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I. BBEAEHUE

B kieTkax sykapvoT TpaHCIOPT U JJOKAIU3ALIUSI OPraHesul, MeMOpaH-
HBIX BE3UKYJ, HAAMOJIEKYJISIPHBIX KOMIIJIEKCOB, a TakKXKe OT/AeJbHBIX
MOJIEKYJT OCYILIECTBIISIETCS BIOJIb MUKPOTPYOOUEK U aKTUHOBBIX MUKPO-
(punameHTOB, 0Opa3yIOIIMX B HUX TaK Ha3bIBaeMblii IIUTOCKENET. TpaHc-
MOPT BIOJb CTPYKTYP LIUTOCKEIEeTa TPOMCXOAUT MPU TMTOMOIIH CITeI[Mau -
3UPOBaHHBIX MexaHoXxuMUdecknx ATda3, Ha3bIBAeMBIX MOTOPHBIMU
OesikaMu. MoTopHbIe OeJIKH1, CBSI3aHHbIE C MUKPOTPYOOUKAMU, OTHOCSITCSI
K IBYM OOJIbIIIMM cemeiicTBaM — KuHe3uHaM [201] u nuHenHam [74,177],
a C aKTUHOBBIMU MUKpPO(MUIaMEHTaM1 — K MUO3MHaM. JIBUKeH1e OTe)b-
HbIX OpraHesul KakK MPpaBuJIo SIBISIETCS pe3y/IbTaTOM JeHCTBUSI HECKOJIBKUX
MOTOPHBbIX O€JIKOB, 1 IMTPaBUJIbHOCTb TPAHCIIOPTa O0ECTIEYMBAETCsI TOHKOM

Ipunamote coxpawenus: CKII — xazeunoBas kuHaza I1; CyDn — uurornnasma-
tuuyeckuii nuHenH; DHC — Tsixenas uens nuHeuHa (dynein heavy chain); KAP —
0es10K, accormupoBaHHbIii ¢ KuHe3uHOM; KHC — Tskenas nenb kuHesnHa (kinesin
heavy chain); KLC — nerkas uens kuHe3uHa (kinesin light chain); KIF2 — onun u3
YIeHOB ceMeiicTBa KuHe3uHOB; Klp — Genok, nmoxoxuit Ha kuHe3uH (kinesin-like
protein); KRP — Genok, umeroinuii oTHoleHue K KuHe3uHy (kinesin-related protein);
MAP — 06enok, accollMMpoBaHHbIN ¢ MUKpOTpyOoukamu (microtubule-associated
protein); MHC — Tsixenas uenbs Mmuo3uHa (myosin heavy chain); MHCK — npoteuH-
KWHa3a TSKeJIoN enu Muo3uHa (myosin heavy chain kinase); PAK — 6esok, accouuu-
poBaHHBI ¢ p21; PKA — mporennkuHasza A; Ras, Rho, Rab, Arf u Ran, Rac u
Cdc42 — o603HaueHUsI pa3TUIHBIX HU3KOMOJIEKYJISIpHbIX [ TD-cBsa3biBarommx 6e-
KOB; OP — sHo1u1a3MaTUYECKUI PETUKYITYM.
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peryisiiueit ux aktuBHocTH [ 157]. K HacTosiiieMy BpeMeHU B JIUTEpaType
HAKOIUIEHO HEMHOTO IIPUMEPOB XOPOIIIO U3yYeHHOM peTyJISILiuA MOTOP-
HbIX OEJIKOB M TPAHCIIOPTa OpraHeJul B LIEJIOM, OJIHAKO YK€ ceiiuyac MOXHO
BBIJICJIMTh HEKOTOPBIE OOIIME YepThl TaKoil peryasiiuuu. B HacTosimem
0030pe CyMMUPOBaHbI MOCJIeAHNE JaHHbIE, TTOJIyYEHHBIE B 9TOM 001aCTH,
U clieJIaHa MOITBITKA IPOaHaIM3UPOBATh HEKOTOPKIE 00IIe TPUHLIMIIBI
peryJIsSILMY BHYTPUKJIETOYHOTO TPAHCIIOPTA.

I. HUTOCKEJIET KAK CPEJACTBO
BHYTPUKIIETOYHOTI'O TPAHCIIOPTA

J7151 KITETOK BBICIINX 3YKapPUOT XapaKTePHOM YePTOI SIBIISICTCS IIUTO-
CKeJIET, COCTOSIINI 13 TpeX OCHOBHBIX KOMITOHEHTOB: MUKPOTPYOOUEK,
AKTUHOBBIX MUKPODWIAMEHTOB M TIPOMEXYTOUYHBIX (brjlaMeHTOB. Bce
OHU TIPEACTABSIIOT CO00I MOJMMepPHble (PUOPUILIBI, MOCTPOEHHbIE 13
[JIOOYJISIPHBIX OEJTKOB U B3aMMO/IEHCTBYIOLIE MEXTY COOOM U C IPYTUMU
KJIETOUHBIMU CTPYKTYpPaMHU, UTO COOOIIAET LIUTOIJIa3Me MEXaHUUECKYIO
MMPOYHOCTh M 3IACTMYHOCTh. B mpolieccax BHYTPUKIETOYHOM TTOIBIXK-
HOCTH HETIOCPEICTBEHHO YYACTBYIOT IBa TIEPBBIX IIUTOCKEIETHBIX KOMITO-
HEHTAa, TO3TOMY Mbl NOJPOOHEE OCTAHOBUMCSI Ha UX CBOMCTBAX.

HeobxoauMocTb pa3BuToit (puOPUILISIPHON CUCTEMBI, TTPEICTABIISIIO-
1Y CO0OI LIUTOCKEET B KJIETKAaX 9YKapHOT, IS BHYTPUKIETOUHOTO
TpaHCIIOpTa OYEBUIHO CBSI3aHA C X OTHOCUTEIbHO OOJIBIIUMU pa3Me-
pamu. Ecii 6BI B KJTeTKaX JKMBOTHBIX, MMEIOIINX Pa3MephI OT IECSITKOB
MMKPOH J0 AECATKOB CAHTUMETPOB, YACTHUIIHI TIEPEHOCHIIHCH TP TTOMO-
7 TIpocTol T y3ni, Kak B TPOKaApUOTHUECKIX KIIETKAX, TAKOM TpaHC-
TTOPT 3aHUMAaJI ObI CTMIIIKOM MHOTO BpeMeHH. [10 TproOImM3nTe TbHBIM IO~
cyeTaM, YTOObI B pe3yJIbTaTe TeIIOBOTO IBMXKEHUSI TTPE0I0JIETh PACCTOS -
HHE OT Tejla KIETKU 0 HePBHOTO OKOHYAHMS B HEKOTOPBIX MOTOPHBIX
HEeMpoHax, HeOOJIBIION BE3MKYyJIe MOTpeboBaioch ObI 0koj10 500000 et
[16]. OmHako, Garomapst Tak Ha3bIBAEMOMY OBICTPOMY aKCOHAJTLHOMY
TPaHCIIOPTY C y4aCTHeM MUKPOTPYOOUEK 1 MOTOPHOTO Oejika KWHE3MHa,
9TO MPOUCXOAUT ropasio ObicTpee.

ITo coBpeMeHHBIM TIpEICTABICHUSM TPAHCITOPT OpTaHeIT B SKUBOT-
HBIX KJIETKaX IIPOUCXOIUT B ABE CTAIUW: Ha OOJBIINE PACCTOSTHUS OHU
JIBUTAIOTCS IO MUKPOTPYOOUKaM, a X JJOKaJIbHOE TlepeMellieHe MPOUC-
XOJIWT ITO0 aKTUHOBBIM (DYJTAMEHTaM . DKCIIepPUMEHTAIBHOE TIOATBEPKIE -
HHUE 3TOM MOJEIU BIepBble ObUIO TOIydyeHO Ky3HemoBsIM ¢ coaBT. [97]
MPU UCCIIeTOBAaHUM TpaHCTIOPTa MEMOpaHHbBIX BE3UKYJ B aKCOIia3zMe
KajabMapa, a 3aTeM U APYTMMU aBTOpPaMU MpU U3YYEHUU TPAHCMIOpTa
MeJTaHOCOM B TMTMEHTHBIX KJIETKaX JIATYIIKH [ 163] 1 pe1Os! [161] (puc. 1).
YToOHKI JTydllie TTOHITh, KaK OpTaHU30BaH BHYTPUKJICTOTHBIN TPAHCITOPT
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ancnepcua MmenaHoCcom arperaunsa meJjlaHocomMm

Puc. 1. Aucnepcust u arperaiusi MeJaHOCOM, CHELMaIM3MPOBAHHBIX OpraHell,
HaIOJIHEHHBIX MEJIAHUHOM, TPOUCXOIUT OOPATUMO B OTBET HA BHEIIIHWE CTUMYJIbI B
MesaHogopax peio 1 ampuouit. DTo MPUBOAUT K U3MEHEHUIO LIBETa UX KOXMU, YTO
BaKHO JUTSI a[IalTally 9TUX KMBOTHBIX. KuHesuH I1 v muHenH, oTBevaronue 3a IB1-
JKEHUE OpraHesul 10 MUKPOTPYOOUKaM, MOKa3aHbl OOJbIIMMU CTPEJIKAMU, B TO BpeMs
KaK MUO3UH V, B3aUMOJEUCTBYIOLINI C aKTUHOBBIMU (DPUJITAMEHTAMU U OTBEYAIOILIU I
32 paBHOMEPHOE pachpele/ieHue MeJaHOCOM B KJIETKe, MOKa3aHbl MaJIeHbKUMU
crpeskamu. ( B. Tensdann, C. Pomxepc, 1nuHoe cooOleHue).

C ygacTreM 00eMX LIUTOCKEIETHBIX CUCTEM, CIIEAYeT II0ApOOHEee OCTaHO-
BUTBHCS HA HEKOTOPBIX MX OOIIMX CBOCTBAX, a TAKKE OCOOEHHOCTSIX KazK-
Ol U3 HUX.

OBIME YEPTBl MUKPOTYBOYEK 1 AKTUHOBbBIX ®PUJTTAMEHTOB

Kak 6110 ckazaHo paHee, MUKPOTPYOOUKU M aKTUHOBbBIE (PUIaMEHTHI
MPeCTABIISIIOT COO0M MoJMMEPHBIE PUOPUILIBL, COCTOSIILIUE U3 TJIOOYJISIP-
HbIX O€JIKOB, TyOy/JIMHA U aKTHHA, COOTBETCTBEHHO. MUKPOTPYOOUKU U
aKTUHOBbBIE (PUIAMEHTHI SBJSIOTCS IMHAMUYHBIMU CTPYKTYpaMu U
MOCTOSIHHO HAXOJISITCS B ITPOLIECCe MOJMMepU3aliun-AenoJuMepu3alii,
MpuyeM 0OMeH CyObeIMHULL B COCTaBe MOJIMMEPOB C TEMU, YTO HAXOSITCSI
B paCTBOPEHHOM BHU/I€ B LIUTO30J1€, TPOUCXOAUT Ha KOHLIaX (hUIaMEHTOB
(puc. 2). Ipyrum BaxKHEMUIIIMM CBOMCTBOM O0EUX LIUTOCKEJIETHBIX CTPYK-
TYp SIBJSIETCS] UX MOJISIPHOCTb, KOTOpasi BO3HUKAET OT TOTO, YTO MPOTO-
MepBI (TUMEPBI U3 O- U B-TyOyJauHa B MUKPOTPYOOUKAaX U MOHOMEPHI
aKTHHa B MUKpoduIaMeHTax) BbICTpauBalOTCsl BIOJb JJIMHHON OCU 1O
MPUHIIMITY «T'0JI0Ba K XBOCTY». KOHIIbI TOIMMEPOB TaKMM 00pa3oM OKa-
3bIBalOTCSI pa3HBIMU: HA OTHOM — «T'OJIOBbI» IPOTOMEPOB, a HA APYTOM —
UX «XBOCTbI». [TpOTUBOIOMOXHbBIE KOHLIbI TTOJMMEPOB OTINYAIOTCS 10
CBOMM CBOICTBaM. Tak HampuMep, Y HUX pa3MuHbl CKOPOCTU MOJIM-
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a €4 & Puc. 2. Cxemaruueckoe n3zodopaxeHue
K JIMHAMUKU LTUTOCKEIETHBIX (PUOPUILI:

((@ @ &4 Qj>) aKTUHOBBIX MUKPODUIAMEHTOB (a) U

MUKpPOTpyOoueK (0).

LKL Ha cxeMe MoKa3aHO, YTO B aKTHHO-
CLLLLLLLLL BBIX MUKpO(UIaMEHTaX JIBa, a B MUKPO-
- + Tpyboukax — 13 mporodpunameHToB. Iu-

MepBI, COCTOSIIIUE U3 O~ U B-TyOyIMHa,
n3obpaxeHsl mapukamu. CTpeakamu
pa3HOTO pa3Mepa MoKazaHbl OTHOCUTEIb-
HbIE CKOPOCTH MOJTUMEPU3AIUU U IETI0-
JIMMEPU3aly Ha TUTIOC- U MUHYC-KOH-
11ax rmojmMepa.

MEpHU3alK ¥ JETIOINMepU3aiui. B CBSI3M ¢ 9TUM pasinnaureM OBICTPO-
pacTylue Ha3BaJIM MUII0C-KOHLIAMM, @ MeJITIEHHOPACTYILINE — MUHYC-KOH-
mamu. C IUTIoc- 1 MMHYC-KOHIIAMU (DMITAMEHTOB B3aMMOJIEMCTBYIOT pa3-
HbIe GeJIKM, OKa3bIBAIOIINE BIUSTHIE Ha X CBOMCTBA.

[MonsipHOCTH MUKPOTPYOOUEK 1 aKTUHOBBIX (DIMITAMEHTOB UMEET BasK-
Helilee 3HAYeHWe UIST UX TPAHCTIOPTHOW (DYHKIIMU, TTIOTOMY YTO BCE
MOTOpHBIE OEJTKM MOTYT IIePeIBUTATHCS BAOJb IIUTOCKEETHBIX CTPYKTYP
TOJIBKO B OTIpeIeICHHOM HaIlpaBJIeHUN. BOJTBITMHCTBO KWHE3WHOB Tepe-
JIBUTAIOTCS B HAIIPABJICHUH IUTIOC-KOHIIA, a TMHEMHBI 1 HEKOTOPBIE KMHE-
3MHOMNOMO0HBIE OEJIKM — K MUHYC-KOHIY MUKpOTpybouek [68]. Bce
MMO3WHBI KpoMe MUo3nHa VI, crmocoOHBI ABUTATHCS B HAIpaBICHUU
TUTIOC-KOH1Ia aKTUHOBBIX (puaMeHToB [212].

OCOBEHHOCTU CUCTEMbI MUKPOTPYBOYEK

MuKpOTpYyOOUKH TIPEACTABIISIOT COOOIM 3aMKHYTHIE LIVUTMHIPHUCECKIE
ITOBEPXHOCTH, 00pa30BaHHbBIC MPOAOJBHBIMUA MPOTOPUIAMEHTAMHU, C
nuramerpom okoJsio 20 Hm [208] (puc. 2,6). Kpome TyOyriHa, OCHOBHOTO
6eJTka MUKPOTPYOOUEK, B X COCTaBe OOHAPYKEHBI TAKXKE aCCOITMMPOBaH-
HbIe OeJTIKH, KOTOPBIE CBSA3BIBAIOTCS Ha MX ITOBEPXHOCTH U BIIUSIIOT Ha UX
JMMHAMWYeCcKue CBOMCTBA. Bo BpeMs KIIETOUHOTO AeJIeHIST MUKPOTPYOOUKH
00pa3yIoT JOBOJBHO CIIOXKHYIO CTPYKTYPY, HA3bIBAEMYIO MUTOTUYECKUM
BEpETEHOM, B KOTOPOI WX ILTIOC-KOHIIBI CBSA3aHBI C LIEHTPOMEPHBIMU
y4acTKaMH XpOMOCOM, 2 MUHYC-KOHIIBI — 3aKPETUICHBI B ITOJTIOCAX, COIEP-
KaIx HeHTproin. [1paBMIBHOCTD PACXOXKIESHMS XPOMOCOM B ITpoLiecce
MMHTO3a 3aBUCHT OT CJIAXKEHHOI pabOThI HECKOJIBKUX MOTOPHBIX OCJIKOB B
cocraBe BepeteHa [17, 86].

OT opraHu3aI MUKPOTPyOOUEeK B KJIIETKAX 3aBUCSIT MHOTHE TTPOTE-
KaloIllle B HUX ITPOIIECCHl, M B 3HAYNTEIHLHON CTEIIEHU X CBOMCTBA B
mmesioM. Bo-TiepBhIX, NX cnienmpuIecKass OpUEHTAIINS BHYTPU KJIETOK
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Puc. 3. PaguanbHoe pacriosioxeHrne MUKpPOTpyOouek (a) U1 MUTOXOHApPUil (0) B
kierkax CV-1.

MukpoTpyOOUKY BBISIBJIEHBI ITPY TIOMOLIU HENPSIMON UMMYHOMIIYyOpeCLieHIIUU
C UCTIOJIb30aHMEM aHTUTEJ MPOTUB TYOYIMHA. MUTOXOHIPUY TOMEUYEHbBI [TPY TOMOLIU
XUMEPHOTro 0eJika, cofiepxallero hparMeHT §-0i CyObeIMHULIBI IUTOXPOMOKCUIA3bl
U XeNThIi ryopecueHTHbIi 6esiok. Macutad — 10 MKM.

orpee/isieT OCHOBHbIE HAITPaBJIEHMSI TPAHCIIOPTHBIX IyTeld. B GobLnH-
CTBE TUIIOB KJIETOK OHU 00pa3yloT pajualbHYIO0 CUCTEMY C TLTIOC-KOH-
11aM1, OPUEHTUPOBAHHBIMU K Mepudepruu KJIETOK, U BECh TPAHCIIOPT B
HUX OpraHM30BaH TakxXe pajaraibHO (puc. 3). Bo-BTOpbIX, IMHAMUYECKHE
CBOICTBa MUKPOTPYOOUEK MTO3BOJISIIOT UM OBICTPO MEPECTPANBATHCS B OTBET
Ha BHEIIIHUE CUTHAJIBI, YTO B CBOIO OUepe/lb MPUBOIUT K U3MEHEHUIO (DOPMBbI
kietku [179]. C npyroii CTOpoHbI, CHUXKEHWE IMHAMUKU MUKPOTPYOOUEK,
xapakTepHoe 17151 T epeHLIMPOBaHHbBIX KJIETOK, CBSI3aHO, MO-BUIUMOMY,
¢ ux (pyHKUMOHAIbHOU crieuuranu3auueii [22]. B kynbTuBupyembix hud-
pobuiacTax 0OHapyKeHO, YTO HeOOo Iblast YaCTh MUKPOTPYOOUEK CIel-
(pnyecku cTabMIM3MpPYeTCsl B OTBET Ha MHAYKIIMIO HATTPABJIEHHOT'O IBUXKE-
HUs KJIETOK Mo cyocTpaty [57], M My4oK CTaOUIbHBIX MUKPOTPYOOUEK
OPUEHTUPYETCS B CTOPOHY JBMXXEHUS KieTKU. OKas3ajaoch Takxke, 4To
TaKoM KJIETOUHbI OTBET HAXOAMUTCS MO KOHTpOJieM Ju3odochaTuiHo
kuciotel U TGFB (Tpancdopmupyioiiero poctoBoro akropa 6era) [58].

OCOBEHHOCTU AKTMHOBOTI'O HUTOCKEJIETA

AKTUHOBBI LIUTOCKEJET MPEACTaBIISIET COOOI TOBOJBHO CIOXHYIO
cucTemMy UIaMEeHTOB, COEIMHEHHbBIX MEXIy COO0I 1 00pa3yoIrMX Kak
TpeXMEpHbIe CeTU, TaK U MapasuiejbHble MyYKu (puc. 4). AKTUHOBbIE
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Puc. 4. AKTUHOBBI LIUTOCKENET (hrdpobdIIacTa.

Ha mukpodotorpacduu nokazaHa KjieTka, B KOTOPO aKTMHOBBIE CTPYKTYpPbI
BBISIBJIEHBI TIPU TTOMOIIU (DJIYyOPECLIEHTHO-MeueHOoro ¢auiouanHa, crneuuduiecku
CBSI3BIBAIOILIETOCS C TTOJMMEPHBIM akTUHOM. Macitad — 10 MKM.

¢unameHTh UMeEIOT (opMy ABOKMHON crivpaiu ToaumHoi 10 um [152].
PaznuuaroT Takue CTpyKTypbl, COCTOSIIIIME U3 aKTUMHOBBIX (PUJIAMEHTOB,
Kak cTpecc-(UOpUILIbI, KOPTUKAJIbHBIN CJIOH, TJaMeJJIoNoauu, (hUIoro-
MU U HeKoTopble apyrue [183]. B KyJIbTUBUPYEMBIX JKMBOTHBIX KJIETKaxX
BCE aKTUHOBBIE CTPYKTYPbI MOXKHO Pa3eUTh Ha BE OCHOBHbBIE IPYTITbI
10 PacToJIOKEHHUIO B HUX OTAEJIbHBIX MUKPO(DUIAMEHTOB.

Dutonoanu, MM MUKPOCIIARKK, TIPEACTABISIOT COO0I TOHKKE (OKOJIO
0,2 MKM TOJIIMHOI) Mapajie/ibHble MyYKU aKTUHOBBIX (PHUJIAMEHTOB,
KOTOpPbI€ MOTYT B pa3HOU CTeNEHU BbICTYNaTh HA MIOBEPXHOCTU KJIETKMU.
Jlamennonoauu — 3To MI0CKKE BBICTYIBI HA TlepU(epun KIeTKU, B KOTO-
PbIX aKTUHOBbIE (prTaMeHTbI 00pa3ytoT ceTh. AKTMHOBBIE (PHJIaMEHThI Kak
B buonoausix, Tak v B JIAMEJUIONOAMSIX pacroiaraloTcsl moJisipHo, T.e.
BCE OHU HampaBJIeHbl CBOMMU ObICTPOPACTYILLIMMU IUIIOC-KOHIIAMU B CTO-
poHy Kpas kiaeTKu. CTerneHb SKCIPECCUU U TeX U APYTUX MOKET CUITbHO
BapbMPOBAaTh B 3aBUCUMOCTHU OT TUTIA KJIETOK W BHEIITHUX YCIOBUI. DTU
LIMTOCKEJIETHBIE 00Pa30BaHMS SIBJISIIOTCS OYeHb AIMHAMUYHBIMU 1 TPUHU -
MaloT yJacTHue B TAKKX MPOoLIeccax, Kak pacrlacTbIBaHUE KJIETOK Ha CyOCT-
pate, IBIXKeHUe, a TakKe (parountos [ 184]. [TprumepoM akTMHOBBIX CTPYK-
TYp CO CMEILIaHHON MOJSIPHOCTBIO MOTYT CJIYKUTh CTpecC-hUOPUILIbI 1
KOJIbLIEBBIE ITyYKH, B KOTOPBIX TUTIOC-KOHIIbI OTAEIbHBIX MUKPO(UIaMEH-
TOB HaIpaBJieHbl B 00€ CTOPOHBI. OHU COCTOSIT U3 TTYYKOB OUTTOJSIPHBIX
(pUIIaMEHTOB KaK aKTUHOBBIX, TAK U COCTOSIIIMX 13 Muo3uHa 11 [65, 190].
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OTHU CTPYKTYPHI 00J1aAaI0T CIIOCOOHOCTBIO COKPALIAThCS U IIPU (POPMUPO-
BaHUU TPEOYIOT IMPUKPEIUIEHUS KJIETKU K cyocTpaTty [143].

Dopma KIIeTOK, a TaKKe VX JBMKEHIE OTHOCUTENTLHO CyOCcTpaTa B 3Ha-
YUTETHLHON CTETICHH 3aBHUCAT OT aKTMHOBOTO IIUTOCKENIETa, CTPYKTypa
KOTOPOTO HAXOIWTCS MO KOHTPOJIEM BHENTHHX (haKTopoB. B pesybrate
cepuu pabort u3 tadopatopun A. Xosuia [143, 158] crano u3BecTHO, YTO
KJTFOUEBYIO POJIb B 3TOM peryJIsiiinu urpatot Maybsle ['Tda3b1 u3 cemeiicTBa
Rho: 6enxku Racl, Cdc42 u RhoA. Okazanoch, 4To Ijisi 00pa30BaHUSI
¢unornoaunii Heooxoauma akTuBamus 0eska Cdc42, a 6esok Racl koHTpo-
JIMpyeT o0pa3zoBaHue tamesuiononnii [ 143, 158]. BHemnuMmu (pakTopamu,
BbI3BIBAIOIIUMU aKTUBALIMIO 3TUX PErYISITOPHBIX OEJIKOB, MOTYT OBITh
WHCYJIMH, TpoMOouTapHblii poctoBoii pakTop (PDGF) [158], a Takke
0eJIKu BHEKJIeTOUHOTro MaTpukca. ObpasoBaHue cTpecc-(pruopusiI Haxo-
IUTCS TIoI KOHTposieM 6enka RhoA, akTuBaiiyst KOTOpOro mpouCXOanT
MO/ I CTBUEM IPYTroTro POCTOBOTO (hakTopa — JinzodochaTuIHON Kuc-
J1oThI [158]. Kpome BHeITHIX (paKTOPOB, OIIPEAEIISIIOIINX COCTOSTHAE 3TUX
0eJTKOB, Ha X aKTUBHOCTb BIIMSIIOT TAKXKe KaK MX B3aMMOICHCTBUST MEXKITY
€000I1, TAK ¥ C HEKOTOPBIMU APYTUMU KJICTOYHBIMU CTPYKTYpaMU, HATIPU -
Mep, MUKpoTpyooukamu [213]. B pesynbraTte akTUHOBBIN LIUTOCKEET
MNpeacTaBisieT COO0M CIIOXKHYIO CUCTEMY, CITOCOOHYIO OBICTPO MepecTpau-
BaThCs B OTBET Ha Pa3IMIHBIC CTUMYJIBIL.

UTOOBI JIeTde MPeACTaBUTh, KaK OCYIIIECTBIISICTCS KOOPIMHAIIS TTepe-
CTPOEK B aKTMHOBOM ITUTOCKEJIETE M B CUCTEME MUKPOTPYOOUEK C TpaHC-
TMOPTOM MeMOpPaHHBIX OPTaHEeIJT, MOXKHO IPUBECTH B KAYECTBE TTpUMepa
TICeBIOITOANAIBHYIO aKTUBHOCTh Ha TIepeTHEM Kpae JIBUTAIOIIETOCS 10
cyocTpaty pubpobiacta. B oTBeT Ha BHEIIHME CTUMYJIBI Ha iepueprun
ki1eTkr 9epe3 Manyio ' Tdazy Racl akTuBUpyIOTCS MPOIIECCH TTOIMME -
pu3alMy akTHHA U oOpa3oBaHus JaMesionoauii. Kpome nmoamMmepHoro
aKTWHA 3TH KJIETOYHBIE BBIPOCTHI ITPY 00pa30BaHNN TPEOYIOT YBETUICHMS
TUTIOLLIA/IM TJ1a3MaTHYecKoit MeMOpaHbl. Takoli mpoliecc odbecreurnBaeTcst
AKTWBHBIM BCTpanBaHUeM (POCHOTUITMIHBIX BE3NKYJT B TUTA3MaTHIECKYIO
MeMOpaHy Kak pa3 B MeCTaX BhIIISTYMBAHWIA. JINMTMAHBIE BE3UKYITBI (POPMHU-
pytoTcs B arnmapate [0JTbIKK ¥ TOCTABIISIIOTCST K MECTaM BCTPaBaHMUSI 1O
MMKPOTPYOOUKaM IPH ITOMOIII MOTOPHBIX 0eTKOB. Te JKe CUTHAJIBI, KOTO-
pble MHIYLIMPYIOT 00pa30oBaHe JJaMeJUTONOIMIA Ha IepeTHeM Kpae KJIETKH,
yepes 0esok Racl cTuMyIMpyroT pocT TTI0C-KOHIIOB MUKPOTPYOOUEK B
TOM 3Ke HaITpaBJICHUH,, YTO U KIIETOUHBIE BRIPOCTHI. TaKM 00pa3oM, cBoe-
BpeMeHHasl ToCcTaBKa HEOOXOMIUMBIX KOMIIOHEHTOB K TIepeTHEMY Kpalo
obecrnieunBaeTcs 6Jarofaaps mapauuieIbHbIM IEPECTpoiikaM B aKTHHOBOM
LIUTOCKEJIETEe U CUCTEME MUKPOTPYOOUEK.

M3 cka3aHOTO BHIIIIE SICHO, YTO CUCTEMa MUKPOTPYOOUYEK 1 aKTHHOBBIC
CTPYKTYPBI LIMTOCKEJIETA TIPENCTABIISIOT COOOM CIIOXKHBIN, CITOCOOHBIN K
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OBICTPBIM ITEPECTPOITKAM B OTBET Ha BHEIITHIE CUTHAITBI OCTKOBBIN KOMIT-
JIEKC, KOTOPBII BBITTOTHSAET CTPYKTYPHYIO (DYHKIIMIO 1 OTIpEIesIIeT TaKKe
CBOICTBA KJIETOK, KaK (hopMa, TOIBUKHOCTb U MHOTHE ipyrue. Bmecte ¢
TEM, SIBJISISICH OCHOBOM BHYTPUKJICTOYHOTO TPAHCTIOPTa, MUKPOTPYOOUKHU
U aKTUHOBBIE (PrIaMEHTbI BMECTE C MOTOPHBIMU OeJIKaMU UTPatoT pelaro-
1IYIO POJIb B KJIETOYHOM JIeIeHUU, ceKpelnu, parorutose u ap. Crocoob-
HOCTB K CTPYKTYPHBIM TIepeCcTpOiiKaM [IUTOCKEIETa SABISIETCS OTHUM U3
OCHOBHBIX ()aKTOPOB, PETYIUPYIOIINX BHYTPUKIIETOYHBIN TPAHCITOPT.

II1. MHOI'OOBPASNE MOTOPHBLIX BEJIKOB

B sT0it yacTu 0630pa Mbl PACCMOTPUM TPU KJlacca MOJIEKYJISIPHbIX
MOTOPOB, YYaCTBYIOIIMX BO BHYTPUKJIETOUHOM TpaHCIoOpTe. DTO KUHEe-
3UHbI, IMHEMHbI U MUO3UHBI — OEJIKOBbIE MOJIEKYJIbI, UMEIOIIINE HEKOTO-
pble 001111e YepThl B CBOeM CTpoeHUU. [1o JaHHBIM 3JIeKTPOHHON MUK-
POCKOIUY HanboJiee U3y4eHHbIe MOTOPbI (AKCOHEMHBbI IMHEUH, OObIU-
HbI KUHE3UH Y MBILIEYHbI MMO3KH) MPEACTABISIIOT COOOI MPOI0JITo-
Batble MOJ1eKyJibl 1TMHON 40—100 HM. ¥ HUX UMeeTCsI ABE UJTU TPU «T0JI0-
Bbl» (MOTOpPHBIE JJOMEHbI), KOTOPbIe TPUMBIKAIOT K CTeP>KHEBOI YacTu
MOJIEKYJIbI. Y KMHE3MHA U IMHEMHA TTPOTUBOIOJOXHbBI KOHEL CTePKHS
(XBOCTOBOI IOMEH) TaKKe UMEET IJTOOYISIPHYIO CTPYKTYPY.

OnHako, 1Mo Mepe u3yyeHUsl 00JIbllIero Yucjia MOTOPHbBIX OEJIKOB,
0KazajloCh, YTO UX MOP(hOJIOTHSI OUeHb pa3HOoOpa3Ha. BHyTpu Kaxaoro
KJacca 6ejky 00J1agaloT pa3HOM CTENeHblo TOMOJIOTMH TI0 MOocJie0Ba-
TEJIbHOCTU aMMHOKHUCJIOT MOTOPHOTO JOMeHa. XBOCTOBBIE 00JIaCTH 3TUX
MOJIEKYJI CUJIbHO OTJIMYAIOTCS IO pa3Mepy, CTPYKTYpe U aMUHOKHUCIOTHOM
MOCJIeI0BAaTEIbHOCTU, OCOOEHHO 3TO KacaeTcsl KWHE3MHOB U MUO3UHOB.
CuuTaeTcsi, YTO MMEHHO XBOCTOBOI JOMEH OIpeeisieT Crieu(pUIHOCTh
B OTHOIIIEHUU TPy30B (MUTOXOHAPUIA, SHIOCOM, JIM30COM, BJIEMEHTOB
LIUTOCKEJIeTa U JIp.), IEPEHOCUMBIX JaHHBIM O€JIKOM.

KNMHE3WHDbI

[IpencraBuTeM 3TOrO CeMEWCTBa UTPAIOT BAXKHYIO POJTb BO MHOTHX
KJIETOYHBIX ITPOIIeCccax, BKITIOUast TPAHCIIOPT BHYTPUKIICTOYHBIX OpraHe T
[68], dopmMupoBaHMe BepeTeHa 1 Cerperaliiio XpOMOCOM BO BpeMsI MUTO3a
U Melio3a [45], perysiuyio KojmyecTBa MUKPOTPYOOU€eK, X IJTMHbI U IMHA-
mumyeckux cBoMcTB [ 38, 80, 171]. KuHe3uHbI 001a1a10T KOHCEPBATUBHBIM
MOTOPHBIM JOMEHOM [TMHOW OKOJIO 350 aMHMHOKMCIIOTHBIX OCTAaTKOB,
KOTOPBII COMEPKUT KATATUTUISCKUI IICHTP, OTBEYAIOIINH 3a THIPOJIA3
AT® u cBsI3BIBAHNE C MUKPOTPYOOUKAMU, U TIPUMBIKAIOIINIA K HEMY IIIeH -
HBII y4acToK, cocTosmuii u3 40 a.o. [201].
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Puc. 5. DnekrpoHHOMUKpOCKOTTMIecKre GoTorpadt OCHOBHBIX TpeICTaBUTEIei
ceMeiicTBa KUHE3UHOB (ciieBa). Macitad — 100 HM.

CxemaTtniecKye n300pakeHUsI TeX K¢ KWHE3MHOB, OCHOBAHHbIE Ha JAHHBIX 3JICKT-
POHHO MUKPOCKOITMY WJIH TIPEICKa3aHHbIE I10 IIEPBUYHOI CTPYKTYpe (cripaBa) [68].

[To nmonoxeHW1o MOTOPHOTO JIOMEHA B CEMENCTBE KUHE3UHOB BbIJIe-
JISIIOT TPU OCHOBHBIX THMA: N-TUM (MOTOPHBIN TOMEH HaXOAWUTCS Ha
NH,-koHLie MOsIeKyJIbI); M-THIT (MOTOPHBIIA IOMEH — ITOCEPEANHE MOJIE-
Kysbl) 1 C-tun (MoTopHbIii fomeH — Ha COOH-koH1e). K N-Tumny otHO-
carca cemeiicrea KHC, Unc104/KIF1, KIF3/KRP,, 1059 KIF4 u Klp67A.
CemeiictBo KIF2 otHOcuTcs K M-Tuny; K C-Tumny OTHOCSITCSI OeJIKU
cemeiictBa KIFC2/C3 (puc. 5).

beaku N-muna

K aTOMY TuUIly OTHOCUTCSI cCeMeCTBO OOBbIUHBIX KMHE3UHOB. Tpu
npencraButenst 3roro cemelictsa (KIFS5A, KIF5B, KIF5C) 6buin Haii-
JeHBI y MBITIIeii [4, 66, 67, 135] n nBa — y yeioBeka (HsuKHC nu HsnKHC)
[139, 141]; KIF5B u HsuKHC skcnpeccupyroTcsi BO MHOTUX TKaHSIX, B
to Bpems kak KIF5A, KIF5C u HsnKHC crietinduuHbl 11st HepBHOM
TKaHU.

HaubGosnee n3yyeHHOM SIBISIETCS MOJIeKYJIa OOBIYHOTO KMHE3MHa,
KIF5A, xotopast coctout u3 aByx Tsikesbix (120 k/1a) v AByX JIerKux uerei
(64 x/a) [15, 18, 175, 203]. MoneKkyany KMHE3MHA MOXHO TTOAEINTh Ha
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Tpu (yHKUMOHATbHbIE YacTU: N-KOHIIEBOI MOTOPHbI TIOMEH, KOTOPbIi
00paTHMO CBSI3bIBAETCS C MUKPOTPYOOUKAMU U ITpeBpalliaeT XUMUUYECKYIO
9HEPruio B ABMXKeHUe; C-KOHILIeBast YaCTb MOJIEKYJIbI, KOTOPasi BMECTe C
JIETKMMMU LIETISIMU OTBeYaeT 3a CBSI3bIBAHUE TPY30B, U COSIMHSIIOIINI UX
CTEepKHEBOI CyITepCIMpaIbHBIN JoMeH [69]. CylecTByeT HeCKOIBKO N30~
(opM JieTKuX 1ieTieli, KOTOpbIe yYacTBYIOT B ClIEIM(DUIYECKOM Y3HAaBaHUU
pa3nuuHbIX opraHes [87]. B MoTopHOM qoMeHe MOJIEKYJIbl BBIACISIOT
JIB€ OCHOBHbIE YaCTH: TJIOOYISIPHBIN JOMEH C KaTaIUTUUECKUM LIEHTPOM
(ox0:710 350 a.0.) OIMHAKOBBIM Y BCEX ITPEACTABUTENICH CEMEICTBA, U IICHHYIO
obnactb u3 40 a.o., npuierawomas K C-KOHILy TJIOOY/ISIpHOTO JOMeEHa.
IeitHast obyacTh, KOTOpasi OAMHAKOBA JIUIIIbL BHYTPU OMpPENeIeHHOTO
KMHE3MHOBOTO Kjlacca, BMECTe ¢ KaTaJuTUUYeCKUM JOMEHOM OTBevaeT 3a
JIBUKEHUE MOJIEKYJIbI. 3aTeM ciielyeT JJIMHHBIN O-CITUpaIbHbIA y4acToOK,
Ha3bIBaEMbIi CTEPKHEM, KOTOPBIU B IMMEPE KUHE3MHA UMEET CTPYKTYPY
cynep-crnupaiyd U CBSI3bIBA€T MOTOPHBIM IoMeH ¢ C-KOHIIEBOI YacTbiO
MOJIEKYJIbI, UMEIOILEel II100YISIpHYIO CTPYKTYpY [219].

PaGotbl o uccnenoBaHuo GyHKIMN KUHE3WHA CBUIETETLCTBYIOT O
TOM, UTO KMHE3UH — ILIIOC-KOHIIEBOI MOTOp, YUYaCTBYIOIIUI B TaKUX
TPaHCHOPTHBIX MTPOLIECCaX KaK aKCOHAJbHbIM aHTepOTrpajHbIi TPaHCTIOPT
(T.€. MPOMCXOSIINI OT LIgHTpa KJIeTKU K niepudepun) [51, 70]; TpaHcriopt
BE3UKYJI MeX1y armpaToM [obIKY 1 9HA0TIIa3MaTUIECKUM PETUKYITY-
MoM (ER) [110]; pacnipenenenue MmutoxoHapuii [ 193]; umnuHapuyeckoe
BBITATUBaHWE M30coM |72, 136] u Oa3omarepa bHBIN TPAHCIIOPT B
SIIUTEINAJIBHBIX KJIeTKax [98].

K xkune3nHam N-Tuma OTHOCSATCS TAKXKe TaK Ha3blBaeMble MOHOMEP-
HbIE MOTOPBI JJIS1 OBICTPOTO aHTEPOTPAIHOIO TPAHCIIOPTa — CEMEMCTBO
Unc104/KIF1. benox Uncl04 B C. elegance siBnsieTcs HEHpOH-CcHe LU~
(UUYHBIM MOTOPOM JIJISI aHTEPOTIPaHOTO TPaHCIIOPTAa CUHANTUYECKUX
BE3WKYJT BIOJIb AKCOHATTLHBIX MUKPOTPYOOUeK |60, 147]. [1pencraBuTenb
atoro cemelictBa, KIF1A, HaiineHHBIN B KJIE€TKaX MBI, IPeICTaBIIsSIeT
C00011 TTI00YJISIPHYIO MOJIEKYJTY AUaMeTpoM 14 HM, CYIIIECTBYIOIIYIO B BUIE
MoHoMepa [146]. KIF1A, crietimrdecKy 3KCITPECCUPYIOIIHUICS B Heii-
pOHax, SIBJISIETCSI CAMbIM OBICTPBIM MUKPOTPYOOUKOBBIM TLTIOC-KOHLIEBHIM
MOTOpoM y miiekonuTtatoiux (1,2—1,5 MKM/c in vitro), OCylLIECTBASIIOLLIUM
aHTeporpaaHbIil TpaHCTIOPT B akcoHax. Ipysom miasg KIF1A cayxut psin
MPeaIeCTBEHHUKOB CUHANTUYECKUX BE3UKYJI, COASPXKAIUX CUHAITO-
¢usuH, cuHanrorarMuH U Rab3A [146]. Emle oouH mpeacTaBUTENb
Unc104/KIF1 cemeiictBa — KIF1B — cayxut aj1s1 aHTepOrpaaHOro TpaHe-
nopta MmutoxoHapuii [ 137]. Takum oOpa3om, 6e1KK 3TOro ceMeicTBa yuacT-
BYIOT B TPAHCIIOPTE CUHANITUYECKUX Be3UKYJI U MUTOXOHIPUI B HEpOHaX.
o camoro nocJieAHero BpeMeHU CUUTaI0Ch, YUTO 3TO MOHOMEPHBIE TUTHOC-
KOHIIeBbIe MOTOPBI. OJTHAKO MEXaHU3M, COTJIaCHO KOTOPOMY 3TH OJTHOTO-
JIOBbIE MOTOPBI CLIOCOOHBI IBUTATHLCS BAOJb MUKPOTPYOOUEK, OCTaBaICs
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HesicHBIM. CIToc00 IToTTepeMeHHOTO CBSI3bIBAHMSI pa3HBIX TOJIOB C MUKPO-
TPYOOUKOI, TTPEUTOKEHHBIIM JUTS IBYDKEHUS TUMEPHBIX MOTOPOB [11, 67,
202], B aToM ciydae He ogxoawt. HegaBHo B 1abopaTopuu P. Baiina (Can
®panrmcko, CIIIA) 6610 MOKa3aHO, 9TO OEJTKU 3TOTO KJlacca, Kak M 0C-
TaJbHbIC KWHE3WHBI, (GYHKIIMOHUPYIOT B BUIIE AMMEPOB, HO JIETKO TTepe-
XOJSIT B MOHOMEpHOE cocTosiHue [196].

[Mpencrasurenu cemeiictBa KIF3/KRP,, 15 — 9TO IETEPOIMMEPHbIE
MOTOpHBI, KoTopble Takxke oTHocATcsl K N-tumny. KIF3A-KIF3B rerepo-
aumep cooupaetcs BMecTe ¢ 0esikoM KAP3 1 00pa3yeT retepoTpruMepHYIo
MoJieKyJy. Takoii 6e10K SIBJISIETCS TTI0C-KOHIIEBBIM MOTOPOM, MepeMe-
HIaloIMMUMcsT co ckopocThio 0,3 MkM/c [4, 66, 90, 217, 218]. KuHe3uHbI
3TOTO CEMEICTBA yIaCTBYIOT B AHTEPOTPaTHOM TPAHCIIOPTE MEMOPaHHBIX
opranesut, 90—160 HM B AMaMeTpe, OTIMIHBIX OT TPEIIIeCTBEHHUKOB
CUHANTUYECKUX BE3UKYJI U BE3NKYJI, TPAHCTIOPTUPYEMBIX IPYTUMH MOTO-
paMu, TaKUMU Kak oOblYHbINM KuHe3uH 1 KIF2 [90, 217].

Motopsi cemetictBa KIF4 [4, 66, 180] Ko-JTOKaM30BaHbI ¢ MEMOpaH-
HBIMM OpTraHeJJIaMK B KOHYce pocTa i depeHINPYIOIINXCS HEHPOHOB
1 B uMToriasme (pruopoodactoB. Bo Bpems mutoza KIF4 ko-nokanuszyercst
¢ MeMOpPaHHBIMU OpraHe/JIaMA B MUTOTUIECKOM BepeTeHe. TakuM oopa-
30M, 3TOT OEJIOK SIBJISIETCST TTIOC-KOHIIEBEIM MOTOPOM, YYaCTBYIOIIM B
TpaHCIIOPTe MEMOPaHHBIX OpraHeJUT B PaCTYIINX HEMPOHAX 1 IPYTUX KJIeT-
kax [180]. XpoMmokuHe3uH, KypuHbiii aHaor KIF4, MoxeT cBSI3bIBaThCS
C XpoMOCcOMaMU U (DYHKIIMOHUPOBATh Kak MUTOTUYecKUii MoTop ¢ JIHK
B BUe Kapro [209]. YuuteiBas To, utro KIF4 toxe conepxut JJHK-cBsi-
3bIBAIOLLIMIA JOMEH, CXOIHBIN C TAKOBBIM y XpoMoKuHe3nHa, KIF4 moxer
UMETb IOTTOJHUTEbHYIO (DYHKIIMIO, TaKylo Kak TpacropT MPHK B Heko-
TOPBIX BUIAaX M Ha Pa3HBIX 3TarlaX pa3BUTHS KIIETOK.

IMocaemamm motopoM N-trma seistetcst Klp67A n3 npo3opritbl. 1o
mnoc-koHueBoir Mmotop (0,05 MKM/C), KOTOPbIN (DYHKIIMOHUPYET BO
BpeMsI MATO3a M MOXET UTPaTh POJIb B JIOKATU3AIIMA MUTOXOHIPUN B
00J1acTH TTOJII0Ca MUTOTUYECKOTO BepeTeHa [ 149].

beaku M-muna

KIF2 (716 a.0., monekymsipHbIi Bec 80945) — eqMHCTBEHHEBII O€JI0K
W3 cylepceMeiicTBa KMHE3UHOB, TTpUHaajiexkamuii Kk M-tuny [4, 66].
N-koH1IeBOI JoMeH 13 189 aMMHOKUCIIOT 1 LIEHTPpaIbHBbII, TI0 BCell Bepo-
SITHOCTU MOTOPHBIN TOMEH, UMEIOT MPEANoJIOKUTEIbHO TJIO0YISIPHYIO
cTpykTypy, a COOH-KOHI1IeBOI Yy4acTOK 0OJIbIlIe} YaCThIO MpeacTaBieH
Ol-CIIpaibHBIMU ITocienoBarebHocTIMU. KIF2 o0pa3yeT romogumep —
MIOOYJISIPHYIO MOJIEKYJTy trnaMeTpoM okojio 16 um. KIF2, apngiommiics
TUTIOC-KOHILIEBBIM MOTOPOM, 9KCIIPECCUPYETCsI [TOYTU BO BCEX TKAHSIX, OCO-
OEHHO B pa3BMBAIOLLIMXCS aKCOHAX (TI0 MEPEe POCTa SKCIPECCUsI CHIKAETCS ).
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KIF2 tpancnoptupyet Be3aukysibl 100—120 HM B iuameTpe, JoKaIu30BaH-
HbI€ ITPEUMYILIECTBEHHO B KOHYCE pOCTa HEPOHOB.

beaku C-muna. Cemeiicmeo KIFC2/C3

MortopHbie 6e1ku 3Toro Tuna, ncd y apozoduiisl u Kar3 y npoxkeit,
y4acTBYIOT B MUTO3€ 1 Meiio3e [46, 118, 119, 121]. [IpeactaBuTen 3Toro
ceMelcTBa ABUraloTCsl B HaIrpaBJIeHUM MUHYC-KOHIIA MUKPOTPYOOUEK.
Monexynbsl KIFC2 00pa3yoT roMoguMep 1 JIOKaJIM30BaHbI B OCHOBHOM
B TeJle HePBHOM KJIETKU U IeHaApuTax [ 167]. [py3oM w1 HeTo ciy»KaT MeM-
OGpaHHBIE OpPraHe UTbI, HAITOMUHAIOIIME MYJTETUBE3UKYIISIpHBIC TeTbIa [ 167].

JWUHEWHDbI

CeMeiicTBO 3THX OETKOB COCTOUT M3 ABYX OCHOBHBIX KJIACCOB: aKCO-
HEMHBIX JTUMHEMHOB, IPU YYACTUU KOTOPBIX ITPOUCXOIST KOJIeOaTeIbHbIE
IBIDKEHUS peCHUYEK U KTYTUKOB [168, 189], 1 umuTOIIa3MaTUIeCKIX
ITWHEWHOB, KOTOPBIE B OOJIBITMHCTBE KJIETOK 00ECITeYNBaIOT OCHOBHBIE
THTIBI TPAHCIIOPTA OpTaHe T B HAIIPaBJICHMN MUHYC-KOHIIA MUKPOTPY-
oouek [30, 39, 132, 174, 178]. Lintoruia3sMaTIeCKMi JMHEMH TaKXKe yJacT-
BYeT BJIOKAIM3allli BHYTPUKIIETOYHBIX opraHesii [7, 33, 50, 73, 145], opra-
HU3alMU CUCTEMbI MUKPOTPYOOUEK B MHTEp(da3HbIX KJleTKax [92], coopke
U pa3lesieHn MUTOTHYECKOro arnaparta [44, 150, 171, 186, 200, 206].

OT IpyTX MOTOPHBIX O€TKOB JMHEWHBI OTNIAIOTCS OOTBIIIMMU Pa3-
MepaMU: UX TSDKEJIbIE LIETTH, AHAJIOTMUHbIE TTO (DYHKIIMSIM TSKEJTIM LIETISIM
KWHE3WHA ¥ MUO3WHA U CofiepKalllrie MOTOPHBIN JOMeH, mocTuTatoT 600
k/la. Best Mortekyira amHenHa COCTOUT 13 GOJTBIIIOTO YMCiIa CYyObe TMHUII C
cymMapHo#t Maccoii okosio 1.200 x/la (puc. 6). [Ipexnonaraercs, 4to
OOJIBILION pa3Mep TSKEJbIX LieTel JMHEMHA HEOOXO UM JIJIsT CBSI3bIBAH S
MHOTOUMCIIEHHBIX IMIPOMEXYTOUHBIX 1 JIETKUX 1IeTei aToro 6eaka. Poib
MHOI'MX KOMITIOHEHTOB ITOKA HESICHA W TIPEICTOUT BBISICHUTD UX yJacTUE
B PETYJISIIAM CBSI3BIBAHUS W TPAHCIIOpPTa Pa3IMYHBIX TPy30B. bobimoe
pazHooOpa3ue GYHKIIMOHATBHBIX 3a1a4 (HarpuMep, ObICTPBIN 1 MeIJICH-
HBII aKCOHAJBHBIN TPACIOPT) MOIpa3yMeBaeT HAIMINE HECKOIBKUX
UTOILIa3MaTHIeCKUX n3odopM. OmHaKO 10 HeMaBHETO BpeMEHU ObLia
M3y4eHa TOJIbKO OfAHa (hopMa IMTOIUIA3MATUIECKOTO TWHEWHA. DTOT
OOBIYHBIN IUTOIIa3MaTUUECKMi fuHenH (npyroe HazBanue — DHCla)
HaliIeH y Bcex 9yKapMoT 1 00pa3yeT IBYXToJ10BbIi roMmoauMep [ 140, 204].

[ToTHBII KOMITIEKC ITATOTUIa3MaTHIECKOTO TMHEMHA COCTOUT U3 IBYX
TsDKeJbIX 1ereit Mmaccoit 530 x/la, Tpex mpoMesKyTOYHBIX 1IeTieil Maccoi
74x]1a 1 4yeThIpeX JIETKUX MPOMEKYTOUHBIX IIeTTeid, oT 55 mo 60 k/1a |74,
112,148,174, 177, 178]. Kpome TOTr0, B COCTaBE MOJIEKY/IbI TMHEMHA O0HA-
pYXeHbI MHOTOUMCJICHHBIE JIeTKHe ey Maccoii oT 8 mo 10 kJla, coctaB
KOTOPBIX B Pa3HBIX ICTOUHMKAX CHJIBHO oTiInJaeTrcs [ 126]. OcHoBBIBasICh



Brympuxaemounwiii mpancnopm. Ilpunyunst pecyaayuu. 183

TAXenaqa uenb

Glued

b1 35Glued

NPOMEXYTO4YHas Lenb

nerkas npomMexyToyHasa uenb

ONHAMUTUH
KaNUpYyoLLMiA 6e1oK * CMeKTPUH

Arp1, akTuH

Puc. 6. Cxemarnyeckrie M300pakKeHUsT LIUTOILIA3MATUYECKOrO IMHENHA BMECTE C
JIMHAKTUHOBBIM KOMITJIEKCOM.

JIVHEeVH CBsI3aH C OpraHesUIaMy TP MTOMOLIH CJI0KHOTO KOMIUIEKCa, BKIIIOYAI0-
11IETO aHKUPUH, CIEKTPUH, Arpl-aKThH, AMHAMUTUH, p150 1 MpOMEXyTOUHYIO LIeTb

[65, 68].

Ha CPaBHEHUM TTEPBUYHOI CTPYKTYPHI TSIKEbIX LEeNel UTomia3MaT -
YECKOIo M aKCOHEMHOTO AMHEWHA, TPEIIOIAraeTcsl, 4To LIeHTPaIbHAsI 1
C-xoH1eBas 001acT 00pa3yIoT IJIOOY/ISIpPHBINA JOMEH, B3aUMO/ICIICTBYIO-
LI ¢ MUKPOTPYOOUKAMM 1 00JIa1aI0IIUil MEXaHO-XUMUYECKOM aKTUB-
HocThlo. UTo Kacaetcst N-KOHIIEBOM 00JIaCTH, TO CUMTAETCs, YTO OHA
SIBJISIETCSI MECTOM CBSI3bIBaHMS Ipy3a [47, 91,125, 222].

I[ToMUMO TTPOMEKYTOUHBIX U JIETKUX ITPOMEXKYTOUHBIX LIeTel, IIUTO-
IUIa3MaTUYECKU JUHEUH aCCOLIMUPOBAH C OEJIKOBBIM KOMILIEKCOM
IUHAKTHHOM |55, 173]. AnHakTiH BKiIodaeT 10 cyobemuauUIL: p150 Gued,
p1356ted (gapuanT p150 G4, crrenmmduyecknii s Mosra), p62, nnHa-
mutuH (p50), akTnHONOMOOHKIN OenoK 1 (Arpl), akTuH, cyObeaMHMUIIA
Ol-aKTUH-K3IHpYIolero oenka, p27 v p24 B crexuomerpun 1:1:1:4:9:1:1:1:1:1.
JAMHAKTUH HETTOCPEACTBEHHO B3aMMOJIEICTBYET C IMHEMHOBBIMU IIPOME-
KYTOUYHBIMU LENsSIMU MOCPEACTBOM BBICTYMNAKIIEe OOKOBOM 4acTH,
00pazoBaHHO# BOKpyr pl1509ted cyonenuuuibl [84, 185, 205]. Jdpyroii
CTPYKTYPHBII JOMEH IMHAKTUHA, 0a3UPYIOLIUICS HAa MUHUDUIaMEHTE
Arpl, ygacTByeT B CBSI3bIBAaHMU IMHEMHA ¢ Kapro [173].
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W3 6oee nozagaux padot [52, 195] crajio n3BECTHO O CyIIECTBOBAHMUU
psna n30¢hopPM TSKEITOH LIS IIATOTUIa3MaTHYECKOTO TMHEHA, BBITION -
HSIOIINX ITO-BUAMMOMY pa3HbIe 3agaur. Ha ceromHsHuii ieHb MIeHTH -
(pULIMPOBaHO HECKOIBKO TSIKEBIX IeTieil 3TOro Oejlka — JBe Y KPBIC
(CyDn u DLP4) [195], nBe y Mopckoro exxa (DHC1Au DHCI1B) [52] u
tpu — B kjeTtkax HelLa (DHCI1, DHC2 u DHC3) [199]. Tsxenbie nenu
00bIyHOTrO HuToriazMaruyeckoro auHernHa CyDn, DHCIA u DHCI1
spisitorest romosioramu; DLP4, DHC1B nu DHC2 takske ToMOI0TMYHBI
npyr apyry. DHC2 nokanuzoBaHa mperMMyllieCTBEHHO B annapate [oJib-
kU, BTO BpeMsi Kak DHC3 accolimnpoBaH ¢ HEM3BECTHBIMU MOKA CTPYK-
Typamu [199]. MUnenTrdukaiyst HOBbIX U30(DOPM LIMTOTLIA3MATUUECKOTO
IMHEWHA, UMEIOIIMX CIIe(UIeCKYI0 JIOKATU3ALUIO BHYTPY KJIeTKH [35],
TTOATBEPKAAET TUITOTE3Y O (PYHKIIMOHATBHOM CITelIMaT3alliy IIUTOTLIA3-
MaTHIECKHX TMHEMHOB M aKCOHeMHBIe N30 opMel. [To-BuarMoMmy, ITomo6HO
TIpEeICTAaBUTEIISIM CeMelCTBAa KWHE3WMHOB, TMHEWHBI, COJIEPKAIINe pa3HbIe
“30(hopMbI, OTBEUAIOT 32 TPAHCIIOPT PA3JIMUHbBIX OPraHeJI.

MHWO3NHBI

MoTopHBIe OEJIKM 5TOT0 CEMECTBA CBSI3aHbI C AKTMHOBBIMU MUKPO-
puIaMeHTaMU U yYaCTBYIOT B pa3HbIX (DOPMax ABIKEHUST 3yKapUOTHUIEC-
KUX KJIETOK, TAKMX KaK IIMTOKMHE3, (DaromMTo3, pOCT KOHyca IIPU POCTe
aKcoHa, coxpaHeHHue (HOPMBI KIETKH, TPAHCIIOPT OpraHeUT U YacTHII.
OcTaHOBMMCSI Ha TPAHCITOPTHOM (PYHKITUM 3TOTO Kj1acca 6es1koB. [1epBbiM
SKCIEPUMEHTAIBHBIM MOATBEPXKICHUEM YIACTUS aKTUHA B TPAHCIIOPTE
opraHeJlI B KJIeTKaX KMBOTHBIX cTayia padoTta Ky3Hewona ¢ coaBt. [97].
[Mocnemyrorre paboOTHI APYTUX JIAOOPATOPHI TTOKA3aJIN, YTO B HEMPOHaX
BHYTPUKJIETOYHbIE YACTULILI CITOCOOHBI ABUTAaThCS BIOJIb AKTMHOBBIX
¢rIaMeHTOB B JJaMEJUIOTIOAMM KOHYyca pocTa akcoHa [130], a Takke 4To
TPacToOpT SHAOILIA3MATHIECKOTO PETUKYIyMa M CHHATITUIECKHUX BE3UKYJT
B 9TUX KJIETKAX TaK3Ke SIBJISIETCS aKTUH-3aBUCUMBIM [ 19,48, 154, 191, 192].
Ha ceromHsHuii feHb CyIIECTBYET MHOTO PUMEPOB AKTUH-3aBUCUMOTO
TPAHCIIOPTA OPraHeJII M B APYTUX TUIAX KUBOTHBIX KJIETOK: TPAHCIOPT
MeJTaHOCOM B TTMTMEHTHBIX KJIETKAX ITO3BOHOYHBIX [ 161, 163, 215], TpaHC-
MOPT MUTOXOHAPHIA B LIEJIOMOLIUTAX MOPCKOTO e3ka [95], TpaHCIIoOpT rpaHyJ1
B CUHIIUTUIAHOM O1acToaepMe B 9MOproHax apo3oduis [ 123, 124], a3k30-
LIMTO3 BE3UKYJI B SIIUTEINAIbHBIX KileTKax KuineyHuka [50]. Heooxomumo
OTMETHUTD, YTO BO BCEX YKA3AHHBIX CJTyUasiX TPAHCIIOPT UAET KaK I10 aKTH -
HOBBIM (pHJITAMEHTAM € y4aCTHUEM MUO3UHOB, TAK U IO MUKPOTPYOOUKAM.

[MprHamIEeXKHOCTH K MIO3MHOBOMY CYIIEPCEMENCTBY OIpeIessIeTCs
HaJIMYUEM TSDKEJIOM LIETH ¢ KOHCEPBATUBHBIM KATATUTUIECKIM JOMEHOM
80k/la (puc. 7). M3BecTHO 15 Ki1accoB TsKeNbIX 1erneil MuosuHa [10],
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C-KoHel,
N-koHeL,

LLIENHBbI OOMEH

/ MUO3UH |
XBOCT

CTepXeHb

MUO3UH

MUO3UH V

MNO3UH VI

Puc. 7. CxemaTtuueckue n300paxxeHus] MUO3UHOB, MPUHUMAIOIIUX yyacTUe B
TpaHCIIOpPTE OpraHesLI.

OTH GeJIKU 10 CTPOEHUIO CXOTHbI C KWHE3UHAMU U COCTOSIT U3 MOTOPHOTO IOMEHA,
IIEMHOTO yyacTKa, CyMep-CIUpPaJibHOrO CTEPXKHS U TJOOYJISIPHOTO XBOCTOBOTO
JloMeHa. Jlerkue 1enu MUO3MHOB CBSI3bIBAIOTCS C UX II€MHbIMU yyacTkaMu [157].

Kjaccu(UKaALMSI KOTOPLIX OCHOBBIBAETCSI HA CXOJCTBE MOC/IEI0BATE b-
HocTeit MoTopHOro gomeHa [20, 28]. Bce mpeacraBurenu cyrepceMeiicTBa
MMEIOT CXOIHOE CTPOSHWE MOTOPHOTO JOMeHa, HO BHYTPH Kiacca
TOMOJIOTHSI HauOoJIbIIas. B 00IbIIMHCTBE MUO3UHOB 33 KATAIUTUYECKUM
JIOMEHOM CJIEYET O-CITUPATbHbBIN YYACTOK JIJISI CBSI3bIBAHMST JIETKUX LICTICH.
Kpowme Toro, moutit Bce MUO3MHBI IMetoT C-KOHIIEBOI XBOCT 1/MTi N-KOH-
LIEBOE MPOJOJIKEHUE LIeMU, KOTOpPhIe, MMO-BUAMMOMY, 1 00eCIeunBaioT
TaKue KJjiacc-creln@uuecKre CBOMCTBA, KaK CBS3bIBAHKE MeMOpaH 1
MPOTEUHKWHA3HASI AaKTUBHOCTD.
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Muosun I

[MepBBIMU Ccpen MUO3WHOB, BOBIIEYCHBIX B TPAHCIIOPT OPTraHEI,
ObUIM UIEHTU(MUIIMPOBaHBI MUHU-MUO3UHBI | Kinacca. B nabopatopuu
T. IMonnapaa [2] 66110 MOKa3aHO, YTO ABUKEHUE, BbIICJIEHHBIX U3 Acan-
thamoeba, opraHes BIOJb aKTUHA [N Vifro MOXHO UHIMOMPOBATH C
TTOMOIIIBIO OJIOKMPYIOIINX (DYHKIIMIO aHTUTEI ITPOTUB MUo31Ha I. MoTophl
3TOTO KJ1acca SIBJISIIOTCSl MOHOMEPaMM M COCTOSIT U3 TSIKEJION LT, UMEIo-
meit motekynsipHblii Bec 110—130 x/1a, 1 OT OIHOIM 10 LIECTH KaJIbMOMY -
JIMHOBBIX JIETKUX 1IeTieit. XBOCTOBBIE 00JIaCTH Pa3TMIHBIX N30(POPM TsIKe-
JIBIX HeTIe OTIIMYAIOTCS 110 JUTMHE U aMIHOKMCIIOTHOM TTOCIIe0BaTE b~
HocTH. MHOXeCTBeHHBIe N30(DOPMBI MUO3MHOB | KJ1acca MOTYT BO3HH-
KaTh B pe3yJIbTaTe aJlbTepHATUBHOTO CIIaiiciHTa [63]. DTOT Kitacc MyO-
3WHOB MOAPa3AeIsieTcs Ha YeThIpe MoKIacca B COOTBETCTBUM C TOMOJIO-
ruei BHyTpU rojloBHOro gromeHa [32].

Muoszun 11

Hpyroii kiacc aToro cyrnepcemeiicTsa 0opasyroT Muo3uHsl I, B cocraB
KOTOPBIX BXOJSIT OOBIYHBII MM MBIIIIEYHbBIII MUO3UH 1 €T0 OJIVDKANUIITNi
aHaJIor U3 HeMbIllIeuHbIX KJIeToK. [TpencraBures 3Toro Kjacca urpatrot
BaXKHYIO POJIb B TAKMX Mpolieccax Kak IMTOKUHE3, yCTAaHOBJIEHUE MOJIsSIp-
HOCTHU KJIETKU U KjieTouHas Murpanys. M3 HenaBHUX paboT CTajio U3BECTHO,
yto Muo3uH Il yuacTByeT Takke B TpaHCIIOpPTe OpraHesul. bblio mokasaHo,
YTO 3TOT MOTOP accouuupoBaH ¢ TpaHc-Tonpmxku (TGN) u HeoOxoauMm
1151 (hoopMUpoBaHUs OazosaTepaibHbIX TPAHCIIOPTHBIX BE3UKYJT; ITO/IaBJIe-
Hue AT®-a3HOoIT aKTUBHOCTY MOTOPa MHTMOUpYeT 3ToT npouecc [133, 187].

Muoszunbl I cocTosiT U3 ABYX TsiKebIX Lerneit maccoii 240 kJla u 1Byx
nap Jierkux Herei (15—20 k/1a). B Tsxesnoit Lienu BbAEJSIIOT Ba OCHOB-
HBIX JoMeHa — N-KOHIIEBOI JOMEH 0K0JIO 95 k/1a, KOTOpBIi UMEET CaliThI
cBa3bIBaHMs 1)1 ATMD, akTrHA U JIeTKUX 1eneif, 1 C-KOHILIEBOM XBOCTOBOI
JIOMEH, KOTOPbIi1 00pa3yeT JUIMHHYIO CITUPab-CITUPATbHYIO CTPYKTYDY.
TonoBHOI TOMEH OTBeUaeT 32 MOTOPHYIO (DYHKIIMIO, 8 XBOCTOBOI HEOOXO-
JIIM JUTSI B3AUMOJIECTBUS C IPYTUMMI MOJIEKYJIaMU MUO3WHA TTpY (POPMMU -
PpOBaHUS OUITOJISIPHBIX TOJICTBIX (PUJIAMEHTOB.

Muosun V

B HacTostIee BpeMs MpUHSITO CUNTATh, YTO [IEHTPATEHYIO POJTh B MAO-
3MTHOBOM TPAHCIIOPTE OPTaHEe T 3aHUMAIOT TIPEJICTaBUTENIN KITacca MAO-
3uHa V. OHU COCTOSIT U3 ABYX TsLKeJbIX Leneit u 12 gerkux [29]. Ctpyk-
TYPHO MOJICKYITY TSDKEJIOM LIETT MOXHO TTOIEJTUTH Ha TP ToMeHa: N-KOH-
11eBasi TIIOOYJIIpHasi TOJIOBA, O/-CITHpaTbHA IIIesT M CITUPaTb-CITUPATbHBII
CTepXXHEBOM JOMEH, 3aKaHUMBAOIIHUICS TI00yIIpHBIM C-KOHIIEBBIM
JIOMEHOM, KOTOPBIN TIPEAITOIOKUTETHHO SIBIISICTCSI MECTOM CBSI3BIBAHUS
Kapro [27, 156, 176, 215].
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Jlydiire Bcero oxapakTepru30BaHBI MHO3WHBI V KJlacca, BhIIEJICHHbBIC
13 KypuHoro Mo3ara [29]. DTot 6e10K, Ha3BaHHbII MUO3UHOM Va, OTJIu-
JaeTcsT OT APYTUX MpeACTaBUTeNIeil ceMelicTBa BBICOKMM CPOICTBOM K
aktuHy B mipucytctBuu AT® [138] u MoXeT OBITh CBSI3aH C aKTMHOM
6ompiryio yacte ATd®-a3zHoro nukia |76, 104]. DTo cBOMCTBO JTaHHOTO
MOTOpa YMEHBIIIAeT BEPOSATHOCTD TOTO, YTO OpTaHeJIa MOXKeT COCKOYUTh
C aKTMHOBOTO TpeKa B (ha3e IIMKIIa, KOTIa MOTOp He TIPUKPETUICH K aKTHHY.
Hnst MuosuHoB 11 Kimacca, y9acTBYIOIINX B COKpAIleHUH, a He B TPaHC-
ITOpTE OpraHeslUT, TAKMX IPo0IeM He BO3HUKAET, ITOCKOIbKY OHM HAXOISITCS
B cocTaBe OOJBIINX HAIMOJEKYJISIPHBIX KOMIUIEKCOB (TOJICTHIE (hria-
MeHThI). TakuM 00pa3oM, Bceraa MMeeTCsl HECKOJIbKO MMO3MHOB KJlacca
I1, cBs13aHHBIX ¢ akTMHOM. Y1cio Muo3uHOB V Kj1acca, OMHOBPEMEHHO
B3aMMOJIEICTBYIOIINX C aKTHHOM, HaMHOTO MeHbIle. Kak oTMedanoch
BBIIIIe, MMO3UH V sBJIsieTCs tuMepoM. [1pu IBIKEHUH BIOJTb AKTMHA OTUH
13 MOTOPHBIX JOMEHOB MOXET OBITh CBSI3aH C aKTHHOM, B TO BpeMsI KaK
npyroii HeT. TaknM 006pa3oM, oHa AMMepHast MOJIEKYJIa MUO3MHA V MOKET
JIBUATAThCS BIOJb AKTUHOBOI HUTH TIOTIEPEMEHHO CBS3BIBAsSICh C aAKTUHOM
TO OITHUM JIOMEHOM, TO IpyruM. JIJTTHAa MUO3WHOBO IIEH, O-CITUPATbHOTO
y4JacTKa, COSIUHSIONIEr0 MOTOP ¢ IMMEPU30BaHHBIM XBOCTOM, UTPACT
BaXKHYIO POJIb B 3TOM MeXaHu3Me. Muo3uHbI V Ki1acca UMeroT 0oJiee TUH-
HBIE IIeITHBIe YIaCTKHU 110 CpaBHEHMIO ¢ Muo3nHaMu 11 kiacca, moatomy
CUMTAETCS, YTO OHU TIepeMelIaroTcs 0ojiee JUIMHHBIMY IIaraMy BIOJb
AKTMHOBBIX (puaMeHTOB [20].

MuosuH V y9acTByeT B TpaHCITOPTE MeJIaHOCOM B MeJlaHO(hopax Xeno-
pus M MBILIIMHBIX MestaHouTax [155, 163,164, 215]. Kpome Toro, ¢ ygac-
THEM MUO3WHAa Va IMMPONCXOIUT TAKKe TPAHCIIOPT OpTaHesUT B HEMpOHax.
JaHHbBIE MCCIIeIOBAaHUIM 3JIEKTPOHHOM MIUKPOCKOITHY KJIeTOK [TypKiHbe,
B3SITHIX Y HOKAyTHBIX IT0 MIO3WMHY Va MBIIIIeii, yKa3bIBaIOT Ha TO, UTO TJIal-
KW SHIOIIIa3MaTHYECKIIA PETUKYJIYM He BHITSITUBACTCS B ICHIPUTHBIC
OTPOCTKHM, KaK 3TO IIPOUCXOAUT B MbIIax guKkoro tuia [192]. [TokazaHo
TaKXe, YTO MHO3MH Va acCOIMMPYETCST ¢ CMHANITUYECKUMU Be3UKYIaMu
W TPaHCIIOPTUPYET MX Yepe3 6oraThie aKTMHOM 00JIaCTH K cHarcy |19,
154]. Apyroii 6es10K, Muo3uH Vb, KO-JT0KaIU3yeTCs C SHAOCOMAaMU B IMOJISI-
PU30BaHHBIX M HETIOJIIPM30BaHHBIX KJIETKAX W, BO3MOXKHO, UTPAeT POJIb
B LIMKJIe KOMIIOHEHTOB IIJIa3MaTh4ecKoil MeMopaHsbI [96]. CyliecTByer,
10 KpaifHel Mepe, eIie a1Ba Imoakiacca, (GyHKIIMY KOTOPBIX el He MIeH-
TUdULMpPOBaHbI [223].

Muosun VI

Muo3sunsbl VI kiacca Takke Y4aCTBYIOT BO BHYTPUKJIIETOYHOM TPAHC-
IIOPTE, XOTA X (bYHKL[I/II/I CIIC HEJOCTATOYHO XOPOIIO M3YyYCHEI. B oymune
OT APYIT'UX MUO3UHOB, MUO3H VI JBUTaCTCA B HAITPABJICHNM MMHYC KOHLIA
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AKTUHOBBIX (DWIIAMEHTOB in vitro [23, 63]. DTOT MOTOp 3KCIIpeCcCUpyeTCs
BO MHOT'MX TKaHSIX U CYIIECTBYET B BUie U30(hOpM, KOTOPbIe 00pa3yroTcst
B XOJIe aJlbTepHATUBHOTO cIiialicuHra. B Mmonekysne muosuna VI Beinensitor
TP CTPYKTYPHBIX JOMEHA: TOJIOBHOM, IIEHBIN 1 XBOCTOBOI [63]. DTOT
0eJ10K, B OTJIMYME OT IPYTUX U3BECTHBIX MUO3MHOB, UMEET BCTaBKY U3 53
aMMHOKUCJIOT MEX/1y TOJIOBHBIM U LIEMHBIM ToMeHamu [212]. CuuTaercsl,
YTO MMEHHO 3Ta BCTaBKa 00ecIieurBaeT HalpaBieHUe JBUXKEHUS B CTO-
POHY MUHYC-KOH1Ia aKTUHOBBIX (prj1aMeHTOB, HabTto1aeMoe JIJ1sl MUO3MHa
VI1[212]. C-kKoHel XBOCTOBOTO JOMEHA UMEET IJIO0YJIIpPHOE CTPOSHHE, a
7151 ero nepudepuruecKkoii YacTu MpejcKazaHa oi-CrupajibHasi CTpyKTypa,
KOTOpasi M03BoJIslJIa Obl 00pa30BbIBATh AUMED.

TakuM 06pa3oM, HAJIMYKE B KJIETKaX MHOKECTBA MOTOPHBIX OEJTKOB,
COCTaBJISTIOIINX TPH OOJTBIINX CyTiepceMeCTBa, BKITIOYAIIIMX B Ce0sT TIpeI-
CTaBUTEJICH, OTIIMYAIONINXCS KaK 1o (hopMe, TaK U 10 (DyHKIIUSIM, OTpa-
3KaeT TO OTPOMHOE MHOT0OOpa3ne MPoIeCcCOB, KOTOPHIE MTPOUCXOIST B
KJIETKaX 1 TPEeOYIOT ITOCTOSTHHOTO IMepeMEeIeHUS Pa3TNIHbBIX KJIETOYHBIX
KOMITOHeHTOB. C JIpyroii CTOPOHBI SICHO, UTO IS KOOPAWHUPOBAHMS
paboTHI BCETO 3TOTO MHOXKECTBA MOTOPHBIX OEJIKOB HEOOXOIMMa COBEp-
IIeHHAsT CUCTeMa PeTYIISIIIAN.

IV. PETYVJIAIUA MOTOPHBIX BEJIKOB

MortopHbie 6eJKM — 3TO (hepMEHTHI, KaTaIM3UPYIOIlue peakiiui,
pe3yIBTaTOM KOTOPHBIX SIBJISIETCS MpeBpalieHne sHeprun AT B MexaHU -
YyecKoe IBUXKEHUE OpraHeslT BA0JIb aKTUHOBBIX (DMIIaMEHTOB UJIK MUKPO-
TpyboueK. MOTOPHBII TOMEH CBSI3bIBA€T LIMTOCKENETHBIE CTPYKTYPHI U
AT® u reHepupyeT CUITY IJIsT IBIDKEHUS, 2 XBOCTOBOI TOMEH CBSI3bIBACT
I'py3 U OTIpeAeIsieT, TAKUM 00pa3oM, OMOJOTHUUECKYO (DYHKIIWIO JAHHOTO
MoTopa B kjieTke. CylliecTByeT MHOTO pa3JMYHbBINA MyTel Peryasiiuu
MOTOPHBIX O€JIKOB: PEeTyJIsIus UX (DePMEHTHON aKTUBHOCTH,, PETYJISILINS
UX CPOACTBA K TPY3Y, PETYJISILUS UX CPOACTBA K LIUTOCKEJIETHBIM CTPYKTY-
paM, a TaKxKe peryJisiius uX ypoBHs B KieTkax. [IpuyemM B OOIbITUHCTBE
cJlyJaeB 3a7efiCTBOBaHO Cpa3y HECKOJIBKO ITyTel peryisiiuu 3TUX OeJKOB.

Baxneriimm HaboaeHEM, CAeJaHHBIM B XO1€ U3YYeHUS PETyIsiLiuU
MOTOPHBIX OEJIKOB, OBLIO TO, YTO OHU YaCTO 00pa3yloT KOMILJIEKCHI C
M3BECTHBIMU KOMITOHEHTAMU CUCTEM Tiepeaauu curHajioB. Cpeay Takux
YUaCTHUKOB PETYJISITOPHBIX KacKaloB ObLIM OOHAPY>KEHbI MPOTEUHKU-
Ha3kbl, pocdarassl 1 Masibie G-6eaku. CBsI3b C HUMU MOTOPHBIX O€JIKOB
MOXET 00ecreunTh 3P MEKTUBHYIO PETYJISILIMIO TPAHCTIOPTHBIX ITPOLIECCOB
B OTBET Ha pa3jMYHbIe BHELIHUE CUTHAIBI. OJHUM U3 TIPUMEPOB TaKOM
peryasiiuu sipisieTcst pocopunmpoBaHue.
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PEI'VJIALIMA ITIOCPEACTBOM ©®OCOOPUTINPOBAHUA

Kunesunui

Campble TiepBBIe paOOTBI ITO U3YIEHUIO PETYJISIIMA AKTUBHOCTH MOTOP-
HbIX OEJIKOB OBbLIM MOCBSIIEHbI (hOCHOPUINPOBAHUIO OOBIKHOBEHHOTO
kuHe3uHa [71, 170]. @ochopunuposanne KHC in vitro mocpeactsoM
cAMP-3aBucumoii nporenHkuHasbl (PKA) ymeHblano cBs3biBaHUE
MOTOpa ¢ CMHANITHYECKUMU Be3UKYJIaMH. Kpome Toro, Be3uKyJIbl, penH-
KyOorpoBaHHBIE ¢ (hOChHOPIITMPOBAHHBIM KMTHE3MHOM, XYK€ CBSI3bIBAJINCH
C MUKPOTPYOOUYKAMU YeM BE3UKYJIBI, IPEMHKYOMpPOBaHHBIE ¢ Hehocho-
PUJIMPOBAHHBIM KMHEe3UHOM [170]. XOTs1 3TH 1aHHbBIE yKa3bIBalu Ha TO,
yT0 hocoprmmpoBaHre KMHE3WHA CHIKAET MOABUKHOCTD BE3UKYII,
HaOJIloIeHNsI, CAeIaHHbIe in Vivo, CBUIETENbCTBYIOT 00 oOpaTHOM. Pa3-
JieJIeHne CBI3aHHOM ¢ MeMOpaHaMM 1 paCTBOPUMOI (ppaKkInii KWHEe3WHA
B TOMOTeHATaX CUMIIaTUIECKUX HEMPOHOB TTOKA3aJio, YTO MeMOpaHHast
(bpakiis, KoTopas IBISIeTCS aKTUBHOI, CONEPXKUT OOJIBIIEI 9aCThIO (hoC-
dopumposannyio Tsekenyto uenb (KHC), B To BpeMs Kak pacTBopruMast
(paxims pochopuirpoBaHa B MeHbliiei crerenu [101]. OueBuaHoe mpo-
TUBOPEYUE MEXKILY PE3YJIBTATAMU, IIOJYYEHHBIMU iR Vitro U in vivo, MOX-
HO 0OBSICHUTB TeM, uTo hocchopunupoBaHue rnpu nomoiiu PKA in vitro
He BOCITPOM3BOAUT COOBITHS, TPOUCXOSIIINE B XKUBOM KJleTKe. [leiicTBH-
TEITBHO, SKCIIEPUMEHTHI 10 (pocOTTENITHIHOMY KapTHPOBAHUIO KIHE3MHA
B pa6ore I1. Xomnenoeka [71] mokasaiu, 9To Ipy HOCT-JIM3UCHOM ITPOTE-
WHKWHA3HOM peakIINy TsSoKeJTble U JIETKIe e KWHe3WHa MOTYT (ocdo-
PUJIMPOBATHLCS B MECTaX, KOTOPHBIE in vivo He (hochOpUIUpPYIOTCS.

B mTos1pm30BaHHBIX SMUTEINATBHBIX KJIETKax (hochOopuInpoBaHue
KWHE3WHA KOPPETUPYeT C YBEIMUYSHNEM CBSI3BIBAHUS €TO C BE3UKYIaMu
¥ TIOBBITIIEHHOM MOTOPHOM aKTUBHOCTHIO. Tak, B CEKPETOPHBIX KJIETKAX
MOKETYIOYHOM Kese3bl (pochopuinpoBaHUE KMHE3MHA COTTPOBOXKIA-
eTCsl yBeJTMISHMEM JOJIM KWHE3WHA, aCCOLIMMPOBAHHOTO C 3MMOT€HOBBIMU
TpaHyJIaMH B OTBET Ha CEKPeTOPHBIH cTiMyII [ 116]. B cekpeTopHBIX KiTeT-
Kax M3 CJIE3HBIX XeJle3, CTUMYIISIINS CEKPEIINT KOPPEIUPYET C YBETIe-
HHUEM aKTUBHOCTH KMHE3WHA, I3MEPEHHOI TP ITOMOIIN KMHE3WH-3aBH -
CUMOTO CKOJIBXXEHUS MUKPOTPYOOUEK in vitro [61].

DochoprmpoBaHNe JTETKUX LIeTIeit TaKKe MOKET BIUSATH Ha aKTHB-
HOCTb KMHe3rHa. [unep-dochopuanpoBaHue KWHE3MH-aCCOLIMMPOBAH-
HBIX O€JIKOB, BEI3bIBAEMOE 00pabOTKO INTO301s1 (pOPOOIACTOB OKamae-
BOI KMCJIOTOM (MHruouTop gocdaras), KOppearupoBajo C yBeIndeHIEM
KWHE3UH-3aBUCUMOTO ABVXKEHMS BE3UKYJ i1 Vitro, a TAKXKE C YBEJIMUCHUEM
AKTUBHOCTU KMHE3WHA TIPU CKOJIbXEHNN MUKPOTPYOOUEK IO CTEKITY
[120]. B mocienyroiux aKcrepuMeHTax ObLIO MOKa3aHo, YTO KUHE3UH
TIPH OYMCTKE M3 IKCTpaKTa (pruOPOOIACTOB BEIIEISETCS BMECTE C IBYMST
OenkaMmu: mpoTenHKMHAa30i ¢ Maccoii 100 x[a u docdaTazoit 1 Tuma c
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Maccoit 150 k/1a [109]. Dtu 6e1ku yyactBoBaiu B HochOpUIMpOBaHUU U
nedochopuiupoBanun 79 kda nzohopmbl JIeTKUX Lienield KWHe3nHa,
KOTOpasi ObLIa eMMHCTBEHHBIM OSJIKOM B OUUIIICHHOM (PpaKIIN1 MOTOPOB,
dbochopunmpyronmMes Ipu MHKYOAINY ¢ OKalaeBo KUCTOTOM.

M3BecTHO, uTo MpoTeMHKMHA3bI U (hochaTasbl IOKATU30BaHbI OObIYHO
B HETMOCPEICTBEHHOM 01M30CTH ¢ cydocTpaTaMu. MHorue (hepMeHThbI 9TUX
THUTIOB UMEIOT IO HECKOJIBKO MOTEHIINATBHBIX OSJTKOB-MUIIICHEWH W IS
y4acTUsl B peryjsiliui Kakoro-To ornpenejeHHoro 6eaka KuHaza/gocdo-
Tasza JOJDKHA OBITH JIOKAJIM30BaHa B ompeaeieHHOM Mecte. [Ipumepom
TaKOM JIoKaau3aluu MoxeT cliykuTh cBs3biBaHue PKA u PKC (npotenH-
knHa3 A u C) ¢ MeMOpaHHBIMH CTPYKTYPaM#, KOTOPOE MPEAIIeCTBYET UX
B3aMMOJIEMCTBUIO C pa3anyHbiMuU cyocTtpatamu [31, 37, 129]. Kunesun
Tak>Ke CIocOOeH acCOLIMUPOBAThCs ¢ KMHa3aMu/ocdarazaMu, OJHAKO
POJIb 3THX B3aMOAECTBUI B pETYJISIIIMI He Bcera n3BecTHa. B HekoTo-
PBIX CJTydasix acCOLMUPOBAHHAs ¢ KHHE3MHOM KMHa3a/¢ocdaraza yyact-
BYeT B PeryJIIIINA KWHE3WHA, B IPYTUX CIIyJasiXx CUTHATbHBIEC MOJIEKYITBI
OYEBHIHO MCTIOIB3YIOT KWHE3WH B KAUeCTBE TPAHCIIOPTHOTO CPEICTBA TSI
UX CITen(UIeCKOM TOCTaBKY M ACCTBUS Ha JIOKATM30BaHHBIH CyOCTpAaT.

IMpencraBuresns cemeiicTBa bimC U3 yesloBeueCKMX KJIETOK — 0eJIoK
Eg5 — dochopunupyercst Bo BpeMsi MUTO3a 110 OCTaTKY TPeOHMHA B TaK
HaszbiBaeMoM bimC 6okce, pacnojioxkeHHOM B C-KOHIIEBOM y4acTKe MoJie-
Ky, KpoMme Toro GbITO TTOKa3aHO, YTO 3TOT Ke OCTaTOK (ochoprm-
pyercst in vivo p34cdc2 kuHazoii [13]. 3ameHa 3Toro TpeoHrnHa Ha Heoc-
oprmupyeMbIit aJJaHWH TTPUBOAUT K HAPYIICHUIO JIoKanu3amuu Eg5 B
BepeTeHe IeIeHNs, B TO BpeMs KaK 3aMeHa TpeOHWHA Ha CEpHH 3Ty JIoKa-
JI3ALIAIO COXpaHsIa, CBUACTEIBLCTBYS TEM CaMbIM, 9TO (DOCHOPHIHPO-
Banue Eg5 mpuBomuT K ero joKajan3amnuu B BepeTeHe aejaeHus [13, 172].
MmMmyHodbayopecueHTHBIE onbITel Ha KLP61F 13 npo3odunsr (apyroit
npenctaBuTeab bimC KMHE3MHOBOIO ceMeicTBa) ¢ UCMOJIb30BaHEM
aHTUTEN MPOTUB (hochopuarpoBaHHoro bimC 6okca TakKe oKa3ali,
YTO B BepeTeHe MPUCYTCTBYET TOJBKO (pochOopMInpoBaHHBIM MOTOp, a
HedochopunupoBaHHbiii HeT [181]. B Monekyne EgS 6bu1 unenTuduim-
POBaH ellle OIVH CailT, KOTOPHIi MOXeT (pocopmnmpoBathes in vitro pEg2
KIHA301i, HeOOXOIUMOI TP cO0pKe BepeTeHa e IeHHS B 9KCTaKTaxX Xeno-
pus |53, 165]. Eg5 u pEg2 xonokanun3ylorcsa B 00JaCTH LIETPOCOMBI B
rmpodase 1 o3xe B MUTO3¢ Ha ITOJTI0CaX MUKPOTPYOOIKOBOTO BepeTeHa.
Eg5 ummyHnonpeuunutupyetcs ¢ pEg2, a takke cBsa3biBaeT pEg2 in vitro
[53]. O6a 6enka HeoOXOIMMEI [1J1s1 COOPKM BepeTeHa B 9KCTPAKTax Xenopus,
npearoJarasi, Takum oopaszoM, uyto pEg2 cmocobeH peryiuponath Eg5 B
3TOM TIpoIiecce.

Kunesnn CENP-E Bo Bpemst Muto3a dpochopuimpyeres in vivo 1o
YeTBIpEM aMUHOKHWCIIOTHBIM ocTaTkaM Ha C-KOHIIEBOM yJacTKe MoJie-
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Kyibel [106]. DTa 9acTh MOJIEKYJIBI CITOCOOHA CBSI3BIBATLCSI C MUKPOTPY-
0oukaMu in vitro, 1 pochopuIMpoBaHNE NHTUOMPYET 3TO CBSI3bIBAHUE
[106]. MuToreH-akTuBMpYyeMast ipoterHKrHa3a (MAP kuHaza) n p34cdc?2
kuHaza pochopunupyror CENP-E in vitro o Bcem yeTbipeM ocTaTKam
CO CXOIHOM KMHETUKOM U M30MpaTesIbHOCTRIO [ 106, 221], oqHAKO ocTaeTcst
HEU3BECTHBLIM KaKasl 13 3Tux KuHas ¢pocpopuaupyer CENP-E in vivo. B
pa6ore JIsio ¢ coast. [ 106] BbICKa3aHO MPEAIION0KEHNE O TOM, uTO p34cdc2
ochopunupyer CENP-E u nogasisieT ero B3auMoeiicTBUe ¢ MUKPO-
TPyOOYKaMU TaKUM 00pa3oM, YTO OH aCCOLIMUPYETCs ¢ KMHETOXOpaMu
JIo HauaJia aHadasbl, Koraa yMeHbIlIeHe aKTUBHOCTHU p34cdc2 mo3Bosisier
CENP-E yuacTBoBaTh B yIJIMHEHUU BEpETEHA.

Jpyrre MUTOTHYECKIE KUHE3MHBI TAKXKE CITOCOOHBI HATIPSIMYTO CBSI-
3bIBaThCs ¢ KMHA3aMu. Pavarotti, kune3uH u3 Drosophila, He0OXOIUMBbII
Ut (hOPMUPOBAHMS CTPYKTYPHI TeJI0(ha3HOTO BepeTeHa M OpraHu3aIuu
KOHTPAKTWJIBHOTO KOJIBLIA, CBSI3BIBAET polo KMHA3Y, KOTOpast UTPaeT BaXK-
HYIO pOJIb B QYHKIIMOHMPOBAHUH LICHTPOCOMBI U B IINTOKMHE3e |3, 26].
Pavarotti oTBedaeT 3a TOCTaBKY pPolo K IIECHTPOCOME U LIEHTPaJTLHOMY Bepe-
TEHY BO BpeMsI ITO3aHel aHaha3bl, OTHAKO OCTAETCS HEM3BECTHBIM, yIacT-
ByeT Ji1 polo B perynsitiuu Pavarotti | 3].

Muneunnvi

VY uuroniazmMaTuyecKoro [MHeHa HaoIoaa10¢h hochopuinpoBa-
HUE TSDKEJTBIX, ITPOMEXKYTOUHBIX 1 JIeTKux uemneii [40, 41, 54,77, 107, 151,
166]. OIBITHI ITO CPaBHEHUIO PAa3TMIHBIX (PPAKIINiT MO3ra KPBICH TTOKa-
3aJI4, UTO TsKesast Lielb IMHEWHA B Pa3HbIX OTIe/1aX Mo-pazHoMy ocdo-
punupyetcs. Tak, B ONTUUECKOM TpaKTe, 00raToOM Be3UKYyJaMU, KOTOpbIe
JIBUTAIOTCSI aHTEPOTPagHO, TsKeasl Lelb fMHenHa Obl1a (hochOoprImpo-
BaHa B MEHbIIIEH CTEIICHU, HeXXeJIU B KileTouHoi (ppakumu [40]. XoTs sTa
paboTa yKa3bIBaeT Ha TO, UTO (DochOpUIMpPOBAHUE TSKEJION LTI KOppe-
JINPYeT C MOBBIIIEHHOM aKTUBHOCTBIO IMHENHA, T10 APYTMM JaHHBIM (poco-
punupoBanre DHC koppenupoBasio ¢ yMeHbIIeHUEM aKTUBHOCTH MOTOPA.

Ha Kynsrype KpbICMHBIX TeIaToLMTOB ObLIO ITOKa3aHO, YTO 00paboTKa
KJIETOK OKaJaeBOi KUCJIOTOM MPUBOIMIIA K IMTOBBILLIEHHOMY (hochopuin-
POBaHUIO TSIKEJION e JUMHEMHA U €T0 JUCCOLIMALIMY C JIM30CoM [166].
VYpoBeHb TMHENHA, CBSI3aHHOTO ¢ MeMOpaHaMM SHIOCOM, IIPU 3TOM He
n3MeHsIcst. OmHako Habmoganoch cHiskeHre ATd-a3HOol aKTHBHOCTH
BO (ppakLmy IMHEWHA, CHATOM ¢ MUKpOTpyOoueK. Ha ocHOBaHUM 3THX
Pe3YJIBTaTOB aBTOPHI CTATHU IMOCTYIUPOBan, uTo ATM-a3Has aKTUBHOCTh
JNMHEeWHa CHIXaeTcs u3-3a (pochopuinpoBaHusi ero cyobeanHull. [TpoTu-
BOpeUMe pe3yJIbTaTOB, KacalolIMXCsl KOppeJIsuuu Mexny hochopuinpo-
BanreM DHC u ero akTMBHOCTBIO MOXKET OBITh CBsI3aHO ¢ (hochOpUIUPO-
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BAaHUEM PA3JIMYHBIX CAUTOB OMHOM TOU XKe TAXKEJION LIENU WU C Pa3jiu-
yuem cBoiicTB pa3HbiXx DHC reHHbIX MpoAyKTOB WK U30(DOPM.

B pabote [6] 6b110 MOKAa3aHO, YTO AUHEWH-3aBUCUMBIIA TPAHCIIOPT
BE3UKYJI HETIOCPEICTBEHHO perysiupyetcs hochopuaupoBanueM. Yuncio
COOBITHIT TUHEWH-3aBUCUMOTO IBIDKEHUSI BO3PACTAIO B IMIPUCYTCTBUU
0KaJlaeBoi KMCJIOTH B KOHIIEHTpALIMH, KOTOpasl CBUIETEILCTBOBaJIA 00
yuactuu ¢ocdatassbl 1 Tua. 3To aKkTHBUPOBAHHOE ABUXKEHUE 0J10KUPO-
BaJIOCH 6-TUMETHIIAMHHOITYPUHOM, MHTHOMTOPOM KWHA3 IITUPOKOTO
criekTpa aeiictBust. Uarnbrnposanme ocdaTassl He OKa3bIBAIO BIUSTHUS
Ha CKOPOCTH U IMPOIOJKATETLHOCTD IBIKEHMS TpyOouek DP, a Takcke Ha
KOJIMYECTBO IMHEMHA, aCCOLIMUPOBAHHOIO ¢ MeMOpaHaMu. B npyroii in
Vitro cuctTeMe WHTHOWTOpP TTPOTEMHKINHA3 CTaBPOCITIOPUH OJIOKMPOBAJT
TWHEWH-3aBUCUMOE IBIKeHHUE parocoM IyTeM MHTMOMpOBaHMS OeKa,
HETOCPEICTBEHHO CBA3aHHOTO C TMHAKTUHOM, TIPEATIONOXUTETBHO ITPO-
TeuHKMHa3bl [14]. B 06oux ciyyasx peryassTopHble KOMITOHEHThI ObLIN
JIOKQJIN30BaHbI BMECTE C IMHEWH/IMHAKTHH KoMIUIeKcoM. Elie B omHOIM
paboTe AIMHENH-3aBUCUMbIN TPAHCIIOPT MTOAABIISIIICS M Vivo CTaBPOCITO-
PUMHOM, UTO BbI3bIBAJIO NIepepacpeeieHre Be3ankyJ, coaepxaiux MHC
I1 ximacca (paHHUX JIN30COM) K ITepudepun Kitetku [216]. Takum obpaszom,
W3 3TUX PabOT CIIEIYeT, YTO aKTUBALIMS TMHEWH-3aBUCHMOTO TPAHCIIOPTa
TpeOyeT yIacTHsI MPOTeMHKIHA3.

[HuTonnasmaTuyeckuii JMHEMH CITIOCOOEH TAaKXKe CBSI3bIBATHCSI C IPY-
TMMU IPOTEeMHKMHA3aMU: ¢ Ka3enH kuHa3oil 11 n Fyn kunazoit [25, 85,
131]. OnHaKoO HEU3BECTHO, YUACTBYIOT JIM 3TU KMUHA3bI B €T0 Perysiiiuu
WJTV MCTTONTB3YIOT JaHHBI MOTOP JUTSI COOCTBEHHOM TOCTAaBKY B MeCTa, TIe
OHU YYaCTBYIOT B PETYJISILINM IPYTUX KJIETOYHBIX IpolieccoB. Fyn kiHa3za,
THPO3MHOBAS KMHA3a B SIC CEMEUCTBE, CBSI3BIBACT JICTKYIO IIeTTh TMHEMHA
Tctex-1125, 85, 131]. Tctex-1 u Fyn KojiokanusyroTcst BO BpeMsi MUTO3a B
guMmdpouunTtax. U3 padotel Koammnben [25] cnenyet, uto xotst Tctex-1
dochopunupyercst Fyn kuHa30ii, oHa He SIBJISIETCS JIsT He€ OCHOBHBIM
cybcTpaToM. ABTOPHI TIpeaIToIaraioT, 4to Fyn mucrmoab3yeT nmHenH ISt
dochoprmmpoBaHus Apyrux cyocTpaToB. OQHAKO B OITLITAX HA JIEKTPH-
yeckoM opraHe Torpedo Fyn kmnaza ¢pocdopunuponana Tctex-1 in vitron
in vivo, 9TO TOBOPUT O BOBMOKHOM PETY/ISILIMM aKTUBHOCTU IHenHa [131].

KazennoBast kunHaza II (CKII) cBsi3biBaeT MpOMEXYyTOUHYIO 1IeMb
IUHENHa U crocoOHa (dhochopuaInupoBaTh MPOMEXYTOUHYIO LIeTb U
p1509"<d jn vitro [85]. OHa Obljia HaliieHa B MeCTaX JIOKAIU3AlN JUHENHA,
BKJIIOUasl LIEHTPOCOMY U BepeTeHo aefieHust [94, 220]. Tem He meHee ocTa-
eTrcsi He BbisicHeHHbIM yyacTByeT i CKII B peryisiunu nuHenHa.
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Muosunwi

st MMO3MHOB, yYacTBYIOIIMX B TPAHCIOPTE OpraHely, TakxXe
W3BECTHBI TIPUMEPHI PETYJISIIINA aKTUBHOCTH TTPH TTOMOIIHN (DOCHOPHITH-
poBaHusi. Tak, akTuBHOCTb MUO3MHOB IA, IB u IC u3 Acanthamoeba
yBeJIMuuBanach in vitro npu ¢hochopuaInpoBaHUM MO KOHCEPBATUBHBIM
CepUHY WIIK TpeoHUHY [62, 113, 117]. DKCIIepUMEHTHI in Vivo TAKXKE CBU-
JIETEILCTBYIOT 00 YBEJIMUEHUM aKTUBHOCTU MUO3UHa | u3 Acanthamoeba
npu ochopumpoBaHUu: O0JIbIIAS YaCTh MMO3UHA I, TpUCcyTCTBYOIIETO
B 00J1aCTSX KJIETKH C aKTUBHBIMU TIPOTPY3UE ¥ 9HIOIIUTO30M, CIICIIN(DH-
YeCKHU Y3HaeTcsl aHTUTeIaMu ITPOTUB (PochOpUIMpoBaHHOTO MUO3UHa |
[8]. ITporeuHkuHa3bl, crietubuiecku dhochopuanpyoliime MUo3rH I,
OBITY BBIIEICHBI U3 Acanthamoeba v Dictyostelium [62, 102]. Dtum dep-
MEHTOM OKa3zajlach MPOTeMHKMHAa3a Tsikesoi tenu muosuHa I (MHCK),
MpeacTaBsiioniasi coboii MOHOMEPHBbIN (PEPMEHT C MOJIEKYJISIPHBIM BECOM
okoJio 100 kJTa. MHCK crnioco6Ha aBTohochopuanpoBaThcsi, YTO MPUBO-
JINT K YBEJIMUEHMIO ee aKTUBHOCTU nmpuMmepHO B 50 pa3 [21]. ABTodoc-
(hopusipoBaHue KMHa3bI U TIocieaytolee pochopuiupoBaHre MMO3MHA
I monoaHUTENBbHO CTUMYJIMPYIOTCS KUCABIMU (pocdoaunuaamu [21].
MHCK sBnasitorcst uneHamu PAK/Ste20 cemeiicTBa nmpotemHkuHa3 [21,
103], koTopble yyacTBYIOT B KaCKaHOM 1iernu nocie Maibix G-6enkoB Rac
n Cdc4?2. [TpoTemHKMHA3BI 3TOTO CEMEMCTBA UTPAIOT POJIb B IIEPECTPOIIKE
aKTMHOBOTO LIUTOCKENETa, a TakKe B (hocopunmpoBaHun MUo3uHa VI n
peryJisiliud ero ypoBHsI BOJIM3M TlJ1Ia3MaTUueckoir memoOpaHsbl. [Tocie
ctumysinuu ¢pudpoodaactoB pakTopoM pocta EGE, Muosun VI crano-
BuUJICcs (hochOpUIMPOBaHHBIM B 00J1aCTU TOJIOBHOTO IOMEHA U HaKarlIv-
BaJicsl B TiepeHeM Kpae KieTku [23]. Takum o6pazomM, MMO3MHBI CEMECTB
I m VI perynmupyrorcs mpoTeMHKUHA3aMH, HAXOISIITUMHUCS B PETYIISITOP-
HoM Kackaze nocie Majibix G-6e1koB Rac u Cdc4?2.

MHorue MUO3UHBI CYILIEeCTBYIOT B BUe (hocomnporenHoB. K npume-
pY, MUO3UH Va B HOpMe CBS3aH C KaJIbIIWii/KaTbMOIYINH-3aBUCUMOI
kuHa3oi 11 1 Taxke sBIsieTcs cyocTpaToM 11s1 hochOpUITUPOBAHMST, XOTS
(puznosornueckast pojib Takoil MoaucuKaluy Oblja yCTAaHOBJIEHA HE
cpasy [34, 99]. Oka3zanocs, uto B MenaHodopax Xenopus pochoprimpo-
BaHNE MUO3MHA Va 3TOM TTPOTeMHKWHA30# TIPOMCXOINT BO BPEMST MUTO3a,
YTO MPUBOJMUT K IMCCOLIMALIMM MOTOPHOTO OeJIKa C TOBEPXHOCTU MeJIaHO-
coM [83, 164]. Panee GbUTO MOKA3aHO, YTO MIPU IMOBBIILIEHUY KOHIIEHTPA-
VY KaJIBLIMSI MUO3WH Va TaKKe TUCCOLIMMPOBAT C ITOBEPXHOCTH CHATITO-
COM M3 MO3Tra KphIChI [ 154], oqHaKO, MO-BUIMMOMY, 3TO He ObLIO CBSI3aHO
¢ hochopuupoBaHreM, TTOCKOILKY He 3aBHceno oT AT®D. HegaBHo B
nabopatopuu C. KysHeiosa [214] Ob111 mojiydeHbI JaHHbIE, YKa3bIBal0-
IIIMe HA TO, YTO PETYJISAINS MIO3WHA Va B MUTOTUYECKOM SKCTPAKTe Xeno-
pus 3aBUCUT OT TOTO, C KaKMMHU OpTaHe/uTaMu OoH cBs3aH. Dochopminm-
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pOBaHUE 3TOr0 MOTOpa KaJblIMi/KalbMOAYJIUH-3aBUCUMOM KruHa30# 11
WHTUOHMPOBAIIO IBVKEHUE OMHUX OPTaHeJUT BIOJIb aKTUHOBBIX (DHJTAMEH-
TOB M aKTUBUPOBAJIO ABVIKECHUE TPYTHX.

Takum o6pa3om, UMEIOLIMECs TaHHbIE CBUIETEbCTBYIOT O TOM, UTO
dochopmmpoBaHe MUO3MHOB, KaK 1 IPYTUX MOTOPHBIX OEJTKOB, STBIISI-
€TCS1 OJIHUM U3 OCHOBHBIX CLIOCOOOB PETYJISILIMI U MOKET OKa3bIBaTh Pa3HO-
HarnpaBJicHHOE IeHCTBIE Ha X aKTUBHOCTh. OTHAKO U3BECTHBI TIPUMEPHI
PETYIATOPHOTO ASHCTBUS HAa MOTOPHI M JIPYTUX KJIETOYHBIX (haKTOPOB,
OTJIMYHBIX OT KMHA3 U pocdaTas. DTo B IepByIo ouepenb Majbie G-0eJIKu
M KaJIbLINIi-CBSI3bIBAIOLINI O€JIOK KaJIbMOIYJIUH, IIPEACTABISIONINE COO0I
BaKHbIE KOMITOHEHTBI CICTEM TTPOBEICHNST CUTHAJIOB B KJIETKAaX.

PEI'YJIALWA ITPU ITOMOILIUN MAJIBIX G-BEJIKOB

Maisie ['T®-cBs3bIBatONINE OSIKU BHITTOTHSIOT B KJIETKAX 3YKApUOT
MHOTroo0Opa3Hble peryjasiTopHble GyHKIUU. OOBIYHO OHM YYACTBYIOT B
repeaaye CUTHAJIOB M UTPAIOT BaXHYIO pOJib B TAKUX ITpolieccax Kak opra-
HU3aLIMSI aKTUHOBOTO LIMTOCKEJIeTa, Mposudeparysi, anonTo3 U MeMOpaH-
HBIT TPAaHCTIOPT. DTH OEJTKM COBEPIIAIOT LIMKJI MKy akTUBHOM [ TD-op-
MO, B KOTOPOI1 OHU MOTYT CBSI3bIBATHCS C PA3IMYHBIMU OeTKaMU-MUILIe-
HaMU, 1 HeakTuBHOM [JID-hopmoit. [Tepexon 13 omHOM (GOPMBI B IPYTYIO
B CBOIO OU€pe/ib PETYJIMPYETCSI MHOTOUMCIEHHBIMU KJIETOYHBIMU (DAKTO-
pamu. Cpenu Takux (haKTOpOB pa3inyaroT MHTUOUpYIOLKe OeJIKU, ONHU
13 KOTOPBIX akTUBUPYIOT [ Td-a3Hy10 akTUBHOCTH [ TM-CBA3BIBAIONINX
6enkoB (GAP- GTPase activating proteins) 1 mepeBOJSIT UX B HEAKTUBHYIO
II®-dpopmy, a apyrue — 3aTpyaHgaioT B HuX 3ameineHue [P na 'TD
(GDI — GDP dissociation inhibitor), u akTUBUpYIOIIME OETKU, KOTOPbIE
BeI3BIBaIOT 0OMeH /1M Ha I'T® (GEF — GDP/GTP exchange factor),
TepeBOIs MX TeM caMbIM B akTuBHYI0 [ TD-dhopmy. G-6enku pazmMepom
ot 20 10 25 k]I pa3aesisitoTcsi Ha HECKOJIbKO ToakiaccoB: Ras, Rho, Rab,
Arf u Ran. MpbI yxe ynmomuHaiu, 4to HekoTopbie G-0e/K1 y4acTBYIOT B
peryjsiliud MOTOPHbBIX O€JKOB, B3aUMOJECTBYsI C TPOTEMHKUHA3aMMU.
OHaKo U3BECTHBI Clydyau, KOTia OHW HETTOCPEACTBEHHO CBS3bIBAIOTCS C
MOTOPHBIMU O€JIKaMU 13 CEMENCTB KUHE3MHOB M MUO3UHOB.

Tak ObLTO TTOKa3aHO, yTO Rab6, yaacTByroIIMit B TpaHCITIOPTE OT alTIia-
pata Tonbmxu K OP, B3auMoaeiicTByeT ¢ KWHE3UHO-TMOI00HBIM OeJIKOM
[43]. DTOT HOBBII MOTOP, MOJYYUBIINI HAa3BaHUE PAOKMHE3NH-6, B3aU-
MozeiicTByeT ¢ Rab6 B [ TD-cBsa3anHOI (hopMe, U UTpaeT pojIb B IMHA-
MUKe anmapaTa [ombmk. DKCIpeccust 5K30TeHHOTO paOKMHe3WHa-6 TIpH-
BOJUT K AucIiepcuu anmnapara [onbaku (moxoxee n1eicTBME OKa3bIBaeT
skcrpeccus Rab6). Ko-skcnpeccust Rab6 n C-koHIeBOro yuyacTka pabKu-
He3WHa-6 YaCTUYHO IMOAABIISIET TUCTIEPCHTO [OTBIKM, BEI3BAHHYTO M30BIT-
koM Rab6. Takum 06pa3oM, 3TOT KMHE3WH PEeTYITNPYETCST, TT0O-BUINMOMY,
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6emkoM Rab6 1 HaxoanTCsl B KACKaTHOM PETYJISITOPHOM ST TTOCITe 3TOTO
Oenka [43].

Hpyroit G-6enok, Rab5, perynupyroiuiit iMHaMUKY NPUKPETIIEHUS
U CIUSIHUSI PAHHUX 3HIOCOM, YJacTBYEeT TakxKe B PEryjsiliuh B3auMO-
JEUCTBUSI BHIOCOM C MUKPOTPYOOUKAMU 1 UX TTOABMXKHOCTH [ 142]. DTOT
0eJIOK CTUMYJIUPYET IBUXKEHUE SHIOCOM in Vitro B HaIrpaBJIeHUU MUHYC-
KOHIIOB MUKPOTpyOoueK. [TprueM 3To ABMKEeHME OAaBISIIOCh aHTUTe-
JlaMU He K TUHEWHY, a K KWHE3UHY. ABTOPbI CUMTAIOT, UTO B TPAHCIOPTE
BH/I0COM BO3MOXHO 3a1eliCTBOBAaH MUHYC-KOHIIEBOI KUHE3UH. [lpyroe
00bSICHEHME 9TUX IaHHBIX ITO3BOJISIET C/IeJIaTh HelaBHsIsl paboTa 13 1abo-
patopun B. Ienbdanma [36], B KoTopoii moka3zaHo, 4yTo KuHe3uH II u
JUHEUH MOTYT ObIThb CBsI3aHBI ¢ CyObeauuuiieii P-150°"¢ nuHakTiHa 1,
SIBJISISICH KOMIIOHEHTaMU OJIHOTO KOMILJIEKCA, PETYJIMPOBATLCS OOLIMMU
MeXaHU3MaMU.

Majag I'Td-aza ARF1 takke ydacTBYeT B pPeTyJsiiiU TPaHCIIOpPTa
BE3UKYJI 10 MUKPOTPYOOUKaM, XOTsI [TOKa He BBISICHEHO, C KAKUMI MOTOP-
HBIMU OeJIKaMM OHa cBsI3bIBaeTcsl. Ee posb B TpaHcopTe OeJiKa maKCu-
JinHa U3 anrmapara [ob1xu K nepudepru KJIeTKU Oblia MPOAeMOHCTPU-
poBaHa IMpU U3YYEHUU TPOLIECCOB CO3PEeBAHUS KJIETOUHBIX (POKATbHbIX
KOHTakTOB [144]. Takum oO6pa3zom, HauboJiee BepOSITHBIM SIBJISIETCSI
aKTHBALIMSI STUM OEJIKOM OJTHOTO 13 KUHE3UHOB.

Masbie G-0e1Ku TakXKe CITOCOOHBI CBSI3bIBATH U PETYJIMPOBATh MOTOPBI
MMO3MHOBOTIO cyrepcemeiicTBa. beuio mokasaHo, uto Rabl la cnienugu-
YeCKU B3aUMOJIEUCTBYET ¢ MUO3MHOM Vb in vitro 1 KOJI0KOAIU3YeTCs C
MMHO3MHOM Vb Ha 3HJ0COMAax B MOJSIPU30BAHHBIX U HETTOJISIPU30BAHHBIX
KjeTKax [96].

Hpyroii 6enok, Rab27a, xonokanu3yeTcss B IMI'MEHTHBIX KJIETKaX C
MeJlaHOCOMaMu. DKCIpeccus JOMUHATHO-HeraTuBHoro MytaHta Rab27a
ToAaBJIsia AUCTIIEPCUIO M TTPUBOIAJIA K HAKOTIJIEHUIO MEJIAHOCOM B OKOJIO-
siIEpHOI 00J1aCTU KJIETOK, CBUIETEJbCTBYSI O PEryJSITOPHON (DyHKUIMU
Rab27a[79]. bblio nokazaHo, 4To 6€J10K MeJTaHODUIUMH CIOCOOEH OHO-
BpPEMEHHO CBI3bIBaThCs ¢ Rab27a n Muo3nHoM Va, a Takske MOXKET CITy-
JKUTb CBSI3YIOIIMM 3BEHOM MexXay HumMu [188].

Hpyrum nmpumMepom ydacTtust MajabiXx G-0eJKOB B peryisiliui TpaHC-
ropTa sIBJIsSIeTCs UX B3aMMOJIEICTBUE C U3BECTHBIMU pelLieNToOpaMU MOTOP-
HBIX 6eKoB. Tak ObI10 MOKa3aHo, uTo Mayble [ TM-a3bl U3 cemeiicTBa
Rho-6enkoB cneunduuecku CBI3bIBAIOTCS ¢ KUHEKTUHOM [75]. XOTs
MOKa HEeSICHO, KAaKOBbI IMOCJIEICTBUS TAKOTO CBSI3bIBAHUS, TPEICTABIISIETCS
BaKHbBIM, UTO 3TH O€JTKU B3aUMOJIEHCTBYIOT C KHHEKTUHOM TOJIbKO B aKTHB-
Hoit, [ T®-cBs13anHOM hopme |5, 75].

B 3aximioueHMe MOXHO cKa3aTh, 9T0 Majibie [ Td-a3b1 MOTYT peryim-
pOBaTh TPAHCTIOPT, UCITOJIb3Ys pa3IMUHbIe MexaHU3Mbl. Bo-TiepBbIX, OHU
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MOTYT aKTUBUPOBATh IIPOTEMHKNHA3bI, KOTOPHIE, B CBOIO 04Yepedb, poc-
GOopMIMpPYIOT CBA3aHHBIE C HUMU MOTOPHBIE OeJIKi. Bo-BTOpHIX, OHU
MOTYT HEIIOCPEICTBEHHO B3aMMOJIECTBOBATh C MOTOPHBIMU OEIKAMU 1
CBSI3BIBATh UX C OpraHesiaMu. M, B-tpeTbux, 00pa3ysl ¢ HUMU KOMILIEKC,
MOTYT BJIUSITh HA UX aKTUBHOCTb.

PETYJIALMA TTPA ITOMOILLIN INHAKTUHA

Kak paHee ObL10 cKa3aHO, JMHAKTUH SIBJISIETCSI O0JIbIIUM OEJIKOBBIM
KOMIUIEKCOM, HEOOXOIUMBIM 1J1s1 (DYHKLIMOHUPOBAHUS fuHenHa [55, 173].
CuuTaetcs, UTO CBA3bIBaHUE JUHEWHA C OpraHesIaMy OCYILECTBIISIETCS
yepe3 IMHAKTUH, a TOYHEEe — €ro aKTMHOIIOA00HBII 0eJI0K, 00pa3yroLInii
MUHU(DUIAMEHTHYIO CTPYKTYpY (cM. puc. 4). Ho, B106aBoK K (pyHKIIUMK
MPUKPETIEHUSI TOr0 MOTOPHOTO OejKa K OpraHesijiaM, AMHaKTUH UTpaeT
U JPYTYIO PETYJISITOPHYIO poJib. JloOaBieHUe AMHAKTUHA YBEJIUYUBaeT
cpenHee pacCTosiHMe, Ha KOTOPOe AMHEUH MOXKET IMepeMeCTUThCS BIOJb
MUKpPOTPYyOOUEK 3a OJMH pa3, T.e. ero mpoueccuBHOCTH [88]. CKopocTh
JBIDKEHUS TIPU 3TOM OcCTaeTcs IocTossHHON 1 ATM-a3Hast aKTUBHOCTh
JIMHEeNHa He MeHsieTcsl. DPdeKT CBA3BIBAIOT C TEM, UTO CYObeIMHMULIA
p1506"ed THAKTUHA UMEET LIEHTP CBSI3BIBAHUS ¢ MUKPOTPYOOUKAMU U
MPEMSITCTBYET AMCCOLIMAlIMU BCETO KOMILIEKCa B ITpoliecce ABMXKEHMSI. DTa
CcyObeAVHUIIA IMHAKTUHA CaMa MOXET SIBJISIThCSI OOBEKTOM PETYJISILIUU, TaK
Kak rokaszaHo ee hocopunmpoBanue in vivo [49, 78, 210].

BaxHoe 3HaueHue 3TOro Gejika B PEryjisiliiu BHYTPUKIETOYHOTO
TpaHCIOpTa HeJlaBHO MOJIYUMJIO ellle OJHO MoATBepxaeHue. Kak Obl10o
CKa3aHo BbIlIE, CyobeauHua p1506ed nuHAKTUHA MOXET CBSI3bIBATHC
He TOJIbKO C TPOMEXYTOUHOM 1IeTbI0 AMHENHA, HO U C HEKATaIUTUYECKOM
cyobennauteii KAP kuresnna 1 [36]. TakuM 06pa3oM, TMHAKTAH MOXKET
BBIMOJIHSITH POJIb CBSI3YIOLIETO 3B€HA B 00pa30BaHWUM IUHENH-KUHE3UHO-
BOro KOMILJEKca M y4acTBOBaTh B KOOpAMHALMU (DYHKIIMOHUPOBAHUSI
3TUX MOTOPHBIX OEJIKOB.

V. PETYJIAILIAA CBOVICTB IIMTOCKEJIETHBIX CTPYKTYP

Kak yxe oTMeuanoch, IMTOCKENETHbIE CTPYKTYPHI, SIBJISISICh ITyTSIMU
WJIK TpeKaMU, BIIOJIb KOTOPBIX TPOMCXOUT TPAHCTIOPT pa3IMYHbIX Opra-
HeJlJI, CaMM TIpeTepIieBaloT MHOTOUMCIIEHHbIE TlepecTpoiiku. B ¢Bsi3u ¢
9TUM BaXXHBIM SIBJISIETCSI BOMPOC, KaK TPaHCMHOPT 3aBUCUT OT CBOWMCTB
MMKPOTPYOOUEK M aKTUHOBBIX CTPYKTYP, UM TOUHEE, KaK CBOMCTBA LIUTO-
CKEJIETHBIX CTPYKTYp OTpaXkaroTcsl Ha aKTUBHOCTU MOTOPHBIX OEJKOB.
3aech cleayeT NMoAYepKHYTh, YTO BIMSIHUE TepecTpoeK B aKTHHOBOM
LIMTOCKEJIEeTe Ha MMO3UH-3aBUCHUMbIN TPAHCIOPT COBCEM HE U3YYEHO.
MO2XHO TOJILKO MPeIoaraTh, 4To IBUXKEHUE MO TAKUM CTPYKTYpaM Kak
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CTpCCC—(l)I/I6pI/II[J'[I)I, B KOTOPbLIX aKTUHOBLIC (bHHaMCHTI)I MMCECIOT pa3HYyIo
TTOJIAPHOCTL, UMECT CBON 0COOCHHOCTH 110 CpaBHEHMUIO C IBM2KCHUEM T10
TOJIAPU30BAHHBIM aKTMHOBBLIM ITYUYKaM. 3HAYUTEIHLHO JIy4J1Ie€ M3y4yeHa
POJIb MI/IKpOTPYGO‘-IeK BO BHYTPUKIICTOYHOM TPAHCIIOPTE CBOMCTBA XOTSI
U B 3TOM 00JIaCTHU €1lle MHOT'O HESICHOTO.

POJIb BEJIKOB, ACCOLHMMPOBAHHbBIX C MUKPOTPYBEOUYKAMMU

CTpyKTypHbIe O€JIKU, aCCOLIMUPOBAHHbBIE C MUKPOTPYOOUKaAMU WJIN
MAP (microtubule-associated proteins), siBisitoTcst QUOPMIUIIPHBIMU O€J1-
kaMu. OHU 0OpaTUMO CBSI3BIBAIOTCSI C MUKPOTPYOOUKaMU, CITOCOOCTBYS
UX MOJIMMEpU3aliuy, TPUIA0T UM YCTOMUMBOCTD MPOTUB AETOJUMEPU -
3YIOIIMX BO3AEUCTBUIA, a TAKXKE BBI3BIBAIOT 00pa3oBaHue IMy4koB [115].
BonbmmHcTBO 3THX O6€/1KOB, Kak HanpuMep MAP2 u tau, oOHapyXeHbI B
HelipoHax, B To BpeMsi Kak MAP4 BcTpeuaeTrcst Bo MHOTMX KjieTkaX. OCHOB-
Hast pyHKImss MAP — crabunm3anys MUKpOTpYOOUeK, BO3MOXKHOE y4acTHe
WX B PEryJsiLiMK TPaHCIOPTa MOKa BbI3bIBAET CIOPHI.

[TpoTrBOpeUMBbIE TaHHBIE ObUIM TTOJYyYeHbI OTHOCUTEIBLHO 3 dheK-
TOB, KOTOpbIe OKa3biBaaiu MAP Ha akTHBHOCTb KMHE3MHA. Tak, B OnbITax
in vitro ObIJIO TTOKa3aHo, YTo MAP2 1TonaBisii KWHE3WH-3aBICUMOE CKOJTb-
JKeHHe MUKPOTPYOOUEK Mo CTeKITy, a 6eJI0K tau TaKoro IeiCcCTBUS HE OKa-
3biBai [64, 111]. OgHako, Mo JaHHBIM APYTUX aBTOPOB tau MOJaBIIsUI CII0-
COOHOCTb MUKPOTpPYOOUeK akTBUpoBaTh ATMazy kmHe3nHa [82]. Kpome
TOTO, B OTbITAaX in vivo (pparMeHT OesiKa tau Mpu 9KCIPEeCcCUun B KJIeTKax
MHTMOUpPOBaJ TpaHcnopT opraHesii [197]. B panHux paboTax ObL10 Moka-
3aHO, YTO MAP 1 KMHE3MH MMEIOT pa3Hble MECTa CBSI3bIBAHMSI HA MUKPO-
Tpyboukax [160], mpruyeM KMHE3WH CBSI3BIBACTCS C tau-coaepKalnMu
MUKPOTPYOOUKaMU C OOJIBIINM CPOACTBOM [82]. DTU 1aHHbBIE TTO3BOJISIIOT
JlyMaTb, YTO MHTMOUTOPHBII 3(D(MEeKT Ha TPAaHCIIOPT OpTraHeJls1 He CBSI3aH
C CO3JaHUEM CTEPUUECKUX IToMeX. JIpyriM apryMeHTOM B MOJIb3Y PeTyJisi-
TOpHOTO AciicTBUsI MAP sIBISTIOTCS JAaHHBIE O TOM, YTO SKCIIPECCHS tau
n30MpaTeIbHO MOAaBIsIa KUHE3UH-3aBUCUMBII TPaHCTIOPT BE3UKYII,
MUWTOXOHIPUI 1 SHIOIIa3MaTUUYEeCKOTO PETUKYIyMa, He BIUSISI TTPU 3TOM
Ha IMHEWH-3aBUCUMBIN TpaHCIIOPT [42].

Cas3biBaHue MAP ¢ MUKpOTpyOOUKaMM MOXET ObITh HapyIlIeHO B
pesynbrare ux (ochopunmpoBaHus crielu@uUIecKoit MpOTeMHKMHA30M1
[111]. B ombiTax in vitro 3T0 MPUBOAUIO K BOCCTAHOBJIEHUIO TUHEWH- U
KMHEe3WH-3aBUCUMOI TToABMKHOCTU [111]. B mepBuuHOIL KyabType ceH-
COPHBIX HEHPOHOB (PochOopUIIMPOBaHE tau KOPPEIUPOBAIO CO CTUMYJISI -
el TpaHCITOPTa KPYITHBIX OPTaHelT B aKCOHaX o aeiicTBreM TAM @
[169]. Takum obpazomM, nHrMOUpymollee aciicteue MAP Ha TpaHncnopt
opraHeJiy1 00paTMMO U 3aBUCUT OT (hochOpMINPOBaAHUSI.
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Hpyrum peryisitopom cpoactBa MAP K MUKpOTpyOOUKaMm SIBJISIETCS
MarMOIyJIMH. DTOT 0es1oK B3aumoeiicteyer ¢ MAP2, MAP4 u tau u, mo-
BUJIMMOMY, BbI3bIBAET UX IMCCOLMALIMIO C MUKPOTPYOOUEK, YTO TTPHUBO-
JIUT K YBEJIMUYEHUIO MOJBUXXHOCTU OpraHelsl B TpaHCMELMPOBaAaHHbBIX
KJIeTKax B 000Mx HampaBieHusx [81]. ManMoayavH Takke CTUMYJIMPOBA
TpaHCIIOPT MEXKAY 9HI0COMaMU 1 TpaHC-TobIku B To BpeMst Kak MAP
ero uHruouposaiu [ 198].

IMoaBosst uepTy, MOXKHO cKazaThb, uTo MAP BeposITHO UTPAIOT He TOJIbKO
CTPYKTYPHYIO, HO U PETYJSTOPHYIO POJib, XOTSI MHOTOE €llle MPeACTOUT
BBISICHUTD.

POJIb IMHAMUWYECKUX CBOMCTB MUKPOTPYBOUEK

Kak yxe ormeuanoch, cuctemMa MUKpPOTPYOOUYEK COCTOMT KaK U3 AMHA-
MMYHBIX TOJIMMEPOB, MTOCTOSIHHO HAXOSIIIMXCS B TTpoliecce COOpKU—pas-
0opKU, Tak U Oosiee CTaOUJIbHBIX, BPEMS XKM3HU KOTOPBIX COCTABJISIOT
yachel [22, 179]. CrabusibHble MUKPOTPYOOUKHM COJIEPXKAT B CBOEM COCTaBe
HECKOJIbKO TUITOB MOCT-TPAHCISILIMOHHO MOAU(DULIMPOBAHHOTO TYOY/IMHA.
OG6HapyXeHBI MOJUTIYTAMIUIMPOBAHHBIN W TTOJUTIUIIUINPOBAHHBIN
TyOynuHbI [114], KoTOpble MOJy4alOTCs B pe3yJibTaTe 00Opa30oBaHUS
OOKOBBIX U30MENTUIHBIX CBSI3€H, a TAKXKE O-TyOYIMHbBI — alleTUIIMPOBAH-
Hbiit o Lys40 [100] u netuposuavpoBaHHbiii o C-koHlty [22]. bblio
MoKa3aHo, YTO caMU Mo cede 3TU MoAU(UKALIMY He BJUSIIOT Ha IMHAMU -
yecKkue CBOMCTBA MUKPOTPYOOUEK, HO HAaKarIMBasiCh B JOJITOXKUBYILIMX
rnoJimMepax, sIBJISItoTCs UX ynooHbIMU Mapkepamu [211]. [Tpennonaraercst,
YTO pa3iMuHble MOIUMUKALIMY TYOYJIMHA CAyXKaT IS CrIelU(PUIEecKoro
y3HaBaHUsI MUKPOTPYOOUEK acCOUMUPOBAHHBIMU C HUMU OeIKaMU U
OpraHesuUlaMu.

JeiicTBUTENIbHO, e1lle B paHHMX pabdoTaX U3 HECKOJIbKHMX JabopaTopuii
ObliIa MoKa3aHa KO-JIOKaIu3alusi CTaOUIbHBIX MUKPOTPYOOUEK C ITpoMe-
KYTOUHBIMU usiameHTamu [59], MutoxoHapusimu [24], annmapaTom
Tonbmxu [182] u TpaHcnoOpTHBIMU Be3uKyidamu Mexay lToabmku u OP
[128]. OnHako, poJib B3aUMOJECTBUSI OpTaHe Ul CO CTaOMIbHBIMU MUKPO-
TpyOoOuKaMu ocTaeTcst HesicHol. HampuMep, B moaaepXaHUuM CTPYKTYPbI
U LIEHTpaJIbHOM JTJoKam3aluu amnrmnapara [ob1kKu BMecTe o CTaOMIbHBIMU
VYACTBYIOT ¥ JMHAMUYHBIE MUKPOTPYOOUKHU. DTO CTAHOBUTCST OUEBH/I -
HbIM, Korjaa [olbIKu AUCTIeprupyeT He TOJIbKO MPU MOJHOU pa3dopke
MUMKPOTPYOOUEK, HO U TTPU YIaJEHUU TOJbKO UX TMHAMUYHOM yacTu [ 127,
153] nnv cTabuIM3amm BceX MUKPOTPYOOUEK ITPY ITOMOIIM Takcoa [162].

JaHHble, HAKOTUIEHHBIE K HACTOSIILIEMY BPeMEHM, CBUIETETbCTBYIOT
0 TOM, UTO JJIS HOPMAJIbHOTO (DYHKIIMOHUPOBAHUST PA3TIMUHbBIX KJIETOK
HEeoOXOIUMBI KaK CTa0MIbHBIC TaK M IMHAMUIHBIE MUKPOTpyOOouKku. Ha
KJIETOUHOM YPOBHE POJib CTA0OMJIBHBIX MUKPOTPYOOUeK Oblja mokazaHa
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MpU pocTe akcoHOB [194] u HampaBJieHHOM ABUXEeHUM (ubpoOIacToB
[134]. B o0oux ciaydasix my4yku CTabUJIbHBIX MUKPOTPYOOUEK, HalpaBJeH-
HbBIX B CTOPOHY MepPeHEro Kpasi, MOsIBISLIUCH Cpasy Xe Mocje MHAYKIIUU
nBrkeHus1. CiiefyeT OoTMETUTD, UTO U depeHIIMPOBKa pa3JIMUHbIX TUITOB
KJIETOK YaCcTO COMPOBOXKIAETCSI MOSIBIEHUEM CTAOMIbLHBIX MUKPOTPYOO-
yeK. BbL10 BbICKa3aHO MPENTonoXeHUe, YTO UX MOSIBJIEHUE CBSI3aHO CO CIie-
nManu3anuei B i depeHIIMpoBaHHbIX KJIeTKaxX TUTOB TpaHcropTa [179].

K HacrosiieMy BpeMeHU 3BECTHO HECKOJIKO IMTPUMEPOB TPpaHCIOpTa
orpeeIeHHbIX OpraHeJlJ1 BIOJb CTAOWUIbHBIX MU IMHAMUYHBIX MUKPO-
TpyOouek. Tak okazanoch, 4yTo B imHUM reratouuToB WIF-B tpancriopr
BE3UKYJI K 6a301aTepalibHOI MeMOpaHe MTPOUCXOINT BIOJb CTAOUIbHBIX
MMKPOTPYOOUEK, B TO BpeMsl KaK K aliKaabHON MeMOpaHe — Mo JMHaMUY-
HbIM [153]. D10 ynanoch nokasath Npu MOMOILM COeTUHEHUs, U30upa-
TeJIbHO Pa3pylIaIoIIero AMHAMUYHbIE MUKPOTPYOOUKHU. ABTOPBI ITPEANO-
JIOXKWJIN, UTO OTKPBITOE UMM SIBJICHUE JIEXKUT B OCHOBE KOOPJAMHALIMU U
JPYTUX TUMIOB BHYTPUKJIETOUHOTO TPaHCIOPTA.

B npyroii pabote uccienoBajics TpaHCHOPT CIeMaTu3UPOBAHHBIX
OopraHeJl1, MEJIaHOCOM, B OTBET Ha BHEIIIHUE CTUMYJIbl. OKa3aj10Ch, YTO B
MesiaHodopax pblO arperaumsi U AUCHEPCUsi MEJTAHOCOM MPOUCXOISIT
TakKe 1Mo MUKpOTpyOouKkam paszHoro turna [89]. Mcroib3yst aHTuTe a K
MOCT-TPAHCISILIMOHHO MOAUDUIIMPOBAHHOMY TYOYJIMHY, aBTOPbI 3a0J10-
KUPOBAJIU ABUKEHUE OPTaHesl1 OT LIEHTPa, TPUYEM LEHTPOCTPEMUTE T b-
HO€ IBUKEHUE MTOJTHOCTBIO COXPAHSIIOCH.

Ee omHUM niprMepoM U30upaTeibHOTO TpaHCIOpTa BAOJIb CTaOUb-
HBIX MUKPOTPYOOUYEK MOXKET CJTY>KUTh TPAHCTIOPT KOMITOHEHTOB arirapara
Tonbaku B ipoliecce AuUCIiepcru, Koraa pa3pyliaoTcs JTMHAMUYHbIE MUK-
pPOTPYOOUKHM, a CTAOMJIbHBIE COXPAHSIOTCS. YJyacTve B 3TOM Ipoliecce
KuHe3uHa [127] cayXuT 10MmoJTHUTEIbHBIM TOMY MoATBepKaeHueM. Crie-
IyeT TOTYePKHYTh, YTO TUHAMUYHBIE MUKPOTYOOUKH, TTO-BUINMOMY,
OTBEYaloT 3a LIeHTPO-CTPEMUTEIbHBIN TPAaHCIIOPT KOMITOHEHTOB arlnapara
Tonbmxu B KJIeTKe, U 3TO OAACPKMBAET €r0 LIEHTPATbHYIO JTOKaIU3al1o.
HenaBHo Ob1710 MOKa3aHO, YTO MUTOXOHIPUH ABUTAIOTCS MO AMHAMUYHBIM
MUKPOTpYyOOUKaM, TIPUUYEM ITO IBUKEHUE MOXKET ObITh HAITPaBJIEHO KakK
K repudeprn KIeTKH, TaK 1 K €€ LIEHTPY, a CO CTAOUIbHBIMU MUKPOTPYOOU-
KaMH CBsI3aHbl HETMOIBMKHbIe MUTOXOHApUH [ 1]. Takum 0O6pa3zom BUIHO,
YTO pa3iNuusl B IMHAMUUYECKUX CBOMCTBAX MUKPOTPYOOUEK MOTYT OBIThH
WCITIOJIb30BaHbI [J151 ONIpeie/IeHUsT HAaITpaBJeHUsI TpAaHCIIOpTa OIpeie/ieH-
HbIX opraHesul. CienoBaTe/IbHO CBOMCTBa MUKPOTPYOOUEK MOTYT CJIY>KUTh
elle OMHUM (paKTOPOM PeTyJISILIMU BHYTPUKIETOUHOTO TpaHCIOpTa.

Kakum o6pa3om opraHesuibl y3HaIOT, O KAKMM MUKPOTPYOOUKaM UM
nBuratbcesi? [TonbiTKa OTBETUTH HAa 3TOT BOMPOC Obla ciejiaHa B labopa-
topuu I. IynaepceHa. B pesynabraTe M3ydyeHUs! CpoACTBa KMHE3MHA K
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pPa3IMYHBIM MUKPOTPYOOUKAM aBTOPHI MOKA3aJIM, YTO 3TOT MOTOPHBIN
GEJIOK MPEeATIOYTUTETbHEE CBSI3bIBACTCS C A TUPO3UITNPOBAHHBIMU ITOJIH -
mepamu [105].

OmHaKO TPAaHCIIOPT BIOJIb CTAOMIIBHBIX MUKPOTPYOOUEK C yIacTHEM
KHMHEe3MHa ObUT ITOKa3aH TOJILKO JIJIsI TPOMEXYTOYHbIX (hruaaMeHTOB [93]
U PeLUKIINPYIOMIMX 93HA0cOoM [ 108], XOTsI M3BECTHO, YTO 3TOT OEJIOK OTBE-
YaeT 1 3a TPAHCIIOPT APYTUX OpraHesul. MOXHO IPEIITOIOXHUTh, YTO CPOI-
CTBO KMHE3WHA K pa3IMYHBIM MUKPOTPYOOUKAM TAKKE SIBIIIETCS 00BEK-
TOM 00Jiee TOHKOU peryIsiuu.

VI. 3AKIIOYEHUE

AHai3 TPUBEAEHHBIX JaHHBIX TOBOPUT O TOM, YTO B )KMUBOTHBIX KJI€T-
Kax MCIOJIb3YIOTCS CaMble pa3HOOOpa3HbIe MYTH PErysiliui BHYTpUKJIe-
TOYHOW NoABUXHOCTU. CHCTeMa TpaHCIOpTa OpraHesl1 YyTKO pearupyer
Ha CUTHAaJIbI, TToJlydaeMble KJIETKON M3 BHEIHEW Cpebl, UCTIOb3YS ISl
3TOTr0 pa3IMuHbIE CITOCOOBI — OT IJTI00ATBLHBIX IEPECTPOEK LIMTOCKETETHBIX
ceTeil 10 TOHKOM peryasiiuu pepMeHTaTUBHON aKTUBHOCTU MOTOPHBIX
6e/1KoB. MHOrouYMc/ieHHbIE TPUMEPbI TECHOTO B3aMMO/IEHCTBUSI TPAHCTIOPT-
HOW Y CUTHAJIbHOM CUCTEM IOKa3bIBaoT 3(D(heKTUBHOCTh 3TOM PErysLuu.

CrenyeTr MoguepKHYThb, YTO B TPAHCIIOPTE OMpeaeIeHHbBIX OpraHeslI
MOTYT y4aCcTBOBATb Cpa3y HECKOJIbKO Pa3IMYHbIX MOTOPHBIX OEJIKOB, U
OJTHOM M3 BaXKHbIX MPO0JIeM, TpeOyIOIINX JaIbHEHIIero uccaeaoBaHusl,
SIBJISIETCS] U3yYeHME KOOPAMHAIIMU UX IeicTBus. Kak paHee oTMevanoch,
Ha OJTHOM U TOH e YacTUIIE OJJHOBPEMEHHO MOTYT HAXOUThCS HE TOJIbKO
Ppa3HOHaMnpaBJIeHHbIE MOTOPbI, CBSI3aHHbIE C MUKPOTPYOOUKaMU, HO M MUO-
3WHBI, OCYIIECTBJISIONINE TPAHCIIOPT MO APYTOMY THUITY IIUTOCKETETHbIX
cTpykTyp. [Toka HesicHO, KaKiM 00pa3oM JBUXKEHWE YACTULIbI [T0O MUKPO-
TpyOOUKaM MepekIovYaeTcss Ha TPAHCTIOPT MO aKTMHOBBIM (DUIaMeHTaM.
HenasHee oTkpbITHE 6E1KOBOTO KOMILIEKCA, CONEPXKALIETO LIUTOILIa3Ma-
TUYECKWI IUHEWH, IMHAKTIH 1 KiHe3nH 11 [36], MoXXeT MOCTyKUTh ITpH-
MEpOM MOIOOHOM KOOpAMHALMU. DTO MEePBbIN MPUMEP TAKOTO KOMII-
Jiekca, 00beIUHSIIOIEro B CBOEM COCTaBe KOMITOHEHThI, OTBETCTBEHHbIE
3a pa3HOHAIMpPaBJIEHHbIN TPAHCITOPT IO MUKPOTPYOOUKaM 1 B3auMOel -
CTBME C aKTMHOBBIMU CTpYyKTypaMu. Kakrm oGpa3oM orpesessieTcst Harl-
paBJieHUEe JABMXKEHUSI OpraHesls1 o MUKpoTpyooukam? UTo 3acTaBisier
OpraHeJsuibl «IepeckaknuBaTh» ¢ MUKPOTPYOOUeK Ha aKTMHOBbIE (hujia-
MEHTbI 1 o0paTHO? Ha 3Tu BOMpPOCHI JOJKHBI OTBETUTH JajbHEHIINE
HCCIEIOBAHMUSL.
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