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AHHOTaumA. MonekynspHble HaHOMOTOPbI obecneymBaloT caMble pPa3Hble MEXaHU3MbI
Oouvonornyeckon nopgBwkHoctn. OgHMM  u3  Haubornee  pacnpoOCTPaHEHHbIX U
NepCneKkTUBHLIX ANA U3YYEHUS SIBNAETCA KMHE3NH — BENOoK, Cryallmii, B YaCTHOCTH, ONs
BHYTPUKINETOYHON TPaHCMNOPTMPOBKA «IPY30B» BAONb OCOOLIX MOMEKYNAPHbLIX HUTEN —
MUKpPOTPYyDOoUek, obpasoBaHHbIX 6enkom TybynuHoM. Baanmogencteys ¢ TyOynmMHOM, OH
NPYHUMAET yyacTue B OeNeHWUN KNeTKN, pa3bopke MUKPOTPYOOUEK, OBVKEHUN XKIYTUKOB U
pecHnyek. KvHe3anH no CTpyKType MOTOPHOrO AOMEHa M OMOXMMMYECKOMY LMKIY BO
MHOFOM CXOX C APYIMM MOTOPHbIM B6EMKOM — MMO3VUHOM, UTPaloLLMM BaXKHEWLLYIO POSib B
MbILLEYHOM COKpalleHUW. OHepruo anst paboTtbl 060MX MOTOPOB AOCTaBMSET peaKkuums
rmgponu3da AT®. C apyro CTOPOHbI, KNHE3MH MMEET TaKkKe CYLLEeCTBEHHbIe OTNnYnst OT
MMO3U1Ha B 0bLLEM CTpoeHUn 1 hasax GromexaHU4eckoro BzanmoaencTens. B Hawm gHu
YCTaHOBIMEHO, Kak MMEHHO KMHE3WH CBA3bIBaeTCA € TybynuHoMm, kak obecneyvnBaeTcs ero
nocrnegoBaTensHoe WM AnuTenbHoe (NPOLLECCUMBHOE) ABMXEHUE N0 MUKPOTPYyDOoukam,
Kakylo CUMy W CKOpPOCTb OH pasBMBAET Ha PacCTOAHUSX, U3MEepPSeMbIX ThiCAYaMu ero
OAMHOYHbIX WaroB. B TO >xe BpemMss MHOrme BOMPOCHI, OTHOCALIMECA K MeXaHUuKe
KMHE3MHOBOrO MOTOpA, elle HaxoAsaTCcsa B npouecce oOCyXaeHus — AeTanu nepefaydu
MHdopmaunM OT O4HOM rMoByNAPHON ronoBbl K APYroM, CyLLEeCTBOBAHME MPOMEXYTOYHbIX
COCTOSIHMIA BMOMEexXaHM4eckoro uukna, npupoda oOpaTHbIX LlaroB KuHesuHa. [ns
BbIACHEHMS 3TUX W OpyrMx fetanen W  JanbHeWwero adanmMsa npoBoadar
brnomexaHnyeckMe wuccregoBaHud, CTPOAT  MatemaTMyeckme Mogenn, B KOTOPbIX
NPUMEHSAIOT MEeTOAbl MEXaHWKM  CMMOWHON  Cpedbl, TEeOpPeTUYECKOW MEXaHMVKW,
MaTemMaTuyecKkom cTaTUCTuki. Hactoswun o63op MMeeT Lenbto cobpaTbh B OAHONM CcTaTbe
aKTyarnbHble CBEOEHUSA O KMHE3MHE U ero B3anmoaencTaum ¢ TybynmHoOM 1 NpeacTaBuTb
NX B KOHTEKCTE COBPEMEHHOM BMOMEXaHUKMN.

KnioueBble cnoBa: KMHE3WH, Ty6yJ'II/|H, MOﬂeKyﬂﬂprlﬁ MOTOpP, HAHOMEXaHUKa.

CTPOEHME TYBY/IMHA U KNWHE3UHA U KPATKAS UCTOPUSA UX UCCNEOOBAHUSA

[Ipeamerom paccMOTpeHus: B 3TOM paboTe MOCTYKUT OJUH U3 Hanbosaee HHTEPECHBIX
U NPHUBJIEKATENIBHBIX JUISI UCCIEA0BAaHUSI MOTOPHBIX OCJIKOB — KMHE3MH, HEOOXOIUMBIN IS
pelIeHNs pa3iIMyYHbIX 3aa4 MOJEKYJSPHOW MOABMKHOCTH, IPEXKIE BCEr0 — IEPEBO3KU
OpraHesjl IO BHYTPUKIETOYHBIM MAarucTpalsiM — MHUKPOTPyOOuKaM, COCTOSIIUM U3 Oelka
TyOyJIHHA.

Camu MHUKpOTpYOOUYKHM HCCIIEOBATEIM BIEPBBIC OOHAPYXKWIM O4YeHb gaBHO [113].
[IpaBma, B TO BpeMsl y HHX elle He ObUIO Ha3BaHMSA, BBIIVIAJEIM OHU B JIOCTYITHOM TOTJa
MaciuTabe MPUMEpHO TaK K€, KaK MOIa Obl BBIMJIAETh CTpaHHAsA, MyYKaMH pacxoAsuiascs
B CTOPOHBI CETh JIOPOT HOYHOTO ropoja ¢ 6opra camosnera. JIump yepe3 MHOro Jer Obul
UACHTU(GUIMPOBAH U Ha3BaH TyOyJIMHOM CTPOMTENbHBIM MaTepuan, U3 KOTOPOIO CJHEIaHBbI
MuKpoTpy6ouku [11, 37]. Eme no3sxe ObUIH MOTYUYEHBI C aTOMHBIM Pa3peIIeHUEeM CTPYKTYPHI
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rerepoaguMepoB TyOymmHa [81], KUPIUYUKOB, KOTOPHIMH JTH JOPOTH BBIMOIICHBHI.
I'ereponumep mpenctaBiseT coOOH O4YeHb CTaOWIbHYIO, HEKOBAJIEHTHO CBS3aHHYIO
KOHCTPYKIIMIO, COCTOSIIYI0 M3 0- M [-TyOynnHa — 4Ype3BBIYAHHO OJM3KUX MO CTPOCHUIO
MOHOMEpOB (mpumepHO 450 aMUHOKHUCIOTHBIX OCTaTKOB, 55 kJla), KaxAbli W3 KOTOPBIX
COJICP)KUT MOJIeKyny ryaHosuHTpudochara (I'TD) [71]. B mporecce cOOpKH TUMEpPOB
B JUIMHHBIE HUTU — nipoToduinamenTsl — [ T, conepskamuiics B B-TyOynuHe, THAPOIU3YETCS,
Tak 4ro B MuKpodminameHntax P-tyOymun comepxutr ['JI® (ryanosunamdocdar) [27].
HeGonbmue pasnuuus B CTpPOEHUH o- M [(-TyOyJlnHA BIUSIOT Ha €ro B3aMMOJAEHCTBHE
¢ KuHe3uHOM. UM3BecTHO, 4YTO OOJIBIIMHCTBO KHWHE3MHOB JBIJKYTCSI [0 MOHOMEpam
B-TyOynuHa [75] OT LeHTpa KIETKH K nepudepuu, B TO BpeMsl Kak HEMHOTHE MPECTaBUTENIN
KWHE3WHHOTO CEeMEWCTBa, [BWXKYIIMECS B OOpaTHOM HaIpaBlCHWH, OBIBAIOT MEHEe
pa3bopuuBBl B CBA3SX U (POPMHUPYIOT Takke Komruiekchl ¢ o-TyOymuHom [110]. Kownen
MHUKPOTPYOOUKH, KOTOPBII OKalMIIsieT -TyOyJrH, Ha3bIBAETCs TUTIOC-KOHIIOM, JIPYTOil KOHEIl
COJCPKUT 0-TyOyJUH W Ha3bIBA€TCd MHHYC-KOHIIOM. MUKPOTpYOOYKH HPEUMYIIECTBEHHO
coOMparoTCs Ha TUTIOC-KOHIIE U pa30uparoTcs Ha MUHYC-KOHIIE [ 14].

MukpoTpyOOUKH — 3TO LWJIMHAPHL, KOTOpbIE O0Opa30BaHbl COEIMHUBIINMUCS
npotopmnameHTamMu. [10CKOJIBKY COEIMHEHUE MPOHMCXOIUT C OCEBBIM CJIBHIOM, TYOYJIHH
MUKpOTpyOOUeKk 00pa3yeT Tpex3axoaHyro cnupaib co cMemienneM 0,92 um [4] (cMm. puc. 1).
XoTst MHUKpOTpyOOUKM in vitro obOpasytorcs u3 10-16 mnportodunamentos [19, 76],
a B HEKOTOPBIX CIIydasix CIIOCOOHBI Aaxe GpopmupoBaTh Kiactepsl [109], Bce ke cranmapTHas
MHUKpOTpyOouka coctout u3 13 Huteit TyOynuna [102]. CO0opka MEUKpOTPYOOUEK HAUMHACTCS
B LIEHTPOCOME, OT KOTOPOH OHHM OTXOAAT B CTOPOHY NepU(epUuecKUx o0IacTeil KIETKH.
Wx muroc-koHen HampasiieH K MemOpaHe [3]. MukpoTpyOOUYKHM BMECTE€ C HUTSAMHU aKTHUHA,
CIIy’>)KalllUMU 11 6osiee MEAJICHHOM M TOYHOM JOCTaBKU Ipy30B BHYTPH KJIETKH, a TaKkke
OeKaM¥ MPOMEKYTOUHBIX (DPHMITaMEHTOB (POPMHUPYIOT KIETOYHBIH IUTOCKETIET.

MukpoTpyOOUKH BBINOJHSIOT TPAHCIOPTHYIO (YHKLHIO, KPOME TOTO, OHU HIPArOT
BaXHYIO pOJIb B NpoOIecce NeleHMs] KIeTKH. VIMEHHO OHM 00pa3yloT BOJOKHA BEpeTeHa
JIeNIeHHsI, KOTOpOe KPEMUTCs K KMHETOXOpY, 0C000i CTPYKType, CBA3aHHOW C XPOMOCOMOM.
[lpu nenenmm nBa BepeTeHa OTOABHTAIOTCS Ipyr OT Apyra, oOpasys JBa HOBBIX IEHTpa
Oyaymux kietok [44]. B 3ToM IBMKEHUU TOKE HETIOCPEACTBEHHO YYacTBYET KMHE3HH.

Kunesun, Hapsay ¢ MHMO3MHOM U JPYTMMU MOTOPHBIMU O€lKaMu, 0OecreuuBaeT
camble pa3Hble BBl OMOJIOTHYECKO moaBMKHOCTH. B Hayane 80-x rr. mpoIioro Beka Obun
MOJTYy4YeHbI MUKPO(GOTOTpaguu IUTOCKENeTa, Ha KOTOPHIX OBLTH SICHO BUIHBI «IIOTIEPEYHBIC
MOCTUKH»  (cross-bridges) wmexay MUKpoTpyOoukamu TyOylnuHa W OpraHeiiaMu
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Puc. 1. Cxema cOopku MukpoTpyOouek. CieBa TOKa3aHbl MPOTO(UIAMEHTHI,

COCTaBJICHHbIC W3 IUMEPOB O-TyOynuHa (He3aKpalleHHble MOHOMephl) M [B-TyOynuHa

(3akpareHHpIe  MOHOMEpHI). YKa3aHBl HaIlpaBliIcHHE COOpKHM (CBOpavyMBaHMS) JIHUCTA

NpoTOPUIAMEHTOB B MHUKPOTPYOOUKY, a TakKe pa3Mep OJHOTro JuMmepa (ciieBa BHHU3Y)

W 1ar cnupanu (CieBa BBEPXY), BO3HHKAIOIICH BCIEACTBUE CABHIa MPOTO(PHIAMEHTOB
MPU UX JIATEPATLHOM COCTUHEHUH JPYT C JPYTroM
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kietku [47]. Toraa ske ObUTM BBICKa3aHbI TIPEATNOIO0KEHUS, YTO HEKOTOPBIE U3 3TUX MOCTHKOB
SIBIIAIOTCS O€TTKaMy BHYTPUKIIETOUHOTO TpaHcmopTa [47, 48]. Jlumb B 1985 1. nepBsIif u3 HUX
ObUT uaeHTHUIMpoBaH bpaiinu [12] u Boiinom [106] kak O6enok, ciryxamui s OBICTPOTO
akcoHHOro TpaHcnopTa. OH monyunn Ha3zBaHue kuHe3uH. ['ox ciycrsa Kysuenos u ['enbdang
nokasanu, 4to oH sAsysiercss ATdazoil, nmpuyem ckopocTs rujaponnza AT® MHOrokpatHo
YBEJIMYUBACTCS B NPUCYTCTBUHM TyOylWHA, Kak OBLJIO TOKa3aHO paHee I MHUO3WHOBOM
AT®a3b1, yckopsieMoil akTHHOM [67].

JIumb  gecATUNETHE CIYCTA CTPYKTypa MOTOPHOIO JOMEHAa YEJIOBEYECKOro U
KPBICHHOTO KWHE3WHa Oblla OmpeesieHa IOCPEACTBOM PEHTTEHOBCKOM KpUCTAIUIOTpaduu
[64, 89]. DTOT BHUA KHWHE3WHA, BIOCIEICTBUU TMONYUYMBIINI Ha3BaHWE OOBIYHOTO (aHII.
conventional) XMHE3WHA, WM KWHE3WHA-1, OB HanOoOJIee JISTKO M3BJICKAEM M JTOCTYIICH IS
skcnepumenTa [16]. Ilo3aHee crano SCHO, UTO KUHE3UH TUAPOIU3YET POBHO OAHY MOJIEKYIY
AT® [23, 95] Ha onuH pabouyuil mar ¥ YTO MIAT 3TOT PABEH PACCTOSHUIO MEXKIAY TUMEpaMu
TyOymuHa — 8 HM [98], uTo onmHa MoOJEKyla KHHE3WHa CIHOCOOHA OCYIIECTBISTh
MIPOLIECCUBHOE (IJIUTENBHOE U HENPEPBHIBHOE) JBUKEHUE BJOJIb MUKPOTPYOOUKH, MEPEHOCS
Tpy3bl co ckopocThio mopsaka 900 uM/c [96] Ha paccTosiHUS, U3MEpPSIEMble MUKPOMETPaMU
[104], T.e. cOTHSIMHU LIATOB.

C mnoMompio JanbHEWIINX MCCIEJOBAaHUNA OBUIO OTKPBITO MHOXXECTBO OEJKOB,
B3aMMO/JICHCTBYIOIUX C MUKPOTPYOOUKaMH, KOTOPbIE HEOOXOAUMO OBIIIO CUCTEMATU3UPOBATh
u knaccudunupoBatb. Tak BO3HHUKIO  «CYNEPCEMEMCTBO» KHHE3MHOB, COCTOSIIEE
u3 14 kiaccoB — oT KMHe3uHa-1 10 kuHe3uHa-14. HoBas knaccugukainus Obuia NMpuHATa U
yTBepxkaeHa B 2004 r. [26, 69].

Bce xuHE3MHBI conepKaT TIoOYJsipHBIE «TOJOBB — MOTOpHbIE AoMeHbl (=40 k/la,
350 aMHHOKHCIOTHBIX OCTaTKOB), B KOTOPBIX COCPEJOTOYEHBI AKTHUBHBIC LEHTPbI
B3aUMOJICHCTBHA C TyOyJMHOM M CyOCTpaToM WM Mpoaykramu rujapoinza AT, xectkue
cynepcrnmpanbibie (coiled coil) Tsokenwple Ienmu, a TaKXKe JIETKWE IIENH, KakK TMPaBHIIO,
(hopMUpPYIOIIHE «XBOCT», K KOTOPOMY KPETsTCs TPY3bl (KaprocBs3bIBAIONINI ydacTok) [S1].
[ToaBM>XHBIN MAPHUPHBIN YY4aCTOK, COCAMHSIOIINI TOJIOBBI C TSYKEJIBIMU LIETISIMH, HA3bIBACTCS
HEK-JIMHKEpOM  (JOCIIOBHO  «IIEHHON  3acTexkoi»). bonbmias 49acTh  KUHE3UHOB
OpUEHTHpOBAaHAa Ha JBW)KEHHME OT IEHTpa KJIETKM K mnepudepur — HX Ha3bIBAIOT
N-KWHE3WHaMH, TIOCKOJIbKY MOTOPHBIM JOMEH, B3aUMOJCHCTBYIOIIMIA C TyOyJIHHOM,
HaxOJUTCS y HUX CO CTOPOHBI N-KOHIA MOJEKyibl. B To e Bpemss C-KMHE3WHBI, YICHBI
KJlacca KWHe3WHa-14 (Takke W3BECTHOTO Kak Ncd-0enok), mepeBo3siT Tpy3bl B 0OpaTHOM
HamnpaBJI€HUU, U Y HUX MOTOpPHBIA AoMeH Haxomutrcsi B C-KOHIE MoJieKysabl [88, 91].
Boeigensior Takke OCOOBI BHJ KHHE3MHOB — M-KMHE3WHBI (CEMEWCTBO KHHE3WHa-13),
y KOTOPBIX MOTOPHBII JOMEH pacloyiokKeH B LEHTpe. DTOT MOTOpP y4acTBYeT B pa3dopke
MuKpoTpybouek [78]. OcoOblii MHTEpec mNpeAcTaBiIsgeT KUHE3UH-5, 00pa3yrouuii
reTepoIuMephl, Y KOTOPBIX IO JIBa MOTOPHBIX JOMEHA pACIOJIOKEHbBl C 00EUX CTOPOH
muMepa. Kpermsice K JByM pa3IMYHbBIM  MHUKPOTpYyOOuYKaM, OH pa3[gBUTaeT UX Jpyr
OTHOCHUTENILHO Jpyra — 3TO HEOOXOIMMO BO BpeMsl [eJeHUs KIETKH, Korja TpeOyercs
«pacTaluTh» B pa3Hble CTOPOHBI JBa OYyIyHIMX sJIpa HOBBIX KIeTOK [32,59]. XBocThl
KUHE3MHOB MOTYT OTJIMYAaThCA B 3aBUCUMOCTH OT TOTO, KaKuWe€ Ipy3bl OHU MEpPeBO3AT [94].
Paznuuaior Takke OBICTPYIO TPAHCIOPTHPOBKY OpPraHEI MO aKCOHY M 0ojiee MEUICHHYIO
MEePEBO3KY APYTUX OpraHeul U OenkoB 1uTockeneTa [49]. MHTepecHO, yTO KMHE3WH-1, Kak
MOKa3bIBAIOT MCCJIECIOBAHUS, MPUHUMACT y4yacTHE Kak B OBICTPOH, Tak U B MEIJICHHOM
TpaHcnopTupoBKke. OOCYKIAIOTCS MEXaHU3MBI, YIIPABIISAIOIMINE €ro CKOpocThio [101].

Kune3nn Takxke yyacTBYeT B JBMKEHMM PECHUYEK [82] M KIyTHKOB [8], MEpeHOCUT
(bmroopeciieHTHBIE O€KM BHYTPH CBETAIIUXCS KJIETOK — MeaaHo(popoB [85], mpucyTcTByeT
TaKke B pacTeHHsX W rpubax. CerogHs u3BecTHO OKOJIO 70 aTOMHBIX CTPYKTYP MOTOPHBIX
JIOMEHOB PA3JIMYHBIX BUJ0B KHHE3MHA U3 IIOYTH BCEX €r0 CEMEWCTB.
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CXoAacTBO M OTNNYUA KNHE3UHA U MUO3UHA. BUOXUMUYECKUIA
U MEXAHUYECKWUA LUUKNbI

[MomoOHO TOMY, Kak KWHE3WH B3aMMOJCHCTBYET C TYOYJIMHOM, APYTOW BaskKHEHIIW
MOTOpPHBIN 0€JI0K MUO3MH B3aMMOJIEHCTBYET C aKTUHOM, UI'Past KIIFOYEBYIO POJIb B MBILIEUHOM
COKpAIlleHUH MU APYTUX TUIMAX aKTHHOBOW moaBMHOCTH [92]. O0Ga mMoTOpa 4Ype3BBIYANHO
3¢ ¢pexTUBHBl — W MHO3MH, U KuHe3uH obOecneunBaor KIIJ[ 50% wu Beime [9, 97].
W w™plueyHslii MUO3WH-2, W HEMBIIIEYHBIH MHO3MH-5, U MHO3UHBI HEKOTOPBIX JPYIHX
CEeMEWCTB MMEIOT JIBE€ TJIOOYJSpHBbIE TOJIOBBI, KaK M SIBJISIOIUIICS OCHOBHBIM IPEIMETOM
3TOro 0030pa «OOBIUHBIN» KHHE3WH-1. W Tak ke, Kak KWHE3WH-1, «Imaraer», mepecTaBiisis
CBOM T'OJIOBBI IO MOHOMEpPaM TyOyJIMHa, MUO3UH-5 ABMKETCS BAOJIb HUTEH aKkTHHA, IEPEeBO3s
rpy3 [93]. Ob6a Genka mpu 3tom ruaponusyior AT®. Bomee Toro, ymecTHa aHaioTws,
[0 KOTOPOW BHYTPUKIETOYHAs «IOCBUIKA», JIOCTABJICHHAS «IOE3J0M» (KUHE3MHOM)
[0 CKOPOCTHBIM MaructpaisiM (TyOyJIMHY) 70 «y3JIOBOW CTaHIMM», TaM MOKET IOMEIIAThCS
Ha CKPOMHBIH «TIpy30BHYOK» (MHO3MH-5), KOTOPBIH MO «IIbUIBHOW MPOCETOYHOMN JOPOKKE»
(axTHHY) JOBO3MUT Ipy3 10 KoHewyHoro azapecara [13]. Ilpu 3TomM MHO3MH-5 uMeeT BIBOE
OonblMe, 4eM y KUHE3MHA, MOTOPHbBIE JJOMEHBI, BUETBEpO OOJIBIIMI IIar, HO BIEBSATEPO
MEHBIIYI0 CKOPOCTh [18]. OqHako BO3HUKAET BOIMPOC, HACKOJIBKO JK€ B CAMOM JIEJI€ CXOXKU U
pas3IUYHbl MUO3UH U KHHE3UH.

B nepByro odepenp B riasa OpocaeTcsi CTPYKTYPHOE CXOJACTBO MOTOPHBIX JOMEHOB
9TUX OEJNKOB, B OCOOCHHOCTH MX AaKTHBHBIX IIEHTPOB, B KOTOPBIX HPOMCXOIUT IUKI
ruaponuza AT®, Tt.e. mnpucoeaunenne AT®D, coOCTBEeHHO TruApoau3 U cOpoc ero
npoaykToB — AJI® u Heopranmueckoro ocdara [64]. [loHATHO, UYTO B MOTOPHBIX OenKax,
TOIUIMBOM» I KOTOPBIX ciyxaT MojeKkyibsl AT®, sranel OHMOXMMHYECKOTO LHMKJIA
HEMOCPEACTBEHHO CBA3aHbl C M3MEHEHUSIMM B IPOCTPAHCTBEHHOH KOH(pOpMaIuu.
B ri100yisipHBIX TOJIOBaX TaKuX OEIKOB MMEIOTCS YYAaCTKH, YyBCTBUTEIBHBIC K MPHCYTCTBUIO
HYKJICOTUZOB U CBSI3aHHBIX C HMUMM HMOHOB MarHus. OHM JOJDKHBI pa3iuyarh o-, - u
y-pocdaTtel U mepenaBaTh «HH(pOpMAIMIO» 00 WX MNPUCYTCTBUH MOCPEICTBOM OCOOBIX
«TepeKiroyarene» B Jpyrue 4acTd MOTOPHOIO JOMEHA, BBI3bIBas I'€OMETPUUYECKHE, a
B KOHEUYHOM CYETE U MEXAHWYECKHE H3MEHEHHA. VIMEHHO B CTpPYKType 3THUX Yy4YacTKOB
00HapyXeHBI YEThIPE KOHCEPBATHMBHBIX MOTHBA, 00pa3yrommx ruOKyo (ocdartHyro metiro
(P-loop), ywacTBylOIIyl0 B CBs3bIBaHMM (ocdara, a TakKe YIOMSHYTbIE BBIIIE
«nepexmodarenmn» (switch 1 u switch 11) [88, 107]. DT MOTHUBBI B KHHE3WHE U MHUO3MHE HE
TOJIBKO COCTOSIT U3 T€X )K€ AMHUHOKHCIOTHBIX OCTaTKOB, HO M CXOJHO B3aMMOPACIIOIAraroTcs
B MPOCTPAHCTBE M KPETATCS K OJMHAKOBBIM CEMH3aXOHBIM [-IHCTaM, CIy>KallliM KapKacoM
Bcero Motopa. IlepeuncieHHoe OOBSACHSIET CXOACTBO B MEXaHHM3ME cuiloreHepaiuu [63].
ABTOpBI paboTHI [65] monararT, 4YTO CXOACTBO B CTPOCHUM KUHE3WHA M MUO3UHA, MO BCEH
BUJMMOCTH, YKa3bIBAaeT HA HaJMuue Y HUX HpeakoB — G-0eiIKoB, yUyacTBYIOUIMX B Iepenade
CTUMYJIOB BHYTPb KJIETKH M UCIOJIB3YHOIUX 3Hepruto ruaponusa ['Td. Manbsie nzmMmenenus,
NPOMCXOJAIINE B HYKJICOTHAHOM KapMaHe, BIIOCIEICTBUU TPAHCIMPYIOTCS B MacIlTaOHbIE
npeoOpazoBaHus. B knHe3nHe 3T0 nepecTpoiika HEK-IMHKepa (B PYCCKOS3BIYHOM JTUTEpaType
UCTIONIB3YIOT — HecNeUU(pUUECKU TEPMHH  «IIAPHUPHBIM  y4acTOK»), 3BEHa MEXIY
JIOOYJIIPHOM TOJIOBOM MOJIEKYJIBI W €€ CchHupaibHOM «mmeei» [84]. B mmosumne 310
nepeMenieHne «kKOHBEPTepay 1 BbI3BAHHBIN UM MOBOPOT «pbruara» (lever arm) [53, 83].

[Ipu BceM cxoacTBE MHO3MHA W KMHE3MHA Mbl OOHApYXHUM Pa3UTEIbHBIE OTIMYUS B
JUHAMUKE UX B3aMMOJAEUCTBUS C aKTMHOM M TyOyJMHOM. BHOXUMHMUYECKMI LIMKI OJMHAKOB:
npucoenuuenne AT® K mycToMy HYKJICOTHIHOMY KapMaHy, 3aTE€M THUIPOJIU3, 3aTeM cOpoC
docara n Hakoner copoc AJIP. OgHako aAns MHO3MHA KOH(GOpPMAlMOHHAs NEepecTporKa,
BeIyIlasi K TeHEpallMHd CUJIBI, CBs3aHa co cOpocom docdara [7, 72], B TO BpeMs Kak s
KnHe3uHa — ¢ npucoeanHenneM ATO [30, 42, 46]. [Toka y MHO3UHA OTKPBIT HYKI€OTHUIHBII
KapMaH, OCTaeTCs 3aKpbhITBIM IICHTP CBs3bIBaHUS ¢ akTUHOM [52]. [loaTomMy MHO3MH
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Puc. 2. Cxema OMOMEXaHWYECKOTO IHMKIA B3aMMOACWCTBUS KHHE3WMHA WM TYOYyJIHHA
(Mukpotpy6ouku). HampapiieHne nOBIKEHUS KWHE3WHA — clieBa HampaBo. CTpenkamu
TOKa3aHbl HANPABJICHUS MEPEX0JI0B, a Takxke npucoenuHeHne ATD u cOpoc MpPoayKTOB
ee ruaponu3a. OO0O03HaYeHBI KOHCTAHTBI CKOPOCTEH Iepexona MEXAY COCTOSHUSMH,
HaXOAAIIUMICS B JWHAMHUYECKOM paBHoBecnd. OJHa W3 TOJNOB JaWMepa KWHE3WHA
(B TekcTe — «mepeAHsisi») Ha BCEX CTaAMsX IUKIA HE 3aKpaiieHa, a apyras (B TEKCTE —
«3aJIHAS») HMMEET TPAJUEHTHYI0 OKpacKy. Takke HENOCPEeICTBEHHO HAa MOTOPHBIX
moMeHax TokazaHbl: AT® — uepuwrii smmrc, AJD — Oenblifi YETHIPEXYTOILHUK,
Heopranndeckuii ¢ocdar (OPH) — rpaIueHTHO OKpallCHHAs Karuis. MajeHbKUE YepHbIC
KPYTH MPHOIM3UTEIHHO MOKA3BIBAIOT XapaKTEPHYIO MO3UIUI0 [IAPHUPHOM CBSA3M — OHA
mb0 «IPUCTETHYTa» K MOTOPHOMY JOMEHY (YepHas JIMHUS BIONb TPOQUISL
TJIO0YJIIPHOM TOJIOBRI), THOO OoJree cBOOOIHO «OoyTaeTcsy (3Ur3aroodpa3Has TMHHS BHE

TOJIOBBI)

cBsa3biBaeT AT® u oTcoeauHsieTcs OT aKTHHA, 3aKpbIBA€T KapMaH M THAPOJIU3YET MOJEKYIY
AT® B OTCOCIMHEHHOM COCTOSIHUUA. B ATOM COCTOSIHUM CcOpOC TPOAYKTOB THAPOIH3A
3aTpyAHEH, U MHO3HMH CIIOCOOEH CBSI3BIBATHCS C aKTUHOM JIMIIB ¢1a00 1 HenpovHo. [Ipounoe
CBA3BIBAHME C AKTUHOM BO3MOXKHO JIMIIb IIOCIE OTKPBITHA HYKJICOTHIHOIO KapMaHa U
MEPECTPONKH aKTHH-CBSI3bIBAIONICH MOBEPXHOCTH MHO3MHA. PopmupoBaHue Oosee MPOYHOM
CBSI3U C aKTUHOM IIPUOTKPHIBAET HYKJIEOTHIHBIN KapMaH U M03BOJIsIET cOpocUTh pocdat, uTo
COIIPOBOKIAETCSl CHIIOTEHEpaleil 1 OTKpbIBaeT myTh s copoca A/ID [36]. CoBepiieHHO
nHade Beaer ce0s kunesnH [3] (puc. 2). B ero ciryuae copoc docdara Benet k ocnabIeHUIO U
B JaJbHEHIIEM K pa3pbIBy CBsi3U ¢ TyOynuHOM [25]. HampoTus, cienyronmii 3a 3TuM copoc
AI® oTKpbIBa€T LEHTP CBs3bIBaHUS € TYOyJIMHOM H© CHOCOOCTBYeT IPOYHOMY
MIPUCOECTUHEHNIO CBOOOJHOM TroJIOBbI KHMHE3MHA K MUKpOoTpyOouke [61]. IIpucoennnenue
ATO® Bneder ruaponu3 U (uepe3 HeK-IuHKep) cuinorenepanuto [87]. [Ipu aTtom oTKpbIBaeTCs
KapMaH M CTaHOBUTCS BO3MOXeH cOpoc ¢occarta. Hambonee cunbHas CBA3b MHO3MHA
C aKTMHOM JIOCTUTA€TCsl B COCTOSIHUM PUropa, T.€. IPU OTCYTCTBUM HYKJIEOTHAOB B KapMaHe.
Camas »xe mnpouHass CBsA3b TyOyJuMHa € MHMKPOTPYOOUKOM HMEET MECTO He TOJIbKO
B OTCYTCTBUE HYKJIEOTHJIOB, HO U B npucyTctBuu AT® [24]. Crout 3ameTuth, uto Teilnop,
OTKpbIBIIMI BMecTe ¢ JIMMHOM ocHOBHBIE (ha3bl akTUH-MHO3MHOBOM AT®da3bl, nBaauaTh
C HEOONBUIMM JIET CIYyCTs CTal OJHMM U3 TJIABHBIX HCCIIEJOBAaTeNe KUHETUKHU
B3aUMO/JICHCTBUS KUHE3UHA C TYOYJIMHOM U HYKJICOTHAAMHU.

MEXAHUKA XOObBbl KWHHE3UHA NO TYBYJIUHY

[Ipexnae 4em NPONOIKUTH, XO4y M3BUHHUTBCS IIEPE] YUTATEIEM 3a UCIOJI30BaHUE
JIOBOJIBHO CTPAHHOM TEPMHUHOJIOTMH, KOTOPYIO aBTOP HE MPUAYMAI U KOTOpask C HEIIPUBBIYKU
MOJKET BBOJIUTH B 3a0myxaeHue. TpaJullMOHHO T€ YaCTH KMHE3MHA, KOTOPbIE COCIUHSIIOTCS
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¢ TyOyJIMHOM, Ha3bIBAIOT I'OJIOBAMH, a YacCTh, K KOTOPOU KpemuTcs Ipy3, — XBocToM. B 1o ke
BpeMsl OUYEBUIHOW aHAJOTHEW [BIKEHHUS KHWHE3MHA MO TyOyNuHY SBISETCS X0An0a, MpU
KOTOPOM MOTOpPHBIE JOMEHBI CIyXaT HOTaMH, a JIETKHWE LENH, YACPKUBAIOLUIUE Ipy3, —
rogoBoi. B pe3ynbraTe BO3HHMKAeT HEKOTOpas MyTaHWIA, W TeEpel] HAIIMM MBICICHHBIM
B30pPOM IPEJICTAET HEJENOEe CYLIECTBO, IPOryIUBAIOLIeecs Ha ABYX T'OJIOBaX, 3aJipaB KBEPXY
xBOCT. TeM He MeHee UMEHHO Takoi 00pa3 HY>KHO UMETh Mepe] Tla3aMu, YUTas 3TOT pasJien.
B anrnosspuHoil nuTtepatype A 0003Hau€HUs BUAOB MOXOJKH KMHE3MHA UCIOJB3YIOT €Il
U TepMUH «hand-over-handy», T.e. «pyKa-duepe3-pyKy» — B TaKOH CHUTyalldd MOTOpPHBIE
JIOMEHBI MOTYT B TpeJesiax OJHOM CTaThH MpPEACTaTh U TOJIOBaMH, U HOTaMH, U pykamu [57].
BBenenue 3Toro TepMuHa MOTJI0 Obl, KaK KaXKeTCs aBTOPY, OKOHYATEIHHO 3aIlyTaTh YATATENs,
a MOTOMY ATOT TEPMHUH HE HCIIOJIb3YyeTCs B JaHHOM o003ope. B paHHOM wuccienoBaHuun
MPUHATO, YTO 0OJACTH KUHE3WHOBBIX MOTOPOB OYAYT OTHOCUTHCS K TOJIOBKAM.

Kak mMeHHO MPOUCXOIUT NBUKECHHE ABYXT'OJIOBOTO KMHE3WHA IO MHKPOTPYOOUKe?
Kak Obut0 ymOMSIHYTO BBIIIE, KaXKIbI TMOJTHBIA LUK KHUHE3MHA MPOUCXOAMUT Onaromaps
ruaponusy ofgHoid moisekyinsl AT® u mpoasuraer ero Ha paccrossHue § HM. B Teuenue
HECKOJIKHX JIET PA3TUYHBIMU aBTOPAMHU BBIIBUTAIUCH APTYMEHTHI B MOJIb3Y CYIIECTBOBAHHS
HEKHUX MPOMEXYTOUHBIX «moaymaro» [22,80], HO BHOCIENCTBUU JOKA3aTEJbCTBA,
MOJTBEPXKIAIONINE 3THU THUIOTE3bl, ObTM OOBSCHEHBI HETOYHOCTSAMU B HMHTEPHpPETAIIUU
naHHbIX [15, 111], Tak 4TO CEeroJHs MbI MOXEM HE YAENATh CEPhE3HOTO0 BHUMAHUS ITUM
TUIOTE3aM.

Hewmano crnopoB B cBoe BpeMs BbI3BaI M BOIPOC O TOM, Kakas «IIOXOJAKa» MPHUCYIIA
nrararouieMy — KMHE3WHy.  BmonHe  BO3MOXXHBIMH — TPEJICTaBsUIA  TPU  BapUaHTa:
1) cummeTrpudHasi Xop0a — OJHa TOJIOBA MEPECTyNaeT Yepe3 APYryro, Beaylias U BeAoMast
TOJIOBBI MEHSIOTCSI MECTaMU TIPU Ka)KAOM CIIEIYIOIIEM IIare, Maru mpu 3TOM CUMMETPUYHBI
¥ OJTMHAKOBEI; 2) aCHMMETpHYHAst X01b0a — TO K€, YTO M B MEPBOM CIIydae, HO IIard pa3HbIX
TOJIOB MEXaHUYECKH OTJIMYAIOTCS; 3) «IIPUBOJIAKMUBAHKUE» — OJIHA T'OJIOBA BCE BPEMsI SBIISACTCS
BeJyIlEeH, a BeOMasl IPUCTABIIAETCS K HEl Mocie Kak10ro mara.

[TpoTuBOpeUMBLIC, Ha MEPBBIA B3TJISNA, IKCIEPUMEHTANIbHBIC JaHHBIC MOATBEPXKIATH
BO3MO)XHOCTh CYIIECTBOBAaHUSI KaXKIOIO W3 OSTHUX BapHaHTOB. bBbUIO YCTaHOBIEHO, 4YTO
KWHE3WH-1 He TIOBOpauMBaeT CBOIO KECTKYIO cylepcnupaib mnpu xoiasde [54]. Oto
CBUJIETEIBLCTBOBAJIO O MPABUIBLHOCTU TPEThEro BapuaHTa. C Apyroi CTOpOHBI, IKCIIEPUMEHTHI
¢ (IIOOPECIICHTHBIMU METKaMU MOKAa3aJIH, YTO MIAT Ka)KI0W U3 TOJIOB MPH X0Ab0E COCTaBISET
16 HM, a 3HQUUT TOJIOBHI TIO OYEPEAN MEPEIIAruBaOT Yepe3 oauH gumep TyOymuna [115]. Oto
OBLIIO CEephEe3HBIM apTyMEHTOM B MOJIb3Y MEpBOro BapuaHTa. HakoHell, BTOpoil BapuaHT MOT
061 00bACHUTH 00a (eHoMeHa. K Tomy >ke ObLIM IMOJydeHbl JaHHBIE, YKa3blBaloOIIME Ha TO,
YTO KMHE3HMH AKOOBI «IIPUXPaMbIBAET» Ha OJHY T'OJIOBY Ipu Xoas0e [5, 60].

C nosiBneHreM 0osee TOUHON MHPOPMAIIMN KapTUHA Havaja MposcHAThCs, U B 2007 T.
brox mpennoxun Tak Ha3bIBaMYyI0 «KOHCEHCYCHYIO» MOJIeb, NMPU3BAHHYIO COTJIacoBaTh
pasubie mo3unuu [10]. CrycTst 7 J1eT MOKHO CKa3aTh, YTO CIIOPHI CETOJHS BHI3BIBAIOT OoJiee
MeJIKUE JeTanu (CM. HUXKE), HO OOJIBIIMHCTBO UCCIen0oBaTeNel B OOIIMX YepTax CKIOHSIOTCS
K CJEyIOLIEMY.

PaccMoTpuM BHavane aBa COCTOSIHUS KMHE3MHOBOIM MOJIEKYIbI, B KOTOPBIX MEpeaHss
rojoBa cBOOO/JHA OT HYKJIEOTHA U MKECTKO CBS3aHA C TyOyJHMHOM, B TO BpeMsl Kak 3aJIHss
comepxkut AJI® u nubo orcoenuHeHa oT TyOynuHa, nTuOO crnabo cBs3aHa ¢ HUM. Jlumib
HEJaBHHE ONBITHI MOKA3aJId, YTO 3TU JBa COCTOSIHUS HAXOJATCS B AMHAMUYECKOM PaBHOBECUU
¢ KoHcTaHTOH ki/k_= 1,4 (3nech ki — CKOPOCTh MPUCOETUHEHUS TONOBBI, cofepxaien AJ[D,
puc. 2) [103]. Ho npucoenuHeHHass BTOpasi rojioBa CO3JacT HaIPsSIKEHHUE B 00JIACTH HEK-
JUHKEpa (CM. MyHKT 2), a ecliM OHa OTCOEAMHEHA, MIAPHUPHBIE YYacTKU JIBYX TOJIOB
OKa3bIBAIOTCs OM3K0 npyr K apyry [103]. Panbire MHOTHE TToJIarajid, 4TO HAMPSHKECHUE HEK-
JUHKEepa Ha 3aJHEd TOJOBE MPEnATCTBYET CBs3biBaHUIO nepeaHed ¢ ATO [43, 86].
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OnHako pe3ynbTaTbl HEAABHUX SKCHEPUMEHTOB C (DIIyOpPECLEHTHBIMH METKAaMH I103BOJISIOT
MPENOI0KNUTh, YTO UMEHHO OJIN30CTh HEK-JIMHKEPOB JBYX T'OJIOB OTKPBIBAET BO3MOXKHOCTb
st ipucoenuHeHns AT® K KecTKO TPHIICTUICHHOW TojioBe. JTa OMM30CTh HEBO3MOXKHA,
MOKa 3aJHssl TOJoBa CBsA3aHa ¢ MHUKpoTpyOoukoit [103]. ITlostomy nuimbs mpu ee
OTCOEIMHEHUN CTAaHOBUTCS BO3MOXKHBIM CIIEAYIOIIMN IIar Iukiaa. Mbl BUIUM Ha 3TOM
puMepe, Kak «uHpopMalus» O COCTOSTHUM OJHOTO MOTOPHOTO JIOMEHa MepeaeTcs ApyroMy
BHYTpHU AUMEpa KHUHE3HHA.

Ha cnemyromem miare nukia JMIIb TOTAA, KOIZJa 3aJHsAs TOJIOBA OTIEIUIEHA,
K mnepenHeil mnpucoeaunsercs ATd, B pesynbrare Yero BBICBOOOXKIAETCS DSHEPTUs,
HeoOXoauMasi sl TPAaKTUYEeCKH HEoOpaTUMOM NepecTpoWKM ee HeK-JIMHKepa, — OH
«yINaKOBBIBAETCS» WM, KaK TOBOPAT, «3aCTETMBAETCSA», NMPOYHO CBS3bIBASICh C TOJIOBOM
[6, 84]. DOTta mepecTpoiika BeleT K TI'€OMETPUUYECKUM M3MEHEHHSIM — CJABHUTY CBOOOIHOM
TOJIOBBI Ha 1-2 HM B CTOpPOHY IUTIOC-KOHIIA MUKPOTPYOOUKH — CHJIOTEHEPUPYIOIIEMY IIary
KMHE3MHa. Temepb 3Ta TOJ0Ba OKAa3bIBA€TCS B CHUTyallud IIOMCKa BO3MOXKHOIO MeECTa
npucoeauHeHus. CyllecTByeT HEHyJeBas BEpPOSITHOCTb €€ MPUCOEAUHEHHs] OOpaTHO
K IIPEKHEMY MECTY, HO 3Ta BEPOSTHOCTb HUYTOXHA, TOCKOJIBKY «3aCTETHYTBIN» HEK-JIMHKEP
Jpyroi roJIOBBI CO3JJaET MEXAaHUYECKOE HANpsKEHHE, JIeatollee NPUcoeInHEHUE CBOOOHOM
TOJIOBBl K HOBOMY «BIIEPEIN CTOSIIEMY» MOHOMEpY TyOyJIMHA SHEpreTHYeCKH Ha MOPSAKH
Oonee BeIrogHBIM [99]. Tlomydaercsi, 4Yro, XOTs CBOOOAHAS TOJIOBA IIOf JICHCTBUEM
OpOYHOBCKHMX YaCTHIl MOXET OTKJIOHAThCA B JIOOYI0 CTOpOHY, HMeeTcs (uznyeckoe
MPEMSITCTBUE, CBOETO POJa XParoBUK, 3alpellaroniee el JIBUKEHUE Haszal. DTOT (EHOMEH,
HaOII0AaeMBblii 3/1€Ch HA MPAKTHUKE, JaBHO ONKMCAaH B HAYYHOM JIMTepaType KakK MbICICHHBIH
9KCIIEPUMEHT 0]l Ha3BaHUEM «OpPOYHOBCKUN XpamoBUK» [33], yacTHBI ciydail «JeMOHa
MakcBenna» («OpOyHOBCKUH XpaloBHK» KaK TEPMHUH Ul ONUCAHUS MHUO3MH-aKTHHOBOTO
B3aUMOJICHCTBUS BIEPBBIC MPEMIOKMWIT Xakcau [56]). 3ameTuM, 4To BeCh Mpolecc, HaunHas
c 3axBata AT® nepennel ro0oBOM U 3aKaHUYMBAsl TPUCOEANMHEHNEM OBIBIIICH 3aHEH TOIOBHI
K HOBOMY MOHOMEpYy TyOyJHMHA, NPOHWCXOIWT B pa3bl OBICTpEEe, HYeM Jpyrue dTaIlbl
MEXaHOXMMHUYECKOro LUKJIa KUHE3MHa [15], 4To, O4eBHUIHO, CIIOCOOCTBYET €ro BBICOKOM
MPOIIECCUBHOCTH,  TIOCKOJIBKY  BEPOSITHOCTH  TOTO, 4YTO 00 TOJIOBBI  OKaXyTCA
OTCOEIUHEHHBIMHU OT TYOYJIMHA, IPEHEOPEKUMO Maja.

Ha crnenyromem mare o0e ToJjOBBI CBS3aHBI C TyOYJHMHOM. XOTsI OBIBIIAS «3a/THSISD»
rojioBa no-npexHemy cogaepxut AJ1®, OpiBlIast «mepeaHss» rojiosa Teneps cizana ¢ ATO.
DTO co3/1aeT MEXaHWYECKOE HAampsHKEeHHE, KOTOpOe MNpPENATCTBYeT mpucoennHeHuto ATO
Kk cOpocuBmeit AJI® romoBe no Tex mop, moka AT® B apyroil romoBe He Oyxer
ruaponu3oBan [43]. Copoc docdara ¢ ObIBIICH TIEpeqHEH TOJIOBBI JOBEPIIACT KAPTHHY WU
3aBepIlaeT LUK XOIbObI.

B mpemoskeHHON cxeme 00€ TOJIOBBI PaBHOIPABHBI M TOCIEIOBATEIHHO MEHSIOTCS
ponsiMu. OTa cxema MOMOraeT OOBSCHHUTbH, IOYEeMY KHHE3MH CIIOCOOEH, HE OTpBIBAsACH OT
MUKpPOTpYOOUKH, MpeoJoeBaTh CTOJNb OOJBIIME pAcCTOSHUS, COXpaHsAs NpU ITOM
HanpaBJeHUE IBUXEHUS BJI0JIb OJHOTO U TOTO )K€ NPOTO(pHIaMEHTa MUKPOTPYOOUKH.

KWHE3WH Nop HAIPY3KOWM: CUIA N CKOPOCTb

MexaHuyeckue CBOMCTBAa KMHE3MHA M3y4aiu Mo-pasHOMY. C MOMOIIBIO ONTUYECKOU
JOBYIIKM HCCJENOBAIM IIOBEIEHUE OAMHOYHBIX MoJiekysl. Harpyxkas Hutu TyOynuHa,
CMOTpENH Ha TMOBEACHHE KWHE3WHA, HAOIIOAalu 3a €ro CHOCOOHOCTBIO NeiaTh OOpaTHbBIE
mrary. [Ipoananusupyem 3T SKCIEPUMEHTHI TOIpOOHEE.

[Ipexxne Bcero y wuccienoBaTellell BO3HUKIO €CTECTBEHHOE JKEJIAHUE OIPENEIUTH
CHITy, KOTOPYIO CIIOCOOHA pa3BHBaTh OJHA MOJIEKyJia KuHe3uwHa-1. J{ist aToro, Hampumep,
MPUKPEIUISUIM  MUKPOTPYOOUKY K M3MEPUTEII0 Harpy3Kd IIOCPEICTBOM MaTepuana ¢
M3BECTHOM JKECTKOCTBIO, a MOCJIE JaBajy MOJIEKyJJaM KHHE3MHA, IPUKIECHHBIM K MOJIOXKKE,
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9Ty TpyOouky TsHYTH [77]. B Apyrux skcmepuMeHTaxX HCIOJIb30Bald MOJIHUCTUPOIOBHIC
MUKPOHHBIE IIAPUKU, K TOBEPXHOCTH KOTOPBIX MPUKPEIUISUIA MOJIEKYJbl KuHe3uHa. [llapuku
MOMEIIAIA B ONTHUYECKYIO JIOBYIIKY, T.€. YACPKMBAJIM HAa MECTE MPHU TMOMOIIU CBETOBOTO
JABJICHUS JIa3epHBIX JIydel. Jlanee, B HEMOCPEICTBEHHOM OJIM30CTH OT IIAPUKOB pacrojarain
MUKPOTPYOOUKY, MPUCOETUHSSACH K KOTOPOH OIMHOYHBIC MOJEKYJbl KMHE3MHA Pa3BUBAIU
ycuime, pukcupyeMoe onTUYecKoi JOBYIIKOM 1o oTkioHeHuto mapuka [108]. Co BpemeHem
ObUTIM pa3paboTaHbl KOMIBIOTEPU30BAHHBIE ONTHYECKUE JIOBYIIKM C JBYMEpPHOI 0OpaTHOI
cBsa3pt0  [68]. Korma Mosekyna KuHE3MHA HAXOAMTCS B MPOLECCE JBUKEHUS 10
MUKpPOTPYOOUKE, ONTHYECKas JIOBYIIKA MOXET CO3[aBaTh CHIYy, JCHCTBYIOIILYIO
B TIPOTUBOIIOJIO)KHOM HAIpaBJICHWH, YMEHbINAs CKOPOCTh ABWKEHUS BIUIOTH JO TOJHOM
ocTaHOBKU. C MOMOIIBIO pa3HbIX METOJOB Pa3HBIMHU HCCIIEAOBATEISIMHU OBLI MOJIYYEH OJUH
pe3ynbTar: CUiIa, KOTOPYH HYXXHO TMPHIOXKHTb, YTOOBl OCTAaHOBUTH OJHY MOJICKYITY
KWHE3WHA, WU, TPYTUMH CJIIOBaMH, MaKCHUMAaJbHOEC YCHIIHE, KOTOPOE CIOCOOCH pPa3BUTh
KHUHE3MH, cocTapister 5—7 mH [22, 62, 108].

[Tpu 3TOM 3aBUCHUMOCTH CHJIBI OT CKOPOCTH B CaMOM OOIIlEM BHJE MOXHO 3arucaTh
MIpY MOMOIIY TPEXIMApaMETPUUECKOr0 OTHOIICHUS

v=y,|1- =1 I (1)

S

B KOTOPOM V() — CKOPOCTh TIpH HyJIeBO# cuie (= 650-800 um/c), a Fy — cuia, Hy)KHas IS
MOJHON ocTaHOBKU [66]. Ilapamerp w 3amaer cTeneHb KPUBOM M MOXKET OTIMYATHCS IS
pa3HbIX cepuii naHHbIX. K npuMmepy, TaHHbIE, TOJyYeHHbIE C UCIOIb30BaHNEM KWHE3UHa-1 u3
OBIYBETr0 MO3Ta, JAIOT MOYTH JHHEHWHYIO 3aBUCUMOCTh (w = 1, [55]), B TO BpeMs Kak JaHHbIE
JUIsl KWHEe3WHa-1 Kanbmapa MOTYT OBITh XOpOILIO NPUONMKEHBl KPUBOM C IapaMeTpoM
w=2,5[108].

[Toz:xe nms u3MepEeHMs CHIIBI M CKOPOCTH KWHE3WHA MPUMEHUIIU B HEKOTOPOM CMBICTIE
00paTHYI0 MeTOAUKY. BMecTo TOro 4troObl KpEemuTh K MCKYCCTBEHHO CJIIEIaHHBIM IIapUKaM
KWHE3WH, MMApUK ¢ MAaTHUTHBIMU CBOMCTBAMHM 3aKpEIUIIN Ha TUTFOC-KOHIIE MUKPOTPYOOUKH.
Jlanee KMHE3WH, MPUKICECHHBINA K CTEKITy, HAUMHAT B3aUMOJCHCTBOBATh C TyOYIMHOM, TOJKAs
MHUKPOTPYOOUKy B CTOPOHY OT IUIIOC-KOHIIA K MPOTHBOIOJOXHOMY MHUHYC-KOHIy. Ilpm
MOMOIIY MarHUTHOTO TOJISl BO3JCHCTBOBAIM Ha LIApUK, CO3[aBas CUIY MPOTHUBOIOJIOKHOIO
HanpaBieHus. TakuMm crmocoOOM HM3MEpPSUIM CHIIy M CKOPOCTh KHHE3MHA. YTOOBI OLIEHUTh
CPEIHIOI AMCTAHIUIO MEXIY YYacTBYIOIIMMHU B ABM)KCHUHU MHKPOTPYOOUYKH MOJEKYJIaMU
KUHE3MHA, HalpaBJI€HWE MAarHUTHOIO IOJIi MEHSUIM Ha MpoTuBomosiokHoe. [Ipu 3tom
MHUKpPOTpYyOOUKa crudanach moja yrioMm moutu 90° B ToM MecTe, T/ie OHa Kpenuiach K MepBOi
MoJeKysie kuHe3uHa. OcTanbHasi 4acTh TPYOOUKH MPOI0JKaIa JIBMKEHHE MTOKa He Mpoe3kana
MHUMO CJICAYIOUICH aKTUBHOW MOJEKYJbl, IIOCJIEé Yero MecTo cruda MHUKpOTpyOOuKH
nepeMenaioch. Tak OLIEHMBAIM KPUBYIO CHUJIa—CKOPOCTh B pacdere Ha OJHY MOJIEKYIY.
Jannble cooTBeTcTBOBaMM KpuBoil (1) ¢ mapamerpom w = 1,8 £ 0,4, 4TO CBUAETEIHCTBYET
0 He3aBUCHUMOU paboTe OTAEIHHBIX MOTOPOB [31].

Oco0blii HHTEpPEC BBI3BIBAIOT IKCIIEPUMEHTHI ¢ OOPaTHBIMHU IIaraMy KHHE3WHA. J[aBHO
OBLJIO M3BECTHO, YTO HM3pElIKa KWHE3WH MOXKET COBEpIIUTh oOpaTHbid mar [97]. OmHako
9KCIIEPUMEHTHI C MPUJIOKEHUEM HAarpy3KH MOKa3ald, YTO YeM BBIIIE Harpy3ka, TeM OoJblle
BEpOSTHOCTh oOpatHoro mara [15, 80]. Korma sxe Harpys3ka MpeBBIIAET CHIIy OCTAaHOBKU
(6onee 10 mH), kuHE3WH OOpeTaeT CMOCOOHOCTh K MENJICHHOMY MIPOILIECCUBHOMY, T.C.
MOCNIE0OBATEIbHOMY M JOCTATOYHO IOJITOMY JBIDKEHHIO B 0oOpaTHOM HampasieHuu [15].
OT0T (PaKT MO3BONUI MPEANONIOKNUTh, YTO 00pPAaTHOE JBUKEHHWE KMHE3WHA COMPOBOXKIACTCS
MOJIHBIM Pa3BOPOTOM M B OMOXMMHYECKOM LHUKJIE, T.€. CONPSIKEHO C peaklued CUHTe3a
AT® B MOTOPHOM JOMEHE, Kak 3TO B CaMOM Jgej€ MPOUCXOJUT B APYTrOM MOJEKYJISIPHOM
Motope F [58].
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bbutn mpoBeneHbl AKCIEPUMEHTHI, MO3BOJMBILME OLEHUTh, HAalpUMEp, BIIUSHHUE
koHleHTpauuu AT® Ha cKOpOCTh, CHIy U MPOIECCHBHOCTh OOpaTHBIX mmiaroB [15, 20, 34].
MHorue nocTaBuiIM 1MOJ COMHEHHUE rumoTe3y odpaTtHoro mukia [10, 41]. Bee ato mopoauino
JUINTENIbHYI0 JTUCKYCCUIO, B XOJle KOTOpOW THMOTe3a He MOATBEpAWIach. BBISICHUIOCH,
B YaCTHOCTH, YTO M B OTCYTCTBUE KaKUX-TMOO HYKJICOTHJOB KHHE3MH COBEpIIAET
nocjenoBaTeIbHOE  JBIDKEHHE  Ha3ajd, €cld HOPWIOXKHUTh K HEMYy JOCTaTOYHYIO
BO3BpAIIAIOIIYI0 CHUIy. TakXke U IOCIel0BaTelbHOE IBUKEHHME BIEpPE] BO3MOXKHO IpHU
NPUIOKEHUN OONbIIONW TAHyLIeH cuibl 06e3 HykieoTunoB [114]. Otu u npyrue naHHbIE
3aCTaBJISIOT CErOJHS NpeIaraTh HHbIE MOJIEIH, YTOOBI 0OBACHUTH OOpaTHbIE IIard KHHE3UHA
[17,20,57]. Haubonee mpocTas uaes COCTOUT B TOM, UYTO OONbIlIas BHEIIHSS CHIIA
KOMIIEHCUPYET  HalpsDKEHHE, CO3/1aBaéMO€  3aCTETHYTHIM  HEK-JIMHKEPOM  T'OJIOBBI,
npucoeaunuBiied AT® (cm. mpenpiaymmii pa3aen). Tem caMmbIM pe3yibTaT OpPOYHOBCKOTO
MIOMCKAa CJIBUTAeTCsl B CTOPOHY OOpaTHOro Mepexoja, MOCIe YEero 3a JOCTaTOYHOE BpeMs
CTaHOBHUTCS BepositeH copoc AJ[D. DTo BBI3BIBAET CUIIBHOE CBS3bIBAHME 3a7HEW TOJIOBBI
C TYOYJIMHOM U BEJET K CIeAyIomei gaze oOpaTHOTO Imara.

Crenyer npusHath, BIPOYEM, UTO CETOJHS BOIPOC O MEXaHMKE OOpaTHOIO IIara emie
HE 3aKpBHIT.

MATEMATUYECKUE MOOENMU

Crnenyer cka3aTh HECKOJBKO CJIOB O MAaTEMaTHYECKUX MOJEISX, MCIIONB3YyEMBIX IS
M3y4YeHHs KWHE3WHOBOTO MOTOpa. B SKcmepuMeHTax in Vifro, ONHMCAaHHBIX BBIIIE, JIETKO
OTIPEIETISITh XOPOIIO BHIMNMYI0 B MHKPOCKON CKOPOCTH IBIDKCHHS MHUKPOTPYOOUYEK WIIH
MPUKPEIUIEHHBIX K KUHE3MHY MMKPOCKONHWYECKUX MIapuKoB. OAHAKO JUIsl OTBICKAHMS CHIIBI
KWHE3MHOBOM MOJIEKYJIBl B COOTHOIIEHHH (1) MpUXOmuTCs TOpOH pemiath HEeTpUBUAIBHBIC
MexaHuueckue 3amaud. Hampumep, B skcnepumenTax [38] MUKpOTpyOOYKY OZHHUM KOHIIOM
(oTpUIaTeTbHO  3apsSHKCHHBIM) Kpenmwim K  npuOopHOMy crekiny. € TUIFOC-KOHIIOM
B3aMMO/ICHCTBOBAIa MOJICKYJIa KHWHE3WHA, pa3BHBas TEM CaMbIM C)KUMAIOIIEEe YyCHIIHE.
IockonpKy 5Ta cuila peBbIIIana KPUTHIECKYIO CHiTy Diiiepa, MpsIMOJIHHEHHAs KOH(PUTYpaIs
MUKPOTPYOOUKH Tepsiyla YCTOWYMBOCTh, U OHa m3rubanack (puc. 3). UtoObl paccuutaTh CHUITY,
BBI3BIBAOIY IO HAOTFOTAEMBIH B MUKPOCKOIT U3TH0 MUKPOTPYOOUKH, pemaliv 3a1ady 00 nu3ruoe
YIIPYToro CTEPIKHS, CXKATOro no ocu. Mcmonbs3oBany ypaBHeHue [ 1]

0"(s)=psin(0(s)-o,), (2)

2 2 o v v
rae B:4|F | /(EI ); S — HaTypaJbHBIA IIapaMETp KPHUBOHM, COBIANAIOIIEH C OCBIO

MUKPOTPYOOUKH; O — yrosi Mexay MepBOHAYATIBHON OCBIO MPSIMOI TPYOOUKH M KacaTelbHON
B JIJAHHOW TOYKE M30THYTOH MHKpPOTPYyOOukm (pHc. 3), a @y — YroJ MeXIy TOH K€ OCBIO
W HampaBJeHHWEM BeKkTopa cuiabl F; EI — wu3ruOHas >KEeCTKOCTh MHUKPOTPYOOUKH,
KOTOPYIO OIpENeNsId 10 M3MEHEHUIO (OPMBI MHUKPOTPYOOUYEK BCIIEACTBHE OPOYHOBCKUX
koJrebanuii [39].

VYpaBHeHue (2), Kak U3BECTHO, UMEET TOUHOE PELIEHUE, BBIPAKEHHOE YEPE3 HETIOIHbIE
SJUIMNTAYECKUE HWHTErpajibl mnepBoro ponaa [1]. OHO MO3BONSET MOCIE AOMOJHUTEIIBHBIX
npeoOpa3oBaHuii, ydeTa W3BECTHBIX MapaMeTPOB, a TAK)KE I'PAHUYHBIX YCJIOBUN MOJIYYHUTbH
BBIP@KECHHE JUISl DWUJIEPOBOM KPUTHYECKOW CHJIBI M OIEHUTh BEJIWYMHY pEaJbHOU
JEUCTBYIOLLEH CUIIBI F.

Jpyroii cnoco0 onpeAenuTbh CWIy KHHE3HMHA in Vitro — NOCTENEHHO YBEJINYHMBATh
BS3KOCTh OKPYXAIOIIET0 pacTBOpa A0 TEX IOp, IOKAa CKOPOCTb HE YMAJET A0 MPAKTUYECKU
HEU3MEpUMON BEIMUYUHBI. J[7Is OLEHKH CHIBl HEOOXOAMMO PEHIMTh 3aJady O IBM)KEHUH
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Puc. 3. DkcmepuMeHT 1O W3MEHEHHWIO CHJIBI OJMHOYHOTO AmMepa kKuHesnHa. Cepoi

KpUBOHW TOKa3aHa MHKPOTPYOOUKa, C OJHOW CTOPOHBI NMPHUCOSAMHEHHAS K MPUOOPHOMY

CTeKIly Ha MwuHYyC-KOHIle. C Jpyroi CTOpPOHBI K TpyOOUYKe MPHUKPENUiCS IUMEp

KMHE3WHA, Pa3BUBAIOIININ CKUMAIOIee yCuiine. MecTo ero KperuieHusI II0Ka3aHo YepPHBIM

KpyroM, a HamlpaBlIeHHe CHIBI — cTpenkoil. Takxke o0o3HaueH yrom O Mexmy

M3HAYaJIHHBIM HAMPABICHUEM IPSIMOH MHKPOTPYOOUKH M KacaTelabHOW K HEHW mocie
n3ruba (cMm. ypaBHeHue (2))

IUIMHApPa (MUKPOTPYOOUKH) B BS3KOHW cpene (cm., Hampumep, [2]). [Ipu stom mpuxoautcs
JOTIOTHUTEIHHO YYUTHIBATh, YTO B YCIOBHSIX SKCIIEPUMEHTA BEIIECTBO, MEHSIOIIEE BA3KOCTD,
JIeNIAeT )KUAKOCTh HEHPIOTOHOBCKOH, TOUHEE, YAOBJICTBOPSIONICH B TUIOCKOCTH OCH IIMIIMHAPA
YPaBHEHUSM «O0OOIICHHON HhIOTOHOBCKOM YKHIKOCTH

6=ns, s=Vu, m=n(s]). (3)

DTH ypaBHEHHs 3allMCaHbl B IUIOCKOCTH, MEPIECHAUKYJISIPHOW OCH ImimuHIpa. Tyt

BEKTOp KAacaTelbHOTO HANpsHKeHHs G CBSI3aH C TPAJUCHTOM CKOpocTH Vu  uepe3

K03 punmeHT 0O60OIICHHON BS3KOCTH 1), KOTOPBIA, B CBOIO OYepenb, SABIsAETCA (DyHKIHEH

CKOPOCTH cBHTa. Bo3HMKaIOImas cJI0XHAasE CUCTeMa YpaBHEHUI He penraeTcs: B KBapaTypax,

HO YHCIICHHOE PELICHUE XOPOIIO allpPOKCUMHUPYeETCs GOpMyIIoii, BEIpaXKaromei 3aBUCHMOCTh
CHJIBI OT CKOPOCTH [55]:

0,75

F)=c,v| 1+ v7° . 4)

OnwceiBasi OMOMEXaHWYECCKHIA UK KHHE3MHA, Yallle BCEro UCIIOIB3YIOT MOJIENHN JABYX
TUnoB. [lepBbIi — MapKOBCKME MOJECIH, B KOTOPBIX MHOXECTBO BCEX BO3MOXKHBIX
OMOXMMHUYECKH U (UJTM) MEXaHWYECKH PA3TUYHBIX COCTOSTHHH (KaK MpaBUIIo, 00Jiee CIOKHBIX
U TOJAPOOHBIX, YeM II0Ka3aHO Ha PHUC. 2) MPEACTABICHO BEPOATHOCTSIMH HaXOXXICHUS
KWHE3WHA B HUX, & MIEPEXObl U3 OJHOTO COCTOSIHHS B JIPYToe — «KOHCTAHTAMH CKOPOCTEW).
HpI/I 9TOM IOABIIAIINCH CUCTEMbBI BHUJa

dpc’l'—t(t)=2[f},p, -7, |, (5)

KOTOPBIE MBI YAaCTO BCTPEYAEM U B pabOTax, OMUCHIBAIOIINX MUO3UH-AKTHHOBBIM ITUKIL. 31€Ch
pi — BEPOSITHOCTh HAXO0XKJICHUS KUHE3HHA B COCTOSHMH i, @ Fjj — CKOPOCTb €ro Mepexona u3
COCTOSIHMS [ B COCTOSIHHE j. [Ipy 3TOM COCTOSIHUSIM MOKHO IIPUCBAUBATh HEKYIO XapaKTEPHYIO
JUHEHHYI0 KOOpAWHATY BJIIOJIb MUKPOTPYOOUKH, a CKOPOCTH mepexojia OyIyT 3aBHCETb He
TOIKO OT He€, HO W OT KoHueHTpammii AT®, AJI® u Heopranwueckoro ¢ocdara.
CooTHomieHust AppeHuyca sl TpsIMBIX W OOpaTHBIX CKOPOCTEH TIepexoja M 3aKOHBI
COXpaHEHHUs JOMOJIHAIOT cucrteMy. Jlanee, Hampumep, MOXHO HMCKaTh (Kak aBTOpbI [73])
CTAllIOHAPHOE pEIIEHUE U IOJCUUTHIBATH MAKPOCKOMUYECKUE XapPAaKTEPUCTUKH, BBIBOMS
3aBUCUMOCTh CHJIBI OT TaKUX MEPEMEHHBIX, Kak KoHUeHTpauuu AT® u mpoayKToB ee
TUIPOIIU3a.
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I'maBHOW TpyOHOCTHIO, BCTAlOLIEW TNEpel BCSIKHUM, KTO KOHCTPYUPYET MOIEIH
MapKOBCKOTO THIIA, SBISETCS OONBIIOE KOIUYECTBO MapaMeTpPOB — CKOPOCTEH Mepexona,
KOTOPBIE MOKHO OIIEHUBATH JIUIIH MPUOTUZUTEIHHO.

Jlpyroii moAxon TMpeAcTaBIseT MoOJelb, B KOTOPOWM pasNUYHbIE pPaBHOBECHBIE
TOJIOKEHUs KWHE3MHA BHYTPU IMKIJIA pa3lieJIeHbl SHEPreTHUYeCKUMU Oapbhepamu. B Takoi
MOJIETTM MEXaHUYECKOE HampsHKEHHEe MEXIy JAByMs TOJIOBaMH KWHE3WHA IepenaeTcs
MOCPEICTBOM YIIpyroil mpyxuHsl [29]. IIpu 3TOM BO3HMKAIOT ypaBHeHUs JlaHKeBeHa

Tk, =0V (x,)-F+K|x,—x,—1(t)]+€, (1), (6)

B KOTOpBIX m, n = 1,2 — HOMepa TooB KuHe3uHa (eciu n =1, To m =2, u Haobopor); ' —
KO3YQQUUUEHT TpeHus; V' — nepuoAndeckuil MOTeHLHMal; X — oceBas KoopAauHara;, K —
KOX(QQHUIUEHT KECTKOCTH MPYKHUHBI, | — EHTP TOJ0KEHUSI paBHOBECHS s ToJoBHI (0 mim
8 HM B 3aBHCHMOCTH OT TOTO, COBEPIICH JIM Iar); & — rayccoB O€JbIN IIyM, T.€. BEJIMYHWHA
cirydaitHoi OpoyHOBCKOM cuibl. Cuctemy (6) pemanu merogom Monre-Kapio [29].

BbiBOObI

B nocnennue roasl ObUTM JOCTUTHYTHI OOJBIIME YCHEXH B W3YYEHHUM KHHE3WH-
TyOyJIMHOBOTO B3aUMOJICHCTBUS, OJJHAKO MHOIO€ €Ile MPEJACTOUT BBIACHUTH. He MmonHoCThIO
sCHA MEXaHMKa OOpaTHBIX IIAroB KWHe3WHa. Ele Brmepenu mojiyyeHHE HOBBIX KOMIUIEKCOB
KHUHE3UH—TYOYJIMH B Pa3UYHbIX OMOXMMHYECKHX COCTOSIHUAX. Kak ycTpoeHO KOJIEKTHUBHOE
B3aMMOJICHCTBHE OJMHAKOBBIX U pa3HbIX BUAOB KMHE3MHA? Kak opraHn3oBaHO HEMpPEpHIBHOE
JBUKEHHE T'PYy30B BIIOJIb MUKpPOTPYOOUEK MOMEpPEeMEHHO B pa3Hble cTOpoHbI? Kak MMEHHO
KMHE3WH CTPOrO0 COXpaHAET TOCTOSHHBIM HANpaBICHUE JABIKCHHS BJOJIb OJHOTO
nporodmiamenta TyOynuHa? Kak coderaercss OpOYHOBCKMH XpalOBUK M MEXaHHKa
CHJIOTEHEepHpyIolero mara? XBaTaeT JIM OJHOTO TOJIbKO 3aCTErMBaHUS HEK-JTMHKepa s
coBepuieHus 3Toro mara? BoT iumb HEMHOrHE M3 BONPOCOB, OKOHYATEIbHBbIE OTBETHI Ha
KOTOpBIE €lIe HE MOITy4EHBI.

JlanpHeiilee n3yyeHne KMHE3MHa KpaitHe BakHO. K HEMYy Kak K OJHOMY M3 TJIaBHBIX
HEHPOHHBIX OEJIKOB MPOSBISAIOT OOJNBLION MHTEpEC HCCieoBaTeNn Ooe3Hu AnblreiimMepa
[40,45]. Bnusaue Ha KWHE3WH Kak Ha OCJIOK, YYacTBYIOIIMWA B JIEJICHUU KIICTOK,
paccMaTpuBaeTcsl Kak OJMH M3 MyTed JiedeHus pakoBbIX 3aboneBanuii  [70, 90].
HckyccTBeHHBIE UITH TIOTYUCKYCCTBEHHBIE MOJIEKYJIIPHBIE MOTOPBI, CIIyKalllie JUIsl TOCTaBKU
JIeKapCTB, KOHCTPYUPYIOTCS ceifyac 1o o0pasily KuHe3unHa [28].

Xouercss MOXKeNnaTh yAauud BCSKOMY, KTO BbIOEpET KHHE3UH IPEIMETOM CBOETO
uccrnenoBanus B Oynaymem. s Gosiee moapoOHOrO 3HAKOMCTBA C MpoOJIeMaMH, KpaTKo
M3JIOKEHHBIMH B 3TOM paboTe, MOXKHO MOpEeKOMeH10BaTh 0030psl [10, 25, 50, 74, 100, 105,
112].
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KINESIN: MECHANICS OF THE MOLECULAR MOTOR

D.A. Shestakov (Moscow, Russia)

Molecular nanomotors provide a variety of mechanisms of biological motility. Kinesin
is one of the most common and promising for study proteins. It serves for the intracellular
transport of cargos along the specific molecular pathways — microtubules formed by protein
tubulin. Kinesin interacting with tubulin is involved in cell division and the movement of
flagella and cilia. Kinesin is in many ways similar to another motor protein — myosin. Their
motor domains have a similar structure. Mechanochemical cycles of both proteins are based
on ATP hydrolysis as a source of energy for the mechanical transitions. Myosin interacts with
the actin filaments and plays a key role in muscle contraction. On the other hand, kinesin has
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some significant differences from myosin in general structure and biomechanical interactions.
Nowadays, we know how kinesin binds to tubulin. We know how kinesin moves processively
along the microtubules covering distances as long as thousands of its elementary working
steps. We also can say something about its power and speed. At the same time, many
mechanical aspects of the kinesin motor are still under discussion. Such aspects include some
details of the mechanism of information transfer from one globular head to the other, the
existence of intermediate states in the biomechanical cycle, the nature of the reverse steps of
kinesin. To clarify these and other details further, biomechanical researches are carryied out in
current works. Their authors create amazing mathematical models using the methods of
continuum mechanics, theoretical mechanics and mathematical statistics. This review aims to
gather all up to date information on kinesin and its interaction with tubulin in the context of
modern biomechanics.

Key words: kinesin, tubulin, molecular motor, nanomechanics.
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