
HUTH M TaM KOHTAKTUPYET C MapHOH TOJOBKOW B MOJIEKyJe, (GOpMUpPYs
YHOPSIAOUEHHYIO CTPYKTYpy [136], Torna Kak rojloBKH, HaxoJsIuecs B
OTKPBITOM COCTOSIHUH, YXOZST OT CTBOJIA TOJICTOM HUTH M HE YIOPSIIOYEHBI.
YBenn4eHne TeMIeparypbl WiK HCIIOIb30BaHue aHanoroB AT® casuraet
paBHOBecHE MEKAY ABYyMs cocTostHUsAMHE [ 135, 137]. O6paboTka BOJIOKOH
N-stunmanenMuoMm, GUKCHpPYOMUM S1 B «OTKPBITOMY» COCTOSHUH,
MIPUBOJIUT K YMEHBIIIEHHIO HHTEHCUBHOCTEH MUO3HHOBBIX CIIO€BBIX JTMHUI
[138]. B purope BHEMEpUANOHATbHBIE HHTEHCUBHOCTH MHO3UMHOBBIX
MEpPHUIUOHAIBHBIX Pe(IIEKCOB HIDKE, YeM B pacciaaOIeHHON MBIIIIIE, XOTS
HEKOTOpBIE U3 HUX, BKIIFoUast M2, M3 u M6, ocTaroTcst 3aMETHBIMH (pHC.
12; [106, 108]).

Bo Bpemsi H30METpHUYECKOTO COKpAIIeHNsI HHTEHCHBHOCTH «3aIpe-
MEHHBIX)» MUO3WHOBBIX MEPUINOHAIBHBIX peduiekcoB M1, M2 u BHeMe-
PUAMOHANBHBIX MHO3WHOBBIX CIIOEBBIX JIMHUI CHIIBHO CHIDKAIOTCA TI0
CpaBHEHHIO C pacciabieHHbIM coctostHueM (puc. 12; [118, 108]). B
M30METPUYECKOM TETaHYCE MBIIIIIBI JIATYIIKH PU HU3KOH TeMIleparype
BHEMEpPUIUOHAIbHASI NHTEHCUBHOCTH M1 cocraBmster okono 15 % ot eé
3Ha4eHus B pacciabnenom cocrossuuu [108]. Emé Gonee Hu3kue oTHO-
CHTENIbHBIE 3HAYeHMs [, ObLIM HalJIEHBI IIPU H30METPUYECKOM COKpa-
IIEHUU OJUHOYHBIX MHTAKTHBIX BOJNIOKOH Jisirymiku [109]. Ecnu cokpa-
LIAOIIEICS MBILILE MO3BOJINTh YKOPAUMBATHCA MOJ MaJIOM HAarpy3Koi,
10 /,,, OyAeT IPUMEPHO B TPU pa3a BBIIIE, YEM B M30METPHYECKOM
COKpAIllEHUH, XOTs Oy/IeT COCTaBISTH JIMIIb IPUMEPHO TOJIOBUHY OT €€
3HaYeHUs B pacciiabieHHOM coctosiHu [99]. [Tockonbky posis nprcoenu-
HEHHBIX MHO3MHOBBIX TOJIOBOK IaJaeT, KOIIa COKPAIIAIOLIAsCcs MbIIIIA
yKOpauuBaeTcsi ¢ 0onbiIoi ckopocTsio [139, 140], sTu nanHble cBUAC-
TEJIBCTBYIOT O TOM, YTO BHEMEPHINOHANIBHBIE yacTb M1, a BO3MOXKHO, U
BHEMEPUIUOHAIBHBIE YACTH JPYTMX MHO3WHOBBIX CIIOCBBIX JIMHUHU B
COKpAIIAIOIEHCS MBIIIIE BOZHUKAIOT, NIABHBIM 00pa3oM, TIPH TU(PPaKIIIT
PEHTTEHOBCKHX JTyuell Ha OTCOEMHEHHBIX MIUO3WHOBBIX TOJIOBKaX.
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C npyroii CTOPOHBI, €CTh TaHHBIE, CBUAETEICTBYIOIINE O CYII[eCTBEH-
HOM BKJI3/I€ B MUO3HHOBBIE CIIOEBBIE JIMHUN CIIA00CBI3aHHBIX MHO3HHO-
BBIX TOJIOBOK, COJICPIKAIIUX B CBOEM aKTHUBHOM IieHTpe 0o ATD [141],
60 AI® %P, [142]. YToObI OLIEHUTH BKIIaJl B MHTEHCHBHOCTh Pa3/IM4HbIX
PEHTIEHOBCKHX pe(IIeKCOoB clIab0CBI3aHHBIX U OTCOEANHEHHBIX FOJIOBOK,
JeMeMOpaHN30BaHHBIM MBIIICYHBIM BOJIOKHAM CO37aBajld yCIOBHSI,
KOTOPBIE MEHSIOT COOTHOILICHHE YUCIIa CHIIBHO- U C1a00CBSA3aHHbBIX, HITH
MIPUCOENNHEHHBIX U OTCOEAMHEHHBIX, TOJIOBOK, PETUCTPUPYS IIPU ITOM
M3MEHEHUs Ha TU(PPaKIUOHHBIX peHTreHorpamMmax [ 141, 142].

AxmuHnosble cloesble TUHUU

AKTHHOBBIE CIIOEBBIC JINHUHM COOTBETCTBYIOT CHUPAIH C MEPUOIOM
~1/36 um ! (puc. 9). Hanbonee npoctast MOZIENb, OTIUCHIBAOIIAsT OCHOBHbIC
AKTUHOBBIE pe(IIeKChl: MEPHIMOHAIBHBIN peduieke npu (2,73 HM) !, sipkue
CJIOEBBIE JIMHUH, C OCEBBIM mojaoxkeHueM ~(5,9 um) ! u ~(5,1 am) !, xkoTo-
PBIE OCTAIOTCS IPKUMU JIaXKe B PACCIA0IE€HHOM COCTOSTHUHU MBIIIITBI, ¥ TTep-
BOU CII0EBOM JIWHUU B (~36 HM) !, — 3TO 11enouncieHHas cnupais 13/6. Ita
MOJIEIb SIBIISICTCS PUOMM3UTENHHOM, T.K. aKTHHOBAS HUTh OYEHb ITOJBIKHA,
Y B JICMCTBUTEIBHOCTH HE SBISETCS HU LEIOYNCICHHON CIHPaIbio, HU
JaXke TIEPUOINYICCKON CTPyKTYpor [143]. DTO moaTBepKmaaeTcst dKCIe-
PUMEHTATbHBIMU HAONIONEHUAMH, MOKA3BIBAIOIINMH, YTO MIHPHUHA
AKTHHOBBIX CIIO€BBIX JIMHWWA MHOTO OOIbIIE, YeM MHO3WHOBBIX (pHC.
10). dms pa3sHBIX COCTOSHHH TOHKHUX HHUTECH MW OPHCHTHPOBAHHBIX
reyeil F-akThHa MCTIONB3YIOT M ApyrHue, OMU3KHe, HO 0oJiee CIIOKHBIC
Mozenu, Takue kak 67/31, 132/61 wim 69/32 [144]. B a1oii m1aBe MbI
OyneM mpuaepKUBaThCss Hanbosee MPOCTONH HOMEHKIIATYPbI, B KOTOPOii
A1 COOTBETCTBYET MEPBON aKTMHOBOW CIIOCBOM JTMHUH TIpH ~(36 HM '),
A6 1 A7 — CIIOCBBIM JIMHUSM C OCEBBIMH TONOKeHUsAME ~(5,9 HM) ! U
~(5,1 HM) ™!, COOTBETCTBEHHO.

W3BecTHO, uTO CTpyKTypa F-akTiHa 3aBHCHT OT MHOTHX (DakTOpOB.
N3menenns nateHcuBHOCTEH Al, A2 1 A6 aKTUHOBBIX CJIIOCBBIX JIMHUH
[53, 145], a Takke MX TOJOKEHUHN, CBUJCTESILCTBYIONIMX 00 N3MCHEHUN
OCEBOTO ITIara u yria MeKy COCEIHUMU MOHOMEPaMH aKTUHA B CITUPATTH
[98, 99] 6buM 3aperucTprpoOBaHbl cpasy MOCe Hadana MEKTPUIESCKON
CTUMYIISILIMY MHTAKTHOM MBIIIIIBL, T.€. B YCIOBHSIX, KOIJIa MUO3UHOBBIC
TOJIOBKH €I1Ie HE YCTICBAIOT PUCOCTMHUTHCS K aKTHHY,  TAKKE TIPU YKOPO-
YEHUH MBIIIIIBI C MAKCUMAITLHOM CKOPOCTHIO, BBI3BIBAIOIIECH OTCOSTMHEHUE
OOJIBIIMHCTBA TOJOBOK OT akTWHA. CHUJIBbHOE CBS3BIBAHME MHO3UHOBBIX
TOJIOBOK C aKTHHOM TaKOKe PACTATUBACT U 3aKPyUHBACT aKTHHOBYIO CIIUPAJITh
Jlake B OTCYTCTBUE BHEILIHEH pacTaruBatomiei cuisl [ 101].
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Ha penTtrenorpammax pacciabaeHHON MBIIIIBI aKTHHOBBIE CIIOEBBIE
JIMHUH, 33 uckaoueHrueM A6 u A7, ciadbie. DTO O0OBSICHIETCS TEM, UYTO
MHO3MHOBBIE TOJIOBKM HAXOIATCS BOJIM3U TOJICTBIX HUTEH 1 HE TAt0T BKIIA]
B 3 ()EKTUBHYIO AIEKTPOHHYIO INIOTHOCTh TOHKMX HUTEH.

Bce akTHHOBBIE CITOEBbIE JINHUHM CTAHOBSITCS OU€Hb SIPKUMHU B pUTOPE,
MOCKOJIBKY B TOM COCTOSIHUM BCE MUO3MHOBBIE TOJIOBKH CHIIBHO U CTEPEO-
crenuprUeCcKy CB3bIBAIOT aKTHH, TEM CAMBIM KOHTPACTUPYS aKTHHOBYIO
criupais (puc. 10; [106]). Puropnsie 3HaueHNsI HHTEHCUBHOCTEH CIIOEBBIX
JIMHUN 4acTO UCMOB3YIOT JJIS MIKAJTMPOBAHNS HHTEHCUBHOCTEH B APYTHX
(U3NONTOTNYECKUX UM OMOXUMHYECKUX COCTOSHUSIX. MOXKHO MOTyYUTh
eé OOMNBLIYIO HHTCHCUBHOCTD AKTHHOBBIX CJIOCBBIX JIMHHUH, €CITH J00aBUTh
B PacTBOP, OMBIBAIOLINH IeMeMOPaHN30BaHHbIE BOJIOKHA, H30JIMPOBaHHbIC
MHO3MHOBBIE FOJIOBKH. J[J151 3TOT0 BOJIOKHA BBITATUBAIOT A0 JUTMH CAPKOMEPOB
3—4 MKM 1 MHKYOUPYIOT B pacTBope, cogepxkamiem S1 [146, 147].

B To Bpems kak S1 6e3 nykneoruna uiau komiuieke S1.AJID cunbHO
CBA3BIBAETCS C aKTHHOM, KOMIUIEKC S1 ¢ AT® uimm AJI® u P, nmeer
Oozee cmaboe cpoxactBo K aktuHy [38]. CocTosiHuE Ci1aboro CBS3BIBA-
HUs S1 ¢ akTHHOM ocTaéTrcs emé MaJonu3yueHHbIM. bblio nokasano, uro
IIPY YMEHBIIEHUN HOHHON CHIIBI PacCiadisoILero pacTBoOpa, B KOTOPOM
HaXOIWJIUCh JeMEMOpPaHN30BaHHBIE BOJIOKHA, 00padoTaHHbIe N-heHnI-
MaJIEMMHIOM, HHTEHCUBHOCTB NIEPBOM CJI0€BOM uHmy, [, |, manaer [141].
Taxkast 06paboTka nmpekparniaet ruaponn3 AT u ocTaBIsIeT MUO3UHOBBIC
T'OJIOBKU B COCTOSIHUSIX, U1 KOTOPBIX BO3MOYKHO TOJIBKO CJ1a00€ CBSI3bIBAHUE
¢ akTruHOM. Kpome Toro, M3BECTHO, UTO HM3Kasi MOHHAS CHJIA CTIOCOOCTBYET
c1a00My CBSI3BIBAHHIO MHO3WHOBBIX TOJIOBOK ¢ akTHHOM [ 148]. IIpu aTom
HE ObLIO OOHAPYKEHO M3MEHEHUH [, ., YTO MO3BOJIAET IPEIION0KHT,
9T0 caboe CBI3BIBAHUE SIBIIsIETCS HecTepeocnenuduueckum [141, 149,
150]. Taxoe nmpucoeaHEHNE BO3MOXHO B IIUPOKOM JHAINIa30HEe OCEBHIX
Y a3UMYTaJIbHBIX YIJIOB MEXKIY aKTHHOBBIM MOHOMEPOM U MHO3MHOBOM
ronoBkoii. [TockonbKy cnaboe cBsI3bIBaHNE UyBCTBUTENHLHO K HOHHOHU CHJIE
[148], ero mpupoma, ckopee BCero, AeKTpocTaTuIecKasl.

B paHHUX CHHXPOTPOHHBIX SKCIIEPUMEHTAX, KOTJIa AETEKTOPbI ObUIH
TOJIKO OJJHOMEPHBIE, 3aMETHBIX U3MEHEHUH B [, | IPU Pa3BUTHU COKpa-
nieHust He OblIo oOHapyxeHo [48]. Moaens 11t 00BSICHEHUSI STOTO
s¢dekra ObUIa OCHOBaHA HA MPEATIOI0KEHHUH, YTO BO BPEMsI COKPAILICHHS
CYLIECTBEHHAs] YaCThb MUO3MHOBBIX T'OJIOBOK Cl1ab0 CBs3aHA C aKTHHOM
[151]. C nmosiBneHreM OBYMEPHBIX NETEKTOPOB yAAlOCh 3aperucTpH-
poBarh yBeIUYEHHE [, BO BPEMS H30METPHYECKOIO COKPALIEHHUS I10
CpaBHEHHIO ¢ COcTOsTHUEM 110K0sI [ 152]. briaromaps xoporieit pokycrupoBke
pentreHoBckoro nmyda (cranmuu 2.1 u 16.1 SRS, BenmnkoOpuranus) u
MCIIOJIb30BAHUIO JUIMHHOM KaMephbl, ObUIN MTOJYYEHBI PEHTTEHOTPAMMBI C
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XOPOIINM IIPOCTPAaHCTBEHHBIM pa3perieHreM. Ha Hix yianoch 10CTOBEpHO
Pa3IMIUTh OJTU3KO pacIioioKeHHbIe Tk M1 1 A 1 IepBoi C110€BOM THHUN
B COKpAIIAIOIIENCsl MBIIIIE U U3MEPUTh NX MHTEHCUBHOCTH B Pa3IMYHBIX
cocrostHusx [108].

B Mbliiie aAryuku, cCoOKpallaroueicss npyu HU3KoW TeMIeparype,
I, cocrapysier 10-15 % e€ snayenns B purope [120]. Ilpu noseimenun
TEMIIEPATYPbI COKPAILAIOIIENCS MBILILBI /, | BO3pacTaja NPUMEPHO Mpo-
MOPIUOHATIBHO YBEJIMUEHHUIO CHUJIBI, XOTS YHCJIO MHO3UHOBBIX I'OJIOBOK,
MPUCOENNHEHHBIX K aKTHHY, OCTaBAJIOCh HEM3MEHHBIM, CyAs 10 U3Me-
pEHUAM TUHAMUYECKON JKECTKOCTH BOJIOKOH M MHTEHCUBHOCTH JKBa-
TopuanbHOTo peduekca 1,1 (120-122]. B xone ©30MeTpUIECKOrO COKpa-
IIEHHS TIPU BBICOKOM TemmepaType /,, B MbILIIAX JIATYNIKA COCTABIIsIA
okoJ1o Tpetu e€ 3HaueHus B purope [120]. [Ipu ykopodennn non manoi
Harpy3KOH, T.€. CO CKOPOCTBIO OIM3KOM K MAKCHMAIIbHOM, /, | CHUIKAJIach
MpUMEPHO BABOE [99] mapaiensHo cO CHUKEHHEM YHCIIa MHO3HHOBBIX
TOJIOBOK, IPUCOCAMHEHHBIX K akTUHY [153]. Ha peHTrenorpamMmme cokpa-
LIAFOIIENCS MBIIIIBI TAK)KE BUIHBI M APYTUE AKTUHOBBIE CIIOEBBIE INHUU
A2,A4,AS, X0Ts1 ©IX MHTEHCUBHOCTh HAMHOTO MEHbLIIE, yeM B purope [ 108].

AKmMuH-Muo3uHO8bIE CLOEBbLE TUHUU

Ha mudpakimmoHHON peHTTeHOTPAMME MBIIIIEI B COCTOSSHUH PUTOpa
UMEIOTCS JIBE TOBOJBHO SIPKHUE CIOEBBIC JIMHUU, TIEPUOIBI KOTOPBIX,
~23-24 um u ~10,2-10,4 HM, HE COBIIANAIOT HU C MHO3HMHOBBLIM, HU C
akTUHOBBIM [106]. Bputo 00HApYKEHO, YTO 3TH CIOEBHIE OTCYTCTBYIOT
Ha PEHTTEHOTPaMME pacCIa0ICHHOW MBIMIIBI, HO TOSBISIOTCS TPH
COKpallleHnH, Koraa Mblina passupaer cuiy ([108], puc. 10). Yagi
OOBSICHUII HAJMYUE 3TUX CJIOCBBIX JIMHUH MOIYJSIIIMEH (QYyHKIIUU pa3-
MEICHHUS] MHO3UHOBBIX I'OJJOBOK Ha aKTUHOBBIX HHUTSIX C MEPHOIOM
TosicToi HUTH 14,5 HM U Janm 3ToMy TeopeTHueckoe 000CHOBaHHE
[154]. Takast MomgynsII¥sl ¥ MPUBOAUT K TOSIBICHUIO CIOCBBIX JIMHUN B
1/14,5 — 1/36 = ~1/24 am' 1 cnoeBoit nuuuyu, 0603Ha4aemoit AM_, u
1/14,5 + 1/36 = ~1/10,4 um' st AM, |, rie 36 HM — yCIOBHBIH Iepuon
aKTUHOBOM HUTU. HU 0TCOeIMHEHHBIE TOJIOBKHU, HU TOHKHE HUTH HE TA0T
BKJIAJ] B 3TH CJIOCBBIC JIMHUU. TOUHOE peIlieHUE 3a/1a4u O TUPPAKIIMU HA
YaCTUYHO 3aIIOJIHEHHOW IIEJIOYHCICHHON PallMOHAIBHON CIMPAH JIaHO
B [155].
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V. MOJIEJIA PEHTTEHOBCKOM TU®PAKIIAU HA MBIIIIIIE

WuTtepnperanus peHTreHONUPPaKIIMOHHBIX KAPTHH MBIIILIBI HEBO3MOKHA
0e3 Maremarnueckux Mozeneil. [lepsble faHHBIE O CIMPANBLHOM CTPYKTYpe
TOJICTBIX M TOHKUX HUTEH OBLIM MOJTy4eHB! U3 AU(PPAKIUOHHBIX PEHTTe-
HOTpaMM € TIOMOIIIBIO U3BECTHOTO PELICHUS 3aJa491 O TUPPaKIUX Ha CITH-
paJti, ¢ IOMOIIBIO KOTOporo Obu1a paciudposaHa crpykrypa JHK [156].

MOJEJIMPOBAHUE 5KBATOPUAJIbHBLIX PEDGJIIEKCOB

Haubosnee sipkue 3xBaropuaibHbie pedaeKchl BbI3BaHbI JU(PpaKIuei Ha
cemeiictBax miockocteii (1,0) u (1,1) (puc. 9). U3MeHeHe HHTEHCHBHOC-
TeH ATHX PEQICKCOB CBSI3bIBAIN C U3MCHEHUEM JIOJIH MPUCOCTMHEHHBIX
K aKTUHY MHO3UHOBBIX T'OJIOBOK, HE MPOBOJS HPHU ATOM YUCICHHOIO
aHanm3a [83, 157]. Eciiu MUO3HHOBEIE TOJIOBKH HAXOAATCS BOJIM3U CTBOJIOB
TOJICTBIX HUTEH, TO paccenBaromiasi Macca COCpeIoTOYeHa B IIIOCKOCTSIX
(1,0), mpoxoaAIMX TOJIBKO MO TOJICTBIM HUTSAM, a B TuiockocTsx (1,1),
MIPOXOSAIINX TI0 TOHKHM M TOJICTBIM HHUTSIM B COOTHOIIEHHH 2:1, BKIIaj
MAcChl TOJIOBOK CYIICCTBEHHO MCHBIIIC, 03TOMY /| > 1| |. Takast curyanust
HaOIroaeTcs B paccnabineHHoi meimie. Hao0opoT, eciii Bce TOIOBKH
MHO3UHOBBIX MOJIEKYT MPUCOEAMHEHBI K TOHKUM aKTHHOBBIM HUTSIM, TO
I}, Bospacraer, a /| ) majaer. Takast kapTHHa HalOmomaeTcst B purope. B
COKpAIIAIOMIeHCs MBIIIIIE JUIIb YaCTh MHO3MHOBBIX TOJIOBOK IpHCOE-
JMUHEHA K aKTUHY W pa3BUBAET aKTUBHOE YCHUJINE U TTOITOMY OTHOIIICHHE
1, /I, , 3aHNMACT POMEXKYTOYHOE TOTOKCHHE MEXKLY PACCMOTPCHHBIMU
KpalHUMH CITy4YasMU.

AKTHHOBBIC HUTH yIACPKUBAIOTCS B y3J1aX TeKCATOHALHOMN PEIIETKH
TOJIBKO OJ1aromapsi B3auMOICHCTBHIO C OIKANTITIMH TOJICTBIMUA HUTSIMH.
B paccmabneHHoi MbIIe MHO3WHOBBIC TOJIOBKH HE MPUCOCIUHSIIOTCS K
aKTHHY, a JIUIIb TOJIKAIOT €ro ¢ TPEX CTOPOH, B AKTUBHOM COKpAIICHUU
U B PUTOPE TOJIOBKH CBS3BIBAIOT aKTUH M MOITOMY JIYUIIIE YACPKUBAIOT
MOPSIIOK aKTHHOBOH petéTku [92]. Takum 0Opa3om, B 30HE EPEKPHITHS
OecIopsI0K TOHKUX HUTEH OTHOCHTCS K 1-My poly, KOTOPBI moxpasy-
MEBAET CIy4yailHbl€ OTKJIOHEHUS OT UACAIbHBIX MOJIOXKEHUH B PELIETKE.
st aToro Tuma OGecnopsiika 3KBaTOpUAIbHAS MHTCHCHBHOCTH OyIET
YMHOXaTbCsl Ha TemioBoi daxrop 7, = exp(—4m°A, *R*), tne A, , u R —
CPEAHEKBAAPATUUCCKOE OTKIOHEHUE aKTUHOBOW HUTU OT HUJICATBHOTO
nojoxxeHus (puc. 14) u paguanbHas koopanHara pedrekca B 00paTHOM
MIPOCTPAHCTBE, COOTBETCTBEHHO [158]. PacnpeneneHue HHTEHCUBHOCTH
BHYTPH pe(JIeKca B 9TOM CJTy4ae HE 3aBUCUT OT A, . ¥ BCSl HHTEHCHBHOCTb
peduexca ymHoxkaercs Ha T,. MojenbHbIe BBIYMCIEHUS TTOKA3a/H, YTO
KOJIMYECTBEHHO BOCIPOU3BECTH OTHOLICHHE /| /]| | MOXKHO, eCIU Hpe-
TIOJIOKUTH CYIIECTBEHHBIN OECIOPSIOK TOHKUX HUTEH (A A 1O 3 uMm),
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(1,0)

Puc. 14. Hapyienust peryisipHOCTH aKTUH-MHO3UHOBON PEIIETKH.

0COOEHHO JJIS1 MBIIIL XOJOXHOKPOBHBIX )KUBOTHBIX, JIATYILIKH UJIH PBIOBI,
B KOTOPBIX /, ; 0COOCHHO MalI (pHC. 11). DTOT BBIBOI XOPOLIIO COTIIACYETCsE
C 2JIEKTPOHHBIMU MUKPOPOTOTpadUSIMHA TOHKUX CPE30B pacCIabICHHBIX
BOJIOKOH KPOJIMKA MPHU BBICOKOW TeMIeparype, Ha KOTOPhIX BHJICH 3Ha-
YUTENbHBI HEKOPPEIUPOBAHHBIA OecHOpsIoK TOHKUX HuTed [91], a
oTHOWeHHe /; /]| | OYTH TAKOE XKe, KaK B MBILIAX JIATYIIKH.

TomncTele HUTH yAEP)KUBAIOTCA B y371ax pemeéTku OenkamMu M-TuHUH
1, BO3MOYKHO, IPYTHMH OeITKaMH capKoMepa, KOTOPbIE MPEMSTCTBYIOT UX
CMEILEHHUIO B OCCBOM U PajJHajbHOM HalpaBleHHsX. Takas CTpyKTypa
MOXeT 00nagarh OecropsiIkoM 2-Tro pojia, KOTOPBIH XapaKTepHu3yercs
OTCYTCTBHEM JaJbHET0 MOPs/Ka, a pACCTOSIHUE JI0 ONKaiiero cocena
MOAYMHEHO HEKOTOPOMY (PMKCHPOBAHHOMY paclpelesiCHHIO ¢ Onpee-
NEHHBIM CPETHEKBAAPATHYCCKUM OTKIOHEHUEM OT CPEAHEro 3HaYCHUSI.
Jjist Takoro «GKUAKOTO» Oecropsiika XapakTepHO yBEIHMUCHHUE IIHUPUHBI
peduiekcoB BMecTe ¢ pocTtoM ero mHjekca [158]. [leficTBuTenbHO, Ha
peHTreHorpamme MbIs! peduiekce 1,1 nemnoro mupe, yem 1,0, a mmpuna
peduiekcoB Oosiee BBICOKUX MOPSAKOB eI oobiie (puc. 11). Do Habmo-
JICHHUE MOATBEPIKACT, YTO B AKTHH-MHO3MHOBOH PEIIETKE HPUCYTCTBYET
Oecriopsiiok U 1-ro, u 2-ro posaa, mapaMeTpbl KOTOPBIX OYEHb TPYIHO
OIPENeNUTh U3 IKCIIEPUMEHTAIBHBIX JaHHBIX. BbI1O MpeanpuHaTo Hec-
KOJIBKO ITOTIBITOK BOCCTAHOBHUTD MPOEKIMIO AIEKTPOHHOM IUIOTHOCTU Ha
9KBaTOPHAIHHYIO TUIOCKOCTh, UCTIONB3Y Dyphe-cuHTe3 (Harmpumep, [ 88,
159, 160]), HO OKa3aI0Ch, YTO PE3YABTAT MOJIEITUPOBAHNS CUITHHO 3aBHCUT
OT IUIOXO OIPEAEISIEMBIX IIapaMETPOB, a UMEHHO, (pa3 SKBaTOpHUAJIbHBIX
pedirekcoB. Takum 00pa3oM, HCIIOBE30BaHIE YKBATOPHATBHBIX Pe(IeKCOB
JUIsI KOJTMYECTBEHHBIX OLIEHOK aKTHH-MHO3MHOBOI'O B3aUMOIECHCTBUS
0Ka3aJI0Ch HE OYEHb YIOOHBIM.
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MOJIEJIMPOBAHHUE JIN®PAKLIMOHHON JMATPAMMBI
PACCJIABJIEHHOU MBIIIIIBI

[lepBast mpocTpaHCTBEHHAS MOJIEIH MBIIIIIIBI, YYUTHIBAIOIIAS BCE N3BECT-
HbIe Ha TOT MOMEHT JJaHHbIE O T€OMETPHUHU TOJCTHIX HHUTEH, Oblia
npeiokeHa MannHYuKoM U JIeTHeBbIM /711 WHTEepPIIPEeTallud peHTTe-
HOMM(PAKIIMOHHON KapTHUHBI pacciiadiieHHoi MeIms! [129, 130]. Onun
MapamMeTpHU30BAIA OTKIIOHEHHS] MHO3WHOBBIX TOJOBOK OT CBOMX IIpa-
BUJIBHBIX, COOTBETCTBYIOIIIX OCEBOMY ITEPHOTY CITUPAITH, TIOJIOKESHNN Ha
CTBOJIC TOJICTON HUTH, BEI3BaHHBIC C-0€ITKOM W ONITUMHU3UPOBAIIH BEIOOD
rapaMeTpoB, CPABHUBAS PE3YIBTATHl PACIETOB HA OJJHOMEPHOM MOJIEIH C
AKCIIEPUMEHTAIBLHBIM PO UIIEM MEPUIHOHATBHON HHTEHCUBHOCTH. DTO
MO3BOJIMJIO UM OOBSICHUTH TIOSIBIICHHE 3alTPEeIEHHBIX MEPHIHOHAIBHBIX
pediIeKCOB Ha PEHTIEHOrpAMMe PacCIabICHHOW CKEJIETHON MBIIIIIIBI.
Bonee Toro, oHM NMpenoKUIN MOJETHh TOJCTONH HHUTH, allpOKCUMUPYS
MHO3UHOBBIE TOJIOBKH JINHEHKOH OJIM3KO pacroiokeHHbIX cep. Pasymo-
PSIOYEHHOCTD YIIAKOBKH MHO3WHOBBIX HUTEH B TeKCaroHaJbHbIC STUCHKI
OITUCHIBAIIN KaK Oecriopsiiok 2-ro poxa. [1o 31oit Mozenu ObuTn paccyrTaHbI
WHTEHCHUBHOCTH MUO3MHOBBIX CJIOEBBIX JIMHUH M COTIOCTABIICHBI C IKCIIe-
PUMEHTaILHO HaOIrogaeMbiMu. M3 3TOro comocraBieHus] MOXKHO OBLIO
NpUONNU3UTENBHO OLIEHUTH PACTIONIOKEHNE MUO3HHOBBIX TOJIOBOK Y CTBOJIA
TOJICTOM HUTH.

Bonee neransHOMY MOZIETMPOBaHHIO PEHTTEHOTPAMMBI pacciaadiIeHHON
MBIILIIBI ObLTa MOCBAIIEHA 11eJ1ast cepusi padoT rpy1sl J. Squire (cM., Harpu-
Mmep, [160—-162]). st peKkOHCTPYKITUH MHO3MHOBBIX TOJIOBOK Ha CTBOJIE
TOJICTOHM HUTH B pacCIabJICHHOM COCTOSIHUH aBTOPbI HCIIOb30BAIN PEHT-
T€HOTPaMMBbI TUTABHUKOBOW MBIIIITEI KaMOabl, T.K. B HEH, KaK U B MHOTUX
JIPYTHX MBIIIIaxX pbI0, rekcaroHajJbHasl YMAaKOBKA TOJICTHIX M TOHKHX
HUTEH OMHUCHIBAECTCS MPOCTOM dIIEMEHTApHOU SYEeUKOM, CJieI0BaTeIbHO,
e€ cTpoeHue OnmKe K KpucTautnaeckomy. Maest coctosisia B TOM, YTOOBI,
WCTIOB3YS PEHTT€HOTPaMMBI MBIIIIIH B PA3TMYHBIX COCTOSHUSAX, CO3/1aTh
«KUHOY», BOCIIPOM3BOISIIEE ABIKEHIE MIO3UHOBBIX TOJIOBOK B aKTHBHOM
MBIIIIIIE, & TAKXKE UX TIOJIOKEHHS B TIOKOE U B COCTOSTHAM pruropa. «Kampom
0» crano cocrostHEE pacciiablieHHON MBI, Vcronb3ys JTaHHBIE O
PAaCIOJIOKEHUN MHUO3MHOBOM PEIIETKH B CapKOMEpE, MOCTOSIHHO YIIy4-
HIaloNIMecs: JaHHbIE DIICKTPOHHOW MHUKPOCKOIHH, a 3aTeM M OeJIKOBOM
KpHCTAIIIOTpaprH O CTPYKTYpE MHO3WHOBOW TOJIOBKH, OHH KOHCTPYH-
POBaJIM pa3InYHbIC MOJICIN CTPOCHHSI A-30HBI B COCTOSTHHH pacciad-
JICHUSI, UCTIONB3Ysl OOJIBIIION HA0OP MapaMeTPOB, 3a/IAkOIIHIA TTOJI0KESHUE
MHO3WHOBBIX TOJIOBOK B MPOCTPAHCTBE, U CPAaBHUBAJIHM MOJyUYCHHBIC
pe3yabTaThl C JaHHBIMU PeHTreHoBCKOW mudpakiuu [131, 161, 162].
[Mocnenusist u3 OMyOMUKOBAHHBIX MOJEINCH COACPKUT 24 HE3aBHCUMBIX
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rapameTpa, ¥ HATydITui Habop mapamMeTpoB 00eCIieunBaeT KBaApaTH-
HbIi R-daxrop 1,19 % mo 56 peduekcam [162].

[MapamnenbHO pabOTHI 10 MOJICITUPOBAHUIO TUGPAKIIUH TOKOSIICHCSI
MBIIILBI TPOJOJHKAJIA UCCIeioBaTeNbeKasd rpymma a-pa Leepo Yu B Hanmo-
HanbHOM MHcTuTyTe 3m0poBhsi CIIIA, B cocTaBe KOTOpOW B TEUCHUE
HECKOJIbKUX JieT paboran yuenuk B.B. Jlennera, C.b. Manunuuk. Ha
OCHOBE TEKYILIUX IIPEACTABIECHUN O CTPYKTYpE€ MUO3MHOBOW T'OJIOBKU
OHU MOJCITUPOBAIU CTPYKTYPY TOJCTONW HUTU, YUUTHIBAS TEIIOBOMH
OecropsiIOK MUO3UHOBBIX TOJIOBOK 1-ro poma. CpaBHUBasi Pe3yiibTaThl
MOJICTIHUPOBAHUS C IKCIICPUMEHTATbHBIMU TAHHBIMH, OHU TTOKA3aJIH, YTO C
MOBBIIICHUEM TEMIIEPATYPbI MOKOSIICICS MBIIIIEI MUO3UHOBBIC TOJIOBKU
pacmosyiaratoTcsi y CTBOJIa TOJICTOM HUTHU U KOHTPACTUPYIOT MUO3UHOBYIO
crimpaib [133]. D1oT ke moaxox ObLT UCTOIB30BaH B TMOCIEAYIOIINX
paboTax ATOM TPYIIIBI YISl H3YYCHUS MTOJIOKESHHUS MHUO3UHOBBIX TOJIOBOK
B MOKOSILIEHCS MBIILILE B Pa3INUHbIX cocToaHusIX [142, 150, 163].

MOJIEJITMPOBAHUE PEHTTEHOI'PAMM COCTOSTHHIA
AKTHUBHOI'O COKPAIIEHM 1 PUT'OPA

Ilepexon ot «kagpa 0» K MOAETMPOBAHUIO TAKUX COCTOSIHUI, B KOTOPBIX
MHO3HHOBBIE TOJIOBKH OBbLTH OBl MPUCOCAMHEHB! K aKTHHY, 2 HUMEHHO,
AKTHUBHOTO COKPAIICHHSI M PUTOpPa, YCIOKHSIETCS, BO-IIEPBBIX, HEOOXO-
JUMOCTBIO paccMaTpuBaTh MOJHYIO TPEXMEPHYIO aKTHH-MHO3WHOBYIO
PELETKY, a, BO-BTOPBIX, HAJIMYUEM HEM3BECTHON (DYHKIIMH Pa3MEIICHUS
MHO3MHOBBIX TOJIOBOK Ha TOHKOH HUTH. [10aTOMY, 17151 yHIpOLIeHUS 3a/1a491
MOJIEINPOBaHMs, 0OBIYHO IIPeHeOperaIn IM00 0COOEHHOCTIMH pacupere-
JICHUS IPUCOSIMHEHHBIX MUO3HHOBBIX T'OJIOBOK HA aKTHHE, 1100 (hopMoit
NPUCOCANHEHHBIX TOJIOBOK.

B nepBoM THIIe MOzl paccMaTpUBatOT TOJIBKO OAHY 3G (EKTUBHYIO
MHO3HHOBYIO I'OJIOBKY, II0JIarasi, 4To €€ 3J1eKTPOHHAs IFIOTHOCTh €CTh Cpel-
HSIS1 INIOTHOCTh BCEX IOIEPEYHBIX MOCTUKOB, U YTO B 30HE NIE€PEKPHITHS
TOJICTBIX ¥ TOHKMX HUTEH MUO3MHOBBIE F'OJIOBKU IIPUCOEANHEHBI K AKTHHY
C OJHUM W TEM JK€ TIEPHOMIOM, paBHEIM nepuony pedekca M3. Takyio
MOJIEITh UCTIONIE30BAJTH JIJIS OTTMCAHNS N3MEHEHUH MEPUANOHAILHBIX ped-
nexcoB M3, M6 u Oomnee BbICOKHX TOpsSAKOB. [lepBas u3 aTux Moneneit
JlaBaJia JIUIIb Ka9eCTBEHHOE OMMUCAHME SKCIIEPUMEHTATBHBIX TaHHBIX [49].

C nosiBNIeHNEM aTOMHOM CTPYKTYpHI S1 1 Mofiesniel akTHH-MHO3WHOBOTO
CBSI3BIBAHMS CTAJIO BO3ZMOYKHBIM IPOBEICHHE KOIMYECTBEHHBIX PacuETOB
W3MEHEHMI MHTEHCHBHOCTH MEPHIMOHAIIBHBIX peduiekcoB [2]. M3meHeHus
KOH(UTypaIui MHO3WHOBBIX TOJIOBOK OBIITH PacCUMTaHbI 10 U3BECTHOM
KpHCTaIOrpaduecKoii aTOMHOM MOJIENT aKTHH-MHO3HHOBOTO KOMITJIEKCa
([164], Homep B 6a3ze JaHHBIX OENKOBBIX CTPYKTYp, PDB — 2mys). Kon-
(opMaOHHbIE H3MEHEHUS! B MUO3HMHOBOM TOJIOBKE, COOTBETCTBYIOIIHE
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[ P | TOHKas HUTb |

MWO3NHOBbIE FOJ10BKU

ANEeKTPOHHaA NNIOTHOCTb

Puc. 15. IIpocrast Monenb pabodero nrara MUO3UHOBOM TOJIOBKH, OOBSICHSFOLIAS H3Me-
HEHHS PEHTT'€HOBCKOT0 peduiekca M3 B OTBET Ha CTYIIEHYAaTOE YKOPOUCHUE BOJIOKHA.
BBepxy — momnepeuHble MOCTHUKH, alllIPOKCUMHUPOBAHHbBIE YETHIPEXYTOIbHUKAMH,
BHHU3Y — MPOCKIHS IICKTPOHHOW TNIOTHOCTH TOJIOBOK Ha OCh BOJIOKHA (110 [49]).

«TI0BOpOTY pblyara» (puc. 5, 16) MoaenupoBaiu MOBOPOTOM JOMEHA
nérkux neneit, LCD, BokpyT KOHBepTEpa B INIOCKOCTH, 33/1aBa€MOI OCBIO
aKTHHA U MIPSIMOH, IPOXOJIAIIEel uepe3 aMUHOKUCIIOTHBIE ocTaTtku Cys707
(IwapHUp MEXIy KaTaJUTUYECKHUM JIOMEHOM M «pbrdarom») u Lys843
(Touka coeaunenus cydodparmenton S1 u S2 muosuna). Lientp Bpaienus
HIeHKH coBMaal ¢ koopanHaramu Ca aroMa aMHHOKHCIOTHOTO OCTaTKa
Cys707 [60, 62]. KaranuTndeckuii JToMeH IPUCOEANHEHHBIX TOJIOBOK ITPH
«IOBOPOTE PbIUara) CUUTAIN HEMOABIKHBIM. YIPYTHH U3THO «IICHKN»
S1 mox neWicTBMEM BHEIIHUX CHJI PACCUMTHIBAIN MO (GopMynam niruda
3armeMIEHHON Oanku [2].

Karanurnueckuit joMeH (aMHHOKHCIOTHBIE octatku 1-770) mpu-
COeMHEHHON MHO3MHOBOM TOJIOBKM OCTABAJICS HEM3MEHHBIM, a ILeiKa
n3rudanach Kak 6ajnka ¢ OHOPOIHON U3TMOHON KECTKOCTHIO, 3aIIEMIIEH-
Hasl B TOYKE, COOTBETCTBYIOIIEH aMUHOKHCIOTHOMY ocTaTky Gly770 moz
JIEMCTBUEM MOMEHTA BHEIIHEHN CUIIbI, IPUIOKEHHOUN K JaJIbHEMY KOHILY
OaJKH, WM aMUHOKHUCIIOTHOMY octarky Trp829. Ock 6anmku coBmamana
¢ ipsimoit, mpoxomsimien guepe3 Gly770 u Trp829. B pacuérax momaranm,
YTO CMEILEHHE KKI0H cepbl NePIEHAUKYISIPHO OCH OAJIKH U JISKUT B
TUTOCKOCTH, TIPOXOIAIICH yepe3 0Ch OaIKH ¥ BEKTOP MPHUIIOKESHHOM CHJIBI.
Benuuuny cMelenus paccuuThiBamm no gopmyne dy, (3L —x)x*/2L* [165],
rne L = 8,47 am — mmHa otpeska [Gly770, Trp829] wim nnuHa Oamkw,
x — paccrosinue ot Gly770 no npoekiuu chepbl Ha Och Oajku, a d

829
cmemenne Trp829. Drta Mozens ObUIa UCTIONB30BaHA HAMU JUISL pacuéTa
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Puc. 16. Mojienb CUIBHOTO CBSI3BIBAHKSI MHO3WHOBOW TOJIOBKU C aKTUHOM (110 [56];
aktuH — latn.pdb, S1 — 2mys.pdb).

[T MOHOMEPOB aKTHHA ITOKA3aHBI CJIEBA OTTEHKAMHU CHHETO0 U 3€JIEHOTO IIBETOB,
0003Ha4YeHa 0Ch TOHKOW HUTH, CTPEJIKa MOKa3bIBACT HAIlpaBjieHue K M-nuHun. Bax-
HBIC UIsT MOACIIUPOBAHUSA W3MEHCHUIN q)OprI TOJIOBKHM aMHHOKHCIIOTHBIEC OCTAaTKU
Moka3aHbl HBETHbIMH Kpyxkkamu: Cys707 — uépubim, Gly770 — cepbim, Trp829 —
ronyobim, Lys843 — 3enéubiM. Ock x coBnagaet ¢ ocbto «pbraaray [Gly770, Trp829]
(cM. TekcT).

V3MECHEHNH HHTCHCUBHOCTH /, , TIDH CHHYCOHMIATbHBIX H3MEHEHHSAX JUTHHBI
BOJIOKHA B aKTHBHOM COKpAIllEHUH U B purope [2].

HenaBno Hamu Obl1a IpeIOKeHa CTPYKTYPHO-KHHETHYECKast MOJIEITh
paboTsI onepedHoro Mmoctuka (puc. 17) [78]. B e¢ ocHoBe nesxanu ciie-
TYIOIIHE SKCTIEPUMEHTATIBHBIE PE3YIIBTATBI: POCT /, | M POCT HANPSDKEHUS
B OTBET Ha CKAYOK TEMIIEPATYPhI MPOUCXOAAT OTHOBpeMeHHO [77, 78];
JKECTKOCTH BOJIOKHA B aKTUBHOM COKPAIIIEHUH HE 3aBUCHT OT TEMIIEpaTyphl
[121, 122] u nocne ckauka TeMIeparypbl HET U3BMEHEHUH HHTEHCUBHOCTH
peduekca 1,1 [77], 9To yKka3pIBaeT Ha TO, YTO POCT HANPSDKEHUS C TEMITE-
parypoil IPOUCXOAUT MPH MOCTOSHCTBE YMCIIa MUO3HHOBBIX MOCTHKOB,
MPUCOSAMHEHHBIX K TOHKUM HUTSAM. MBI MojlaraeM, 9To pOCT WHTEH-
CHBHOCTH aKTUHOBBIX CIIOCBBIX JIMHHH IMOCIE CKayKa TeMIepaTyphl
BBI3BIBACTCSl U3MECHEHHEM KOH(UIYpauuu B3aMMOICHCTBHSI MOCTHUKOB
C aKTHMHOM, a UMEHHO, MX IIEPEXOJ0M U3 HecTepeocneuuuyeckoro
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MPUCOETUHEHNUS B cTepeocnenupuyeckoe cBsi3piBanne. CHHXPOHHBII
POCT HaIPsHKEHUS U KOHTPACTUPOBAHNS AKTHHOBOW CTIMPAJIM TOJIOBKaMHU
MHO3HMHA TOKA3bIBAET, YTO CTEPEOCTICIU(PUIECKOE «3aCTErMBAHNEY TOJIO-
BOK Ha aKTHHE SBISETCS HEOOXOMUMON (ha30il CHITOTEHEPaIlny MOCTHKA.
Hanenue /| mpu OTHOCHTEIBLHOM IOCTOSIHCTBE / | TAKIKE CBU/ICTENBCT-
ByeT B TOJB3Y IMEepexoja HecTepeocnennPpuIeckn IPUCOSTUHEHHBIX
TOJIOBOK B CTepeocHenu(pruieckn CBI3aHHOE COCTOSHHE, IMOCKOIBKY
KOT/Ia KaTAIMTHYECKUH TOMEH HecTepeocTeupuuecKy IPUCOSAMHEHHON
TOJIOBKH BCTPAUBAETCS B CITUPAIb aKTHHA, TO XBOCTOBOM JIOMEH TOJIOBKH
MHO3HHA OTXOIHT OT CTBOJIA TOJICTOMN HUTH, CHHIKAsl TEM CaMbIM /| , XOTsI
ob1asi Macca, CBSI3aHHAs C TOHKOW HHUTBIO, @ CICNOBATENBHO U /| |, HE
mensiercs [120].

Monens npeamnonaraet, YTo MUO3UHOBAs FOIOBKa 10 ruaponuza ATO
MOKET IPUCOEIUHHUTHCS K AKTHHY TOJIBKO HECTEPEOCTICHU(PHUYECKH, T.C.
MOl Pa3IMYHBIMU OCEBBIMHU U a3UMYTAJIbHBIMHU yIJIaMH, a €€ IPOYHOE
CBSI3BIBAHHME C aKTHHOM BO3MO)KHO JIHIIB nocie paciieruienus AT Ha
AJ1® u pocdar. B nepBbIx TpéX OMOXMMUYECKU Pa3IMIHBIX COCTOSHHUAX
MHO3MHOBAs TOJIOBKA PUCOEIMHEHA K aKTHHY HecTepeocnenuduiecku
W He pa3BuBaeTr cuiy. [locie rupposnusa rojoBka ObICTPO U 00paTUMO
«3acTéruBaeTcs» B cTepeocnenuuueckn CBI3aHHOE COCTOSIHUE H
TOJILKO ITOTOM IPOUCXOJUT MOBOPOT phlvara. U 3actéruBanue, 1 moBopoT
peluara, sSIBISIOTCS CHUJIOTEHEPHUPYIOUIUMH TMepexoJaMu. JDTa MOJEb,
OCHOBaHHasi HA COBPEMEHHBIX OMOXMMHUUYECKHX MPEICTABICHUIX O
KnHeTHKe runponn3a AT® MHO3WHOM, KOTMYECTBEHHO OOBSICHAET HAIIH
SKCIIEpUMEHTAIbHBIE JTaHHbIE, @ UMEHHO M3MEHEHHS MHTEHCHUBHOCTH
pEHTreHOBCKOTO pediaekca M3 u mepBoil aKTHHOBOHM CIIOCBOW JTMHUU
Al B OTBEeT Ha CKaYOK TeMIlepaTypsl [78], u BKIIOYaeT B ceOSI «MOACITH
pBIYaray, UCTIOIB3yeMYI0 MHOTUMH aBTOPaMH [T 00bSICHEHNS M3MEHEHUH
WHTEHCHBHOCTH M3 B 9KCIIEpHMEHTaX ¢ M3MEHEHUSIMH JUTHHBI aKTHBHO
COKPAIIAIOIINXCS BOJIOKOH.

TomorpaMmbl 211€KTPOHHO-MUKPOCKOITMIECKUX CPE30B M30METPUIECKI
COKpAIIArOIINXCS JIETATEIbHBIX MBI HACEKOMBIX, TIOTYYSHHBIX OBICT-
pBIM 3aMopaxkuBaHueM [ 166, 167], noka3anu CylIeCTBEHHbIE OTJIMYUS B
KOH(HUTYpaIii MOTOPHOTO JIOMEHA IO CPAaBHEHHIO C PEKOHCTPYKITUIMHU
akTo-S1 komrurekca. Ha aTux ToMmorpaMmMax ObUT 0OHAPYIKEHBI HE TOIBKO
MHO3UHOBEIE TOJIOBKH, MOTOPHBIE TOMEHBI KOTOPBIX CBSI3aHBI C aKTHHOM
MIPUMEPHO TaK K€, KaK U B PUTOPHOM KOMILIIEKCE i71 Vitro, a UX «ILIECHHBIe»
JIOMCHBI IOBEPHYTHI HA PA3IMYHBIC YIIIbI, HO U TOJIOBKHU, Y KOTOPBIX KaTa-
JUTUYCCKUE JOMEHBI IPUCOCTUHEHBI K aKTUHY MO pa3IMYHBIMUA OCEBBIMU
U Q3UMYyTaJbHBIMU YIIIAMU. DTU JaHHBIE XOPOIIO COTNIACYIOTCS C HalleH
MO/IEJIBIO U IOTIOTHUTENLHO CBU/IETEILCTBYIOT O TOM, UYTO MEXAHU3M pas-
BUTHSI CUJIBI aKTHH-MHUO3MHOBBIM MOTOPOM CJIOKHEE, YEM ITPOCTO ITOBOPOT
JJIMHHOU «IIEHKW.
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Puc. 17. CTpykTypHasi 1 KHHETHYECKAsl CXeMa MEXaHU3Ma IeHepaIiy CHIIbI TOJIOBKAMHU
MOJIeKyJ bl MUO3MHa [78].

A. Paznnuneie coctostHus (1—5) ronoBky MuoO3nHa (TMIOKa3aHbl CEPbIM U CHHUM
[[BETOM ), IPHUCOCAMHEHHON K HUTH aKTHHA (3eJIEHBIN L[BET) TIOKa3aHbl B IBYX MPOEK-
[USIX: B BEPXHEM PsIy OCh aKTHHOBOW HUTH MEPICHANKYISIPHA, B HIDKHEM — Mapas-
JIeTbHA IUIOCKOCTH PUCYHKA. B HIDKHEM psiny Z-THHUS capKoMepa HaXOINUTCS CIIPaBa.
b. Kunernueckas cxemMa OMOXMMHUYECKOTO IIUKJIa MOCTHKA, UCTIONb3yeMast B MOJICITH.
ITpe- ¥ MOCT-THAPOIU3HBIE COCTOSHUS 2 ¥ 3 CTPYKTYPHO HICHTUYHBI, HO OTIHYIAIOTCS
oroxumuyecku. B cocTostHusx 1,2 ¥ 3 TOJIOBKH B OCEBOM HAIPaBJICHUH )KECTKHE, HO
MOTYT HPUCOCIHHATHCS K aKTHHY T10]] Pa3HBIMH YIIAMH B OCEBOM U a3UMYTaJIbHOM
HampaBneHuu. [{omHbIl nMana3oH a3uMyTadbHBIX U OCEBBIX yrioB +60° u +30°,
COOTBETCTBEHHO; HA PHCYHKE MOKa3aHbI IEHTPATBHOE U KPaHHE MOTI0KEHHUSI TOJIOBOK.
Pacripenenenye mo a3uMyTaabHBIM U OCEBBIM YIJIaM CIIydaifHOe, paBHOMEPHOE BO
Bc&M TeniecHOM cektope. Cuiia Wi nepeMerieHle CO3aTesl KaK MepexooM «Bpa-
HIeHne-3acTéruBanrey (mar 3 — 4) co CpeJHAM OCEeBBIM BpallieHHeM cyodparmenrTa
1 xax TBEpIOro Tena Ha 26°, Tak ¥ NPH IOBOPOTE LIeHHOr0 qoMeHa (mar 4 — 5), co
CpEeJHUM OCEBBIM BpaleHreM Ha 50° 110 OTHOIICHHIO K MOTOPHOMY JToMeHy. HeHarpsi-
KEHHbIE (POPMBI FOJIOBOK B CHJIOTCHEPUPYIOIINX COCTOSHUAX 4 U 5 HOKa3aHbI CEPhIM
[[BETOM (IIpaBOe MOJOKEHHUE B TIape, HWKHUN psif HA A), HAIPSDKEHHBIE — CHHUM
(1eBoe nonoxenne). A, M, AT®, AJ1® u P, na kunetuueckoii cxeme (5) 0003Ha4at0T
aKTHH, cyOQparmMeHT 1 Mro3uHa, aieHo3uH-Tpudocdar, areHo3uH-1udocdar u Heop-
rann4eckuii pocdar, COOTBETCTBEHHO. [0JIOBKHM MOTYT 00paTHMO OTCOEIUHSITHCS U3
coctostauii 1, 2 u 3 B cocrositus 1', 2' 1 3', COOTBETCTBEHHO.

BwmecTo TOr0, 4TOOBI YCIOKHSITB 3aa4y IepeO0poM MHOKECTBA KOH-
¢burypauunii nprcoeMHEHHON MHUO3UHOBON TOJIOBKH, MOYKHO 1OJ00paTh
(YHKIHIO pacCTaHOBKHU T'OJIOBOK HA TOHKOW HUTH H, BO3MOKHO, UX OPHEH-
TalUIO B IPOCTPAHCTBE, UCIIONIB3YSl IPSIMOE MOJIEIMPOBAHNE HHTEHCUB-
HOCTEH CJIOEBBIX JINHUI 1 U3BECTHBIE TAHHBIE O CTPYKTYPE AKTUH-MHO3H-
HOBOM petérku. [lepBas padora B 3T0l 00acT ObljIa MOCBAIIEHA HHTEP-
MIpeTaluy PEHTTEHOIPAMMBI JIETATEIIbHON MBIIIIBI HACEKOMBIX B PUTOPE
[168]. ABTOpBI paccMOTpeNnH €AMHUYHYIO STYEHKY aKTUH-MHO3UHOBOM
PELIETKY B JIETATEJIbHOW MBIIIIE, UCXOIS U3 0COOCHHOCTEH andpakuu-
OHHOM KapTHHBI, OX00PAIX NPOCTPAHCTBEHHYIO IPYIIy CUMMETPUH,
U NIPOBEPUIIN Pa3IUYHbIC MIPEANOIOKEHNUS OTHOCUTENBHO (POPMBI U
KOH(UTypaluu NpucOeIUHEHHON TOJIOBKH U (DYHKLMH Pa3MELICHUs UX
Ha aKTWUHE, OCHOBBIBAACH HA NPENBAPUTEIBHBIX AAHHBIX JJIEKTPOHHON
MHUKPOCKOTHH. BBIITO TOITydeHo yI0BIeTBOPUTEIHHOE COOTBETCTBHUE pac-
YETHBIX U OKCTIEPUMEHTATBHBIX IAHHBIX, HA OCHOBAHWH YeT0 ObLI CJIeTIaH
BBIBOJ] O TOM, YTO TIOTIEPEYHBIII MOCTHK B PUTOpPE HAKIOHEH TOJI YIIIOM
npuMepHo 45° K ocH aKTHUHA, TOJOBKH B3aMMOJIEHCTBYIOT TPUMEPHO C
TPETHIO aKTUHOBBIX MOHOMEPOB H, caMmoe TJIaBHOE, B 3TOW pabore ObLI
BIIEPBBIE MPEUIOKEH METOJl MHTEPIIPETallii BCEH IBYMEPHOUN peHTre-
HOAM(PAKIIMOHHOW KapTHHBI aKTHH-MHO3UHOBOW PEIIETKH, a HE aHAJIN3
OT/AEJBHBIX peIIECKCOB.
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Hecxkonbko Mojiesneit paccTaHOBKM MUO3UHOBBIX FOJIOBOK B €TMHUYHOM
syeiike 0e3 yuéra ux Gopmsl ObLIO paccMOTpeHo B padote [169]. Bouio
MOKa3aHo, YTO JJIS HAJTMYHUS Ha PEHTI€HOTrpaMMe CeMEeNCTBa SIPKUX aKTH-
HOBBIX CJIOEBBIX JIMHHUMN, XapaKTEPHBIX ISl COCTOSHHS PUTOpa, MHO3UHOBBIE
TOJIOBKM JIOJIKHBI CBSA3BIBATh aKTHH C MEPUOJUYHOCTBHIO €r0 CIUPAIIH.
Ecnu ke 1mo3BOJIMTH MHO3MHOBBIM T'OJIOBKaM MPUCOEAMHSTHCS K ONH-
JKalIeMy 1Mo 0CeBOW KOOpANHATE MOHOMEPY aKTHHA, Oy CKasi 00JbIIne
a3UMYyTaJIbHBIE YIIIbI TOBOPOTA FOJIOBOK, TO AJIsl TAKOHM paccTaHOBKHU Ooliee
SPKAMHU HA PEHTTCHOTpaMMme OyIyT MHO3WHOBBIE CIIOCBBIC JIMHUH, T.C.
TaKoe MPaBUIIO BHIOOPA MOHOMEpPA AaKTUHA MOXKET OBITh, HAIIPUMED, TIPU
c11a00M CBSI3bIBAHUH.

Mopnenu Takoro pojia MOXKHO YCOBEPIIEHCTBOBATb, HCIIOb3Ys TOCTYTI-
HbIE€ aTOMHBIE CTPYKTYpbl MOHOMEpa aKTHHA, MHO3MHOBOM TOJOBKH, a
TaKKe MOJICJIM CUJILHOTO aKTHH-MHO3UHOBOTO CBsi3bIBaHus [ 164, 170], nis
MIOCTPOCHUS MIPSIMBIX MOJIENICH aKTUH-MUO3UHOBOM PEIIETKH B COCTOSTHUSIX
puropa U akTUBHOTO cokpauieHusi. OCHOBHasl TPYIHOCTb MOCTPOEHUS
MO TPEXMEPHON aKTUH-MHO3MHOBOM PELIETKH B 30HE NEPEKPHITUS
TOJICTBIX U TOHKHUX HUTEH B CapKOMEpE COCTOUT B TOM, UTO JUJISl KaXKIOU
U3 COTEH MMO3UMHOBBIX I'OJIOBOK, BBICTYMAKOUIUX W3 OJHOU U3 ILIECTH
MMO3UHOBBIX HUTEH B 3JIEMEHTAPHOM siUEHKe, HY>KHO HAWTH TOT U3 COTEH
AKTUHOBBIX MOHOMEPOB, PACIIOJIOKEHHBIX Ha OTHOM U3 IIECTH aKTHHOBBIX
HUTEH, C KOTOPBIM OH CBS3BIBACTCS BO BPEMsl aKTMBHOIO COKpALIEHUS
WIH B COCTOSTHUH puropa. OQuH U3 MOIXOI0B K PEIICHHUIO ITOH 3a1auu
JNaéT «IPUHLUUN MHUHUMyMa YIPYTrOid 3HEPIUU», COITIACHO KOTOPOMY
MHO3MHOBAS TOJIOBKA IPUCOETNHEHSIETCS K TOMY aKTHHOBOMY MOHOMEPY
Ha OJHOW M3 COCEIHUX TOHKHUX HHUTEH, JUJISI KOTOPOro DHEPrusl yHnpyrou
nedopmMalii MUO3MHOBOM TOJIOBKH, 3aTpadyuBaeMast pHU TAaKOM CBSI3bI-
BaHUM, MUHUMabHA [171]. B pesynsrare mpuMeHeHHUs 3TOT0 IPUHITUIIA
pa3MeleHne MHO3WHOBBIX TOJIOBOK Ha aKTHHOBOM HUTH OIpEeNseTcs
BCEro JIByMs ITapaMeTpaMu: OTHOIIEHHEM NPOJI0IbHON U TPaHCBEPCaIIb-
HOM KECTKOCTEW aKTUH-MHO3MHOBOIO KOMIUIEKCA U JI0JIEM MUO3UHOBBIX
TOJIOBOK, MPUCOEANHEHHBIX K aKTUHY B JAHHOM COCTOSHUHU. Pacuérbl
MOJTHOW JIBYMEPHOH PEHTTeHONU(DPAKIIMOHHON KapTHHBI, IPOBECHHBIC
C HCIIOJIb30BAHUEM TAKOH MOJIENH, MOKa3ald XOpollee COBMNAJAECHHE C
SKCIIEPUMEHTANBHBIMU JaHHBIMU [125, 171]. C moMomibio 3TOl MOoAeIu
TaKKe YAaJIOCh BBISIBUTH HA DKCIECPUMEHTANIbHOU pPEHTTeHOrpaMMe Te
PEHTTEeHOBCKHE pedIeKchl, MO0 U3MEHEHHIO MHTEHCUBHOCTH KOTOPBIX
MOXKHO OIPEACIUTh HEKOTOPbIE XapaKTEPUCTUKU aKTUH-MHUO3HMHOBOIO
B3aUMOJICUCTBHS B MBILILE: YUCIO MHUO3UHOBBIX TOJIOBOK, CTEpEOCIIE-
U(UYECKH TMPUCOESTNHEHHBIX K aKTUHY, UX KOH(pOpMAanuio (TIOBOPOT
«phluaray), OCeBbIe IEPEMEIICHNUS IIEHTPa MacC TOJIIOBOK U JIp.
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VI. 3AKJIIOYEHHUE

brnaronapst 10CTHKEHUSAM PEHTTCHOBCKOM KpUCTAIIOrpadUK B MTOCIICTHUES
JIBA ICCATUIICTUS YAAIOCH BRISICHUTH BAXKHBIC JCTAIM aTOMHOTO CTPOCHUS
OCHOBHBIX 2JIEMEHTOB aKTUH-MHO3MHOBOTO MOTOPA MBIIIIL: MOHOMEPHOTO
1 GUOPWILISIPHOTO aKTHHA M MHO3WHOBOM TOJIOBKHU B Pa3JIUYHBIX CTPYK-
TYpHBIX U OMOXUMHUYECKUX COCTOSIHUSX. JlaHHBIE O CTPYKType aKTHH-
MHO3MHOBOTO KOMILIEKCA, MOJIYyUYEHHbIE C MOMOIIBIO COBPEMEHHOMU
ANIEKTPOHHOW MUKPOCKOIHH, 00JIaIal0T MEHBIIUM pa3pelieHueM U
MO3BOJISIIOT OXapaKTepU30BaTh JIUIIb OAHY CTAAHMIO0 B3aUMOACHCTBUS
MHO3UHA C aKTUHOM U AT® — IpOoYHbIN KOMIUIEKC, BO3HUKAIOIINUN TIOCIIE
cOpoca mponykroB peakuuu ruaponn3a AT® u3 akTHBHOTO IIEHTpa
roioBku. CBeAeHUS O XapaKTepe CTPYKTYpHOH IMepecTPONKN aKTHH-
MHO3UHOBOTO KOMIUIEKCA, JIeXKAIIel OCHOBE MBIIIIEYHOTO COKpAIeHUs,
0 cUX TMop ¢GparMeHTapHBI U HEMONHBI. OTHUM W3 TPAITUIIHOHHBIX
METOZOB M3yYEHUS YIbTPACTPYKTPHI MOTEPETHO-TIOIOCATHIX MBITIII]
SIBJISICTCSI MAJIOyTJIOBasi pEHTTeHOBCKas mudpakmnus. braromaps pa3Bu-
THI0O COBPEMEHHBIX CHHXPOTPOHHBIX MCTOUHHUKOB PEHTTECHOBCKOTO
M3ITYYCHHSI M OBICTPOACHCTBYIOMNX ACTEKTOPOB ITOT METO TO-TIPEK-
HEMY aKTyaJieH, TaK KaK OH TO3BOJISICT MOYIUTh CTPYKTYPHYIO HH(DOP-
Mo O JBHUKCHUH MUO3WHOBBIX TOJIOBOK B COKPAIIAIOIICHCS MBIIIIIIE
C BpEMEHHBIM pazpenieanemM 10 20 MKC U TIPOCTPAaHCTBECHHBIM pa3periie-
HUEM HEKOTOPBIX TUPPaKIHOHHBIX peduiekcoB 70 0,2 HM. XOTs peHTTe-
HOJM(PPAKITUOHHBIE IKCTIEPUMEHTHI CITY)KaT UCTOUHUKOM Ooraroii uHpop-
MalllH, COJCPKATEIBHBIN aHATN3 TAHHBIX dTUX SKCIIEPUMEHTOB B TEPMH-
HaX MOJICKYJISIPHBIX JBMKCHHUN TPEOyeT Pa3BUTHS MATEMATUICCKUX MOJIC-
JIeH ¥ MX TapaMeTpUUYEeCKoro aHanm3a. MoKHO HaIesThCS, YTO ITH TaHHBIC
B COBOKYIHOCTU C HOBBIMH pPE€3yJabTaTaMU, MOJyYCHHBIMH METOAAMHU
COBPEMEHHOW OMOXUMHH B COUCTAHUH C TOYCUYHBIMU MY TAIIUSIMUA OCHOB-
HBIX COKPaTHTEIbHBIX OCJIKOB, IOMOTYT BOCCTAHOBUTH KAPTHHY OMOXU-
MUYECKHX U CTPYKTYPHBIX U3MEHEHUH, JIKAIIUX B OCHOBE MEXaHO-XUMHU-
YeCKOTro peoOpa3oBaHus YHEPT U AKTUH-MHO3UHOBBIM MOTOPOM MBIIIILI.

JIUTEPATYPA

1. Huxley, H. (1951) Disc. Faraday Soc., T., Boesecke, P, Lombardi, V., Irving,
11, 148. M. (2002) Nature, 415, 659-662.

2. Dobbie, 1., Linari, M., Piazzesi, G., 4. Kuehne, W. (1859) Archiv fur Ana-
Reconditi, M., Koubassova, N., Fe- tomie, Physiologie und wissenschaft-
renczi, M.A., Lombardi, V., Irving, liche Medicin., 748-835.

M. (1998) Nature, 396, 383-387. 5. Schipiloff, C., Daniliwsky, A. (1881)

3. Piazzesi, G., Reconditi, M., Linari, Vertheilung in Muscelbundel (Hop-

M., Lucii, L., Sun, Y.B., Narayanan, pe-Seyl. Z.), 5, 349-365.



278

H.A.Kybacosa, A.K.Ilamypsin

6.

7.
8.

9.

10.
11.
12.
13.

14.

15.
16.

17.

18.

19.
20.

21.
22.
23.
24.
25.

26.

Huxley, A.F. Reflections on Muscle.
1980. The Sherrington Lectures XIV.
Liverpool, University Press.
Engelhardt, W.A., Lyubimova, M.N.
(1939) Nature, 144, 668—669.
Dueenveapom B.A., JTwoumosa M. H.
(1939) buoxumus, 4, 716-736.
Straub, F. (1943) Actin Studies from
the Inst. of Med. Chem. Univ. Szeged
(reprinted by S. Karger, Basel-New
York), 2, 3.

Szent-Gyorgyi, A. (1951) Nature, 167,
380-381.

Hanson, J., Huxley, H. E. (1953)
Nature, 172, 530-532.

Huxley, A.F., Niedergerke, R.M. (1954)
Nature, 173, 971-973.

Huxley, H.E., Hanson, J. (1954) Nat-
ure, 173, 973-976.

Qunamos B.JL, Kampyxa A.I’, Bynrap-
euna T.B., I'vcesé H.b. (1999) buoxu-
mus, 64, 1155-1174.

Tyces H.b. (2000) CopocoBckuit
00pa3oBaTenbHbIN )KypHal 6, 24-32.
Bailey, K. (1948) Biochem. J., 43,
271-279.

Li, XE., Holmes, K.C., Lehman, W.,
Jung, H., Fischer, S. (2010) J. Mol.
Biol., 395, 327-339.

Frye, J., Klenchin, V. A., Rayment, 1.
(2010) Biochemistry, 49, 4908-4920.
Ebashi, S. (1963) Nature, 200, 1010.
Ebashi, S., Ebashi, F.J. (1964) Bio-
chem., 55, 604-613.

Ebashi, S., Kodama, A. (1965) J. Bio-
chem., 58, 107-108.

Huxley, H. (1972) Cold Spring Harb.
Symp. Quant. Biol., 37, 361-376.
Haselgrove, J. (1972) Cold Spring Harb.
Symp. Quant. Biol., 37, 341-352.
Parry, D.A., Squire, JM.J. (1973)
Mol. Biol., 75, 33-55.

Ebashi, S., Kodama, A.J. (1966)
Biochem. 59, 425-426.

Conosvesa 0.3., Kaynenvcon JLB..
Konosanos I1.B., Mapxacun B.C.
CoBpeMeHHBIE MTPOOIeMbl OHOMExa-
Huku. M: MI'Y, 2006, 11, 131-151.

27.

28.

29.

30.

31.

32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

43.

44,

45.

46.

lloznazos b.D., Jlesuyxuui /{. 1. Muo-
31H 1 OMOJIOTHYECKast IOIBIKHOCTb.
M.: Hayxa, 1982. 160 c.

Cope, M., Whisstock, J., Rayment, L.,
Kendrick-Jones, J. (1996) Structure,
4, 969-987.

Foth, B.J., Goedecke, M.C., Soldati,
D. (2006) Proc. Natl. Acad. Sci. USA.
103, 3681-3686.

Margossian, S.S., Lowey, S.J. (1973)
Mol. Biol., 74, 301-311.
Margossian, S.S., Lowey, S.J. (1973)
Mol. Biol., 74, 313-330.
Ioonyonas 3.A. (1987) B ¢6. «Ctpyk-
Typa U QyHKIUU OCIKOB COKpATH-
TenbHBIX cuctem». JI., 32-70.
Luther, PK., Bennett, PM., Knupp,
C., Craig, R., Padron, R., Harris,
S.P, Patel, J., Moss, R.L. (2008) J.
Mol. Biol., 384, 60-72.

Huxley, H.E. (1957) J. Biophys. Bio-
chem. Cytol., 3, 631-648.

Huxley, H.E. (1958) Sci. Am., 199,
67-72.

Reedy, M.K., Holmes, K.C., Tregear,
R.T. (1965) Nature, 207, 1276-1280.
Huxley, H.E. (1969) Science, 164,
1356-1365.

Lymn, R.W.,, Taylor, E.W. (1971) Bio-
chemistry, 10, 4617-4624.
Bagshaw, C.R., Trentham, D.R.
(1974) Biochem J., 141, 331-349.
Zoghbi, M.E., Woodhead, J.L., Moss,
R.L., Craig, R. (2008) Proc. Natl.
Acad. Sci. USA., 105, 2386-2390.
Stewart, M.A., Franks-Skiba, K.,
Chen, S., Cooke, R. (2010) Proc. Natl.
Acad. Sci. USA., 107, 430-435.
Cooke, R. (1986) CRC Crit. Rev.
Biochem., 21, 53-118.

Holmes, K.C. (1997) Curr. Biol., 7,
R112-118.

Huxley, A.F.,, Simmons, R.M. (1971)
Nature, 233, 533-538.

Rosenbaum, G., Holmes, K.C., Witz,
J. (1971) Nature, 230, 434-437.
Huxley, HE., Holmes, K.C. (1997) J.
Synchrotron Radiat., 4, 366-379.



Monexynapnulii mexanuzm padomvl AKMUH-MUO3UHOBO2O MOOPA...

279

47.

48.

49.

50.

51

52.

53.

54.

55.

56.

57.

58.

59.

60.

61.

62.

Huxley, H., Simmons, R., Farugqi,
A., Kress, M., Bordas, J., Koch, M.
(1981) Proc. Natl. Acad. Sci. USA.,
78,2297-2301.

Huxley, HE., Simmons, R.M., Fa-
ruqi, A.R., Kress, M., Bordas, J.,
Koch, M.H. (1983) J. Mol. Biol., 169,
469-500.

Irving, M., Lombardi, V., Piazzesi, G.,
Ferenczi, M. A. (1992) Nature, 354.
156-158.

Sheetz, M. P, Spudich, J. A. (1983)
Nature, 303, 31-35.

Yanagida, T, Nakase, M., Nishiyama,
K., Oosawa, F. (1984) Nature, 307,
58-60.

Kron, S.J., Spudich, J. (1986) Proc.
Natl. Acad. Sci. USA., 83, 6272-6276.

Kress, M., Huxley, H.E., Farugi, A.R.,
Hendrix, G.J. (1986) Mol. Biol., 188,
325-342.

Kabsch, W., Mannherz, H.G., Suck,
D., Pai, E.F, Holmes, K.C. (1990)
Nature, 347, 37-44.

Holmes, K.C., Popp, D., Gebhard,
W., Kabsch, W. (1990) Nature, 347,
44-49.

Rayment, I, Holden, H.M., Whittaker,
M., Yohn, C.B., Lorenz, M., Holmes,
K.C., Milligan, R.A. (1993) Science,
261, 50-58.

Oda, T, Iwasa, M., Aihara, T, Maéda,
Y, Narita, A. (2009) Nature, 457,
441-445.

Fisher, A.J., Smith, C.A., Thoden, J.B.,
Smith, R., Sutoh, K., Holden, H.M.,
Rayment, I. (1995) Biochemistry, 34,
8960-8972.

Smith, C.A., Rayment, I. (1996) Bio-
chemistry, 35, 5404-5417.
Dominguez, R., Freyzon, Y., Trybus,
K. M., Cohen, C. (1998) Cell, 94,
559-571.

Houdusse, A., Kalabokis, V. N., Him-
mel, D., Szent-Gyorgyi, A.G., Cohen,
C. (1999) Cell, 97, 459-470.
Houdusse, A., Szent-Gyorgyi, A.G.,
Cohen, C. (2000) Proc. Natl. Acad.
Sci. USA, 97, 11238-11243.

63.

64.

65.

66.

67.

68.

69.

70.

71.

72.

73.

74.

75.

76.

77.

78.

Bauer, C.B., Holden, H.M., Thoden,
J.B., Smith, R., Rayment, I. (2000) J.
Biol. Chem., 275, 38494-38499.
Coureux, P-D., Wells, A.L., Ménétrey,
J., Yengo, C.M., Morris, C.A., Sweeney,
H.L., Houdusse, A. (2003) Nature,
425, 419-423.

Sweeney, H.L., Houdusse, A. (2004)
Philos. Trans. R. Soc. Lond. B., 359,
1829-1841.

Sweeney, H.L., Houdusse, A. (2010)
Cell, 141, 573-582

Yang, Y., Gourinath, S., Kovacs, M.,
Nyitray, L., Reutzel, R., Himmel,
D.M., O'Neall-Hennessey, E., Reshet-
nikova, L., Szent-Gyorgyi, A.G.,
Brown, J.H., Cohen, C. (2007) Struc-
ture, 15, 553-564.

Manstein D.J., Ruppel K.M., Spudich
J.A. (1989) Science 246, 656—658.
Geeves, M.A., Holmes, K.C. (2005)
Adv. Protein Chem., 71, 161-193.
Uyeda, T.Q., Abramson, P.D., Spu-
dich, J.A. (1996) Proc. Natl. Acad.
Sci. USA, 93, 4459-4464.

Reubold, TF., Eschenburg, S., Becker,
A., Kull, FJ., Manstein, D.J. (2003)
Nat. Struct. Biol. 10, 826-830.
Conibear, P.B., Bagshaw, C.R., Fajer,
PG., Kovacs, M., Malnasi-Csizma-
dia, A. (2003) Nat. Struct. Biol., 10,
831-835.

Moalndasi-Csizmadia, A., Woolley, R.J.,
Bagshaw, C.R. (2000) Biochemistry,
39, 16135-16146.
Malnasi-Csizmadia, A., Pearson,
D.S., Kovacs, M., Woolley, R.J.,
Geeves, M.A., Bagshaw C.R. (2001)
Biochemistry, 40, 12727-12737.
brewoy K. MpltieqHOE COKpatieHue.
M. Mup, 1985. 159 c.

Huxley, HE. (1953) Proc. R. Soc.
Lond. B., 141, 59-62.

Bershitsky, S.Y., Tsaturyan, A.K.,
Bershitskaya, O.N., Machanov, G.1.,
Brown, P, Burns, R., Ferenczi, M.A.
(1997) Nature, 388, 186—190.
Ferenczi, M.A., Bershitsky, S.Y.,
Koubassova, N., Siththanandan, V.,



280

H.A.Kybacosa, A.K.Ilamypsin

Helsby, W.I., Panine, P., Roessle,
M., Narayanan, T, Tsaturyan, A.K.
(2005) Structure, 13, 131-141.

79. Tsaturyan, A.K., Bershitsky, S.Y.,
Burns, R., He, Z.H., Ferenczi, M.A.
(1999) J. Physiol. 520, 681-696.

80. Bershitsky, S.Y., Ferenczi, M.A., Kou-
bassova, N.A., Tsaturyan, A.K. (2009)
Front. Biosci., 14, 3188-3213.

81. Fortune, N.S., Geeves, M.A., Rana-
tunga, K.W. (1989) J. Muscle Res.
Cell Motil., 10, 113-123.

82. Squire, J.M. The structural basis of
muscle contraction. 1981. Plenum,
New York.

83. Huxley, H.E. (1968)J. Mol. Biol., 37,
507-520.

84. Haselgrove, J.C., Huxley, H.E. (1973)
J. Mol. Biol., 77, 549-568.

85. Matsubara, 1., Yagi, N., Hashizume,
H. (1975) Nature, 255, 728-729.
86. Hoskins B.K., Ashley C.C., Pelc R.,
Rapp G., Griffiths, PJ. (1999) J. Mol.

Biol., 290, 77-97.

87. Colson B. A., Locher M.R., Bekyarova
T., Patel J.R., Fitzsimons D.P, Irving
T.C., Moss R.L. (2010) J. Physiol.,
588, 981-993.

88. Malinchik, S., Yu, L.C. (1995) Bio-
phys. J., 68, 2023-2031.

89. Wray, J.J. (1987) Muscle Res. Cell
Motil., 8, 62a.

90. Rapp, G., Schrumpf, M., Wray, J.
(1991) Biophys. J., 59, 35.

91. Bennett, PM., Tsaturyan, A., Ber-
shitsky, S. (2002) J. Microsc., 206,
152-160.

92. Bershitsky, S.Y., Koubassova, N.A.,
Bennett, PM., Ferenczi, M.A., Shes-
takov, D.A., Tsaturyan, A.K. (2010)
Biophys. J., 99, 1827-1834.

93. Cecchi, G., Griffiths, P, Bagni, M.,
Ashley, C., Maeda, Y. (1991) Bio-
phys. J., 59, 1273—-1283.

94. Matsubara, 1., Goldman, Y., Simmons
R.M. (1984) Mol. Biol., 173, 15-33.

95.Fuchs, F., Martyn, D.A. (2005)
J. Muscle Res. Cell Motil., 26,
199-212.

96. Farman, G.P, Allen, E.J., Gore, D.,
Irving, T.C., de Tombe, P.P. (2007)
Biophys J., 92, L73-75.

97. Huxley, H.E., Stewart, A., Sosa, H.,
Irving, T. (1994) Biophys. J., 67,
2411-2421.

98. Wakabayashi, K., Sugimoto, Y., Ta-
naka, H., Ueno, Y., Takezawa, Y.,
Amemiya, Y. (1994) Biophys. J. 67,
2422-2435.

99. Bordas, J., Svensson, A., Rothery,
M., Lowy, J., Diakun, G.P,, Boe-
secke, P. (1999) Biophys. J. 77,
3197-3207.

100. Takezawa, Y., Sugimoto, Y., Waka-
bayashi, K. (1998) Adv. Exp. Med.
Biol., 453, 309-316.

101. Tsaturyan, A.K., Koubassova, N.,
Ferenczi, M.A., Narayanan, T,
Roessle, M., Bershitsky, S.Y. (2005)
Biophys. J., 88, 1902-1910.

102. Linari, M., Dobbie, I., Reconditi,
M., Koubassova, N., Irving, M.,
Piazzesi, G., Lombardi, V. (1998)
Biophys. J., 74, 2459-2473.

103. Tamura, T., Wakayama, J., Inoue,
K., Yagi, N., Iwamoto, H. (2009)
Biophys. J., 96, 1045-1055.

104. Yagi, N., O'Brien, E.J., Matsubara,
1 (1981) Biophys. J., 33, 121-138.

105. Squire, J.M., Harford, J.J., Edman,
A.C., Sjostrom, M.J. (1982) Mol.
Biol., 155, 467-494.

106. Huxley, H.E., Brown, W. (1967) J.
Mol. Biol., 30, 383-434.

107. Martin-Fernandez, M.L., Bordas,
J., Diakun, G., Harries, J., Lowy,
J., Mant, G.R., Svensson, A., Towns-
Andrews, E.J. (1994) Muscle Res.
Cell Motil., 15, 319-348.

108. Bordas, J., Diakun, G.P, Diaz, F.G.,
Harries, J.E., Lewis, R.A., Lowy,
J., Mant, G.R., Martin-Fernandez,
M.L., Towns-Andrews E. (1993) J.
Muscle Res. Cell Motil., 14,311-324.

109. Piazzesi, G., Reconditi, M., Dobbie,
L, Linari, M., Boesecke, P, Diat, O.,
Irving, M., Lombardi, V. (1999) J.
Physiol., 514, 305-312.



Monexynapnulii mexanuzm padomvl AKMUH-MUO3UHOBO2O MOOPA...

281

110.

111.

112.

113.

114.

115.

116.

117.

118.

119.

120.

121.

122.

Brunello, E., Bianco, P, Piazzesi,
G., Linari, M., Reconditi, M., Pa-
nine, P., Narayanan, T., Helsby,
W.L, Irving, M., Lombardi, V. (2006)
J. Physiol., 577, 971-984.

Linari, M., Piazzesi, G., Dobbie,
1., Koubassova, N., Reconditi, M.,
Narayanan, T., Diat, O., Irving,
M., Lombardi, V. (2000) Proc. Natl.
Acad. Sci. USA, 97, 7226-7231.
Reconditi, M., Linari, M., Lucii, L.,
Stewart, A., Sun, Y.B., Boesecke,
P, Narayanan, T., Fischetti, R.F,,
Irving, T, Piazzesi, G., Irving, M.,
Lombardi, V. (2004) Nature, 428,
578-581.

Huxley, H., Reconditi, M., Stewart,
A., Irving, T. (2006) J. Mol. Biol.,
363, 743-761.

Huxley, H., Reconditi, M., Stewart,
A., Irving, T. (2006) J. Mol. Biol.,
363, 762-772.

Juanhuix, J., Bordas, J., Campma-
ny, J., Svensson, A., Bassford, M.L.,
Narayanan, T. (2001) Biophys. J.,
80, 1429-1441.

Oshima, K., Takezawa, Y., Sugimoto,
Y, Kobayashi, T., Irving, T.C., Wa-
kabayashi, K. (2007) J. Mol. Biol.,
367, 275-301.

Yagi, N., Iwamoto, H., Wakayama,
J., Inoue, K. (2005) Biophys. J., 89,
1150-1164.

Huxley, H.E., Farugqi, A.R., Kress,
M., Bordas, J., Koch, M.H.J. (1982)
J. Mol. Biol., 158, 637-684.
Linari, M., Brunello, E., Reconditi,
M., Sun, Y.B., Panine, P, Narayanan,
T., Piazzesi, G., Lombardi, V.,
Irving, M. (2005) J. Physiol., 567,
459-469.

Tsaturyan, A.K., Bershitsky, S.Y,
Burns, R., Ferenczi, M.A. (1999)
Biophys. J., 77, 354-372.
Bershitsky, S.Y., Tsaturyan, A.K.
(2002) J. Physiol., 540, 971-988.
Piazzesi, G., Reconditi, M., Koubas-
sova, N., Decostre, V., Linari, M.,
Lucii, L., Lombardi, V. (2003) J.
Physiol., 549, 93—106.

123.

124.

125.

126.

127.

128.

129.

130.

131.

132.

133.

Irving, M., Piazzesi, G., Lucii, L.,
Sun, Y.B., Harford, J.J., Dobbie,
LM., Ferenczi, M.A., Reconditi, M.,
Lombardi, V. (2000) Nat. Struct.
Biol., 6, 482-485.

Bagni, M.A., Colombini, B., Ame-
nitsch, H., Bernstorff, S., Ashley,
C.C., Rapp, G., Griffiths PJ. (2001)
Biophys. J., 80, 2809-2822.
Koubassova, N.A., Bershitsky, S.Y.,
Ferenczi, M. A., Tsaturyan, A.K.
(2008) Biophys. J., 95, 2880-2894.
Rome, E. (1972) Cold Spring Harb.
Symp. Quant. Biol., 37, 331-339.
Haselgrove, J.C. (1975) J. Mol.
Biol., 92, 113-143.

Manunuux C.FO., JIeones B.B. (1986)
Hoxnansr Akanemun Hayk CCCP,
289, 1258-1262.

Manunuux C.IO., Jleones B.B. (1987)
JHoxnanpr Axagemuu Hayk CCCP,
293, 238-242.

Malinchik, S.B., Lednev, V.V.(1992)
J. Muscle Res. Cell Motil., 13,
406-419.

Hudson, L., Harford, J.J., Denny,
R.C., Squire, J.M. (1997) J. Struct.
Biol., 137, 154-163.

Xu, S., Gu, J., Rhodes, T., Belknap,
B., Rosenbaum, G., Offer, G., White,
H., Yu, L. (1999) Biophys. J., 77,
2665-2676.

Malinchik, S., Xu, S., Yu, L.C. (1997)
Biophys. J., 73, 2304-2312.

134. Xu, S., Malinchik, S., Gilroy, D.,

135.

136.

137.

138.

Kraft, T, Brenner, B., Yu, L. (1997)
Biophys. J,. 73, 2292-2303.

Xu, S., Offer, G., Gu, J., White
H., Yu L. (2003) Biochemistry, 42,
390-401.

Woodhead, J.L., Zhao, E-Q., Craig,
R., Egelman, E.H. Alamo, L.,
Padron R. (2005) Nature, 436,
1195-1199.

Urbanke, C., Wray, J. (2001) Bio-
chemistry, 358, 165—-173.

Yagi, N. (1992) J. Muscle Res. Cell
Motil., 13, 457-463.



282

H.A.Kybacosa, A.K.Ilamypsin

139.

140.

141.

142.

143.

144.

145.

146.

147.

148.

149.

150.

151.

152.

153.

154.

155.

156.

157.

158.

Ford, L.E., Huxley, A.F., Simmons,
R.M.(1977)]J. Physiol., 269,441-515.
Yagi, N., Takemori, S., Watanabe, M.
(1993) J. Mol. Biol., 231, 668-677.
Xu, S., Gu, J., Melvin, G., Yu, L.
(2002) Biophys. J., 82, 2111-2122.
Xu, S., Gu, J., Belknap, B., White,
H., Yu, L.C. (2006) Biophys. J., 91,
3370-3382.

Reisler, E., Egelman, E.H. (2007) J.
Biol. Chem., 282, 36133-36137.
Oda, T., Namba, K., Maeda, Y.
(2005) Biophys. J., 88,2727-2736.
Yagi, N., Matsubara, 1. (1989) J.
Mol. Biol., 208, 359-363.

Kraft, T, Mattei, T., Radocaj, A.,
Piep, B., Nocula, C., Furch, M.,
Brenner, B. (2002) Biophys. J., 82,
2536-2547.

Iwamoto, H., Oiwa, K., Kovacs, M.,
Sellers, J.R., Suzuki, T., Wakayama,
J., Tamura, T, Yagi, N., Fujisawa, T.
(2007) J. Mol. Biol., 369, 249-264.
Brenner, B., Yu, L.C., Podolsky, R.J.
(1984) Biophys. J., 46, 299-306.
Brenner, B., Yu, L. (1993) Proc. Natl.
Acad. Sci. USA., 90, 5252-5256.
Gu, J., Xu, S., Yu, L.C. (2002) Bio-
phys. J., 82,2123-2133.

Huxley, HE., Kress, M. (1985) J.
Muscle Res. Cell Motil., 6, 153—-161.
Yagi, N. (1991) Adv. Biophis., 27,
35-43.

Stehle, R., Brenner, B. (2000) Bio-
phys. J., 78, 1458—-1473.

Yagi, N. (1996) Acta Cryst. D.,
52,.1169-1173.

Tsaturyan, A.K. (2002) Acta Crys-
tallogr. A. 58, 292-294.

Cochran, W., Crick, FH.C., Vand,
V. (1952) Acta Cryst. 5, 581-586.
Yu, L.C. (1989) Biophys. J., 55,
433-440.

Batinwmeun b.K. Iudpaxkmus
PEHTTEHOBBIX Jy4Yell Ha MEMHBIX

159.

160.

161.

162.

163.

164.

165.

166.

167.

168.

169.

170.

171.

monekynax. M.: UznarensctBo AH
CCCP, 1963. 372 c.

Squire, J., Harford, J. (1984) Adv.
Exp. Med. Biol., 170, 221-236.
Harford, J., Squire, J. (1986) Bio-
phys. J. 50, 145-155.

Al-Khayat, H.A., Hudson, L., Reedy,
M.K., Irving, T.C., Squire, J.M.
(2003) Biophys. J., 85, 1063—1079.
Al-Khayat, H.A., Squire, J.M. (2006)
J. Struct. Biol., 155, 218-229.

Xu, S., White, H.D., Offer, G.W,,
Yu, L.C. (2009) Biophys. J., 96,
3673-3681.

Rayment, 1., Rypniewski, W.R.,
Schmidt-Bdse, K., Smith, R., Tom-
chick, D.R., Benning, M.M., Winkel-
mann, D.A., Wesenberg, G., Holden,
H.M. (1993) Science, 261, 58—65.
Janoay JI /1., Jlugpuuy E.M. Teope-
tuueckas ¢pusuka. M. Hayka, 1987.
T. VII. Teopus ynpyroctu.

Taylor, K.A., Schmitz, H., Reedy,
M.C., Goldman, Y.E., Franzini-
Armstrong, C., Sasaki, H., Tregear,
R.T., Poole, K., Lucaveche, V., Ed-
wards, R.J., Chen, L.F., Winkler,
H., Reedy, M.K. (1999) Cell, 99,
421-431.

Wu, S., Liu, J., Reedy, M.C., Tregear,
R.T., Winkler, H., Franzini-Armst-
rong, C., Sasaki, H., Lucaveche,
C., Goldman, YE., Reedy, M.K.,
Taylor, K.A. (2010) PLoS One. 9,
€12643.2010.

Holmes, K.C., Tregear, R.T,, Bar-
rington Leigh, J. (1980) Proc. R.
Soc. B., 207, 13-33.

Sqiure, J.M., Harford, J.J. (1988)
J. Muscle Res. Cell Motil., 9,
344-358.

Holmes, K.C., Angert, 1., Kull, F.J.,
Jahn, W., Schroeder, R.R. (2003)
Nature, 425, 423-427.
Koubassova, N.A., Tsaturyan, A.K.
(2002) Biophys. J., 83, 1082—-1097.



