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Mexanuzm 0sudicenus pecHuuex U jHceymuko8 cnepmamo3oudo8 0CHOBAH HA CKOAbICEHUU JYNaemo8 MUKpompyoouex opye OmHoCUmMenbHO
dpyea 6aazodaps nocmynamensHoMy 08UNCeHUI0 OUHEUHO8 — MOMOPHbIX 0eAK08, CNOCOOHbIX NepemMelamscsi R0 NOBEPXHOCHU MUKPOMPY -
60ueK u MpanchopmMupyIoOuUX XUMUHECKYI0 dHepeuio, codepicauyiocs 6 adeHo3unmpugocgame, 8 MeXAHUUECKYIO SHEPUID OBUIICEHUS.
Panee enewnue u gHympennue OUHeUHoBble PYHKU CHUMAAU CXOOHbIMU NO CIMPYKmYpe U QYHKYUAM, 0OHAKO He0a8HO Noay4eHHble dKche-
DUMEHMANbHble 0aHHble C8UOeMeNbCMBYIOM 0 3HAYUMEALHOM UX PA3AUMUL HO COCMABY CY0Bse0uHUY, PACHOA0NCEHUIO 8 AKCOHeMe U MeXa-
Huzmam peeyaayuu. M xoms noHumaHue npuHyUNO8 UMeHeHus aKmugHOCMU ONUCAHHBIX MOMOPHBIX 0€AK08 ocmaemcs HenoAHbIM,
YCMAaH08AeHbl MOHKUE MeXAHU3MbI OYHKUYUOHUPOBAHUS OAHHBIX CIMPYKMYP.
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A mechanism of sperm cilia beating
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The basis of the mechanism of cilia and sperm flagella motility is the sliding of doublets of microtubules relative to each other due to transla-
tional movement of dyneins. Previously, external and internal dynein arm were considered similar in structure and functions, however, re-
cent experimental data suggest a significant difference in the composition of subunits, axoneme location, and regulatory mechanisms. And
although the understanding of the principles of changes in the activity of the described motor proteins remains incomplete, subtle mecha-
nisms of the functioning of these structures have been established.
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BsepeHue

PecHUYKM 1 KTYTUKU — KJIETOYHbBIE CTPYKTYPHI (Op-
raHeJIjibl), o0ecreYnBaoIre MOABXKHOCTD KIIETOK. 2KTy-
TUKM 3YKApUOT 3HAYUTEIbHO OTIMYAIOTCS OT KT'YTUKOB
MIPOKAPUOT KaK CTPOSHUEM, TaK U MEXaHUKOM ABUXKECHUS
[1—3]. B ntanHOM 0030pe AeTalbHO pacCMaTpUBACTCS Me-
XaHU3M JIBVKCHUS KTYTUKOB U PECHUYEK Y SYKAPUOT.

CrpoeHue 1 TOHKAsI CTPYKTYpa PECHUYEK U XKI'YTUKOB
y 9YKapHOT OIMKCAaHbl B MHOTOYKCJIEHHBIX padoTax [4—6],
HO JI0 HEJaBHEro BPEMEHU IMPEICTABICHUS O MEXaHU3MeE
JBYDKEHMSI TUHEMHOB ObUIM (DparMEHTAPHBIMM, M TOJIbKO
MCCIEA0BAaHUS KPUCTAUIMYECKOM CTPYKTYPhl MOTOPHBIX
JOMEHOB IaHHBIX OEJIKOB MOKA3aJId, YTO IBVXKECHME TUHEU-
HOB IIPOMICXOIUT OJ1arogapsi MHIYLMPOBAHHOMY aleHO3MH-
tpudocharom (ATP) KoH(POPMALIMOHHOMY HM3MEHEHUIO

B 00J1aCTH JIMHKEpa JaHHOTO OeJka [7, 8]. OmHako eciu Obl
BCE TMHEHHbI aKTUBUPOBAIMCH OMHOBPEMEHHO, KaK T0JI0B-
K1 MHUO3MHAa B COKPAILAIOIIEHCsI MBIIIIIE, TO aKCOHEMa 3a-
KpyTHiach OBl B Tyrylo criipaib. [ToaTomy aJist Toro, 4ToObI
BOBHUK JIOKAJIbHBIA U3rM0 PECHUYKY MJIN XKIYTUKA U YTOObI
3TOT U3rMO PACIIPOCTPAHSIICS B BUJIE BOJIHBI OT €T0 OCHOBA-
HMSI IO CAMOT'O KOHYMKA, JOJIKHBI CYILIECTBOBATh CIICIIA b
HBIE PETY/ISTOPHBIC MEXaHU3MbI, KOOPAMHUPYIOIIME aKTHB-
HOCThb JaHHBIX OenkoB. B Hacrosiee Bpemst oOCyKaaloT
HECKOJIbKO CHCTEM, OTBETCTBEHHBIX 32 KOOPIMHALIMIO pa-
0OTBI JaHHBIX MOJICKYJISIPHBIX MEXaHU3MOB [3, 9—12].

CMmpoeHUE HrymuKoB U PECHUYEeK yKkapuom
Hunun (peCHUYKM M XTYTUKH) 3YKapuoT (popMupy-
IOTCSI U3 LEHTPUOJIEI, UMEIOT PaaralbHO-CUMMETPUYHYIO
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Puc. 1. Cxema cmpoernus sceymuka 3yKapuom 6 pazHulx e2o omoenax

Fig. 1. Structure of the parts of the eukaryotic flagellum

CTPYKTYDY, COCTOSIILIYIO 13 MUKPOTPYOOYEK, MOTOPHBIX O~
KOB 1 BCTIOMOTaTeIbHBIX CTPYKTYp (puc. 1). ¥ ocHOBaHMS
PECHUYKH /3KTYTUKA CO CTOPOHBI LIMTOILIaA3Mbl HAXOAUTCS
OazajbHOE Tejblle (KMHETOCOMAa), KOTOpoe 0Opa30BaHO
9 nepucdeprUUeCKUMI TPUILIETaAMU KOPOTKMX MUKPOTPYOO-
yek. Hazn 6a3anbHBIM TeJIblieM B LIUTOILIA3MATUYECKUIA BbI-
pPOCT HallpaBjieHa oceBas HUTh ((PHIaMeHT, aKCOHeMa),
Tak:ke oOpa3oBaHHAsA MUKPOTPYOOUKAMU 1 TTOKPHITAST 1A~
TOILUTA3MaTUIECKOM MEMOPaHOI1 (TJ1a3MaIeMMOIA).
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Cpa3y 3a 0a3aJIbHBIM TeJIbLIEM MUKPOTPYOOUKHU aKCO-
HEeMBbI 00pa3yIoT OCEBYIO CTPYKTYPY, COCTOSIIIYIO B IIPOK-
CUMaJbHOM OTAeNe U3 9 mepudepuIecKux TPUILICTOB.
JuctanpHee (Ham ypoBHEM ILTa3MaleMMBbl) 1 M3 MUKpO-
TpyOOUYEK B KaXXIOM TPUILIETE peaylupyercs (IIo3ToMy
Ha OOJIbIIIEH YaCTH KTYTUKA TIHYTCS TYTIETH MUKPOTPY-
004YeK), a B LIEHTPE MOSABJISETCA Mapa MUKPOTPYOOUEK,
OKpY:KeHHas 0eJIKOBOIt 000s10uKoi (puc. 1). Takum obpa-
30M, IIS1 XKTYTUKOB OOJIBIIIMHCTBA SYKApUOT XapaKTepHa
TaK Ha3bIBaeMasi CTpYKTypa «9 x 2 + 2» (9 nepudeprdeckux
IYIUIETOB MMKPOTPYOOUEK, PAaCIIOJIOXEHHBIX I10 KpYTY,
1 2 MUKpOTpyOOouKM B LieHTpe) [13—16]. Kpyrosoe pacrio-
JIOXKEHME TYTUIETOB 00ECIIEYNBACTCS C IIOMOIIIBIO HEKCH -
HOBBIX MOCTHUKOB (pHC. 2), KOTOPBIE CBSI3BIBAIOT BHEIITHUE
IYIUIETHl MUKPOTPYOOUEK, a TakKe paguaabHBIX CIIUII,
KOTOpBIE BBICTYITAIOT OT KaXIOro M3 9 IyruieToB IO Ha-
MpaBJeHUIO K LIEHTPAJIbHOM NMape MUKpOTpyodouek [17].

CTpoeHue XryTMKa CIepMaToO30MIa OTIMYAeTCs
OT CTPYKTYpPHI peCHUYEK HAJTMUUEM IUIOTHOM (prOpo3HOit
000JIOUKM B IMPOMEXKYTOYHOI U TJIABHOM YacTAX XI'yTHKa
W1 HUIMYMEM CJI0SI MUTOXOHIPUIA B IPOMEXKYTOYHOM YaCTU
KTYTUKA. MUTOXOHAPUH B CIIEPMATO30MIaX PACIIONIOKEHBI
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Beat plane Intermediate chain
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Puc. 2. Cxema cmpoenus aKconembvl Hc2ymuka: a — OCHOBHbIE INEMEHMbl AKCOHEMbL; 0 — CIPYKMYypa MUKpompyoouku, dumepsl o- u f-mybyauna; ¢ — dy-
naem muxpompybouex: A — noanas, B — nenoanas muxkpompy6ouxa. Cmpoenue 6HeWHUX U BHYMPEHHUX OUHEUHOBBIX pYUeK; & — 0eAK08Ask CMPYKmMypa

BHYMPEHHUX OuUHeUH08bIX py4exk

Fig. 2. Structure of the axoneme of the flagellum: a — main elements of the axoneme; 6 — structure of a microtubule, dimers of a- and f-tubulin; ¢ — micro-
tubules doublet: A — whole, B — partial microtubule. Structure of the outer and inner dynein arms; e — protein structure of the inner dynein arms
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Puc. 3. Cmpoenue xceymura cnepmamo3ouoa: cpesvl U mpexmepHsie MOOeAU COOMBEMCMBYIOUUX YACMEl: a — CPe3 NPOMEICYMOUHOU YaCMU JHceymUKa,
Komopas exawuaem GuoposHyr 000104KY, MUMOXOHOPUANbHBLI CAOL U AKCOHEMY,; O — cpe3 2AaBHOU Hacmu JHceymuKa, Komopas eKawuaem @uoposHyro
000104KY U AKCOHeMY; 8 — cpe3 OUCMAAbHOU YACMU JHC2YMUKa, KOmopas eKauaem moavko akcorvemy [19]

Fig. 3. Sperm flagellum structure: sections and 3D model of the matching pieces: a — section of the mid-piece of the flagellum containing the fibrous sheath,
mitochondrial sheath, and axoneme; 6 — section of the principal piece of the flagellum containing the fibrous sheath and axoneme; 6 — section of the end-piece

of the flagellum containing only the axoneme [19]

BOKPYT aKCOHEMBI I10 CITUPAIM U HEOOXOIUMBI JIJIsI CUH-
te3a MoJiekya AT® (puc. 3). Kpome toro, B pubpo3Hoit
000/104Ke MPUCYTCTBYIOT (hepMEHTHI TJINKOJIN3a, 00ecIie-
YHBAIOIIME CIIEPMATO30M 1Bl SHEPTUE B aHa3pOOHOI cpe-
Jie )KeHCKUX TTOJIOBbIX myTeit [18].

benkoBbie KOMNOHEHMb] AKCOHEMbI 3yRapuom,

UX Xapakmepucmuka u nocmmpaHcnayuoHHbie

MoautuKayuu

Iepudepuueckue oyaeTbl 00pa30BaHbI 2 MUKPOTPY-
00YKaMH, OfHA U3 KOTOPbIX IOJIHAs, a ApYyras HeIloJHasl.
INonHas (A-MukpoTpydoUKa), KaK ¥ CBOOOTHBIE MUKPOTPY-
00uKM, obpa3oBaHa PACIONOXEHHBIMU 1O Kpyry 13 rere-
poaumepamu o- U B-TyOynuHa. Hemonnas (B-muxpotpy-
O0ouka) obpazoBaHa 11 rereponuMepamu a- u B-TyOynrHa
(puc. 26). TyOyauH — I100YJIIpHBIN OSJIOK, UMEIOIINIA Mac-
cy 55 xJla, tmaMeTpoM OKOJIO 4 HM, UMEIOIIUI TTPUHIIUIIT

CBSI3bIBAHMS «3aMOK — KJTIOU», YTO 00ECIIeYMBAET JIMHEMHOE
coenuHeHne MoneKy [20]. OCHOBY CTPYKTYpbl MUKPOTPY-
OOYKM COCTABJISIIOT 13 JNMHENHBIX MPOTOPUIAMEHTOB o~
U B-cyobenuHull TyoyauHa. TakuM oOpa3oM, mornepevyHoe
ceueHre MUKPOTPYOOUKHY UMEET OCh CUMMETpUH 13-10 1mo-
psiika, a Ha Bujie COOKY OHU IIPEACTaB/ISIIOT CO00ii yrako-
BaHHBIC 0 CIIHUPAIM CyOBEOIUHMIIBI TYOyauHA (pHUC. 28).
Kpome Toro, B nyIieTax MUKpOTPYOOUEK KTYTHUKOB CIIep-
MaTo30MI0B OOHAPYKEHbI OCJIKM TEKTUHbBI, UMEIOIINE BTO-
PUYHYIO CTPYKTYPY, OU4€Hb CXOXYIO CO CTPYKTYPOIi IIpOMe-
XKYTOUHBIX (puaMeHTOB. B cocraBe KTryTMKa TEKTUHBI
(GOpMUPYIOT TOHKHME (PUIAMEHTHI fuaMeTpoM 2—3 HM [21].
OHU pacronoxeHbl B MecTe 00beanHeHNs A- 1 B-Mukpo-
TpyOOUYeK 1, BEPOSITHO, CKpeIuIsiioT ux. HecmoTps Ha mo-
CTaTOYHO OOJIBIIIOE KOJIMYECTBO JAHHBIX O OMOXVUMUU, CTPO-
€HMM TEKTMHOB M WX 3HAYeHUM JUIS JABUTaTeIbHOI
aKTUBHOCTU CIIepMaTo30MAOB [22—24], ux QyHKIUS
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ocTaeTcs OO KOHIIAa He BbIsICHeHHoU. Ho, Hampumep,
H. Tanaka 1 coaBT. yCTAaHOBWJIM, YTO CaMIIbI MBIIIEH C My-
Taluel B OMHOM U3 TeHOB TeKTuHa (Tektin-f) 0ecruiogHbI
M3-32 AaHOMAJIMIA CTPOECHMS XKTYTUKOB Y HAPYILICHHOM MO -
BMZKHOCTH CIIEPMATO30UI0B [24].

ITocne 3aBepiieHUS TPAHCIISIIIUNA MOJIEKYJIbI CYObeau-
HUII TyOyJWHA MOABEprarTcs Moaudukanuu. OmucaHo
CYILIECTBOBaHME 0-TyOyJMHA B COCTaBe MMKPOTPYOOUeK
PECHUYEK U KXTYTUKOB 0e3 IJlyTaMrMHa U TUPO3MHA B I10-
JoxeHnun 450 u 451 moMUMNEenTUAHON LTI COOTBETCTBEH-
Ho. B pesynbrare atoro moauduuupoBaHHbBIM TYOyIUH
nepecTaeT ObITh CYyOCTPAaTOM ISl TYOYITMHTUPO3UHIIUTA3bI
¥ HE TIOIBePraeTcs TUPO3WIMPOBAHUIO-IETUPO3UINPOBA-
HUIO, 2 KOMILJIEKC MUKPOTPYOOUYEK CTAHOBUTCS CTAOMIb-
HbIM [25—27]. CTabUIbHOCTH AYTUIETOB TaKXXe 0becreyu-
BaeTCsl BBICOKMM COIEpXaHMEM B MMKPOTPYOOUKax
alleTUJIMPOBaHHOTO a-TyoynnHa. Hanboiee yacto aneTu-
JIMPOBAHUIO MOBEPIaeTCs IU3MH, B YACTHOCTHU B IMOJIOXKE-
Hum 40 [28]. KpoMme Toro, BaxKHOE YCIOBHUE COSAUHEHUS
A- 1 B-MukpoTpyOb0oUeK — MOCTTPaHCIILINMOHHBIE MOIU-
¢ukamu TyoynrHa (IoIUTIyTaMUIMPOBaHKUE U TTOTUTIIA-
LIWINPOBaHNE), KOTOPHIE SIBJISTIOTCS 00s13aTeIbHBIM 3TarloM
MX CO3peBaHUs, B IPOTUBHOM Cydae MUKPOTPYOOUKHU
OKa3bIBaIOTCS (PYHKIIMOHAJIBHO HEAKTUBHBIMU. Tak, Io-
JINTIyTaMUWJINPOBAaHUE 0.-TyOyIMHA HEOOXOIMMO /IS B3a-
MMOJEUCTBUSI MMKPOTPYOOUKH C acCOIMMPOBAaHHBIMU
6ekaMu ¥ moHamu Ca?* [29—32], a DOIUIIMIIINPOBAHKE
B-TyOynuHa — mJist obecrieyeHrst HOpMaTbHOM MOJBMKHO-
cTH ciepMaTo3omnaos [33].

B akcoHeme K Kaxmoit A-MHKpOTpyOOUKe IpUCO-
€IMHEeHbI TMHEMHOBBIC PYYKH, HAIIpaBJICHHBIC B CTOPOHY
B-mukportpybouek cocegHero ayruieta (CM. puc. 2).
BHemHve quHeMHOBBIE pyYKU 00pa3yioT 1 psm U pacro-
JIOXKEHBI BIOJIb A-MUKPOTPYOOUYEK aKCOHEMBI C MHTEPBa-
JIoM 24 HM. BHyTpeHHUEe IUHEMHOBBIE PYUYKH 00pa3yloT
2 psiia U COCTOST U3 7 pa3IUdHbIX CYObETUHULL, PACIIO-
JIOKEHHBIX BIOJIb A-MUKPOTPYOOUEK B IIIaXMATHOM IT0-
psaKe ¢ o011eit oceBoit TepUOANUYHOCThIO U UHTEPBAJIOM
96 1M [14]. DT0 pasnuure B KOHOUIYpaLMUA TMHENHOBBIX
pydeKk OOBSICHSET TOT (DAKT, YTO UX He OOHApPYKUBAIOT
Ha HEKOTOPHIX MOMIEPEYHBIX Cpe3aX PECHUYEK U KTYTUKOB
IpU TPAHCMHUCCUOHHOM 3JIEKTPOHHOM MHUKPOCKOIMH,
B TOM YHCJIE B CLIEPMATO30MIaX C HOpPMAJIbHBIM CTPOCHM-
€M aKCOHEMHBI.

Cmpyrmypa AUHEUHOB U MEXaHu3M ux ABUramenbHoii

dRmusHocmu

B 1965 r. I.R. Gibbons u A.J. Rowe BIiepBbIe ompe/e-
JIWJIM, YTO TMHEUH, OCHOBHOI 0€JI0K TMHEMHOBBIX PyYeK,
BBICTYIIAeT KaK IIaBHbIA MOTOPHBIIA 0€JI0K XI'yTUKOB: aB-
TOPBI IMOKa3ajIu, 4yTo Ipu ruaposusze AT® ronoBku quHe-
MHa IepeMEILAlOTCs [0 MUKPOTPYOOUKE COCEIHETO AyIlie-
Ta [34].

JAMHEenH — 3TO KPYIHBIN OEJIKOBBII KOMITJIEKC, COIEP-
Kaluii ot 1 10 3 r100y/IspHBIX TOJIOBOK, COSIMHEHHBIX
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¢ O0IIMM OCHOBaHMEM TOHKMMM TMOKUMU (DUOPUIISP-
HBIMU HUTSIMU (puUc. 22). [1pu aToM pudbpuisipHas 4acThb
IUHEWHA BIJIETEHa B MUKPOTPYOOUKY, a I100yIsapHas ro-
soBKa oosagaeT ATM-a3Hoit akTMBHOCTBIO [35]. JIMHENHBI
MpUHAIEXaT K cyrnepceMeiicTBy 6e1koB AAA+ (ATMd-a3),
HUCTIONB3YIOIIMX 3Hepruto rugponnsa ATD mis koHdop-
MaIIMOHHOTO PEMOIEINPOBAHNS CBI3aHHBIX OEJIKOB-MHU-
meHei. MexcyobeIMHUYHBIE B3aUMOACHCTBUS MOIYJIeit
AAA+ TIpUBOIAT K 00pa30BaHUIO XapaKTEPHBIX JIJ1sT OETTKOB
AAA+ KOJBIIEBBIX TeKCAaMEPHBIX CTPYKTYp. Takum obpa-
30M, SIIPO IMHEMHA — 3TO KOJibLo U3 6 AT®-cBs3bIBaIO-
mux 1oMeHOB AAA (puc. 4), nuHkepa, u C-TepMUHaIb-
HOTO y4YacTKa, OT KOTOPHIX OTXOAUT aHTUIIAPAJIICIbHbIN
CIIMPAJIbHBIA «3MEEBUK», OKAHYMBAIOLIUIACSI TOMEHOM
CBSI3BIBAaHUSI ¢ MUKpOTpyOoukamMu (microtubule-binding
domain, MTBD) [36].

1o HemaBHEro BpeMeHM MEeXaHW3M JIBYKCHUS TUHEU -
HOB OBLT HEAOCTaTOYHO U3ydyeH. Toiabko B 2012 . aHanmu3
2 KpUCTANIMYECKUX CTPYKTYP MOTOPHOTO IOMEHA AUHE-
MHa 10Ka3aJjl, YTO ABIKEHUE JaHHOIO MOTOPHOIO Oejka
MPOUCXOIUT Oarogapst yHUKaabHOMY AT®-uHIyLupo-
BaHHOMY KOH(MOPMAIlMOHHOMY M3MEHEHUIO B 00JacTu
nmHKepa [7, 8] (puc. 46, ¢). CBs13b 3TOro JOMEHa ¢ MUKPO-
TpybouKamu ocylecTsisercs uepe3 MTBD, Haxonsimii-
CsI Ha KOHIIE HOXKH (puc. 46). MOTOpPHBIN JOMEH TMHEH-
Ha B3aumozeiictByeT ¢ MTBD Gmarogapst ckosb3siiiemy
JIBUXXCHMIO CITUpaJiel B CTEOJIe «3MEEBUKA».

MexaHuU3M OBUTaTeJIbHOW aKTUBHOCTU MOTOPHOIO
JIOMEeHa TMHEeWHa IIpeacTaBieH Ha puc. 40. Llukin Hauu-
HaeTcss C BBICBOOOXIeHUSI aaeHo3mHAaudocdara,
IIPY 3TOM BO3HMKAIOT KOHGMOPMAIlMOHHbBIE U3MEHEHMS
KoJiblla 0e1koB AAA+, HO IUHEUH MO-TIPEXKHEMY OCTa-
eTcs CBI3aHHBIM ¢ MUKpoTpyooukamu. Jlanee ATD cBs-
3bIBAaETCsI ¢ JOMeHOM AunHenHa AAAI. Monekyna AT®
pacIIenIsIeTcs ¢ BBICBOOOXICHUEM XUMUUECKON 3HEP-
UM, KOTOpasi AT Ha BBICOKOAHEPIeTUIeCcKoe KOHMOP-
MaIlMOHHOE U3MEHEHME IMOJIOXEeHUS TMHKepa 1 0ciadie-
HHE CBSI3M KOHIIEBOTO JOMEHA ¢ MUKPOTPYOOUKaMHU (pucC.
4e, 0). [loTeHILIMATBbHYIO SHEPTUIO aKTUBHOI KOH(OpMa-
LIMY JJUHKEPa MOXHO CPaBHUTD C MOTCHIIMAIbHOM SHEP-
TUel pacTIHYTOM MPYKUHBI. BEICBOOOXIEHME 3TOM 3HEP-
TUU CIIOCOOCTBYET IPOABMIKCHUIO TOJIOBKM JWHEHHA
BIIOJIb MUKPOTPYOOUKHU U BO3BPATy JIMHKEPA B UICXOTHOE
noJioxkeHue. Takum o6pasom, cBsasbiBane AT® ¢ tome-
HoM AAAI cHuxaet cpoactBo MTBD k Mmukporpyodou-
KaM, a 3a CYeT BBICBOOOXKIEHUS ITOTEHIIMATbHOM SHEPIUr
JIMHKEpa IMO3BOJISIET JTaHHOMY IOMEHY AUHENHA IIPOocCJe-
JIOBaTh 10 CJEAYIOIIEeTO caiiTa CBI3bIBAHUS C MUKPOTPY-
ooukamu (puc. 40) [37, 38].

OImucaHHBIM BBIIIE CTIOCOOOM B AMHEMHOBOM ITUMEPE
MOTOPHBIC JOMEHBI IPOIBUTAIOTCS («IIIaraloT») BIOJb
MUKpOTpyOouek. [1pu 3ToM, Koraa MpoOMCXOIUT OTCOEIM -
HEHUE OT MUKPOTPYOOUKH ONHOTO MOHOMEpPA AMHEUHA,
JIPYyroii MOHOMEpP OCTaeTCsl CBSI3aHHBIM C MUKPOTPYOOU-
KaMH.
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Puc. 4. Cmpyxmypa msncenoii yenu OuHeuna u Yuka 08U2amenbHoll GKMUeHOCMU MOMOPHO20 00MeHa OUHEUHA: a — OOMEeHHAs CMPYKMYpa maxiceaoi yenu
OQuHeuHa ¢ yKazanuem e2o yHacmkos; 6 — msceaas yens OuHeuHa, eKaouaruwas N-mepmunanvhsiil yuacmok; 8 — 0eAK08as CmpyKmypa msjceaoil yenu
Juneuna; ¢ — KOHQOPMAUUOHHbIE USMEHEHUSL 8 MANCEAOU Yenu OUHeUHa npu npucoedunenuu adenozunmpugocpama (ATD); 0 — yuka dsueamenvhoi ax-
musHocmu MomopHoe2o domena duneuna [38], cobcmeennas moougurayus. AP — adenozundugpocgham; MTBD — domen césazvieanus ¢ Mukpompybouxamu

Fig. 4. Structure of dynein heavy chain and motion cycle of dynein motor domain: a — domain structure of dynein heavy chain with its parts; 6 — dynein heavy
chain including the N-terminal tail; 6 — protein structure of dynein heavy chain; e — conformational changes in dynein heavy chain caused by adenosine
triphosphate (ATP) attachment; d — motion cycle of dynein heavy chain [3§], original modification. ADP — adenosine diphosphate; MTBD — microtubule-

binding domain

lTunomesa reoMempu4eckoro cuennexus

B pabdore K. Summers, I.R. Gibbons moka3aHo,
YTO MPU OTIACICHUM XKIYTUKA OT KJIETKH ITyTeM Jia3epHOM
MHUKPOIUCCEKIINM OH COXPaHSIeT CIIOCOOHOCTh ITPOU3BO-
INTHh BOJHOOOpPa3HbIe ABMKEeHUs. Jlaxke M30IMpoOBaHHAas
aKCOHEeMa MOXET COBepILAaTh NIBMXKEHUS B paCTBOpaXx pas-
HbIX coneii (Hanpumep, MgS0,), conepxaimx AT®. Eciu
HM30JIMPOBAHHYIO TaKMM 00pa3oM akcoHeMy oO0paboTaTh
MPOTEOIUTUYECKUMU (hepMEHTaMU, pa3pyIIalOIIMMK HEK-
CHHOBBIE CBSI3KU U palydaJbHbIe CITUIILI M HE TIOBPEXKIAI0-
IIMMU JIMITb AUHEUHOBBIC PYYKU Y CAMU MUKPOTPYOOUKH,
a 3ateM 100aBuTh AT® B KoHueHTpauuu 10 MKMOJIB/JI,
aKCOHeMa HauMHAaeT yIUIMHSITLCS, IIPU 3TOM €€ JUTMHA MO-
JKeT IIPEeBBICUTD IIePBOHAYATIBHYIO B 9 pa3. B maHHBIX 3KC-
MepUMEHTaX YCTAHOBJEHO, YTO MUKPOTPYOOUKH CKOJIB3ST
JIPYT OTHOCUTENBHO APYTra U YTO 3TO CKOJIbXEHUE ONHOHA-
MpaBIeHHO. B MHTAaKTHOI Xe pecCHUYKe IMTPOUCXOIUT 13-
rubaHue OyIUIETOB IO BCEM UIMHE, MOCKOJbKY MYIUICTHI
CBSI3aHbI IPYT C IPYTOM DJIACTUYHBIMU HEKCUHOBBIMU MO-
CTUKAaMH, a C IICHTPAJIbHBIMU MUKPOTPYOOUKaAMM — paIu-
aJbHBIMU CITUIIAMM, KOTOPBIE IPOTUBSITCS CBOOOTHOMY
CKOJIBXXEHHIO MUKPOTPYOOUEK APYT OTHOCUTEILHO Ipyra
(puc. 5). OnHako Ipu OMHOBPEMEHHOM aKTHUBAIIUM BCEX
JIVUHEMHOBBIX py4YeK aKcoHeMa He u3rmbanach OB,

a 3aKpyTwiach B TYIYIO criupaib. YToObI 3TOro He IMpo-
M30IIUTO0, JOJKHBI CYIIECTBOBATh CIEIMAIbHBIC PEryss-
TOPHBIE MEXaHM3MbI, KOOPIMHUPYIOIINE ABUTATEIbHYIO
aKTMBHOCTb MOJIEKYJI IMHENHA. YCTaHOBJIEHO, YTO € pe-
TYJISLUS He 3aBUCUT OT KOHLeHTpauuu Ca*t wim Ipyrux
HMOHOB, MOCKOJIbKY aKCOHEMa CITOCOOHA U3r1ubdaThes U 10~
cJie yaajaeHus Tla3MaThuIeckoit MeMOpaHsl [39].

B uccnenosanusx C.J. Brokaw rmoka3aHo, 4To yaaje-
HUE BHEIIHUX TMHEMHOBBIX pyYeK U3 KTYTUKOB CHUXKAJIO
JaCTOTY OMEHMS XKTYTUKOB, HO Ha aMIUIMTY/E U3r10a XIy-
TUKOB 1 peCHUYEK CYIIeCTBEHHO He cKa3bIBajioch [40—42].
OTH pe3yNbTaThl TO3BOJISIOT MPEATIONIOXKUTh, YTO BHEIITHUE
JMUHEUHOBBIE PYYKM BaxKHBI JUISI IOAIEPXKAHUS TBYDKCHUS,
HO HE OMPenesIsTIOT aMIUTUTYy M3r1nbda U He MHULIMUPYIOT
BOJTHOOOpPa3HOE ABIKEHUE XKTYTHKA, KOTOPOe HAYMHAET-
cs Oarogapst BHyTpeHHUM JVHEMHOBBIM pydykaMm [43, 44].

Takum 00pa3oM, ¢ TOMOIIBIO TMHEMHOB TYILIETHI MU~
KPOTpyOOUEK MepeMeIIaloTcs IPYT OTHOCUTEIBHO ApyTa,
CKOJIb3S1 CUHXPOHHO B OIHOM HampaBieHuHu. [losTomy
JMUHEUHBI HA OHOM CTOPOHE aKCOHEMBI M3TM0AI0T XKIYTUK
B OTHOM HaIlpaBJieHUH, a TMHEWHBI Ha IPYTroii CTOPOHE —
B IIPOTMBOIIOJIOKHOM HalpaBieHUH. B OONBIIMHCTBE XIy-
TUKOB U pECHUYEK ITYIUIETHl MUKPOTPYyOOUeK, 0003HAYCH -
Hele LmuppamMu 5 M 6 B CTaHIZApTHOW HyMepaluu
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Nexin links
NluHenHbl / . r
Dyneins

Puc. 5. Mexanu3sm deusncenus muxpompybouex opye OmHOCUMENbHO dpyea:
a — HeKCUHOBbIE MOCIUKU UCKYCCIMBEHHO PA3PYUIeHbl NPOMEOAU30M; dynie-
movl MUKpompy6o4ex c60000HO CKOAb3M Opye OMHOCUMENbHO Opyea;
6 — dynaemol y0epucugaromcsi HeKCUHOBLIMU MOCMUKAMU,; CKOAbICEHUE
dynaemoe npueooum Kk uzeuby axconemvt. AT® — adenosunmpugocpam

Mukpotpybouku /
Microtubules

ATO/
ATP

ATO/
ATP

Fig. 5. Mechanism of microtubule motion relative to each other: a — nexin
links are artificially destroyed by proteolysis; microtubule doublets fireely slide
against each other; 6 — microtubule doublets are held together by nexin links;
microtubule doublet sliding against each other causes axoneme bending.
ATP — adenosine triphosphate

(cM. puc. 2), KeCTKO CKpeIlIeHbl 1 HE MOTYT CKOJIb3UTh
IpYyT OTHOCUTENIbHO apyra [45]. dymet 1, KoTopblii Haxo-
JIATCSI HA OJHOM CTOPOHE aKCOHEMBI, YCJIOBHO 0003HaYa-
€TCS KaK IIePBbIii U3 TPYMIbl AYIUIETOB 1—4, TUHEWHBI
KOTOPBIX M3rubaroT aKCOHEMY B OJIHOM HaIpaBJeHHMU.
JAMHenHBI TPOTUBOITOJIOXHOM I'PYMITBI AYTIETOB, 0003HAa-
YEHHBIX HudpamMu 6—9, U3rubaioT XKIryTuk B 0O6paTHOM
HampasJieHUH (CM. puc. 2).

P. Satir u coaBT. MPeAMOAOXKUIN, YTO OMEHUE KTy~
TUKOB M PECHUYEK OCYIIECTBIsIETCS OJ1aronapst 4epeao-
BaHMIO 3IMM30[0B aKTUBALlMU 2 PACIOJOXEHHBIX IPYT
MPOTUB ApPYyTa IPYII JUHEUHOB, AKTUBHOCTh KOTOPBIX
peryaupyeTcsi BO B3aMMOACHCTBUM OJHOIO KOMILIEKCa
¢ npyrum [46, 47]. A C.J. Brokaw BBIABMHYJ ME€XaHU-
CTUYECKYIO TUIIOTE3Y NePEKII0YSHUS aKTUBHOCTH IIPO-
TUBOMOJOXHBIX TI'PYIIl OUHEWHOB: M3rub KIyTHKa
JIO OTIPENeJICHHOTO 3HAaYeHMSI KPMBU3HBI BHI3bIBACT MHA-
KTUBAIMIO OJHOM IPYMIIbl AMHEMHOB U aKTHBALIMIO IIPO-
TuBomnoaoxHoi rpymnibl [48]. C. Cibert Toxe omucan
MEXaHU3M, OCHOBAHHbBII HA T€OMETPUYECKUX B3a1MO-
JIEUCTBUSIX, B KOTOPHIX PEryJIMpOBaHUE aKTUBHOCTHU IH-
HEMHOB IIPOMCXOIUT OJ1arogapst U3MEHEHUSIM KPUBU3HBI
XKryTuka [49].

Ipu n3rube KTyTrKa epruoIuIHOCTb BKIIOUCHMS B pa-
00Ty MOTOPHBIX OEJIKOB 3aBMCUT OT PACIOJIOXKEHUS CAliTOB
CBSI3BIBAaHUS HAa COCEOIHUX AYIUIETaX M OT KPUBU3HBI
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xrytuka. C.J. Brokaw mepBbIM co3man MaTeMaTU4eCKYIo
MOJIeJIb U MOKAa3aJI, YTO BO3BPATHO-TIOCTYIIATEIbHOE TBH-
JKE€HME TUHEVHOB BbI3bIBAET CABUT THOKUX 3JIEMEHTOB M CO-
3MaeT BOJIHBI, aHAJIOTMYHBIE HAOIIOZAEMBIM B KTYTHUKE
cnepmaro3ouaa [42]. Takum obOpa3oM, ISl TTOBTOPEHUS
OMeHUIT HEOOXOIMMO, YTOOBI IMHEUHBI HA OJHOM CTOPOHE
aKCOHEMBbI ObLIM aKTUBMPOBAHBI COINIACOBAHHO U YTOOBI
HX aKTUBHOCTB IIpeKpaliiajach TOXe corjacoBaHHo. [1po-
TUBOIIOJIOXKHASI TPYIINa IMHEWMHOB NODKHA OBITh aKTHUBH-
pOBaHa aHAJIOTMYHBIM 00Pa30M, YTOOBI U30THYTh XKIYTUK
B IIPOTUBOIIOJIOXHOM HAIpaBICHUM U 3aBEPIIUTH IIUKII
ouenus. Dty teoputo pa3sui C.B. Lindemann [50], koTo-
DBIi B3sUJT 32 OCHOBY TOT (haKT, UYTO OHA U3 HAanboJjiee KOH-
CepBaTHUBHBIX YepT BCEX XTYTUKOB U MX aKCOHEM — 3TO
pacCTOsSTHUE MEXIY OyIieTaMUd MUKPOTPYOOUeK 1 TUHEH -
HOBBIMU pydKaMH. [laxxe B MyTaHTHBIX KT'YTUKaX, KOTO-
pble UMEIOT MOAN(ULIIMPOBAHHYIO CTPYKTYpPY (Hampumep,
B HUX OTCYTCTBYET IIeHTPaJIbHAs I1apa MUKPOTPYOOUEK),
3TOT pa3Mep CoOXpaHseTcs. AHAIN3 3JIEKTPOHHBIX MUKPO-
¢ororpacduit akcoHeM, HaxomsSIIUXCS B MOKOe, Koraa
IUHEUHOBBIE PYYKU HE CBSI3aHBI CO CMEXXHBIMU IyILIe-
TaMU, TTIO3BOJIJ YCTAHOBUTD, YTO PACCTOSIHUE OT NMHE-
WHOBBIX pyYeK OO0 AYIUIETOB MHUKPOTpPyOOUYeK Bceraa
0oJbIlIe, UeM pa3Mepbl AMHEMHOBLIX pydek [51, 52]. [u-
IoTe3a reOMETPUYECKOro CIEIUICHUS, IpeaoXeHHas
C.B. Lindemann, ocHOBaHa Ha IIPeANOJ0XEHNUH, YTO I10-
ImepeyHo HampaBiaeHHas cuia («T-cuma») meiicTByer
Ha BHEIITHME TYTUIETHI 9YKapUOTUYECKUX aKCOHEM, UTOOBI
KOOPIMHUPOBATh [IEHCTBUE <«IMHEMHOBBIX MOTOPOB»,
OTBETCTBEHHBIX 3a OMeHue KryTukoB [50]. «T-cuma» Bo3-
HUKAeT 3a CYeT HATSKEHMSI HEKCMHOBBIX MOCTUKOB U CITO-
COOCTBYET OTCOCIMHEHUIO TMHEMHOB OT IYILJIETOB MUKPO-
TpyOOUYEK B 30HE aKTMBHOIO M3Tvba W IPUCOSAMHEHUIO
IUHEWHOB K TeM AYILIeTaM, Tae OyIeT co3IaBaThCs U3ruo.
Cuuraercs, YTo TSI CBSI3bIBAHMS TUHEUMHOB CO CMEXHBIMU
IYTIJIETAMU HEOOXOIMMO TOJIBKO YMEHBIIIEHUE PACCTOSTHUS
Mexmy Humu. [TokazaHo, 4To pacceueHHbIC CETMEHTHI XKTy-
THUKOB CIIEPMAaTO30UIOB YaCTO TePSTIOT KOOPAMHUPOBAHHYIO
MOABIKHOCTD, Haxe npyu Hamnuynuu Mg-AT®, onHako Mo-
I'yT BOCCTAaHOBUTb €€ M aKTMBHO U3TM0aThCsI, €CIIM UX YaCTU
COBMECTUTb MUKPO30HAOM [53]. H1s1 moHMMaHUS TOTO,
Kak pacrnpocrpansieTcst u3ru6 B akconeMe, C.B. Lindemann
MOCTPOUJI €€ TPOCTHUKOBYIO MoJeib [54]. JlaHHast Moneb,
Oymyuyu pyIMMEHTapHOM, TeM He MeHee 3(hdeKTHO mpoe-
MOHCTPMPOBaJja, YTO B IUIOCKOCTU M3rMba pacCTOSHUS
MEXIy MUKPOTPYOOUKaMU YMEHBIIIAIOTCS 3a CYET CXKATHUS,
BO3HUKAIOIIETO B PE3yJbTaTe PACTSKCHUS SJaCTUIHBIX
CWJINKOHOBBIX CBsI3eii. HaTsokeHme 1 cxkaTue MpuBOIUIN
K HOsIBIeHUIO «T-CHIbl» Ha KaXIOM U3 JePEBSIHHbIX 3JIe-
MeHTOB. U a3Ta «T-cuiia», B CBOIO oYepenb, 3acTaBisiia
3JIEMEHTBI IBUraThCsl APYT K APYTY B ITIOCKOCTU M3rubda.
IMomo6Has «T-cuna» Moria aHaTIOTMYHBIM 00pa30M 3aCTaB-
JIATD AYIUIETHI IBUTAThCA APYT K IPYTY B PEaIbHOM aKCOHE-
M€, U 3TO MOIJIO CTaTh IIPUYMHON aKTHUBAIIMM TUHEHMHOB

(puc. 6).
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Puc. 6. Cxema 603nukHogenus « T-cunvt» u npoooabHOU CUAbL 8 AKCOHEMe PeCHUYeK U dceymukos (no [54], ¢ usmenenusmu)

Fig. 6. Schematic illustration of T-force and longitudinal force generation in the axoneme of cilia and flagella (per [54], with modifications)

KymynsatuBHOe HaIlpsKeHUE OT PacTSKeHUS] HEKCH -
HOBBIX MOCTUKOB MOXET IIPUBECTHU K TOSBACHUIO «T-cu-
JIbl», OTPBIBAIOLLEH TMHEUHBI C ONTHOM CTOPOHBI aKCOHEMBI
B JAHHOM JIMHEMHOM KOOpAMHATE XIYyTUKA, U K IPUCO-
€IMHEHUIO ITPOTHUBOIIOIOXKHOIO Habopa TMHEWHOB Ha Py~
IO CTOPOHE aKCOHEMBI B 3TOM K€ JTMHEAHON KOOPIUHATE.
Ha sToM hakTe GazupyeTcs onrcaHie MexaHu3Ma UK~
HOro OMeHUsI, KOTOPBIi, B CBOIO OYepeldb, COCTaBJISICT
OCHOBY THITOTe3bI TeoMeTpruuecKoro cieruieHus1. C ee Tou-
KU 3pEHUs] TMHEUHBI He HYXXIAIOTCS B MHAVBUAYAIbHOM
pPeryJIMpoBaHMM, OHU SIBJISIIOTCS «CBOOOTHBIMM JBUTATE-
JnsaMu». MHaye roBopsi, Korjga DMHEHMH PACIIONOXEH TakK
OJIM3KO, YTO MOXKET MPUCOECANHUTECS K COCETHEMY AyTLIEe-
Ty, OH IPUCOEANHSIETCSI 0€3 MOIMOJHUTEIBHBIX YCIOBHUIA.
IMaccuBHBIN (HaMOXEHHBIN) M3rMO CXKMMAET aKCOHEMY
B IUIOCKOCTM M3ruba M CIOCOOCTBYET IPUCOEIUHEHUIO
IUHEWHOB K MUKPOTPYOOUYKaM, a aKTUBHBIN (MHAYLIUPO-
BaHHBII TMHEMHAMI) U3THU0 IIPUBOIUT K OTPHIBY TUHEMHOB
OT MUKPOTPYOOUEK M3-3a PACTSIKEHUS HEKCUHOBBIX MO-
CTUKOB Y BOSHMKHOBEHUSI IIPOTUBOIIOI0XXHO HAIIPaBJICH-
Hoit «T-cunbl». KpoMe Toro, mpu cBsI3bIBAHMU IMHEHHA
C COCEMHUM IOYIUIETOM MUKPOTPYOOUEK Y NIBVKEHUH BIOJIb
HEero BO3HHMKAeT IPOMdOJbHAsl CWiIa, KOTOpasi BMECTe
¢ «T-cuyoii» 1 co3maet KpyTALIUE MOMEHT (CM. puc. 6).

TakuMm 00pa3oM, COrIacHO rMITOTE3¢ TeOMETPUIECKO-
o ClLeIUIeHusI, «T-cuaa» — IJIaBHBIA PEryasTop aKTUBHO-
¢ty fMHEeHOB. C IMOMOIIBIO KOMITBIOTEPHOTI'O MOJIEINPO-
BaHMSI pabOTHl MaHHOTO MeXaHM3Ma BOCIIPOM3BEAcHA
KapTuHa OMeHUI peCHUYEK ¥ KTYTUKOB CIIEPMaTO30UIOB
[54]. PecHnukorogo6Hble OMEHUST MOTYT OBITh CTeHEepH-
POBaHBI C IIOMOIIBIO OMHOTO AITOPUTMA TEePEKIIOUSHMSI.
Ecnu ygecTh MexaHMYeCKME CBOMCTBA KTYTUKA U €T0 pa3-
MEpBbl, TO MEXaHU3M OMeHUs OyneT MPUHIIUITUATBHO OIH-
HaAKOBBIM IIJII CIIEPMAaTO30MIOB JIOOBIX BUAOB. PacueTsl
MoKa3bIBaloT 1 3HaYeHue «T-cuibl» — 0,5 HH/HM, KoTopoe
TMOATBEPXKIEHO SKCIIEpUMEHTANBHO [54].

MexaHoxuMmuyeckan perynauus AsuramenbHoil

dkmuBHOCIMU PECHUYEK U HrymukoB

o HemaBHEro BpeMEHHU CUMTAJIOCh, UTO BHEIIHUE
1 BHYTPeHHUE TUHEUHOBBIE PYYKU CXOIHBI IO CTPYKTYPE
1 GyHKIMIM. OTHAKO HeJaBHO ITOTyYeHHbIE SKCIIepUMEH-
TaJbHBIE JAHHBIE CBUIETEIBCTBYIOT O TOM, UTO OHHU CYIIIe-
CTBEHHO OTJIMYAIOTCS APYT OT APYTa COCTABOM CYObEIVHUII,
PACIIOIOXKEeHUEM B aKCOHEME U CUCTEMOI yIIpaBieHUsI [55].
Hanpumep, B To BpeMsl Kak BHELTHUE TUHEUHOBBIE PYYKHU
CYIIECTBYIOT KaK €IUHBI OJTIKOBBIN KOMILIEKC, COepKa-
U 3 TSoKeNble e, BHYTPEHHUE TMHEMHOBBIE PYyYKU
COCTOSIT U3 7 MOABUAOB, KaXIbIil N3 KOTOPBIX COMEPKUT
1—2 nuckpeTHBIe TsKeable Henu. Kpome Toro, 2 Buaa -
HEMHOBBIX PYyYeK OTIMYAIOTCS U MO (PYHKIIMOHAIBHOCTH.
Hawuboiee BaxkHOE OTIMYME B TOM, YTO BHYTPEHHUE AU~
HEMHOBBIEC PYYKHU BCIEACTBHME BapUaOEIbHOCTH CIIOCO0-
HBI K OoJsiee n36MpaTeIbHOMY yIipaBieHuo [56, 57]. 3Ha-
YUT, aKCOHEMA MMeEeT 2 B3aUMOIOIOIHSIIOIINE CUCTEMBI
st popmupoBaHus n3rnda. OgHa U3 HUX MpeamnoaaraeT
y4yacTHe BHYTPEHHUX TMHEMHOBBIX py4yeK, OEJTKOBOIO KOM-
IJIeKca [EHTPAJIbHBIX TTap MUKPOTPYOOUEK U paauaIbHbIX
CIIUII, APYTrasi — y4yacTUe BHELIHUX TUHEUHOBBIX pyyeK.
B 10O BpeMsI Kak BHEITHME TUHEMHOBBIE PYIKH IIPU OIIpe-
JIeJICHHBIX YCIOBUSX MOTYT CO3daBaTh M3TUO CaMOCTOS-
TeJIbHO, BHYTPEHHNE TUHEMHOBBIE PYYKHU CO3IAIOT U3TUO
PV B3aUMOJIEHCTBUU ¢ OSJIKOBBIM KOMILJIEKCOM LIEHTPAJIb-
HOIl mapbl MUKPOTPYOOUEK M pamivaJbHBIMKM CHUILIAMU
[56—58].

Ponb ieHTpaabHOM aphl MUKPOTPYOOUEK 1 paauaib-
HBIX CITUII IO CHX ITOp 10 KOHIIA He ucciienoBaHa. O4eBua-
HO, YTO OHU UTPAIOT BaxKHYIO POJIb B 00ECTICUCHUHM TIOM-
BIDKHOCTH XTYTUKOB, TaK KaK CIIEpMaTO30MIbl, UMEIOIINE
nedeKThl B JIIOOOM M3 3TUX CTPYKTYPHBIX KOMILIEKCOB,
00e3aBrkeHbl. OMHAKO HEeTaBHME MCCAEIOBaHUS TOKAa3a-
JIM, YTO PECHUYKHU CO CTPYKTYPOil «9 x 2 + 0» TaKKe MOTYyT
OBITh MOIBMXHBIMU [57]. I ecnum pecHUYKU MYTaHTOB
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Chlamydomonas 6e3 1IeHTpaJIbHOH ITapbl MUKPOTPYOOUEK
WIHM paauajbHbIX CIUL He M3rubaroTcs, TO aKCOHEMBI,
BbIICJICHHBIE U3 3TMX MYTAHTOB, CIIOCOOHBI K BBIPasKEH-
HoMy u3rndy B nipucyrcTBur AT® M pa3sanyHBIX CONEMH,
caxapoB, CIIMPTOB U IPYIUX OPraHMYECKUX COCTUMHEHUI
[58—60]. Tak, 15 % akcoHeM, BbIOCICHHBIX U3 pflE-My-
TAHTOB U HE UMEIOLIUX LICHTPaIbHOM Mapbl MUKPOTPYOO-
4eK, MOryT usrubarbes B npucyrctsuu 10 mmosib MgSO,
un 0,2 mmons AT® [58—60]. YacToTa GueHuit u ¢opma
BOJIHBI OMeHUSI aKCOHEM pf1§-MyTaHTOB aHAJIOTUYHBI Ta-
KOBBIM Y IMKHX TUIIOB B TeX ke ycnoBuax. ¥ 10—50 %
aKCOHeM BO3HUKanu OueHus1 B mpucyrcrsum 0,5 mMoib
caxapo3sbl, 2 MosIb uuepyHa uinu 1,7 monb 10 % staHo-
na [61, 62].

W3BecTHO, 4TO LieHTpalbHAas Mapa MUKPOTPYOOUYEeK
3aKJII0YeHA B 000JIOUKY U3 OEIKOB, KOTOPhIE MOTYT HEMO-
CPEINCTBEHHO B3aUMO/CIICTBOBATh C FOJIOBKAMU paldasib-
HbIX criuil. CyIllecTBYIOT 2 TUIIA paAvalbHbIX CITHLI, Ha3bI-
BaeMbIX S1 1 S2, KOTOpBIE PACITOJIOKEHBI BIOIb XI'yTUKA
C IPOIOJIbHBIM YepenoBaHueM. Kaxnas cruiia, B CBOIO
ouepeb, KPEIMTCS K BHELTHEMY AYILUIETY MUKPOTPYOOUYeK
IOCPEICTBOM OE€IKOBOIO PEryJISITOPHOIO AUHEMHOBOIO
komiviekca (PIK) [63], KOTOpbIii HAXOAUTCS B TECHOM
KOHTAaKTe C BHYTPEHHUMM IUHEMHOBBIMU pydKamu (CM.
puc. 2). PIK u criniibl comepskaT KaJablUii3aBUCUMBIE O~
k1 (PAK — 1eHTpuH, CIIUIIBI — KaJIbMOIY/IMH). biaroga-
S 3TOMY BCE PECHUYKU 1 XKTYTUKKU U3MEHSIIOT Y30p OMEeHMsI
B 3aBUCHUMOCTM OT BHYTPMKJIETOYHON KOHLIEHTpallUK
noHoB Ca?* [60]. YcTtaHOBIEHO, YTO KaJIbLIKi — OCHOBHOM
PEryasiTOp KaraluyTalMy, TUIIEPaKTUBALUA M aKPOCOMAJIb-
HOI peakLny criepMaTo30uaoB. [1pr HU3KUX BHYTPUKIIE-
TOYHbIX KOHIeHTpauusix Ca>* (10—40 HMob/1) OMeHus
KTYTUKAa CUMMETPUYHBI, HO IIPM MOBBILICHUN YPOBHS
BHyTpuKIeTouHOro Ca?* mo 100—300 HMOJIb/J1 B criepMa-
TO30MIaX CUTHAJI CTAHOBUTCS BCe 00jiee aCUMMETPUYHBIM,
a CIIepMaTO30MIbl — TUIIEPAKTUBUPOBAaHHBIMU. [1py KOH-
LIEHTpaL1 BHYTpHKJIeTouHOro Ca?* >9 MKMOJIb/JI ITOJIHO-
CTBIO TTOAABJSIETCS MOJBUKHOCTD CIIEpMAaTo30uaoB [60,
64—67]. B XXryTrKax criepMaTo30MA0B MOPCKOTO €Ka yBe-
JmyeHne KoHueHTpauun Ca?" Takke yCrInBajao acuMMme-
TPUIO OMEHMsI, BbI3bIBAs MPEKPAILEHUE IBUKCHUS XKIYTH-
KOB IIpY KOHIIeHTpauusx >10~4 Mmonb/1 [67]. [ToaydeHHbIE
Ppe3yJIbTaThl ITOATBEPXKIAIOT TUIIOTE3Y O TOM, UTO IIpeKpa-
LIEHKME IBWXKEHUSI XIYTMKAa B KMBBIX CIIEPMAaTO30MIax
MHIYLMPYETCS IMTOBBIILIEHUEM BHYTPUKIETOYHOM KOHLIEH-
tpaunu Ca’*.

Takum 00pa3oM, OETKOBBII KOMIUIEKC LIEHTPATbHBIX
nap MUKpPOTPYyOOUEK 1 paaraabHBIX CITUIL perJIaMeHTUPY-
€T JeSITeIbHOCTh JUHEMHOBBIX Py4eK, a TAKXKE YIaCTBYeT
B Ca?*-3aBCMMOM ITpeoOpa30BaHUM CUTHAIOB. Y MyTaH-
ToB Chlamydomonas, B XTyTUKaxX KOTOPBIX HE XBaTaeT LICH-
TpabHOI MTapbl MUKPOTPYOOUEK, OMeHMsI He HAUMHAIOTCS,
Jaxe eC/IM UX CBOOOIHbIE aKCOHEMBI CITOCOOHBI K 3TOMY
[11, 57, 68]. Kpome Toro, mokasaHo, 4ToO peryJaMpoBaHue
AKTUBHOCTU JUHEMHOB IOCPEICTBOM KOMILIEKCA LIEHT-
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PaJIbHBIX TIap MUKPOTPYOOUEK U paaraJbHBIX CITUIL IIPO-
HUCXOOUT TOJIBKO IPHU JOCTAaTOYHOM KojaudyecTtBe ATD.
Ipu ypoBHe AT® Bbiie 100 MKMOJIb/J1 BHICOKME KOHLICH-
tpaumu Ca?* MogMULIMPYIOT pUCYHOK OMEHNI. DT MO-
IUGUKALIMY B 3HAYUTEJIBHOM CTETICHU CBSI3aHbI C KaJIbMO-
nyauHoM [12]. Ipu B3aumoneiicteum ¢ Ca?* KaTbMOIyJIMH
M3MEHSIET CBOIO MPOCTPAHCTBEHHYIO OPUEHTALIUIO, BCIIC/-
CTBHUE YEro U3MEHSIETCsI M KOH(popMaLus 0e1Ka-MULLIEHU
(BO3MOXXHO, KaJIbMOIYIMH3aBUCUMOM ITPOTEMHKMHA3HI A),
YTO YBEJIMYMBACT WIM YMEHBIIAET UX PETYISTOPHYIO
WIM KaTaJIUTUYECKYI0 aKTUBHOCTb. KpaTKoBpeMeHHOe
yBeIMYECHUE BHYTPUKIIETOYHOM KOHLIEHTpaLy noHoB Ca*
U UX CBSI3bIBAHUE C KAJIbMOIYJIMHOM CIIOCOOCTBYET U3ME-
HEHMUIO TOIBMXXHOCTU CIlepMaTo30ouaoB. Kak ToibKO
BCJICICTBHE PaOOThl MOHHBIX HACOCOB B KJIETKE CHUXKAET-
cg KoHueHTpauust Ca?*, MpoMCXOaUT IMMUHUPOBAHME
Ca’" u3 KaIbMOYJINHA, B pe3y/IbTaTe Yero KOMIUIEKC Kalb-
MOYyJMHA U OeJIKOB-MUILEHEH TUCCOLUMPYET, NHAKTU-
BUPYS OEJIKU-MUILIEHU.

M3BecTHO, YTO KaJbMOMYJIMH KaK YacTb CTPYKTYPhI
paguanbHOM CITUIILI MOXKET 00Pa30BbIBATh KOMILIEKC C O~
koM LC8 (29 x/1a) (cyObeamHMIIeH JIETKOM LIETTN AMHEHA
BHEIIIHMX AMHEMHOBBIX py4yeK) U ¢ Oenkom I1 (omHoii
13 n30(popM BHYTPEHHUX TMHEUMHOBBIX py4yeK). O6pa3o-
BaHME U IMCCOLMALIMS JaHHBIX KOMILIEKCOB, 110 BCeii BU-
JIMMOCTH, UTPAIOT ONPEAESIONIYIO poiib B Ca’*-3aBrCUMOi
PEryJsiLiiy YaCTOThI OMEHMIA KTYTUKOB [69].

Benok eHTpuH NMpUHAIIEKUT K Kiaccy ¢pUIaMeHTOB
JIaMeTpoM 3—8 HM, TakxKe CITOCOOHBIX K Ca"-3aBUCUMOMY
coKpalleHH0. [10aABMXXHOCTD, CBSI3aHHAs C LIEHTPUHOM,
OCHOBaHa Ha CYIIepCKpyYMBaHUM punamMeHToB. B Mykckux
IOJIOBBIX KJIETKAX MPEMMYIIECTBEHHO SKCIIPECCUPYETCs
ueHtpuH lp [70, 71].

B pabore N. Okamura nokasato, 4yro nonsl HCO,™ tak-
K€ UTPAIOT BAXHYIO POJIb B PETYJISILIMU MTOABIKHOCTU CIIeP-
MaTO30UI0B. DTOT aHUOH XEHCKOTO DPEIpPOAYKTHBHOIO
TpakTa TPAHCIIOPTUPYETCsS B CIEPMATO30MIbI BO BpeMs
karnauurauuu. lodasnenne HCO,™ in vitro B KOHIEHTpaL1
15 MMOJIB/1T yBeTMIMBAET YaCTOTY OMEHUI XKTYTUKOB CIIep-
MaTo30110B ¢ 2—3 1o 7 It u 6onee. [leiicteue HCO,™ Ha-
YUHaeTcs yepe3 5 ¢ U JocTuraeT Makcumyma uepes 30 c.
Vnanenue u3 BHeuiHen cpenbl moHos HCO,™ MemieHHO
(B TeueHue 10 MMUH) BO3BpalaeT OOBIYHYIO YACTOTY Oue-
Huid. Kpome Toro, yBenmuenue konueHtpauun HCO,™ 06-
Jierdaet oTkpbiTie Ca’*-KaHajaoB, CITOCOOCTBYSI MTOBHIIIIE-
HUIO BHYTPMKJIETOYHOI KOHLeHTpauuu Ca?* 6ojiee yeM
B 5 pa3 [72].

OnHO M3 paHHUX COOBITHI BO BpeMsl KalaluTaluu
CIIEPMATO30MI0B MJICKOIIUTAIOLINX — 00pa30BaHUE aKTUB-
HbIX (hopMm kucaopona (O, , H,0, u NO"), koropbie no-
CTEIICHHO 3aIlyCKAalOT M PETYJIUPYIOT Psifi COOBITHIA, BKIIIO-
yatonux ochopunpoBaHre OeJIKOB aKCOHEMEI [73, 74].

Wrtak, naHHbIe pa3IMYHbIX UCCIIeAOBATENICH CBUIETEIb-
CTBYIOT O TOM, YTO KOMIUIEKC LIEHTPAJIbHBIX IIap MUKPO-
TPyOOUEK M paauabHbIX CITULL HE TPeOyeTCs ISl OOBIYHBIX
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KoJieOaTeIbHbIX OMEHMII aKCOHEMBbI, HO Heo0XOoouM
JUTSI THALIMMPOBAHUSI U pacIIpOCTpaHEeHUsI U3TMO0B, a TaK-
K€ BBICTYIIAaeT B KauyecTBe IIpeoOpas3oBaTesid CUTHAIOB
IUISL YIIpaBIeHUST pa3MepoM M ¢GopMoOil M3rubda KryTukKa
¥ PECHUYKHU B OTBET Ha BHEIIHUE CUTHaIBL. KpoMme Toro,
JaHHBIN KOMILIEKC BOBJICYECH B PE0OPa30BaHUE ITPOCTHIX
CUMMETPUYHBIX U3TMOOB B ACUMMETPUIHBIC, HEOOXOIMMbBIC
IUISI OCTAHOBKM Y M3MEHEHMSI HaIlpaBJCHMS IBIDKCHUS
xKrytuka [75]. U3onupoBaHHBIE (PparMeHTHI aKCOHEM, Me-
IOIIUX OeEeKThl B KOMILIEKCE LIEHTPAIbHBIX Iap MUKPO-
TpyOOUEK U pamyaIbHBIX CIIUII, aAKTUBUPYIOTCS ITPY HUZKHX
koHueHTpauusax AT® v gaxe npereprneBamoT Npeodpaso-
BaHUSI CUTHAJIa B OTBET Ha M3MeHEHMs KOHLeHTpaumu Ca?*,
[ToaTomy Hanmuuue OEIKOBOro KOMIUIEKCA IIEHTpaJIbHOM
napbl MUKPOTPYOOUEK M pamuaJbHBIX CIIMIL HE SIBIISICTCS
aGCoOMIOTHRIM yeoBueM wist Ca? -MHAYLMPOBAaHHOTO IIpe-
obpaszoBanust curHaina [76]. ITomumo Ca’*-3aBUcUMOI
PEeryasii, MOIYJSIUS CKOJbXEHUS MUKPOTPYyOOUeK
B 3HAUMUTENIHLHOM CTeNeHN 00ycioBieHa (pochopunmupoBa-
HHUEM KITIOUEBBIX PETYISTOPHBIX OSJIKOB aKCOHEMBI, B 9aCT-
HOCTH OeJika ripoMexxyTouHoit nernu — [C138 nuneunna 11,
SIBJISIIOIIETOCS] OMHOM U3 M30(hOpM BHYTPEHHUX TUHEU-
HOBBIX pyuek [77]. XumMuueckue u/WiIM MeXaHUIECKUe
CUTHAJIBI OT OEJIKOBOr0 KOMILIEKCa ILIEHTPaJIbHBIX I1ap
MHUKPOTPYOOUEK MepenarTcs Yepe3 paaualbHbIe CITUIIBI
M 3aIlyCKalOT CUTHAIBHbIN MMyTh, IPUBOISIIINNI K (pocho-
puimpoBaHuio 6enka IC138 Ha KOHKPETHBIX BHEITHUX
nyrerax. ochopunmposanue IC138 nHrMOUpyeT CKOJb-
JKEeHHE AYIUIETOB M KOHTPOJIUPYETCS CBSI3aHHBIM C OEJIKOM
LeHTpaJIbHBIX Hap xunuHoM (hydin), MyTaiiuu B reHe KO-
TOPOTO KPUTUYHBI TSI IIOABIKHOCTU CIIEPMATO30MIOB [78,
79]. A u3bupatenpHoe hochoprpoBaHUe TaHHBIX OEJIKOB
(Ha HEKOTOPOM YIJIOBOM CETMEHTE KPYTOBOI aKCOHEMBI)
MPUBOIINT, COOTBETCTBEHHO, K JJOKAJIbHOMY aCUMMETPHY-
HOMY CIEPKMNBaHUIO CKOJIBXEHUSI MUKPOTpyoouek [9, 10].
MHoroumnciIeHHbIe SKCIIepUMEHTAIbHbBIE JaHHbBIC CBUIC-
TEJIBCTBYIOT O TOM, UTO paduaJIbHBIC CITULIBI PEACTABIISIOT
c000i1 MEXaHOXUMIYECKHE TIPeodpa3oBaTe/In, IepeaaloIre
CUTHAJIBI OT OEJIKOBOTO amiapaTa IeHTpaIbHON Maphl MU-
KpOTpyOOueK Ha BHEUIHUE AYIUIETHbIE MUKPOTPYOOUKU
TS JIOKAJTbHOTO KOHTPOJISI aKTUBHOCTU TUHEUHOB.

B nocnenHee BpeMst ObUT JOCTUTHYT IPOTPECC B BBISIB-
JIEHUU OTHEJIbHBIX KOMIIOHEHTOB paaiuaibHbIX criuil. Tax,
M. Wirschell u coaBrt. mokazanu, 4yto 6esok RSP3 asiser-
cs1 BeiIcokokoHcepBrpoBaHHBIM AKAP (A-kinase anchoring
protein, 6eIKOM, «3asIKOpUBAIOLINM» A-KIHA3y), HE00X0-
JTUMBIM JUISI TIPOCTPAHCTBEHHOM JTOKaIU3alMy ITPOTSHH-
KVHAa3 Y JaJIbHEHIIEeH KOOpAMHALMU PSANa CUTHAIBHBIX
cob6bITrit) [80]. OH pacmoyiokeH y OCHOBaHUs CTeOJIs pa-
IUAJIbHBIX CIUII U SBJISIETCS TUMEpPOM. B peryasaropHom
JTUHEMHOBOM KOMILIEKCE TaKXke JIOKAIM30BaHbl KMHA3BI
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1 pocdarasbl, HEOOXOAMMBIE TS PETYIMPOBAHMS JCSATE b~
HOCTU AMHEnHOB [81].

PestomMupysi, MOXKHO cKa3aTh, YTO KOMILICKC LIEHTPpaJIb-
HBIX MIap MUKPOTPYOOUEK U paauaibHbIX CIIUIL (PYHKIIUO-
HUpYeT KaK MEXaHUYEeCKUI M XMMUYECKUI naTunk. Me-
XaHUYECKUU BXOAHOM CUTHAJI 3aITyCKAET MEXaHUYECKOE
B3aUMOJEUCTBUE MEXIY paauaIbHBIMM CITULIAMU U LIEHT-
paJIbHBIMM IIapaMU MUKPOTPYOOUEK. XMMMIECKUIA BXOI-
HOI1 CUTHaJl MHUIIMUPYET CBSI3BIBAHME BTOPUYHBIX MEC-
CEHIIKEPOB C peleNTOpaMM, IIPUBOISIIECEe K U3MEHEHHUIO
¢depMeHTAaTUBHOIM aKTUBHOCTY KMHAa3 U ¢ocdaras, a 3Ha-
YUT, K JOKaIM30BaHHOMY (ochOpUIMPOBAHUIO OEIKOB
akcoHeMblI [82—90]. Hanmuuue psina ToKaan30BaHHBIX aK-
COHeMaJIbHBIX KMHa3 U pocdaTas rnmoapasyMeBaeT, yTo (poc-
dopmimpoBaHne OSIKOB aKCOHEMBI — BaXKHBIN PeryJis-
TOpHBI MexaHu3M [88—91]. Takum obpa3zoM, BIUSTHUE
BTOPUYHBIX MECCEHIXEPOB OMOCPEIYeTCS Yepe3 KMHA3BI
u docdaTassl U mpearnogaracT B3auMOACHCTBUE BTOPUY-
HBIX MECCEHIKEPOB, MOHOB Ca’* ¢ GeJIKaMU-peLienTopaMu
1 (hepMeHTaMU, BXOASIIMMU B COCTAaB akcoHeMbl. Heko-
TOPBIC U3 HUX SIBJISTIOTCSI KOMITOHEHTAMU PaayaIbHBIX CITHLT
U LIEHTPAJILHOTO aIlliapaTa, a HeKOTOpble — IMHEHUHOB [91].
Ho, xaxk yxke ObIJI0 CKa3aHO BbIIIIE, YaCTh BTOPUYHBIX MEC-
CEHIKEePOB BIMSIET Ha OMEHUE XXTYTUKOB CIIEPMaTO30MI0B
U PECHHUYEK 3a CYET MEXaHU3MOB, KOTOPHIE HE 3aBUCST
oT pocopunpoBanus [69].

3akniouenue

B ocHOBe ABMKEHUS KTYTHKA CIIEPMATO30MIa JIEXKUT
CKOJIbXKEHME TYTUIETOB MUKPOTPYOOUEK IPYT OTHOCUTEhb-
HO JpyTa B pe3yJbTaTe IepeMelleHus TMHEMHOB IIpY Ha-
Jmany MoJsiekys1 AT® u noHoB Mg. D10 CKONBXEHUE Mpe-
o0OpasyeTcs B M3rud Oaromapst cAep>KUBAIOLLEMY BIVSTHUIO
0a3aJIbHOTO 3assKOPMBAaHUS M HEKCMHOBBIM MOCTHKaM.
AKcoHeMa OCHallleHa 2 B3aUMOIEHCTBYIOIIUMU CUCTEMA-
MU 11 popMupoBaHus n3ruda. OgHa U3 HUX MpeArioa-
raeT yJyacTre BHYTPEHHUX TUHEMHOBBIX py4YeK, OEJIKOBOIO
KOMILJIEKCA LIEHTPAJIbHOM Maphl U palUAIbHBIX CIIULIL, IPY-
rasi — yyacTde BHEIIHMX IMHEUMHOBBIX pydyeK. BHeliHue
JMUHEUHOBBIC PYYKH BasKHBI TS ITOAIEPXKAHUS IBYKCHUS,
a TaKXKe YJaCTBYIOT B IIpe00Opa30BaHUU YaCTOTHI OUEHUIA,
HO He Ja0T BO3MOXHOCTH U3MEHUTh aMILIUTYIy U3ruda
WIM HayaTh BOJHOOOpa3HOe IBUKEHHE, KOTOPOE ycTa-
HaBJIUBaeTCs OJarogapss BHyTPEHHUM TMHEUHOBBIM pyd-
KaM M KOMIUIEKCY IHEHTpaJbHBIX Map MHUKPOTPYyOOUeK
U paguajbHBIX CIUII. BHYTpeHHHE NMHEWHOBBIC PYUYKU
U1 KOMILIEKC IIEHTPaJbHBIX Hap MUKPOTPYOOUEK U pamu-
aJIbHBIX CITUII HEOOXOMUMBI IIJISI MHULIMMPOBAHUS U pac-
MMPOCTPaHEHUST U3TUOOB, a TAKXKe BBICTYIIAIOT B KaUeCTBE
npeoOpa3oBaresieii CUTHAIOB ISl yIIpaBlIeHUsT (POpMoit
U3ruda B OTBET HAa BHEIIIHME CUTHAJIBL.
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