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Pasnea |. BBenenue

Cuctema muTOCKe1eTa M MOTOPHBIX O€IKOB OOecHedrnBaeT KOMIAPTMEHTAIN3ALUIO,
JIeJICHUE, TOJBWKHOCTb, IOAJEpKAHUE M JUHAMHUKY IPOCTPAHCTBEHHOM CTPYKTYpBI

OYKApUOTHYCCKUX KIeTok™ .

Takue KIIIOYEBbIE KOMIIOHEHTHI IIUTOCKEJETa KaK aKTHUHOBBIE
MUKpPO(QHIaAMEHTHI U TYOYJIHHOBBIE MUKPOTPYOOUKH, a TAK)K€ COOpaHHbIE HA OCHOBE MOCIEAHHUX
LHEHTPUOJIM U JYKAPHMOTHYECKHE SKITYTHKH JEMOHCTPUPYIOT HJI€aJbHOE COYETaHUE
KOHCEPBAaTUBHOCTH M BapHalOEIbHOCTH B PALYy pPa3HOOOpPA3HBIX TNpEACTAaBUTENEH M3 Bcex
U3BECTHBIX  CYNEPIpymI  3yKapuoOT. OTO OOCTOATENbCTBO  IIO3BOJIIET  HCIOJIB30BATh
YIBTPACTPYKTYpHbIE MPU3HAKM OpPraHU3allMiid LUTOCKEJIeTa M JKCYTUKOBOIO ammnapara B
COBOKYITHOCTH C APYTMMU MOP(OIOrHYEeCKMMH NMPU3HAKAMHU U JaHHBIMU (DUIOTCHOMHUKH JUIS

PEKOHCTPYKIIHH 3BOJIIOIMK SYKApHOT HA MAKPOTAaKCOHOMHYecKoM ypoBHe® 0,

Cyneprpymma 3agHe;kryTuxkoBbie win Opisthokonta (Caval.-Sm. 1987, emend. Adl et
al. 2005) BkmrOYaeT MHOTOKJICTOYHBIX >KUBOTHHIX (Metazoa), rpubos (Fungi) u pasmudHbie
pozncTBeHHBIe MM rpynmbl npoTtucTosll 4. MccnenoBanms yneTpacTpyKTyphl IHTOCKENETa M
JKT'YTHKOBOTO aIlliapara OIHOKJIETOYHBIX MMPEICTABUTENIEH JaHHON CYyIeprpyIbl MOTYT IPOJIHTh
CBET Ha HBOJIIOIMOHHYIO PaJHaliio OJIMKAMIINX POJACTBEHHUKOB KMBOTHBIX U IPHOOB, a TAKKe
Ha [POMCXOKJAECHHE UM BO3MOXKHBIE IPHUYMHBI CTPYKTYPHOH CIIOKHOCTH OSTHX TPYIII

MHOTI'OKJIECTOYHBIX 15-17 .

[Tomumo oueBHOHOTO HMHTEpeca g (PyHAAMEHTATbHOW MPOTHUCTOJIOTHHU, 300JIOTUH H
MHUKOJIOTUM HCCIIEOBAaHUSI KT'YTHKOBOTO arfapara MPOTUCTOB (DUIOTEHETUYECKH OJU3KUX K
)KUBOTHBIM  MOTYT HWMETh BaXXHOE MNpPHUKJIagHOe 3HadYeHue. CpaBHUTEIBHO JIETKO
KYJbTUBUPYEMBIE OJHOKJIETOYHBIE OPraHU3Mbl MOTYT CIYXKUTb XOPOIUMMHU MOJEIBbHBIMU
00BeKTaMU sl U3yUEHUS KIIETOYHBIX MMaTOJIOTUH U HapYyIICHH OHTOTE€HEe3a YeloBeKa U JPYTHX
JKUBOTHBIX, CBSI3aHHBIX C JTUCHYHKIUSMU IIMTOCKENETa, HallpUMep, TAKUX KaK pa3HOOOpa3HbIe
mummonatnn 82, Kpome TOro, mMcclenoBaHMs 3yKapHOTHYECKOTO IIMTOCKENETa M MOTOPHBIX
OCJIKOB TaK)Ke pPACKPBIBAIOT IIMPOKHI MOTEHIMAT ITHUX OWOJOTHYECKUX KOHCTPYKIIMH st

HaHOTCXHOJIOTHH U CO3JaHUA aKTHBHBIX MCTaMaTepI/IaJIOBZZ_ZA'.

Hannast paGoTa HOCUT pedepaTHUBHBIM, 0030pHBIN XapakTep. E€ meabro sBisercs
pa3padoTka 0000IIEHHOM CXeMBbI NpeanoJaraeMbiX 3BOJTIONHOHHBIX NpeoOpa3oBaHuMil B
YJIBTPACTPYKTYpe HHUTOCKeTeTa oaHokjJIeTounbix Opisthokonta ma ocHoBe mMerommxcs
JIMTEPATYPHBIX JAAHHBIX, C aKIICHTOM Ha OPTraHU3alUHd MHKPOTPYOOYKOBOTO IIMTOCKENETA U, B
YaCTHOCTH, JXTYTHKOBOTO ammaparta, Kak CHUCTeMbl HanOojiee W3YYeHHOW W 3HAYMMOHN JUIS

9BOJIOIMMOHHBIX U TAKCOHOMHUYCCKUX HOCTpOCHI/Iﬁ.



JI1st MOCTHIKEHUS TTOCTABICHHOM 1eN ObUTA CHOPMYITUPOBAHBI CIACAYIOIIHNE 3aAaYH:

1)

2)

3)

4)

5)

JlaTh KpaTkuii 0030p COBPEMEHHBIX MPECTABICHUM O CTPYKTYpE M (HYHKIIMOHUPOBAHUH
IIUTOCKEJICTA DYKAPUOTHIECKOMN KIETKH, B YACTHOCTH, MUKPOTPYOOYKOBOT'O IIUTOCKEIIETA,
[ICHTPOB OpraHU3aIMi MUKPOTPYOOU€EK U KT'YTHKOBOI'O aIlapara.

KpaTko paccMOTpeTh H3BECTHOE pasHOoOOpasue U (PUIOTCHHUIO  OJHOKICTOYHBIX
9YKapHOTHYECKHX OPraHu3MOB U3 cymeprpymmbsl 3agHexryrukoBbie (Opisthokonta),
BKJIIOYAsi OPTaHU3MbI, OTKPBITHIE 3a MTOCIIEHIE HECKOJIBKO JIET.

[IpoaHamu3upoBaTh  HWMEIOLIMECS  YIBTPACTPYKTYPHBIE  JaHHBIC,  KacaloIIHeCs
OpraHM3aliH [IUTOCKEIIETA M KT'yTHKOBOTO ariapara THX OPraHu3MOB.

[TpetokuTh 000OIIEHHYIO CXEMY SBOJIOIMOHHBIX PEOOpa30BaHuil B YIBTPACTPYKTYPE
IIUTOCKEJIeTa U )KI'YTHKOBOIO arnmapara o HokieTo9nbix Opisthokonta.

ITpoBecTH CpaBHUTEIBHBIN Pa300p OCHOBHBIX THIIOTE3, OMMCHIBAIOIINX IPOUCXOKIECHUE

TEHJICHIIUU BOJIOLUNA OMUCTOKOHTHOTO (3aIHEKTYTHKOBOT'0) amnmapara.



Paznen I1. O630p auTeparypsl

I'maBa 1. LluTockesieT 1 AKTYTHKOBBIH aNNapaT 3yKAPUOTHYECKON KJIETKH

§ 1.1. O0mas opranu3zanusi 1 COBpeMeHHbIe MeTO/AbI HCCJIeI0BAHUS IIUTOCKEIETAa JYKAPHUOT.

IuTockeseT — 3TO CI0KHAS CeTh 0eJKOBBIX (PHJIAMEHTOB U JIPYIUX, CBSI3aHHBIX C HUMU
0enkoB, KoTopasi ompezenseT (GopMy KIETKH, HMOJICPKUBAET €€ CTPYKTYpy U Y4acTBYeT B
pa3MuYHBIX KIJIETOUHBIX IIpoLeccaX, TaKMX KaK JBW)KEHHE, JEJIEHUE, BHYTPUKIIETOUHBIN
TPAHCTIOPT U CUTHAIMHT. KaXKIbIil TUTT (PHIIAMEHTOB IIUTOCKENIETa MIMEET COOCTBEHHBIN OEITKOBBIIA
COCTaB, MPOCTPAHCTBEHHYIO CTPYKTYPY, AUHAMHUKY COOPKH M pa300pKH, PyHKIIMOHAIBHYIO POJIb
W XapakTep B3aWMOJCHCTBUA C JPYrMMH KOMIIOHEHTaMH KIETKU. LluTockener sBisercs
JUHAMUYHOM M aJanTUBHOM CHCTEMOM, KOTOpas MOXET MEHATh CBOK OpraHu3aluio B

3aBHUCHUMOCTH OT COBOKYITHOCTH BHCIIHUX U BHYTPCHHUX CI/IFHaJIOB3’4.

PanHue unen, npeaBoCXUILABIINE OTKPHITHE LIUTOCKEIIETA, OSIBUINCH B HAYYHBIX TPYyax
co BTOpoi monoBuHON XIX Beka, mapamiensHo ¢ (opMHUpPOBaHHEM KIIETOYHOH TEOPHH Kak
takoBoii. Tak, Youarep ®aemmunr (Walther Flemming) B 1879 roay BriepBbie onucai cTajuu
MHUTO32 1 MUTOTHYecKOe BepeTeHO. OH Takke NMPeiokul OOIIyI0 TEOPHIO CTPOSHUS KIIETKH,
HOCTYJIMPOBABIYIO, YTO MPOTOIUIA3Ma COCTOUT U3 JBYX KOMIIOHEHTOB: (UOPHIUIAPHOM CeTU U
Mex(pUOPUIApHOro BemecTBa> 2, [lepBble MPEATIONOKEHHS O CYIIECTBOBAHHHU IMTOCKENETa,
KaK CUCTEMBbI YIPYTUX HUTEH, MOIAep )KUBAIONINX (OopMy KIeTKH, ObuH BbIcKa3aHbl B 1903 roay
pycckum 6uoniorom Hukosnaem KoncrantunoBudem KosiboBbIM, Ha OCHOBE HaOMIOJCHUN U

27,28

HKCIEPUMEHTOB HAJ CIIEPMATO30UJaMU PaKOOOPa3HBIX ITozguee, B 1931, Tepmun

«cytosquelette» (¢dp.) 6611 mpemoxken amOpuonorom Iosiem Buntpedeprom (Paul Wintrebert)
A 0003HAYEHHMs TIPEANIONAraeMoro OeTKOBOTO KapKaca KIETKH M 3akpemmics B Hayke?>20,
OpHako, MacmTaOHbIE UCCIIEAOBAHUS IIUTOCKENIETa HAYaIHNCh JIMIIb C Pa3BUTHEM DIIEKTPOHHON
MuKpockonuu. B 1954 B paHHHMX 3JIE€KTPOHHO-MUKPOCKOIMUYECKUX HCCIIEAOBAHUAX OBLIH
BBISIBJIEHBl OCHOBHBbIE (PMOPHMILIAPHBIE CTPYKTYPbl MBI — AKTUHOBBIE M MHO3UHOBBIC
¢unaMeHThl (3TH O€JIKU K TOMY MOMEHTY yike Obltn ueHTuuiupoBansl). K koniy 1950-x ronos
OBLIM ONHCAHBI YXKe BCE TPU OCHOBHBIE THIIA IUTOCKEJIETHBIX BOJIOKOH, a B 1960-X rogax nokazana

YHUBCPCATIBHOCTD HUTOCKCIICTHBIX CTPYKTYP AJIA KIICTOK BYKapI/IOTZ.

B ocHoBe OOJBIIMHCTBA COBPEMECHHBIX MCETOJA0B HMCCIICAOBAHUA IMUTOCKEIICTA JICKUT
BbIACJICHUEC OYMIICHHBIX HNUTOCKEJICTHBIX oeaxoB. Ilocie dero XapaKTCPUCTUKHU U
B3aHMOﬂCﬁCTBHH 3TUX OEJIKOB YacTo HU3Yy4aroTCAa in vitro. q)yHKI_II/II/I IUTOCKCIICTHBIX OCIIKOB
TAKKC H3Yy4YaArOT in vivo nyTeM T€HETUYECKOM SJIMMHUHAIIUA, CHWXXCHUA WM YBCIUYCHUA

JKCTIpeccur  Oellka  TOCPEICTBOM  JIKCIIEPUMEHTOB C  HOKAYTOM, HOKIAYHOM WJIH



CBepXIKcHpeccueid X reHoB, COOTBETCTBEHHO. JIMOO HCIONB3YIOT areHThbl, 0JOKHPYIOUIHe
0esiku Wi HeYHKIMOHAIbHBIE AHAJIOTM dTUX OCITKOB, BBOJIMMBIC B )KUBYIO KJIeTKy. Hanboiee
U3BCCTHBIM U3 TAKUX 6JIOKaTOpOB ABJIACTCA KOJIXUIIUH, KOTOpBIfI CHCLII/I(bI/I‘-IeCKI/I CBA3BIBACTCA C
TyOyJIUHOM U UWHTHOMpYeT MOJIMMEpPHU3alUI0 MUKPOTpyOOouek. AHTHUTeNa K Oeakam

HHMTOCKeJIeTa MCIOJB3YIOT U1 aHalu3a MOJEKYISIPHOTO COCTaBa PAa3JIMYHBIX KJIETOYHBIX
12
CTPYKTYp. ~“.

PazBuBaroniuecss meToApl cBepxpaspemialomieii  KOH(MOKAJIbHON MHKPOCKOIUH,
KPHOJIEKTPOHHOH 1 aTOMHO-CHJIOBOI MHUKPOCKOIMY MO3BOJISIOT JIETAIbHO BU3YaIU3UPOBAThH
OTJICbHBIC OCTTKOBBIC MOJICKYJIBI IIUTOCKENETa. A B COBOKYITHOCTU C OMOMH(OPMATHYECKUMU
MeTOAAMH PEKOHCTPYKIMU MPOCTPAHCTBEHHOW CTPYKTYpbl MaKpOMOJIEKYJI M JIaHHBIMH
PEHTITeHOCTPYKTYPHOI0 KPHCTALJIOrpa)uyecKoro aHaau3a BO3MOXKHO, TPH HEOOXOIUMOCTH,

JIOGUTHCS ATOMAPHOTO Pa3pPENICHHS >,

HeCMOTpﬂ Ha BCC OTU JOCTUIKCHHUS, HAIIIK COBPCMCHHBIC 3HAHUA O CTPYKTYPC U q)YHKI_[I/IHX
OUTOCKECJICTA BCC CIIIC OYCHDb (I)paFMeHTapHLI. CCKBCHI/IpOBaHI/IC ICHOMOB 3HAYUTCIIbHO OIICPECIKACT
XAPaKTCPUCTHUKY 3aKOJUPOBAHHBIX B HUX KJICTOYHBIX KOMIIOHCHTOB, U TCM Ooiece IMPEBOCXOOUT
HallIy BO3MOXXHOCTH II0 c60pKe 9THUX KOMIIOHEHTOB IV VItrO B CIIOKHBIE CCTH, KOTOPBIC MOT'JIU OBl

00ecneynTh MEXaHUCTHIECKOE NOHUMAaHKE KIIETOYHOTO HOBCI[GHI/IHSJ"

TpaIlI/IIII/IOHHO, LOUTOCKCJICT 3YKApHUOT OIIMCBIBACTCA KaK COBOKYIIHOCTH TpéX OCHOBHBIX
KOMIIOHCHTOB!: AKTHHOBbBIX MI/IKpO(l)l/IJ'IaMeHTOB, TyﬁyJ’lI/IHOBI)IX Mmchprﬁoqu u
MPOMEKYTOYHBIX (l)I/IJ'IaMeHTOBZ. B MOCJICAHEC BpEMs, K KJ1aCCHYECKOM Tpuaae I[O6&BJ'I5[IOT
TaKXC LIeTBepTL»II\/‘I KOMIIOHCHT HHUTOCKCJICTAa — CENTHUHBDI. Ot Oenku O6Hapy)KGHBI BO MHOI'HX
9BOJIIONMOHHBIX JIMHUAX JYKApPHUOT, 3a HCKIIOYCHHUEM BBICIIUX paCTeHHﬁ. W3navansHO OBLIA
IMOoKa3aHa uX poOJib B HUTOKUHE3EC, HO MO3AHEC BBISICHUIIOCH, UYTO CIICKTP UX (1)YHKIII/II\/'I 3HAYUTCIBHO

nmpe?,

[ToMrMO 4eThIpeX OCHOBHBIX, OTHOCUTEIBHO YHUBEPCATbHBIX KOMIIOHEHTOB IIUTOCKEJIETA
CYLIECTBYEeT OOJbIIOE pa3HOOOpa3he «HEKAHOHHW4YeCKHX» (UOPWLIAPHBIX CTPYKTYP,
creur(UYHBIX JUIsl TEX WIKM MHBIX TPyIN 3ykapuoT. Ckopee Bcero, B CUITy c1a0oi H3y4eHHOCTH
YABTPACTPYKTYPHl U MOJEKYJISPHOM OHOJOIMU KJIETOK MPOTHUCTOB, OOJIBIIMHCTBO MOJOOHBIX

CTPYKTYp ¥ (POPMHPYIOIIHX NX OETKOB MOKA OCTAETCS HEM3BECTHBIM JUIS HAc>e,

[{uTockeneTHple OEJNKM JIOCTaTOYHO Pa3HOPOJHBI MO CBOEH CTPyKType, pasmepam u
JIOMEHHOMY cocTaBy. CXOTHOW Ui HHMX SIBJSIETCS TOJIBKO CHOCOOHOCTH IPH OIpeesIeHHBIX
YCIIOBUSIX camMocoOHpaThCcsi B MNPOTSKeHHble (GUOPHIISIPHBIE KOMILUIEKCHI, I[pPU 3TOM
COEIMHEHUE OTAENbHBIX OEJIKOBBIX CYOBEAMHHI B IEMOYKH MPOUCXOAUT 3a CYET ciIaldbIX

6



HEKOBAJICHTHBIX B3aUMOJeHCTBUH. [IpOYHOCTh M CTAOMIIBHOCTD TAKUM COSIUHEHHSIM MIPUIACT TO
yCJIOBUE, 4YTO OTACJIbHBIC LEMOYKH CyObEAMHUI], Ha3blBacMble MPOTO(GHIAMEHTAMH,
NEePEIUICTAIOTCS HITH COSAMHSIOTCS JaTePaIbHO CO CABUTOM, (POPMUPYsI, COOCTBEHHO, (hMITaMEHTHI
muTockenera. Ha KMHeTHMKY 00belMHEeHHsl CyObeIMHHI B (DHUIAMEHTHI BIIMSET MHOMECTBO
dakTOpoB — (HU3MYECKO-XMMHUYECKHE YCIOBUs, TaKUe Kak TeMmIepaTrypa, naBieHue, PH,
KOHLICHTPALIUSI CBOOO/IHBIX CyOBEAMHUI] B IUTOILIA3ME, B3aUMOJICHCTBUE UX C ONpPEACICHHBIMU
Ko(haKTOpaMu WK peryassTopHbiMU OenkaMu. OTHAKO, KIIFOUEBBIM TAloM B COOpKE (PUITAMEHTOB
CIIY’)KUT HyKJIealusi — 00pa3oBaHUE 3apOABIIIEBOr0 KOMILJIEKCA U3 HECKOJIBKUX CyOhEIUHHIL,
JIOCTAaTOYHO CTAOMIIBHOTO, YTOOBI CTaTh OTIIPABHOM TOYKOH JUTsl JalbHEHIIEro pocTa (pumaMeHTa.
Paznmuuust B cTpykrype cyOBeOuHHII M criocobe HX CaMOCOOpPKH OIPENesSIiOT pa3indHbIC

MeXaHMYECKHE CBONCTBA (DMIAMEHTOB IIUTOCKETETa’.

AKTHH U TYOyJIMH — J]Ba HauboJiee IPeBHUX U YHUBEPCAIbHBIX LIUTOCKEJIETHBIX OeJiKa —
UMEIOT psAJ OOIIMX YePT: OHHU SIBIIIOTCS TVI00YASIPHBIMH M MOTYT CBA3BIBATH U T'HIPOJIN30BATH
HyKJIeOTHIBI (AT® u [ 'TD, COOTBETCTBEHHO), ATOT MPOIIECC UTPACT KITFOUCBYIO POJIh B KX COOpKE.
OO0pa3yeMble UMU LIUTOCKEIETHBIE CTPYKTYPBl — MUKPO(UIAMEHTBI U MUKPOTPYOOUKH — CKIIOHHBI
K cOopke/pazbopKke U UMEIOT MOJASIPHOCTb, KOTOpasi 00YCJIOBJIEHA MOISIPHOCTBIO COCTAaBIISIONIUX
ux cyowpenunuu. Ilocnennee cBONWCTBO sABIIAETCS HEOOXOAMMBIM JJISl B3aUMOJICHCTBUS C HUMU
COOTBETCTBYIOIIMX MOTOPHBIX 0enKoB. OIMH U3 KOHIIOB TAKUX (PUITAMEHTOB, Ha3bIBAEMBIH MJIIOC-
KOHLIOM, MEHee CTa0WIeH, U K HeMy ObICTpee MPHUCOETUHSIIOTCS HOBbIE MOHOMEPBI, APYroi Ke,
MHHYc-KoHell, 6onee crabunen®?. B. AnbpbepTc CpaBHHMBAET 3TU KIETOYHBIE CTPYKTYpPHI C

5

MMOCTOAHHO MCHAOMUMUCA MYPAaBbUHBIMHU TPOIIaMH™. bonee nonp06Ha$1 CpaBHHUTCJIbHAA

XapaKTCPHUCTHUKA OCHOBHBIX KOMIIOHCHTOB HUTOCKEJICTA TPUBEACHA B Ta6n1/1ue ;! HpI/IJ'IO)KeHI/II/I.

[Toka3aHo, YTO IHMTOCKeJETHbIE CeTH O0JaTal0T CIOCOOHOCTHIO K CAMOOPraHU3aIMH,
Kak IN Vivo, tak u In Vitro. B pe3ysibraTe B3auMOACHCTBUI MEXIy OTACIbHBIMU (pHIaMEHTAMHU
IIUTOCKEJIETa, BCIIOMOTATEIbHBIMU OSITKaMH M IIPOCTPAHCTBCHHBIMHU OTPAHHYUTEIISIMU Pa3THYHOM
(GOpMEI (B pOJIM TAKOTO OTPAaHHYMTEINS B KIIETKE MOXKET BBICTYIATh, HAIIPUMEP, IUTa3MaTHYECKast
MeMOpaHa), KOMIIOHEHTBI LUTOCKENIETa 3aKPEIUISIOTCS, OTTAJIKUBAIOTCS, BHIPABHHBAIOTCS HIIH
NePEOPUCHTUPYIOTCS, (HOPMHPYS CIOKHBIE BOCIPOU3BOIUMBIC TPEXMEPHBIC CTPYKTYPHI. DTH
CTPYKTYpbI, OOBIYHO TPEOBIBAIOT B COCTOSHHU JAMHAMHYECKOI0 MOCTOSIHCTBA, TO €CTh
COCTaBJISIIOIME WX (UIAMEHTHI TIOCTOSIHHO OOHOBJSIOTCS, HO oOmas ¢opma ocTaercs

HEM3MEHHOI >,

HOZ[I[Cp)KaHI/IC HpOCTpaHCTBeHHOﬁ CTPYKTYPHbI KIE€TKH ABJIACTCA OJIHOM 13 KIIIOYEBBIX
(I)YHKI_II/II\/'I OUTOCKECIICTA. I[J'II/IHa N KCCTKOCTb HMUTOCKCIICTHBIX MMOJIUMCPOB O6YC.II3.BJ'II/IBE[IOT paa

MEXaHUYECKUX 0COOCHHOCTEH oOpazyeMbIx uMu ceTeil. Hampumep, TpexmepHas IUTOCKEIeTHAS
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CETb C TAKOH ke KECTKOCThIO I MOJYJIEM YIPYTOCTH (T. €. CONPOTUBICHUEM Jie(hOpMaLK O
JeicTBUEM MTPHUIIOKEHHOM CHIIBI), YTO U 5% MOTUaKpUIaAMUIHBIN I'ellb, MOXKET OBITh MOJIyueHa U3
CIIUTHIX aKTHHOBBIX (DMIIAMEHTOB C MOYTH Ha JIBa MOPAIKAa MEHbIICH KoHIEeHTpauueil. Kpome
TOTO, B OTJIMYUHU OT MOJIMMEPHBIX I'eJlel, IUTOCKEIETHbIE CETH CTAHOBATCS BCE Ooee KECTKUMU

110 Mepe Toro, Kak aehopmupyrores >,

He ctouT HepooleHUBAaTh MOTEHIMAT HHKEHEPHBIX MHKPOCTPYKTYP, COOpaHHBIX Ha
OCHOBE IIUTOCKEJIeTa B TAKUX 00JACTsIX Kak aJpecHas JO0CTaBKa JeKapcTB, OnomenuurHa u «lab-
On-a-Chip»-TGXHOHOI‘HI/I, IIOCKOJIBKY MCXaHHMKa MNUTOCKCIICTAa, B OTJIHWYUH OT YCIOBCUCCKUX
TEXHOJIOTHI COTHSMH MHIJUIMOHOB JIET TpPUCIOCA0IMBaNIach OWOJIOTMYECKON HBOONHEH K
0CO0EHHOCTSAM (PM3HYECKUX B3auMMOJeiicTBUI Ha MUKpoMeTpoBoM Mmacmrade. K stum
OCOOCHHOCTSIM MOXHO OTHECTH, HallpUMep, BaKHOCTb TEIUIOBBIX (IYKTyallMi WM TEYCHUS C
HU3KAMH 4YnciaMu PeiiHonb/Aca, TpU KOTOPBIX CHIIBI BSI3KOCTH CpEAbl MPeoOIagaroT Ham

MHEPIMOHHBIMU 3 dexTamu’?,

ECTCCTBGHHO, OUTOCKEJICT HE MOT Obl BBIIOJHATL CBOHU q)YHKI_II/II/I 0e3 coreH
BCIIOMOTaTCIbHBIX 6CJIKOB, B38,PIMOI[CI>1CTB}GOHIPIX C IMTOCKCJICTHBIMHA (1)I/IJIaM€HTaMI/I. Pazauunsie
KOMIIOHCHTBI IHUTOCKCIICTA B3aHMOHeﬁCTByMT APyr ¢ JIpyrom MeEXaHH4Y€CKH 3a CUCT

MNEPCINICTCHUA B HUTOILIa3MC.

OTnenpHO CTOMT YNOMSIHYTH MOTOPHBbIE O€JKH, TaKUE€ KaK KUHe3UHbl WU OUHEUHbl,
nepeMeniaoImecs Mo MUKPOTpyOOUYKaM M Muo3umsl, B3aUMOAEHCTBYIOLIUE C AKTUHOBBIMU
¢mnamentamu. JIpBuHas 1018 OHMOJIOTMYECKON MOABMIKHOCTH 3YKapuOT CBOJIUTCS K paboTe
O6enkoB »TUX Tpex cemeiictB. CoBepmas HampaBieHHoe AT®d-3aBucuMoe JBUXXKEHHE IO
NOJIAPHBIM (pUSTaMEHTaM LIUTOCKEJIETa, MOTOPHbIE OEJIKU MEepPEeMENIAlOT BJIOJIb HUX BE3UKYIIbI,
OpraHesUlbl, OT/EJbHbIE CHUTHAJIbHBIE MOJIEKYJIbl U OE€JIKOBBIE KOMIUIEKCHI, a TakKKe IpYyrue

9JICMCHTHI HUTOCKEJICTA, OCYHICCTBIIASA, TAKUM 06pa30M, U3MCHCHUA CI)OpMH KJICTKI/I36’37.

[ToMrMO 04EBUIHBIX MEXaHUYECKUX U MOTOPHBIX (DYHKIIUHN, IUTOCKENIET TAKKE yUaCTBYET
B MH()OPMALIMOHHON MHTETpaluM )KUBOH KIeTKH. LlUToCKeneT ycTaHaBIMBAET, TAK HAa3bIBAEMBbIH,
naabauii mopsimok (long-range order) pacnosnokeHuss MoyieKyn B muToruiazme. [lomsipHbie
MHUKPOTPYOOUKH U MUKPO(DUIAMEHTHI, pacipeAeIEHHbIE B IIUTOIIa3Me OTIpeIeIeHHBIM 00pa3oM
00yCIIaBIUBAIOT MOJIIPHOCTh U MPOCTPAHCTBEHHYIO pa3MeTKy Bcel KiieTku. OHU ciyXaT Kak Obl
KOOPAMHATHOM CETKOM, OTHOCUTEIIBHO KOTOPOH YIOPSIIOYMBAIOTCS KJIETOYHBIE CTPYKTYpPHI U

CI/IFHaJ'H:Il'38.

Kpome Toro, muTOCKENeT UrpaeT KIFYEBYIO POJIb B TOW YaCTH KJIETOYHOW CUTHAIM3AINH,
KOTOpasi OCHOBaHa Ha IMepefadye HEe XUMHUYECKHX, a (U3UYECKUX CHUTHAJIOB, TAaKUX Kak
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MEXaHUYeCcKoe HampspkeHue. Takas mepenada CUTHaJIa HA3bIBACTCS MEXAHOTPAHCAYKUMSA U €€
BKJIaJ] B KJICTOYHBIN CUTHAJIMHT JI0 TIOCJIETHET0 BpeMEeHH ObLIT u3y4eH c1a00, 0JTHAKO CYIIECTBYIOT
UCCIICIOBaHMs YOCIUTEIBHO MOKA3hIBAIOIINE, YTO MEXAaHUYECKHE CBOWCTBA CPEIbl OKA3bIBAIOT

3. O6pruHO, B 9TOM CiTydae

npsMoe BiMsSHUE Ha AUGPOEPEHIIMPOBKY KJIETOK y IKHBOTHBIX
MEXaHUYECKOE HAMNpsHKEHUE BO3JCHUCTBYET 4Yepe3 aKTUHOBBIA LUTOCKENET, xomniaekcvl LINC
(linker of nucleoskeleton and cytoskeleton) u sinepryto 1amMuHy Ha IPOCTPAHCTBEHHYIO CTPYKTYPY

XpOMaTHHA U PErYJAAIIMI0 IKCIIPECCUMN I‘eH0B40.

WNHTpuryromum sBiIsieTCs BOIPOC O TOM, MOTYT JIM JOJIOXHUBYIIUE LUTOCKEJIETHBIE
CTPYKTYpBI caMH (PyHKIIMOHHPOBATH KaK CBOCOOpa3Hasi MeXaHMYeCKasi KIeTOYHASl «IaMAThY,
KOTOpast XpaHUT MH(DOPMALIUIO O MPOLUIBIX PU3NUECKUX B3AUMOJIEHCTBUIX C MUKPOOKPYKEHHEM
¥ BIMSET HA HOCIEAyIollee MoBeaeHue KieTku'. Takas MHpOpMAIMs, XPaHSAIIAsAC B CTPYKTYpe
LIUTOCKEJIETa MAaTEPUHCKOMN KJIETKA MOXKET HACJIE0BAaThCS JOUEPHUMH KJIETKaMU MpU €€ JIeJICHUN.
OTOT HEOOBIYHBIH MEXaHW3M JNUTEeHETHYECKOl HACJEJACTBEHHOCTH MOXET Urpartb
3HAYUTEIBHYIO POJIb B OIpEICIICHUH JalbHEHIIel cynp0bl u auddepeHnnpoBke JOYepHUX
kjetok. Hanpumep, anomanuu B CTpyKType KopTekca MH(Y30pHii, HE BbI3BAHHBIE MYTAIUSAMH,
TaKue KaK MHBEPCUM WJIM TYIUIMKALlUK OTJENIBHBIX IPOCTPAHCTBEHHBIX NATTEPHOB LIMIUATYPHI,
MOTyT CTaOWJIBHO BOCHPOM3BOAMUTHCA JAECATKAMHM IIOKOJIEHUH, OOHapyXuBas (EHOMEH,

OIMMCAHHbBIN KaK «KOpPTHKAJbHAsDH> NI CTPYKTYPHast HaCJIeIICTBeHHOCTI)41.

Jlo navanma 1990-X rofoB IUTOCKENET paccMaTpHUBAJICS KaK YHUKaJIbHAas OCOOECHHOCTHh
sykapuoT. OaHako, ObUIO MOKA3aHO, YTO MPOKAPHOTHI 00J1aJaI0T rOMOJIOraMH TYOyJIMHA,
AKTHHA U COOCTBEHHBIM CIIEKTPOM CTPYKTYPHBIX O€IKOB. DTO U JAPYrHe OTKPHITHUS, CICIaHHbIE
Opy TIOMOIIM CPaBHUTEIHHOW TEHOMHKH T[IO3BOJHMIM TMOHSATh, YTO CJOXKHAs cHUCTeMa
DYKapHOTHYECKOTO IUTOCKeJeTa Hadana (HOPMUPOBATHCS 3aI0JTO JIO CYIIECTBOBAHUS
nocienHero obmero mpeaka sykapuoT (LECA). Bnpouem, HEOOXOIUMO OTMETHTH, YTO
YeTBEpTUYHAsl CTPYKTypa U (QYHKIUU TPOKAPUOTHUYECKHX TOMOJIOTOB JIOBOJBHO CHJIBHO
OTIIMYAIOTCSI OT TAKOBBIX Y IIUTOCKENETHBIX OENKOB 3ykapuoT. Kpome TOro, muTockener
MPOKAPUOT JOCTaTOYHO BapuabeleH MO0 CBOEMY cocTaBy. PasnuuyHble O€NKH MOTYT

HCIIOJIB30BATHCS B PAa3JIMYHBIX TAKCOHAX JJIA BBIITOJHCHHA CXOJHBIX q)YHKHI/Iﬁ 6’42.

['eHOoMBI acrapa-apxeii — BO3MOXHBIX ONMIDKAWIINX POJCTBEHHUKOB JYKapUOT —
KOJIUPYIOT COTHU 3YKapHOTHYECKUX CUrHATYypHbIX OenkoB (ESPs), B ToM uncie, camble 6Ju3KHe
NPOKAPUOTHYECKHE TOMOJIOTH TYOyimHa u akTuHa. HenasHo oOHapy»kenHnsiid y Odinarchaeota
romontor tyOymmaa OdinTubulin ctpykrypHO nemoHcTpupyeT Kak-Obl MEpexOomHyl (GopMy
MesK Ty KonbIamMu FISZ ¥ TIONBIME MHKPOTPYGOUYKAMH SYKapHoT*S, B reHOMax pasIMuHbIX acrapi-

apxei 0OHapyKeHO HECKOJIbKO OEJIKOB, pOJICTBEHHBIX aKTUHY M OCHOBHBIM AIp, B TOM UYHCIIe, TaK
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Ha3bIBAEMBIE JIOKMAKTHHBI, OOpasylollie KOMIUIEKCHl CTPYKTYpPHO O4YeHb TOXOXKHE Ha
mukpodunaments*t. Boinenenusiii um3  ‘Candidatus LoKiarchaeum ossiferum’ 6Gemok wu3
HOArPYIILI  JOKHAKTHHOB  00pasyeT  (pMIaMEHTHI, MOIJCPKUBAIONINE  MPOTSHKEHHBIE

OUTOIIIIa3MaTHYCCKUC BI)IpOCTBI45.

Y oykapuoT (QYHKOWH IUTOCKENeTa OblIa 3HAYUTEIBHO YCOBEPIICHCTBOBAHBI H
pacuiMpeHbl 3a CuUeT J100aBJIEHUS JOMOJHUTENIBHBIX OENKOB, OOIIMPHON AYIUIMKAUMU U
crnenuanu3anuu resoB. Hampumep, oT OelkoB OOBIYHBIX CYOBEIUHUI] MHUKPOTPYOOUYEK U

MUKPO(PHIAMEHTOB IMPOU3OIILIH CIICIUATH3UPOBAHHBIC HYKJICHPYIOIIHUE OCIIKH — raMMa-TyOyJInH

u Arp2/3. °.

§ 1.2. AKTHHOBBIE MUKPOQUIAMEHTBI

AKTHH — OJWH U3 CaMbIX paclpOCTPaHEHHBIX OEIKOB Ha 3emiie, BO MHOTHX
IYKapUOTHYSCKHUX KJIETKaX Ha ero jomo mnpuxoautcs Oonmee 10% OenkoBoii maccel. B
YeJOBEYECKOM OpraHu3Me €ero OoOWJMe JMIIb B HEKOTOPhIX TKaHAX YCTYMaeT JIpyruM
IUTOCKENETHRIM GeKkaM — TyOy/nuHy B HeifpoHaX M KepaTHHy B amnuaepMuce’®. AKTHHOBbIe
MHKPOGHIAMEHTHI SBISIOTCS OCHOBOM I OOIIMPHON I'PYNIbl IUTOCKEIETHBIX CTPYKTYp. DTH
¢dramMeHThl, Takke Ha3biBaeMble F-akTHHOM ((PUOPHIUIIPHBIM aKTHHOM), TTOJIMMEPU3YIOTCS H3

MOHOMEPOB TII00YIsApHOTO akTHHA (G-aKTHHA)?,

G-akTMH TpeAcTaBiseT CO00W OJWHOYHYIO TOJUIEHNTHIHYIO IENb C MOJICKYJISPHON
Maccoit okoso 42 kJla 1 M30271eKTpHUECKOil TOUKOH 0KONo 5,42, DyKapuOTHUECKHUil AKTHHOBKIIA
nonunenTua u3 375 aMUHOKHUCIOTHBIX OCTaTKOB CBOPAYMBAETCS B YIUIOMICHHYIO TJIO0YIy ¢
IyOOKON MenuaibHOW Ienbio, KoTopas cBsi3piBaeT AT®. B monumentuaHON Henu akTHHA

OTIFICAHO YeTHIpe CyOoMeHa. 0.

MHorue 3yKapuoThl, B TOM YHCIIE JPOXOKU U 3elieHas Bogopocias Chlamydomonas sp.,
00XOAATCS OJJHUM T'€HOM aKTHHA, 4YTOOBI CO3/1aTh BCE HEOOXOIUMBIE CTPYKTYpPBI IIUTOCKENIETa, HO
y MHOTOKJIETOYHBIX OpPraHU3MOB MOXET MPHUCYTCTBOBaTb HECKOJBKO TE€HOB AaKTHHAa,
AKCIIPECCUPYEMBIX B Pa3HbIX TKaHAX. Tak, y 4eloBeKa ecTh TpU IreHa O-aKTUHA (MBILIIbI), OJIUH
reH J-akTuHa (HeMbIIIEUHbIe KJIETKH) U JiBa T'eHa Y-aKTHHA (OJJUH B HEKOTOPBIX IVIAJKUX MBIIILAX
U OJIUH B HEMBILIEUHBIX KjeTkax). Pactenus mmeror 10 mnm Gosee reHOB akTHHA: HEKOTOpbIE

CIICHHUAJIM3UPOBAHEI AJI1 PEIIPOAYKTUBHBIX TKaHeﬁ, a Ipyruc ajis BGFGT&TI/IBHBIXAe.

MOJ'ICKYJ'IBI G-akTtuHa IMOJIMMEPU3YIOTCS B aAKTHHOBBIC MI/IKPO(l)I/IJIaMeHTLI. B HeratuBHO
OKpalICHHBIX MTp€Haparax U B pCIUIMKAX aKTHUHOBBIC (I)I/IHaMCHTBI BBITTIAOAT KaK HUTH, COCTOAIINUC
N3 CIIUPAJIBHO PACIIOJIOKCHHBIX Cy6”be)II/IHI/III. Bop03)11<a JJIs1 CBA3BIBAHUA MHUIIICHW HaAXOAUTCSA Ha
333}’6peHHOM KOHIIEC, a IICJIb JJI CBA3BIBAHUA HYKJICOTUAOB — HAa 3a0CTPEHHOM KOHHe46.
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Monomepbl akTuHa MPodHO CBs3biBalOT AT® mnn AJI® nmpu ycrnoBum, uto B Oydepe

2+ 2+
npucyrctByeT Ca”" mnu Mg”". OfuH U3 3THX JIByXBaJCHTHBIX KATHOHOB CBSI3BIBACTCS C P- U V-
docharamu AT®, crabunusupys ero BanmoseiicTaue ¢ 6enxkom. Ca?" ucronb3yercs Bo Bpems
OunMCTKH aKTHHA, a MQ?' cBs3pIBaeTCs B (PU3MOTOTHMYECKMX YCIOBHAX. MOHOMEpH aKTHHA
CaMONPOU3BOJILHO MOJUMEPHU3YIOTCS B YCIOBUAX (PU3UOJIIOTUYECKOTO PACTBOpPA C OJHUM HIIU

060MMH OJIHOBAJICHTHBLIMHU H BYXBaJEHTHBIMH KaTHOHAMHU B Oydepe®.

YaivHeHue — aKTHMHOBBIX  (MJIAMEHTOB ~ HM3y4€HO  HAMHOro  Jydile,  4YeM
3apojbIlIe00pa3oBaHue, MOTOMY YTO MOXHO HM3MEPUTh CKOPOCTh YJIMHEHHS B OOBEMHOM
pacTBope WM MyTeM HaONIOAEHUS OJWHOYHBIX (PHIAMEHTOB C IMOMOIIBIO JIEKTPOHHOW MWIIH
CBETOBOW MUKPOCKOMHHU. 3a3yOpeHHbIE KOHIIBI PACTYT U YKOPAUMBAIOTCS HAMHOTO ObICTpee, ueM
3aocTpeHHble. CBS3aHHBIM HYKJICOTHJ CTaOWIM3UPYeT MOHOMEpBI, HO HE TpeOyercs it
nomiMepusaiuu®’. B oTiHYHe 0T MUKpOTPY6OUYeK aKTHHOBBIE (PUIAMEHTHI HE MepeKTIoYaroTCs
MEXJly JTUCKPETHBIMU COCTOSHUAMHU MOJUMEPU3ALMU U JENOIUMEPU3ALNN; BMECTO 3TOIO OHU

MOCTOAHHO YAJIUHAIOTCA B IPUCYTCTBUHU MOHOMCEPOB, CBA3AHHBIX C HYKJICOTI/II[aMI/Il.

AXTHUHOBBIE (PHIIAMEHTHI TOPA3I0 MeHee KeCTKHe, yeM MUKpoTpyoouku. Ho mpucyrcreue
0OJBIIOrO KOJMYECTBA CIIMBAIOIIMX areHTOB, KOTOpBIE CBS3bIBAIOTCA C (UIAMEHTaMH,
CIOCOOCTBYET COOpPKE BBICOKOOPTaHW30BAHHBIX, KECTKUX CTPYKTYyp'. Hampumep, akTHHOBbIE
IYYKH CTEPEOLMIMI BOJOCKOBBIX KJIETOK BHYTPEHHEIO yXa JIOJDKHBI COXPaHATh CTAOMIIbHYIO
OpraHM3alMIl0 BCE BpeMs JKHU3HU >KUBOTHOro. HecmoTps Ha 3TO, OTAEIBbHBIE AKTHHOBBIC
¢uiaMeHTbl BHYTPU HHMX YAMBHUTEIBHO JIMHAMHYHBI M HENPEPHIBHO IMEPECTPanBAIOTCS H

3aMCHAIOTCA TPUMEPHO KAXKbIC 48 IIS.COB5

B ornmume OT MHKPOTPYOOYKOBOTO ITUTOCKENETa, apXUTEKTypa KOTOPOTO YacTo
onpezensercs ogHUM [JOMT, akTHHOBBIM IUTOCKEET MOCTOSSHHO co0MpaeTcs U pa3dupaercst
B OTBeT Ha JIOKAJIbHYI0 AKTHBHOCTb CHTHAJbHBIX cucTeM. Hamp., BbicTynaromiue,
pa3BETBIIEHHbIE CETH AaKTHUHOBBIX (DMIIAMEHTOB, TaKME€ KaK B TIOJ3AIOIUX JIEWKOIUTAX,
COOMpAIOTCs Ha BEAYIIEM Kpae KJIETKH B OTBET Ha CHUTHAIBI HUXKE MO TEYCHHUIO OT PEIENTOPOB
KJIETOYHOM IMOBEPXHOCTHU, KOTOPBIC HAITPABJIAIOT XEMOTAKCHUC. C60p1<a IIYYKOB COKPATUTCIIBHBIX
AKTUHOBBIX (DMIIAMEHTOB, M3BECTHBIX Kak cTpecc-(puOpuiIbl, Hampumep, B aJre3MBHBIX
¢ubpobiactax, 3amyckaeTcs JIOKaJbHO, KOTJa HMHTEIPUHBI Ha KJIETOYHOW MOBEPXHOCTH
B3aHMO,ZIeI\/’ICTBy}OT CO CBOMMH JIMI'aHAaMU. Ha 3axmounTebHBIX CTausaX SHAOIMTO3a CUT'HAJIbI
OT MHBarMHUpYIOLIEH IMIa3MaTH4eCKOo MeMOpaHbl 3allyCKaloT JIOKaIbHYI0 COOPKY aKTHHOBBIX
¢miamMeHToB, momorast 3Tod 007acTH MeMOpaHbl WHTEPHAIU30BaThCS B BHUJE SHIOLUTAPHOTIO
ny3bIpbka. OCHOBHBIE LMTOCKeJIeTHbIE KOMILJIEKChI, 00pazyeMble MUKpO(UIAMEHTaAaMH 3TO

KOpTHUKaJIbHAaA CC€Tb, COKpPAaTHMO€ aKTOMHO3WMHOBOC KOJBIOO B HIHUTOKHWHEIC, J'IO6HO)II/II/I,
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JTaMEIUTONIOANY,  (UIIONOANY, MHKPOBOPCHHKH, JBYMEpHBIE CyOMeMOpaHHBIC  aKTHH-
CIIEKTPUHOBBIC CETH, CTpecC-PUOPUILTBI U MHOPHUOPUILIBI MBIIICYHBIX KIIeTOK*. Kpome cBomx
OOBIYHBIX (DYHKIMH B IUTOIUIA3ME, aKTUH TaKXKe OOHapy)XeH B KapHoILIa3Me JyKapHOT, I/
BO3JICHCTBYET Ha PEryJSLHUIO TPAaHCKPHUIIIMK U cucTeMsl penaparun JIHK, a Takke omocpenyer

JABUIXCHHC U OpTraHU3allUuIO XpOMaTI/IHa49.

KoprukaibHasi ceTb MUKPO(QHIAMEHTOB, TAaK)KE Ha3bIBaeMasi KIETOYHBIM KOPTEKCOM
WIA KOPTHKAJIBHBIM IUTOCKEIETOM BBIMOJIHACT (DYHKIHIO MOZYJIATOpA MOBEIECHUSI MEMOpaHbI U
CBOICTB KJIETOYHOM MOBEPXHOCTH. 3a CUET MPHUCYTCTBYIOUIETO B HEMl MHUO3MHA, KOPTUKAJIbHAsS
CETh MOXKET COKpalaTthcs, u3mMensis popmy kieTku. [Ipu nutokuHese y O0JIbIIMHCTBA 3YKAPHOT
dopmupyeTcsi COKpaTHMOe AaKTOMHMO3MHOBO€ KOJbIO, CTSATUBAalOlIee MeMOpaHy U
CHOCOOCTBYIOIIEE TAKMM 00pa3oM pa3jielieHHIo KIeTok'. JIoGomoaMm — MacCHBHEIE
NICeBIONIOANH, (HOPMUPYIOTCS MHOTUMH aMEOOWIHBIMU KJIETKAMH 33 CYET «BBIJABIMBAHUS
[UTOIJIa3MbI B OINPEIETICHHOM HampaBlIeHUH, B XO/I€ JIOKAJIbHOU JEMOJIMMEpH3alul KOpTeKca U
TaK Ha3bIBAEMOT0 «TEHEPATU30BAHHOTO KOPTHUKAIBHOIO COKpalleHus». B To ke Bpems B
pactymuii KoHer JI000moany («THaTMHOBBIN KOJIMAYOK») PEKPYTUPYETCS ICTIOIMMEPU30BaHHBIHI
G-akTuH, 118 cOOPKM HOBOTO y4acTKa KopTekca®. JlaMe/lJIonoguu — yIUIOIeHHbIe MHPOKHE
TMICEBOIOANH, XapaKTEpHbIe, HAapUMep, i (ruOpoOIacTOB MO3BOHOYHBIX, HAPACTAIOT HHAYE, 32
c4€T OBICTPOI MONMMEepH3aIK Pa3BETBICHHON (IPEBOBUIHON) aKTHHOBOM CETH, KOTOpas
perynupyetrcs komiuiekcoMm WAVE u ¢puzndecku TojkaeT miazmaiemMmy siepen. @unonoanu —
TOHKHE HEBETBSIIMECS KJIETOYHBIE BBIPOCTHI, OHM OOpa3ylTCs 3a CUET TOIMMEpH3AINU
napauieTbHOrO MyYka MUKPO(GUIaMEHTOB, CTa0MIN3HpOBaHHOTO (pacinHOM®?. bonee cTaTuyHbIe
My4Kd MHUKPO(PUIAMEHTOB, CBS3aHHbIE BWIIMHOM # (GUMOpPUHOM (HOPMUPYIOT CKeEleT
MHKPOBOPCUHOK, WHAUY€ HAa3bIBAEMbIX MUKPOBWILIN>®. IlM0CKHEe aKTHH-CIEKTPUHOBBIE CETH,
W3HAYaIbHO OOHAPY)KEHHBIC B dPUTPOIUTAX, MOJCTHIIAIOT TIa3MAaTHIECKYI0 MEMOpaHy MHOTHX
TUIOB KJIETOK, MNpHAaBas €l JONOJHUTEIbHYI0 MEXaHHYecKylo ycTroiuumBocTh. Crpecc-
¢pudpuIBl GOpMUPYIOTCS B HEKOTOPBIX TMOJBMKHBIX KIIETKAaX >KUBOTHBIX (B TOM 4YHCIE, B
¢ubpodnacTax), 3asKopeBasch 3a (OKAJIbHbIE KOHTAaKThl OHM CIHOCOOCTBYIOT CBOEOOPAa3HOMY
PACTSHKEHUIO KIIETKH Ha MEXKKJIETOYHOM MaTpukce. CamMble MaCCUBHBIE CTPYKTYPBI, CO/ICpIKaIIIe
AKTHH — 3TO MHO(PUOPHILIBI, CTICIIUATH3UPOBAHHBIE aKTOMHO3MHOBBIE KOMIUIEKCHI B IOMIEPEYHO-
MOJIOCATHIX MBIIIEYHBIX KIETKaX U CHHIIUTHIX )KUBOTHBIX, OTBETCTBEHHBIE 32 COKPAIIIEHUE MBIIIII]

B OTBET Ha 0J]ady HEPBHOTO HMITyJIbCca .

[TomuMO BbIIIE NEPEYUCICHHBIX K BaKHBIM 0eIKaM, aCCOUMUPOBAHHBIM € AKTHHOM
(AAP), perymupyronmmM ero TMHAMUKY MOXHO OoTHecTH: popMmuH, npodunut, CapZ, koduiuH,
TeNb301MH, alb(ha-aKTHHUH, CTIEKTPHH, TPOIIOMHO3UH 1 Apyrue’®, Be/lku, pofcTBeHHbIe AKTHHY
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(Arp), npeacraBiasioT  co0O  CeMEWCTBO  OCNKOB, HMEIOIIMX  SIBHOE  CXOJCTBO
HOCHGI[OBaTeHBHOCTeﬁ C aKTUHOM, HO C OTJIMYHBIMHU (I)YHKHI/IHMI/I. HaI/I6OHee Ba>XHBIM ABJISICTCA

KoMILIeKke Arp2/3, oTBedaromuii 3a HyK/Ieauto cOOpKH aKTHHOBBIX MUKPO(hUIAMEHTOB™.,

OTnenbHO HEOOXOAMMO YIOMSHYTH MHO3MHBI — CEMEWCTBO MOTOPHBIX OCIIKOB,
B3aUMOJICUCTBIOIUX C aKTMHOM. MOJIEKY/Ibl MMO3UHOB BKJIIOYAIOT T'OJIOBHOW JIOMEH, KOTOPBIN
obnamaeT ATDa3HON 1 aKTUH-CBSI3bIBAIOIICH AKTHBHOCTHIO U OCYIIIECTBIISIET XEMOMEXaHUYECKYIO
KOHBEPCUIO AHEPIUH, EHHBIA U XBOCTOBOM JOMEHBI. IIIeHbI JOMEH WU «IIJIeHO pbluaray
COJICPKUT OJIMH WM HECKOJIbKO CBSI3BIBAIOIIMXCA C KaJbMOAYJIMHOM IOBTOPOB, PEryJIUPYET
AKTUBHOCTh MHO3WHA U OINPEIEISIET €r0 OPUEHTALMIO OTHOCUTEIBHO aKTHHA, C HUM TAaK)X€ MOTYT
OBITH CBSI3aHBl PETYJIATOPHBIC JIETKHWE 1€ MHO3MHA. XBOCTOBOH JOMEH OIpeaesseT
cnenupUIHOCTh CBS3BIBAHUS MHO3MHA C PA3IMYHBIMH TPy3aMH U y4acTBYET B (POPMUPOBAHUU
TUMEpOB H 0ojiee KPYITHBIX MHO3MHOBBIX (MIAMEHTOB 3a CU€T 00pa3oBaHUs CKPYYCHHBIX
crmpaneit’ *®, Muo3uHBI TOAPA3aENsAIOTCS HAa MHOXKECTBO (HE MeHee 79 KIacCOB), ITMPOKO

JAUBCPTUPOBABIINX I10 OYKAPUOTHUYCCKOMY JAPCBY )KI/I3HI/157’58.

Mexanu3M padoTbl MHO3MHOB OCHOBAH Ha [IUKJIE B3aUMOJICHCTBHS C aKTUHOM, KOTOPBIN
COCTOUT U3 HECKOJIbKUX cTajuii: csi3piBanue AT, ruaponus AT®, ynanenue pocdara, paboumnii
xox u ynainenue AJI®. B 3aBucuMocTH OT Kilacca MHO3MHA, CKOPOCTh ITHX CTAaIMHd MOTYT
BAapbUPOBATHCA . Peryisius akTUBHOCTH MHO3MHOB MOYET OCYIIECTBIATHCA Pa3IMYHBIMK
crioco0amu, BKITtouas hochopriinpoBaHue, CBI3bIBAHUE C JTUTAH/IaMH, U3MEHEHHE KOHIICHTPAIlUU

KaNbIUs UK B3auMozieiicTBe ¢ apyrumu 6enxamu®.

MreB, pacnpocTpaHeHHBIH NPOKAPHOTHYECKHII TOMOJIOr aKTHHA, o0pasyer
CHHUPAIBHYIO CTPYKTYPY TOJ] TUIa3MaTHYECKOW MEMOpaHOW MaJOYKOBUIHBIX KJIETOK OaKTEpHid,
perymupysl CHHTE3 KJIETOYHOW CTEHKH W YYacTBYS B HEKOTOPBIX MEXaHH3MaX CKOJB3SIIETO
IBWOKEeHUS. DYHKUMU JPYrUX AKTUHOBBIX TOMOJIOIOB MOTYT JOIMOJHATH WM AYOJIHpOBaTh
(byHKLMU TOMOJIOTOB TyOy/IMHa, Hanpumep, FtSA B3aumopeiicTByet ¢ FISZ u yuacTByeT B ieJIeHUN
KJIeTok, a ParM otBewaer 3a cerperanmio miasmua. Y Crenarchaeota oOHapykeH KpeHaKTHH,

(GYHKIIHS KOTOPOTO TaksKe, MPEeNON0KHTENFHO, CBA3aHA C AeneHneM®.,

§ 1.3. Kinaccuyeckune npoMe:KyToYHble (pHIAMEHTHI.

ITpomesxyrounsie ¢umamentsr (Intermediate filaments, IFs, TI®) B cpearem, Todiie
AKTHHOBBIX MHKPO(DIIAMEHTOB, HO TOHBIIE MHUKpPOTpyOOuek. VX amameTp Ha 3IEKTPOHHO-
MHUKPOCKONIUYECKHX cpe3ax cocTaBiseT 8-12 HM. IIpomexyrounble (uIaMEHTBI LIMPOKO
IPe/ICTaBICHBI B OOJBIIMHCTBE THIIOB KJIETOK TO3BOHOYHBIX )KUBOTHBIX, HO X OOHapyXEHHUE 3a

TIpe/ieNlaMH JaHHOH TPYIITHI BEChMa SMU30/IMUecKoe’.
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OcHoBHast (DYHKIUSI TIPOMEKYTOUHBIX (DUITAMEHTOB M HECKOJIBKHX aCCOLMHUPOBAHHBIX C
HUMH OENKOB 3aKirouacTcs B Oydepuszannu CUil cxaTus U Moajepkke MmemOpan®. OauH Kiacce
IIMPOKO IKCIIPECCHPYEMBIX MPOMEKYTOUHBIX (DMIIAMEHTOB, COCTOSAIIMN M3 MOJUMEPH30BaHHBIX
SJICPHBIX JIAMHHOB, BHOCHT BKJIaJ B MEXaHHYECKYIO IIEIOCTHOCTh DYKapHOTHUYECKOTO Spa, a
dochopunupoBanue SACPHBIX JAMHHOB C TIOMOIIbIO IMKJIWH-3aBUCHUMBIX KHHA3 IIOMOTAeT

3aIyCTUTh Pa3bOPKy AMEPHOI 000IOUKH B Havyade MUTO3al,

Ha cerogusimHuii 1eHb HET YOBJIETBOPUTEIBHOIO OIIPEEICHUS A1l OTHECEHUS TEX WIH
MHBIX OEJIKOB K TpyIIe MPOMEXKYTOUHBIX (ruiaMeHToB. BBuay crnaboii romosnoruu, Hanbolee
TOYHOE OIpeieJICHHE I0JKHO ObITh OCHOBAHO HE Ha UX MEPBUYHBIX MOCIEA0BATEILHOCTX, a Ha
odmux yeprax. K 5TUM depram OTHOCATCA: aBTOHOMHOE (OpMHpOBaHHE (DUITAMEHTOB,
YCTOMYUBOCTh K OKCTPAKIMH HEHMOHOTEHHBIMH JeTepreHTaMu Hu OydepamMu C BBICOKHM
COJIEp’)KaHUEM COJIEH, M TPEXYACTHAsl CTPYKTYpa, BKIIIOUAIOLIAs HEeHTPAJIbHBIN O-CIIMPaIbHbIN

CTep:KeHb ¥ HecnupaJbHbIe ro10BHOI (N-KoHen) u XBocToBO#i (C-KOHEI) J0MEeHBI.

O-CIIHPAJIbHBII CTepKeHb OTBEYAeT 3a O00pa30BaHME CHUPAIbHBIX JUMEPOB, KOTOpHIE
00BIYHO, HO HE BCerja, JUIMHHEE, YeM TO, YTO Mbl HaOI0AaeM B JIpyrux Oenkax C 1MojgoO0HbIMU
MOTHBaMH (Harnpumep, B MUO3HHE). JIUMepHU30BaThCsl MOTYT KaK OJIMHAKOBbIE, TaK U pa3Hble [1D.
Hanpumep, kepatnHOBBIE (pHIAMEHTHI HE MOTYT OBITh O0pa30BaHbI KAKUM-JIMOO OJHUM THIIOM
CyOBEIMHHMII, a TOJIBKO MapaMH KepaTHHOBBIX moiumenTtuaoB tunoB I u Il (Tak Ha3piBaemoe
KepatuHoBoe crapuBaHue). CrepxkHeBoil 1goMeH IID 1MO3BOHOYHBIX OMMCHIBAETCS Kak
KOHCEpBaTUBHbIM 10 pa3Mmepy (okosno 40 k/la), naMHE M pPacHOIOKEHUIO MOBTOPSIOIINXCS
cerMeHToB (cnupanb 1A, cnupans 1B, cnupans 2A, cnupans 2B), coaepkamux renrtajgHbie
MOBTOPHI ¢ TUAPO(GOOHBIMA aMUHOKHCIIOTAMH B TIEPBOW M YETBEPTON MO3MIIUAX, B TO BPeMs KaK
MOJIIPHBIE OCTATKHM YaCTO 3aHUMAIOT IATYIO U CEAbMYIO MO3ULIMU. Takue moBTOPbl HEOOXOAMMBI
Isi 00pa3oBaHUsl CKpy4eHHBIX crupaneil («coiled-coil») B xome aumepusanuu. CerMeHTHI
IpepbIBAlOTCS pa3HbIMU JUHKepHbIMU AomeHamu (L1, L12 u L2). I'ojioBHbIe M XBOCTOBBIE
aoMeHbl pasHbix 1D oTimyaroTcs mo pas3Mepy, MOCIEI0BATEIbHOCTH M MPOCTPAHCTBEHHOM
CTPYKTYype, IPEINOIIOKUTENbHO M3-3a UX B3aMMOJIEHCTBHS C pa3HbIMU O€JIKaMU B KOHTEKCTE
cneunpuyecknx ¢ynkuui. benku 1D nuiieHHbIE KOHLEBBIX JOMEHOB, TEPSIIOT CIIOCOOHOCTH

CO6I/IpaTBC$I 3 TUMMCPOB B Ooiee KPYIHEBIC KOMHJICKCBI62.

JlumMepsl fanee cOOMPAIOTCs B TETPaMEPBI, a T€ — B HEMOJISIPU30BaHHBIE TPOTO(PHUIAMEHTHI,
KOTOpble 00pa3yloT KOHEUHbIe MPOMeKYTO4YHble (uiaamenTsl. [IpoTodumameHT Moxer
COCTOSITh U3 TETPAMEPOB, YIIAKOBAHHBIX BCTHIK; JABa MPOTOPHIaMEHTa MOT'YT 00Opa30BbIBATh OJIHY
nporopubpmmny. «Tunuuneii» [Id oOpa3oBaH ueThlppMs  NpOTOGUOPUIUIAMU,  YTO

cootBeTcTBYeT 4 X 2 X 4 = 32 0GenkoBbIM CyObEJUHHIIAM Ha IMONEPeYyHOM ceueHHuH. Jlerkue u
14



TsDKETbIe (UIaMEHThI MOTYT HMMETh COOTBETCTBEHHO MEHbINE WIW OO0JbIlne MpOoTOGUOPHILI.
DJeKTpOHHAs MUKPOCKOMHSI TIOKA3bIBAET, YTO MPOTOPUOPHUILIBI CIIMPAIBHO 3aKPYUYEHBI B HUTD C

nrarom 92 HM. DTO NPUBOAMT K MepHoAMdHOCTH 92 /4 = 23 HM 110 anuHe punamenta®,

[TpomesxyTouHble (PUIAMEHTHI SABISIOTCS HauboJee YIPYTUMHU U3 TPEX OCHOBHBIX THIIOB
IIUTOCKEJIETHBIX CTPYKTYp, OHH HaMHOTO 3((EKTHBHEE COMPOTUBIIAIOTCS CHJIAM PACTSHKEHHS U
cxatusi. HeckonbKko THIIOB MPOMEXYTOUYHBIX (PUIIAMEHTOB B SKCIIEPUMEHTAX ObUIU PACTSIHYTHI 0€3
paspbiBa Oojiee 4yeM BJBOE, OTHOCUTENIBHO UX JUIMHBI MoKos Cuuraercs, 4ro 3Ta OoJblas
PacTSKUMOCTh CBs3aHa C HepapxXxuyeckod crpykrypou IID, kortopas Mo3BOJAE€T YaCTUYHO

pa3BopaunBaTh CyObeIMHHUIb 6€3 pasphiBa (hunamMenTas®,

HauOonee Tunuynslie cTpykTypsl, popmupyemsie [1D, npenctapiasior codoii TpexMepHbIe
PBIXJIbIE CeTH, PABHOMEPHO pacpe/IesIEHHbIE 10 BCEH LIUTOIIIa3ME U MIEPETUIETEHHBIE C APYTUMU
KOMIIOHEHTaMu 1uTockeneTa. [1® Moryt ObITh CHIMTHI IPYT C APYIOM, a TAKKE C aKTUHOBBIMU
buwiamMeHTaMu, MUKPOTPYOOUKaMH M TOBEPXHOCTBIO Apa C MOMOIIBIO OEJIKOB, Ha3bIBAEMBIX

IJIICKTHUHaMMH.

[1®, omHaxkabl 00Pa30BABUIKMCH, TIOYTH HEPACTBOPUMBI B (DU3HMOJIOTMYECKUX YCIOBHUAX IN
vitro. OnHako cetu [1® B XUBBIX KIETKaX OCTAOTCS AUHAMHYHBIMH H MOTYT HOABEPraThCs
odpatuMoii peopranm3zaumm. Hanpumep, ceTd BHMEHTHMHA M KEpPaTWHOBBIX (DUIaAMEHTOB
YaCTMYHO MCUE€3a0T B Hayajle KJIETOYHOIO JeleHus. MoseKysabl KepaThHa W BHMEHTHHA
coOuparoTcsi BHYTpU CPEpOUIHBIX Tejell, pa30pOoCaHHBIX MO BCEM LUTOIMIa3Me€ MUTOTHYECKHX
kietok. depmentatuBHoe pochopunupoBanue 6eakoB I1D MoxkeT ObITH OAHUM U3 MEXAHU3MOB,
PEryJIUpYIOIUX COCTOsIHUE cOOpkH ¢uiiameHToB. Kpome TOro, akTHBHpyeMblE KallbIIUEM

TIPOTea3bl OKA3aIUCh CIENM(DUIHBIME JUIS ONpeieIeHHBIX TUIIOB Genkon [1d2,

Okcnpeccusi OenkoB  paznuuHbix [ID B mporecce SMOPHOHANBHOTO — Pa3BUTHS
Koppeaupyer ¢ auddepeHIUPOBKON pa3IMYHbIX THIIOB TKaHel. Hanpumep, siuekneTku u
BCC€ KIICTKH PaHHUX 3M6pI/IOHOB MBI COACPKAT KCPATHUHBIL. OI[HaKO, Koraa IICPBUYHBIC
ME3€HXUMAaJIbHbIE KJIETKH MUTPUPYIOT U3 3MOPHOHAIBHOM AKTONEPMBI, UX LIMTOCKEIET PEe3KO
WU3MEHSETCS; KEPAaTWHOBBIE HUTH 3aMEHSIOTCS Ha BHMEHTHHOBBIC. TakuM 00pa3oM, Kaxkias
KpyIHas TKaHb, 00pa3yromascs B X0/ dMOpHoreHe3a, mpuoOpeTaeT CBOM crienupuIecKuil TUIl

Genkos I1D2.

Beaku, acconuupoBanHbie ¢ npoMe:kyTouHbiMu punamentamu (IFAP) yuactByror B
cBs3biBaHuU [F npyr ¢ Apyrom u ¢ ApyruMu KJIETOYHBIMU CTPYKTypaMu. DOuiaarpiuH — OCHOBHOM
oenok (monekymspaas macca 30 k/la), crmocoOHBIN arperupoBaTh in vitro Bce Tumbl [1D, Tak 9T0
bopMHUpYIOTCS OOTBITNE MYYKH 3THX (PHUITAMEHTOB. J[Ba pa3IMuHbIX BEICOKOMOJIEKYISIPHBIX O€TKa
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cunemuH (230 x/la) m mapanemun (280 k/la), cBs3aHBI C JIECMUHOBBIMU (UIIAMEHTAMU B
MBIIMICYHBIX KJICTKAX, a TAKIXKC C HCKOTOPBIMU, HO HC BCECMH, BUMCHTUHOBBIMU (I)I/IJIaMCHTaMI/I B
MBIIIEYHBIX UM HEMBbIIEYHbIX KieTkax. Kapkacel [I®D, npuroroBieHHbIE U3 KyJIbTUBUPYEMBIX
KJICTOK, COJICpIKaT 3HaYMTENbHbIC KonnuecTBa riekTrHa (okoso 300 k/la), kak yxe TOBOpHIIOCH,

3TOT OENIOK OIIoCpeCaAyCT CBA3b 1D ¢ APYIruMH KOMIICHCHTaMH L[I/ITOCKGJ'IeTaZ.

Y MJIEKOMUTAIOMHUX OBLIO UAESHTU(DHUIIMPOBAHO OKOJIO 75 pa3IMyHBIX F€HOB, KOJUPYIOLINX
6enku [1D, koTophle MOKHO OTHECTH K OJJHOMY M3 IIECTH KJaccoB 0ejikoB 1M, npu3HaHHBIX B
HacTosiiee BpeMs. Ha ocHOBe TakuX KpUTEPHEB KaK TOMOJIOTHS TIOCIEI0BATEIbHOCTEH, XapaKTep
cOOpku, oO0IIas CTPyKTypa W CBOWCTBa pacTBOpuMocTH, Oenku [ID y MIEeKOmUTArOIIMX
MOJIpa3eiaioTCs Ha 6 KiaccoB: kepatuHbl THNHA | (kucible), kepatunbl Tumna Il (ocHOBHBIE), THIT
III, xoTopslil, HampUMeEp, BKIIOYAET BUMEHTHUH W I€CMUH, TUI [V, KOTOpBII BKIIOYAET HEHPO- U
MBIIIEYHO-aCCOLIMUPOBaHHbIE (husiaMenTsl, cocrosiuue u3 NF-L, -M, -H u nectuna, tuma V,
KOTOPBIN 00BEIMHSCT JJaMUHBI (OCJIKH SIIEPHOM TUIACTUHKH), U THIA VI, 4JICHBI KOTOPOTO YacTo

OTHCHIBAIOTCS KAK HE MOTMAIal0IINe B IpyTrue Kiaacchr®,

B oTnmuum oT akTHHA U TY6yJ'II/IHa ocCJICA0OBATCIIbHOCTH oenkos [1D HEOO0CTAaTOYHO
KOHCCPBATHUBHEI, YTOOBI MX MOYKHO OBLIO JIETKO O6H8.py>KI/ITI> B 9YKApUOTHUYCCKHUX TI'CHOMAX C
HCIIOJIb30BAHUEM CTAHAAPTHBIX (1)I/IJIOFGHCTI/I‘-IGCKI/IX METO/J0B. HO3TOMy A0JIro€ BpEMsA CHHUTAIIOCh
YTO 3TU HUTOCKCIICTHBIC CTPYKTYPhI XapaKTCPHBI TOJILKO AJIA JKUBOTHBIX. Tonpko HeTaBHO T'CHBI,
Koaupyromue T1roMoJIOTH JiaMHHA, ObLIH I/II[eHTI/I(l)I/II_II/IpOBaHBI B MIUPOKOM JHUAIIA30HC
9YKapUOTHUUCCKHUX JUHHK®., DTO MO3BOJISIET CACIaTh IMPCAIIOJIOKCHHUE O TOM, YTO JIAMHUHBI
BO3HHUKIIM Ha pPAaHHUX IJTallaX AUBEPreHUIUN SBOJIFOIUOHHBIX JIMHUMN 9YKapuoT, a BO3MOXHO

npucyrctoBanu u'y LECA®,

[1®-nogo6HBIE 6K, HEKOTOPBIE U3 KOTOPBIX OYIAyT pacCMOTPEHBI Jlajiee, MHOTOKPATHO
BO3HUKAJIM B JBOJIOLUM dyKapuoT. OJHAKO MOSBICHHE KIACCUYECKHX IUTOIIa3MaTHYECKUX
6enxoB [1d, koTopsle, MO-BUAMMOMY, (POPMUPYIOT €ANHOE CEMEICTBO U MPOUCXOJAT OT OEIKOB
AJIEPHOM JIaMUHBI, SIBISIETCA YHUKaIbHBIM Ui EUuMetazoa u coBnasno ¢ mosiBIeHUEM HCTUHHOM
MHOTOKJIETOYHOCTH. Pa3sHooOpaszue ke 3TuX O€NKOB Yy J>KUBOTHBIX, BEPOSITHO, SIBIISETCS
CJIEZICTBUEM QJIalITUBHON paJualvy, MPOU30IIEeAIeH B CBSI3U C pa3BUTHEM AU(D(HepeHInPOBKU
pa3sHOOOpa3HBIX THUMOB KJIETOK M TKaHEH, /Ui KaXI0H U3 KOTOPBIX HEOOXOIUM CBOM KOMILIEKC

MEXaHUYECKUX XapaKTEePUCTHK IIUTOCKeeTa &,

§ 1.4. [1®D-noa00HbIE OEJIKH U MPOYHE KHEKOHAHMYECKUE» HUTOCKeTeTHbIe CTPYKTYPBbI.
Kpecuentun (CreS), oonapyxeunsiii y 0akrepuii Caulobacter spp. u onpeaensrommii

M3ru0 MX KJICTOK, Ha JaHHBIIA MOMEHT SBJISICTCS €IMHCTBEHHBIM I'OMOJIOIOM MPOMEKYTOYHBIX
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(puaaMeHTOB, HWICHTH(PUIIMPOBAHHBIM 3a TpeneinaMu dykapuor. OnpHako, y Oakrepuid
BCTpeUaeTcs psia Apyrux OenkoB, 6oraThix MoTuBaMu ckpydeHHbix crimpaneii (CCRPs, coiled-
coil-rich proteins), ciocoOHBIX OpraHU30BBIBATHCS B (PriIaMEHThI, Hanpumep, FilP, ydacTByromuit
B KOHLIEBOM pocTe y akTuHoOakTepuil, wiau Crv, JOKaIN30BaHHBIH B IEPUILIA3MAaTHYCCKOM
npoctpanctse y Vibrio spp. u onpenensronuii n3ru6d kietox. CBeAeH s, OTHOCHTEIILHO HATHYHS

rOMOJIOTOB HPOMEKYTOUHBIX (PUTAMEHTOB y apXeid, B T. . acrapi-apXei OTCyTCTBYIOT*,

C 1950-x ro10B y MpOTUCTOB OBUTH MICHTU(PHUITUIPOBAHBI ACCATKA OCIKOB ITUTOCKEIIETA,
KOTOpBIC, MO-BUAMNMOMY, HE TNPHUHAJICkKAT HU K ogHOMY U3 cemeiictB [ID, ommcaHHBIX s
MHOTOKJICTOYHBIX JKUBOTHBIX, HO CO CTPYKTYPHOW M ()YHKIIMOHATHHOW TOYKH 3PCHUS XOTS OBl
YaCTHYHO COOTBETCTBYIOT YKA3aHHBIM BBIIIC KPUTEPHSIM M HPOTOKOJIBI, UCIOJIb3YEMbIC IS MX

BBIJCJICHH A, OCHOBAHBI HA IMTPOTOKOJIAX, UCIIOJIb3YCMbIX JJIA 6enkoB 1P mo3BOHOYHBIX ©2,

K HeKaHOHWYHBIM LUTOCKEICTHBIM Oe€lKkaM MOXHO oTHectH SF-accem6un
OOHApY)XEHHBI BO MHOTHMX JIMHHUSX JYKapUOT, AJIbBEOJHHBI, NJIATHHBI, IMUIJIA3MHHBI,
TeTpUHbI W3 TOKpoBHOro ammapara Alveolata, apruxkymmasl u3 snumasmel Euglenida u
Alveolata, :kmapauHbl u3 npukpenurensHoro mucka Giardia lamblia n mp®®. Id-noxo6HbIe
OeJNKM 4YacTo IPYNIUPYIOTCS HA OCHOBAHMHM HAIWYUS B MX CTPYKType MOTHBA CKPYYCHHBIX
cnupaneil. MHorue M3 NEepeuuciIeHHbIX OENKOB (HalpUMeEp, ajJbBEOJIMHBI U SIMILIA3MUHBI)
NOMANAlT B 3Ty KaTErOPHIO, HO TaKkkKe B HEE IMOMaJal0T HEKOTOPbIE BUPYCHBIC OCIKU W
MOJIeKyIIsipHBIe MOTOPBI. C APYroil CTOPOHBI, HAIPUMEDP, APTHKYIMHBI HE COIEPKAT CIHPAILHO-
CKPYYCHHBIX YYacTKOB. AJIbBCOJNIMHBI, TETPHHBI M SIUIUIA3MHHBI HE OOHApYXHBAIOT O-
CIHUPAJIBLHOTO CTEPIKHEBOTO IOMEHa, XapakrepHoro st [1® xuBoTHBIX. OHU MOTJIM HE3aBHCUMO

TIPOU30MTH OT JTAMHUHOB HJIH JTOOOTO JIPEBHET0 OENKa, COEPKAIEr0 CKPYYEHHYIO CUPaIh®.

AcceMOJIMHBI UCYEPUEHHBIX BOJIOKOH (SF-accemOunbl, SFA) SBISIOTCS OCHOBHBIM
KOMITOHEHTOM HCUYEPYCHHBIX BOJIOKOH, CBSI3aHHBIX ¢ MuUKporpyboukamu (SMAF), Taroke
Ha3piBaeMbix SMAC, (QUOPWLISIDHBIMH SKITYTHKOBBIMH KOpelIKaMu cuctembl 1 wm
HcYepUYeHHbIMH KopemkaMu. SMAF 1 aHaoruuHele CTPYKTYpbI IMPOKO PACIPOCTPAHEHBI, HO
SF-accemOnmH Goublire Bcero M3y4eH y MOHaIHBIX Bojopociei, Hampumep, y Chlamydomonas
reinhardtii. Kak cieayer u3 ero Ha3BaHHs, aCCEMOJIMH CBA3aHbI C MUKPOTPYOOUKAMH KOPEIIKOB
KTyTHKA IpUMEpHO Ha 75% cBOel ATUHBL. AccolMalus, Mo-BUAUMOMY, YaCTHUHO 00YyCIOBIIEHA
cpoactBoM SF-acceMOnuHa K aneTHIMPOBaHHOMY TyOynuHy. B ornmmume ot apyrux I1d-
NOJOOHBIX BOJIOKOH, KOTOpbIE OOBIYHO He MOJspu30BaHbl SF-acceMOIMH 0Opa3yeT BOJIOKHA C
YEeTKO BBIPQ)KEHHBIMH MHUHYCOBBIMH (3arHYTBIMU WJIM TYIBIMH) M TUTIOCOBBIMH (KOHUYECKHUMH )

KoHIIaMu. DuinaMeHTsl (GOPMHUPYIOTCA U3 NPOTO(PHUIAMEHTOB PasMEPOM 2 HM M3 OTAENbHBIX
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0eNKOB, OPraHU30BaHHbBIX MapayienbHo. [Ipu 3MeKTPOHHON MUKPOCKONUH 3TH BOJIOKHA UMEIOT

TIOBTOPSIIONIMIACS PUCYHOK C TIEPHOIOM OKOJIO 28 HM B 1nHy®,

SF-acceMOnMH MMeeT TOJBKO OAMH 3aMETHBIM HECHUpabHbIM AoMeH Ha N-KOHIE W O-
CIUPAJIBHBIA CTEPKEHb, 00Pa3yIOLUIUIl OCTAIBHYIO YacTh MOJIEKYJbI, C KJIACTEPOM KHCIOTHBIX
ocraTkoB Ha C-xonue. N-KoHIEBOH noMeH ummHOM mpubmusutensHo 30 AK HeoOxomum s
coopkun SMAF, oH UMeeT HEeCKOJIbKO MOTECHIHAIBHBIX CauToB (ochopuarpoBanus, BEpOSITHO,
y4acTBYIOIIMX B JAMHaMHKe Oeika. HTepecHO, YTO IMCTEHHBI, CIIOCOOHBIE OOPa30BBIBATH

JUCYIb(OHIHBIE CBA3U MEXKITY TUMEPAMH, IPUCYTCTBYIOT B 0i-CHUPATbHBIX JOMeHaX .,

[Tpenmonaraercsi, yro SF-acceMOnMMH MOXXET NMPUHUMATH Y4acTHE B BOCCTAaHOBJICHHH
KOPHEBOH  CHCTEMBI ~ MHUKPOTPYOOYEK TOCIE  KICTOYHOrO  JIeNICHHs, CTaOMIM3Upys
MHUKpOTpyOouku. Jlpyrne wuccienoBaHHs INpeNNoiaraloT, 4d9ro SF-acceMOMMH  MOXeT
(GYHKIMOHMPOBATH KaK EHTP HyKJIealnu. B cirydae HegocTarouHoii sxcnipeccun SF-accemOnmna
KJIETKH OOHApy)KMBAalOT AaHOMAaJbHbIE (EHOTUIIBI, TAaKUE KAaK YMEHBIICHHOE KOJIMYECTBO

)KI"YTI/IKOBGG.

Y Paramecium sp. oOHapyxeHbsl 30 T€HOB, TOMOJOTHYHBIX SF-acceMOJIMHY, KOTOpBIE
KOJMPYIOT KOMIIOHEHTBI KHHETOECMANbHBIX (PHOPHIT (McUepUeHHEIX Koperkos). ¢ B mpyrom
uccie0BaHuK ObLIIO0 00HApPYXEHO, YTO KMHEToaecMbl Tetrahymena coOpannbie Ha ocHoBe SFA
CIIMBAIOTCS C MOCTIHJIMAPHBIMU MUKPOTPYOOUKOBBIMH KOPEIIKAMH H CICIYIOIICH KHHETOCOMOMU

nocpencTBoM GemkoB DisAp 1 Crolp, corBeTcTBeHHO,

Bo3moxHo, SF-accemOnuny ¢yHknuonansHo aHamoruunel TVAG_339450 B kocte
Trichomonas sp®, FAZ1 B o6nacty IpuKperieHns YHIyIupyoniei Memopans! y Trypanosoma
brucei’®, pyrnetnr y MmekommTaommx u Tpeanonaraemelii 6emox CG6129 y Drosophila

melanogaster .

CenTuHbl TIpeACTaBISIIOT coOoi Tpynny [ Td-cBs3piBaronux O€IKOB, 00JaJar0NINX
CIIOCOOHOCTBIO 00Pa30BbIBAaTh (PriIaMEHThl. B OCHOBHOM OHHM ObUIM HCCIIE€AOBaHbI y IpUOOB U
KUBOTHBIX, HO OOHapyXeHbl M B JPYTMX BETBAX DYKApUOT, YTO YyKa3blBa€T Ha MX paHHee
IpoucxoxaeHue. Mx xapakTepucTika OCHOBaHA Ha HAJIMYMM HECKOJIBKUX TOMEHOB: I Td-a3HbIi
CDC nomen c tpemss motuBamu (G1, G3, G4), MHOrOOCHOBHas 00JacTh, YHHKAJIbHBINA
CEeNTUHOBBIN JoMeH, C-KOHIIeBas CKpY4YeHHasl CIUpaib U KOHCEPBATUBHBIE OJJUHOYHBIE OCTATKU
B Sepl-4. MHOroocHOBHBIE 00JacTH B3aMMOJAEHCTBYIOT ¢ Qocdomununamu. CKpydeHHBIE
CHHMpAJIbHBIE JIOMEHBI MPUCYTCTBYIOT HE BO BCEX CENTHHAX, MpeanosiaraeMas (QyHKIHsS 3THUX
JIOMEHOB — OIOCPEAOBAHHUE B3aMMOJIECHCTBHUS MEXKIY OTACIbHBIMUA CENTHHAMH. Y HUKAJIbHbBIN
CENTHHOBBIN TOMEH MOXET Tak)K€ y4acTBOBaTh B (popMHpOBaHUM (riaMeHTOB. VccnenoBanus
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KaK Ha JKUBOTHBIX, TaK M Ha rpu0ax yKa3bIBalOT HA MHOKECTBO (DYHKLIUI CENTUHOB: IUTOKUHES U
KapHoKrHe3, o0pa3oBaHHe OapbepoB MEXAY KOMIApTMEHTAaMH, IMJIMOTCHE3, BE3UKYJISPHBIN

TPAHCIIOPT, AIIONTO3 U OPTaHU3AINS [IUTOCKEIeTa’> %72,

Haxkonen, Heo0XomuMo oOCYAHThH emié OHO BaKHOE CEMEIHCTBO OENKOB, MMOBCEMECTHO
pPacHpOCTPaHEHHBIX CPEIU DYKApHOT M MMEIOMINX TECHBIE CBA3U C IHUTOCKeIeToM. LleHTpHHBI
TIpeNCTaBIAIOT co0oil KanmpMomynuH-noao0Hbe CaZ*-cBaspiBaromue Oenku, Maccoii okoaok 20
k1A, ¢opmupyrone ¢unamenTtsl U crocoOHble Kk AT®d-He3aBucuMMy cokpamieHuo. OHH
cozmepxut 4erbipe EF-hand moTmBa crnimpasnb-moBopoT-crivpaib, y4acTBYIOIIMX B CBSI3bIBAHUH
Ca?*. LlenTpuHbl 06a3aTEILHO MPUCYTCBYIOT B LIEHTPUONAX, B (PUOPHILIAPHBIX CBA3KAX MEKIY
HUMH, BCTPEUAIOTCS B IIEPEXOTHON 30HE U aKCOHEME JKI'YTHKA, a TAaKkKe (POPMUPYIOT COKpATHIMBIE
(puOpUILIAPHBIE KITYTHKOBBIE KOpPelIKH cucTeMbl ||, koTophie emmé Ha3pIBAIOTCS PpU3OIIACTHI

WIH silepHO-KHHeTocoMaibHble cBs3kn (NBBC)™,

BepositHo, Hambosee yHUBEpcanbHOW (QYHKIMEW IIEHTPHHOB, PEAM3yeMOW Iaxe Yy
JIpOACKEH, HE HMMEIOLUX LEHTPUOJIEH, sBJseTcs KitoueBas poib B cobopke LIOMT mpu ero
yJIBOGHHUHU, KOTOpasi OTJHAKO, Ha CErOAHALIHMN JeHb NOApOoOHO He uccienoBaHa. CokpalleHue
LEHTPUHOBBIX (GUOPUIUIAPHBIX KOPELIKOB Y 3€JEHBIX BOAOPOCIIEH TaKKe OIOCpeyeT U3MEHEHHE
(GYHKIMOHMPOBAHUS KTYTHKOBOTO ammapaTra B xonae ¢orortakcuca. Hakonen, Obuta mokasaHa
HEOKUJJaHHasl POJib LIEHTPUHA B PETYJISLUU MPOLIECCOB SKCIIM3MOHHON penapaluu U BbIICHEHO,

4yTO 0OJIBIIAS €r0 YacTh JIOKAIN30BaHA B KapI/IOHJ'Ia3M674.

Cna3munbl A u B, BeijIeieHHBIC U3 cIa3MOHeMbI HH(DY30pHii-CyBOekK, 00a nMmeroT Bec 20
k/la, ceaspBator Ca’" u cokpamatorcss ATd-mesaBucmo. IokazaHo, 4TO 3T GENKM TaKKe
OTHOCATCS K CeMEHCTBY HeHTpHHOB °. COKpaTHMasi ceTh, PacHoJIOKEeHHas B KOPTEKCe KPYITHOI
uHdy30punr SPirostomum Sp., KoToas MO3BOJSIET €l MapasHTeNIbHO OBICTPO COKpaIlaTh CBOE
yIIIeHHEHHOE TeJI0 BKJII0YAeT JBa 0CHOBHEIX Ca?*cBsspiBaronux Genka (cmasmunsl 1 u 2) u aBa
rurantckux 6enka (GSBP1 u GSBP2), koTopsle AeMCTBYIOT KaK OCHOBA U MIO3BOJISIOT CBA3BIBATH
COTHH CTa3sMHHOB'®. MOKHO MPEeNoJOKUTh, uTo u apyrue AT®d-He3aBUCHMbIE COKPATUMEIE
OpraHeiyibl AYKapHoT, pa3jiMyHble MMOHEMblI U MHO(PHCKH, Taxke 00pa3oBaHbl LEHTPUH-

IMOAOOHBIMHU OEIIKAMU.

§ 1.5. MukpoTpy6oukoBbIii nuTOCKe/eT. LleHTpbl opranuzanuu MUKpPOTpyOoUeK.
TyOyaunbl — 310 rnoOymnspubie ['TO-cBsa3pIBatone OeNKU C MOJIEKYISIPHOM Maccoi

okoiio 55 xJla 6enok, U3 KOTOPhIX COCTOSIT MUKPOTPYyOOouku. TyOyarHBI UMEIOT TPEXJOMEHHYIO

CTPYKTYpY ¢ N-KOHIIEBBIM JOMeHOM cBsi3biBaHus [ TD (momeH cBszbiBanus HykineotuaoB - NBD),

MMPOMEIKYTOUYHBIM JOMCHOM, B3aHMOHCﬁCTBYIOHlHM C TaKCOJIOM (HpenapaTOM,
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CTaOUITM3UPYIOIUM  MHUKpOTpyOouku), u C-koHueBbIM nomeHoM. [locnemoBarenbHOCTH

TyOy/IMHOB OYE€Hb KOHCEPBATHBHBI "2,

Jdumep @- u PB-TyOyJMHA SBISETCS CTPOUTEIBHBIM OJIOKOM MHKPOTPYOOUEK.
['eTeponumepsl CBsI3aHBI APYr € APYroM IO HPUHIMITY «T0JOBa K XBOCTY» € 0Opa3oBaHUEM
nporopunamentoB. Heckonpko (00bruHO 13) mporoduinaMeHTOB 00pa3yloT MHKpPOTPYOOUKH
HIOCPEICTBOM JaTepanbHON accoruanuu. [IpoTodunamMeHTs! TyOy/lInHa MMEIOT JBa Pa3IMYHBIX
KOHIIA; MHHYC-KOHEI] C OTKPBITBIM O-TyOYJIMHOM M IuTIOC-KOHen B-TyOynmHa. [lomumepusanus
MPOUCXOJUT Ha 000X KOHIIAX, HO ObICTpee Ha IUIIOC-KOHIE. M3 ABYX CyOBEAMHHII TOIBKO -
TyOynuH MokeT ruapoiu3oBats ['T®; mpucyrcteue I'T® mmeer pemaroriee 3HAYEHUE JUIS
CIIOCOGHOCTH TeTepoanMepa MOJIUMEPU30BaThea Ha IuIoc-KoHie''. Coobmanock, uto o- u -
TyOYJIMH UHOTJa PHHUMAET (OPMY, OTIMYHYIO OT KAHOHHYECKOI OpraHn3aliii MUKPOTPYOOUeK,

Hanpumep, B koHouze Toxoplasma gondii umu ciupanbabix ¢pumamentax Foraminifera®®.

[lonobuo o- u P-TyOynuHy, Y-TyOyJHMH SBISETCS O0sA3aT€IbHBIM KOMIIOHEHTOM
JyKapUOTHYECKUX KJIeTOK. OCHOBHas poiib 3TOro Oenka 3akKIoyaeTcsl B HYyKJIealu COOpKH
MHKpOTpyOouek. I103TOMy €ro MoXHO HaiiTu B cocTaBe IeHTpmoneii m apyrux LIOMT,
H3ohopMel 8-, €- 1 {-TyOyauHa 0OHAPYKUBAIOTCS B KT'yTUKAX /MM KHHETOCOMAX, U B I[EJIOM

OHH CHCI_[I/IQ)I/I‘IHBI AJIs1 OPpraHru3MOB € TAKUMU CTPYKTYpaMHU. 80.

[ToBepXxHOCTH MHUKpOTpYOOUEK 3apspKeHa OTPHIATENBHO, IMOCKOJIbKY C-KOHIEBbIE
XBOCTBI 0- U PB-TyOyJIMHOB cojepKaT HECKOJIbKO KHUCIbIX AK-0CTaTKOB M PAacCIIOIOKEHbI Ha
BHeIIHel moBepXHOCTU. DTU C-KOHIIEBBIE XBOCTHI (Takxke Ha3biBaeMble E-hooks, motomy 4to oM
Oorarel TIyTaMaToM) SIBJISIFOTCS KJIFOUEBBIMH MECTaMH B3auMojaelcTBHs it MHOrUX MAPS u
MUIIEHbIO JUUIS pa3HOOOPA3HBIX MOCTTPAHCIASLHMOHHBIX Moaudukanmi. OTu MoaupuKauuu
BJIUSIIOT Ha CTaOMJIBHOCTh, CBOMCTBA U (PYHKIIMM MUKPOTPYOOUEK, a TakKe Ha MX CIOCOOHOCTh
cBsa3bIBaTbess ¢ MAPs u apyrumu G6enkamu. Hanmpumep, aneTwivpoBaHHBIA TYOYJIHH OOBIYHO
IOPUCYTCTBYET B CTAOMJIBHBIX MHUKPOTPYOOUKax, TaKMX KaK MHUKPOTPYOOUKH aKCOHEMbI M
CIOCOOCTBYET TpaHCHOPTY KMHe3uHa 1o HuM. KaptuHa monudukanuii TyOyianHa co3daeT Tak

Ha3BIBAEMBIil TYOYJTHHOBBII KO/ (TI0 AaHAIOTHH C THCTOHOBBIM Kogom)®H82,

MuKpoTpy0OUKH SBISIOTCS CAMBIMHU JKECTKUMH M3 TPEX MOJMMEPOB U UMEIOT Haubosee
CJIIOKHYIO TMHAMHKY COOpKH U pa3z0oopku. [lepcucTenTHas JyimHa MUKPOTPYOOUYEK, Mepa TMOKOCTH
¢unamenTa, KOTopasi YBEIUUMBAETCS C YBEIMYEHUEM JKECTKOCTH, HACTOJIBKO BENHUKa (~ 5 MM),
4TO OTJIEJIbHbIE MHKPOTPYOOUKHM MOTYT MpPOXOAMTH 4Yepe3 BCIO KJIETKY LeaukoM. Bo Bpems
uHTepGa3bl MHOTHE KIJIETKH MOJIb3YIOTCS IPEUMYIIIECTBOM 3TOMH )KECTKOCTH, COOMpas pauaibHbIe

MacCHBBI MUKPOTPYOOU€K, KOTOpble (DYHKIIMOHUPYIOT KaK IIEHTPAIbHbIE Y3JIbl U «MarucTpaim»
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JUIsl BHYTPUKJIETOYHOro Tpaduka. MUKpOTpyOOuKka MOXKET MEepeKIoYaThbCsl MEXAY JBYMS
COCTOSTHUSIMU: CTaOMIIBHO pacTyliedd ©u OBICTpO CXKUMAIOUIecs. DTa «IHHAMU4YecKasi
HeCTAOMJIBHOCTBY» TO3BOJISIET IIUTOCKENIETY MUKPOTPYOOUEK OBICTPO peopraHu30BBIBaTHCS. Bo
BpeMsl MUTO03a, MUKPOTPYOOUKOBBIH IIMTOCKENET MepecTpanBaeTcsi B BbicokoTounyio JIHK-
CETPETUPYIOIIYI0  MAaIllMHY, Ha3blBAEMYI0O MHMTOTHYecKMM BepereHOM. (CrnocoOHOCTh
MUTOTUYECKOTO BEPETEHA HAXOAUTDH U BBIPABHUBATH XPOMOCOMBI YACTHUUHO 3aBUCHUT OT CIIOKHOMN

JMHAMEKM COOPKH MHAMBUIYyalbHBIX MUKPOTpyOouek™ '’

Beaku, cBszannbie ¢ mMukporpydouxkamu (MTBP) perynupyroT uX CTpyKTypy H
nuHaMuKy. Kak yxe orMedanock paHee y-TyOynuH U oOpazyemble uM KoMmIuiekehbl y-TuRC u y-
TuSC ocymecTBIAIOT HYyKJICAaHI COOpkH MHKpoTpyOouek Crabmimsupyromue Oenku
XMAP215, CLASP, EB1 npenorBpamaror pa3z0opky u «kartactpodb» MHKpoTpyOouek. K
CTaOMIIM3HUPYIONIMM OeJIKaM OTHOCHTCS U OoJiee y3Kasi COBOKYITHOCTh OEITKOB aCCOIMHUPOBAHHEIC
¢ mukpotpyooukamu (MAPS), Takux kak Tau-6enku, MAP2, MAP4 u 6enku STOP. CrarmuH,
KaTaHWH, CIIACTUH U HEKOTOPBIE IPYTrHe, HAPOTHB, CIIOCOOCTBYIOT pa3b0pKe MUKpPOTPYOOUEK
MAPG65, MAP2 u Tau-0enku, onocpenytoT o0beIuHEHHE MHUKPOTPYOOUYEK B My4YKH, a OCNKH

cemeiictBa APC 1 makuHBI — UX COCAUHCHHC C JPYI'MMHU KOMIIOHCHTAMH LIUTOCKECJICTA. 79’83.

C MuKpoTpyOOUYKamMM B3aUMOJICMCTBYIOT JIBa CyIEepCEeMENWCTBA MOTOPHBIX O€JIKOB!
KWHE3UHbl M JUHEUHBbI. UNeHbl cymepceMeicTBa KHHEe3MHOB UMEIOT OOIIMK KOHCEPBATUBHBIN
MOTOpPHBI JTOMEH (TOJIOBKY), HO pa3jM4YHbIE XBOCTOBBIE JIOMEHBI, ONOCPENYIOIIHE CBS3b C
pa3HbIMH rpy3aMu. Kak u 1pyrre MOTOpHbIE O€JIKH, KHHE3UHBI O0BIYHO (DYHKIIMOHUPYIOT B BUJIE
JUMEpOB, MEPEIUIETEHHBIX XBOCTAMH, TOJIOBKU IIPU OTOM IOOYEPENHO B3aUMOACUCTBYIOT C
TyOyJIMHOM, OCYIIECTBISS XapaKTEpHOE «IlIararoliee) IBM)KEHHE. BOJBIIMHCTBO KMHE3WHOB

TIepeMeNIaloTCs B HalpaBIeHHH ILTI0C-KOHIA MUKPOTPY060dex®48o,

JluHenHBI YCTpoeHBI Ooyiee coKHO. MOTOpPHBIN JOMEH HAaXOMUTCS B TSDKETOW IeTH
IuHenHa, nonunenTtuae maccoi okomo 500 xJla. C-koHel TspKeIoW Ienu BKIIIOYAeT IIeCTh
TaHJAEMHBIX MOBTOpOB JoMeHa AAA («AT®a3bl, CBA3aHHBIE C Pa3HOOOpPA3HON KIETOYHOM
AKTHBHOCTBIO»). DTH MIECTh MOYJEH CBOPAYMBAIOTCS C 00pa30BaHUEM T'€KCAaMEpPHOTO KOJIbIIA.
OcHoBHolt AT®aznsiii caiitT Haxonutcs B AAAL. BemmernuBanue mexny AAA 4 u 5 hopmupyer
TOHKYIO HOXKY, Ha KOHIIE KOTOPOW HaXOAMTCS y4acTOK CBsi3bIBaHMs ¢ TyOynuHoM. [lamee xk N-
KOHI[y WAYT JIMHKEPHBIA M XBOCTOBOW JOMEHBI. XBOCTOBOW JOMEH B3aMMOJAEHCTBYET C

MMPOMEKYTOUYHBIMU U JIETKUMHU LOCIAMHA JUHCHUHA, a YCPE3 HUX — C PA3JIMUYHBIMU I'Py3aMHU. 86’87.

FtsZ, mmpoko pacnpocTpaHEHHBII Cpean BCeX MPOKapUOT rOMOJIOr TyOyJMHA, UrpaeT

KIIIOUYEBYIO POJIb B JIEJIEHUU UX KJIeTOK. OH (GOpMHUpPYET KOJIbIIO Ha MecTe OyayIiel neperopoaku
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U PEKPYTHPYET Apyrue Oelkh, HEOOXOAWMBIe IJIsi CHHTEe3a KJIETOYHOM CTEHKH M MeMOpaHsb.
Hpyroii GakTepuaybHblii roMojyor TyOynuHa TubZ dopmupyer nuHamuuyeckue (UIaMEHTBHI,
KOTOpbIE O0ECHEeUMBAIOT CErPeralnuio HEKOTOPBIX IJIa3MHJl MM (aroBbIX T'€HOMOB MEXIY
noyepHumu Kiaetkamu. Y Prosthecobacter spp. (Verrucomicrobia) oGHapyskeHbI O4€Hb OIHM3KHE
TOMOJIOTH JYKapHOTHYECKUX TyOyinHOB BtubAB, dbopmupyromue MuUKpoTpyOOUYKO-1T0A00HBIE
CTPYKTYPBI U3 HECKOJBKUX MPOTOPHIAMEHTOB. MOXHO MPEAnonoKuTh, uto BtubAB sBistorcs

MMPOAYKTOM I'OPHU30HTAJIBHOI'O IIEPCHOCA I'CHOB OT PAaHHUX 3yK3.pPIOT42.

Hentpsl opranmsanum mukporpyoouek (LIOMT, microtubule-organising centre,
MTOC) - 3TO CTPYKTYphl 3YKapHOTHYECKOH KIIETKH, Ha KOTOPBIX MPOMCXOMUT HYyKJIealnus U
3asiKOpeBaHue MUKpOTpyOouek. OCHOBHAsI PYHKIMS STHX LIEHTPOB COCTUT B IPOCTPAHCTBEHHOM
pa3MeTKe KIETKM 3a CUYeT ONPEACNEHHOTO pACIpelesieHus 10 LUTOIUIa3Me ITOJISIPHBIX
MHUKPOTPYOOUYEK, OTHOCHUTEIHHO KOTOPBIX IMO3UIMOHUPYIOTCS BCE OPTraHEIbl M CTPYKTYPHI
yKapruoTUUecKor KjeTKku. Takum obpazom LIOMT sBisiercst cBoeoOpa3HOM TOUKOW OTCUETa B

KJICTOYHOM CHCTEME KOOpIII/IHaTBB.

Haubonee wu3BectHeiM Ttunom [IOMT sBusiercs uweHTpocoMa, KoTopas OOBIYHO
pacrionaraercsi BOJIM3H sJIpa ¥ COCTOUT U3 Mapbl IIEHTPHOJIEH, OKPY>KEHHBIX TIEPUIICHTPUOIISIPHBIM
marepuaioM (PCM), B KOTOpoM MOryT ObITh 3aMETHbI HEOOJIBIIME TeNbllda — CATEeJIMTHI.
IlepuueHTPHOJISIPHBIH MaTepHaJ COCTOUT M3 HECKOJbKUX BHEIIHE HEpPazIMYUMBIX CIIOEB,
coJlepKanux pasiaudHble Oenku. Bo BHyTpeHHem cioe sokanm3oBanbl CEP120 u CEP192,
nokazano uro CEP192 cBs3piBaeT u aktuBupyeT kuHa3bl Aurora A u Plkl, a taxxe 3amyckaer
c6opky y-Ty6ymuHoBoro kombua (y-TURC) gepes Nedd1®. Cpennuit cnoit conepsxur CEP152.
Hapy>xHblii cloi coJepKUT 00JbIIOe KOIHMYECTBO Y-TyOynuHa, a takke Neddl u CDK5RAP2.
[Mepunentpur u CEP215 mpoxomar depe3 Bce CIIOM W BO3MOXHO SIBISIFOTCS MaTPUKCOM,
ynepxkuBatommM PCM Bmecte. Bo Bpemst Muto3a PCM 3HaunTenbsHO pacimpsieTcs, HyKIEHpyst
00JIbIIIOE KOJIMYECTBO MHUKPOTPYOOUEK i 00pa30oBaHUsI BEpETeHA JIETICHUS, 3TO PACHIMPEHHE

perymupyertcs Polo-nogo6uoit kunasoii 1(PIk1) .

CyliecTByeT MNpEaNoaoKeHue, 4YTO HMMEHHO MEPHUIECHTPUONSPHBIA MaTepuan, a He
HaxoJsIuecs B HEM LEHTPHUOJIU ABISIETCS] OCHOBHBIM KomMnoHeHTOoM LIOMT. LlenTpuonu xe B
paMKax »JTOTO IMPEAINOJI0KEHUS pacCMaTPUBAIOTCA KaK ITaCCUBHBIE IMACCAXKUPBI, 3a4aTKHU
KTYTHKOB, OKHUJIAIONIME, KOT/Ia HACTYNUT HYKHBIA MOMEHT KJIETOYHOTO W KU3HEHHOTrO IHKIIA,
4TOOBI OBICTPO JIaTh HAYAJIO >KFYTI/IKy88. DTO NPEANOI0KEHHIE TIOITBEPKAACTCS TeM (aKTOM, YTO
B HEKOTOphIX ciydasx PCM MoxeTr cymiecTBOBaTh 0€3 IEHTPHOJNEH U COXpaHATh MPH ITOM
GYHKIINY TTOAIEpKaHUS HEMOIBIKHBIX pecHuuek y C. elegans91 WJIN 1aK€E TTOJABHUKHBIX JKT'YTUKOB

y Chlorogonium elongatum®2.
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LleHTpHOIH TIPEACTABISIFOT COOOM CII0KHBIE CTPYKTYPBI ITMHOM 0KoJi0 S00 HM., KOTOpBIE
OOBIYHO BKJIIOYAIOT JEBATH TPHUILUICTOB MHUKPOTPYOOUYEK M BBICOKOKOHCEPBATUBHBIA HaOOP
aCCOLMMPOBAHHBIX C HUMM O€IKOB M CTPYKTYp® . B OTHENBHBIX PEAKHX CIydasxX HEeHTPHOIH
MOTYT COCTOSTh M3 JeBATH aybseroB (mpoTypsl Acerentomon) wiam cunrieros (Caenorhabditis
elegans) nnm umeTs HenmpaBUIbHYIO GopMy (eTpuTHEIB Sciara sp.)°. LlenTpuonu noasepraroTcs
CJIO)KHOMY IIPOILIECCY PeIVIMKALMM, IPU KOTOPOW HOBBIE IIEHTPHOJU TOSBISIFOTCSA O] YIJIOM
npuMmepHo 90° OT pOAMTENHCKUX LEHTPUONEH ONmkKe K MX HIPOKCHMAalbHOWM YacTH. JTa
perukaiys 3amyckaercs Polo-momxoonoit kuaazoi 4 (PIk4) u 00BIYHO TECHO KOOPIUHHPYETCS C
KJIETOYHBIM IIMKJIOM M COOpPKOM MHTOTHYECKOro BepeTeHa. B HekoTophix ciyyasx cOopka
IIEHTPHOIM MOYXKET IIPOMCXOAUTH € NOVO, 6e3 MPUBA3KU K MAaTEPUHCKOM HeHTpuoin . B ciydae
HAJIMYMSA B DYKaPHOTHYECKOW KJIETKE JKYTHKOB, IEHTPUOJHM OKa3bIBAIOTCS B MX OCHOBAaHHH, B

TaKOM CJIy4a€ OHU HOCAT Ha3BaHNE KHHETOCOMBI UJIN 0a3aJbHBIE TeJblA )KTYTUKOB.

Ora TepMUHOJIOTHYECKAs JBOICTBEHHOCTh MOXKET CO3aBaTh IIPOOJIEMbI B COIIOCTaBICHUN
JAHHBIX TIOJIYYaeMBIX B Pa3IMYHBIX cepax OMOIOTUN U MEAUIHUHBI JJIs1 CBOOOIHBIX IEHTPHOJIEH
U KHHETOCOM XXT'YyTHMKOB. B HEMCTBUTENBHOCTM HE ONMCAHO HM OJHOIO ciy4as, Korga B
9YKapUOTHUYECKOM KJIETKE OJIHOBPEMEHHO HPUCYTCTBOBajJA Obl LIEHTPOCOMA, KOOPAMHUPYIOLIAs
KJIETOYHOE JICJICHHE M HE3aBUCUMO OT HEE€ >KTyTMKOBBIM alIapar, HE Y4YacTBYIOIIUHA B 3TOM
IpoLEecce, MOATOMY He00X0AUMO paccMATPHUBATh KMHETOCOMY M LEHTPHOJIb KaK eIHHYI0

CTPYKTYPY, IPEOBIBAIONIYIO B Pa3HBIX (PYHKIIMOHATBHBIX COCTOSHUSX.

MuKpoTpyOOUYKH LIEHTPUOJICH OYE€Hb CHIIBHO CTAaOMIM3HPOBAHBI, 3TO MOXKET JOCTHTAThCS
32 CcuéT CBS3BIBAHUA C JpyruMH OenkamMud U Moaudukanuii TyOynuHa, TakUX Kak
riyramuinpoBanue. [Ipeanonaraercs, yto Takue 6enku kak CP110 u CEP-97 moryTt kanupoBath
IUTIOC-KOHIIBI  MUKPOTPYOOYeK IEHTPHOJeH, MpenoTBpamas uxX yuiauHeHue. M3  Tpéx
MUKpPOTpYOOU€EK B TPUILIETE TOJIbKO A siBisieTcs nosnHol (13 ¢punameHnToB), a MUKpoTpyOouku B
u C conmepxar no 10 ¢pumameHToB. B ipokcnManbHON 9acTH MEHTPUOJICH HAXOAUTCS «TeJIeKHOe
xoJieco» (cartwheel) conmepxamee Gerox SAS6, mokaszaHo, 4TO 3Ta CTPYKTypa ydacTBYeT B
npoliecce cOOPKH IIEHTPUOIEH U 3a/aeT UM XapaKTepHYIo 9-TydeByro cuMMeTpHio®. OCHOBHYIO
BHYTPEHHIOIO YaCTh IIEHTPHOJIEH 3aHMMAET CNMPAJbHbIA BHYTPEHHHUH KAapKac, COACpKaIUN

6enku POCS, POC1B, FAM161A u nearpua®.

Ha moBepXHOCTH LEHTPHOJICH pacrosararoTcsi CyOAMCTaJbHbIe NMPUAATKH, UX TaKXKe
Ha3bIBAIOT NEPHIIEHTPUOJISIPHbIE caTe/UIMThl (He myTath ¢ careumutamu B PCM), a B
KTYTUKOBBIX KHHETOCOMax — 0a3ajbHble HOKKHM — basal feet). Otu npupaTku yuacTByroT B
3asKOpEeBaHUU MHUKPOTPYOOUEK BO BpeMs HHTep(ha3bl U HE BCET/Ia PACHOI0KEHb CHMMETPUYHO,

HaImpuMeEp, B KIETKaX PECHUYHOI'O SIMUTEIINA ) KUBOTHBIX Ha6J'IIOI[aeTCSI OQHa KpYyITHasa OaszanbHas
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Hoxka (basal foot). B ux cocraB Bxoasar Takue Oeiku Kak HuHewH, nentpuoaud, CEP-170 u -
TyOyauH. Ha KOHIIe IIEHTpHOJICH HaXOAsITCs TUCTAlbHbIe IpuaaTKu, coaepxaniie Odf2 u CEP-
164, B KMHETOCOMax OHU KOHTAKTHPYIOT C IUIa3MAJIEMMON U Ha3bIBAIOTCS MepPeXOoaHbIe
¢pudpuibl. B GoibIIMHCTBE ClydyaeB LIEHTPUOIU CBSI3aHBI APYT C IPYrOM B MPOKCUMAIIbHOMN
YaCTU OJIHOW WJIM HECKOJbKUMH (PUOPMIISIPHBIMHM (MEKIEHTPUOJISPHbIMU) CBSI3KAMH, B
COCTaB KOTOPBIX BXOAAT Takue Oenku kak pyrtieruH, Oera-karenuH u C-NAPLl. B xoze
peIUIMKallMM LIEHTPOCOMHOIO IMKJa 3Ta CBSI3Ka pPa3pbIBACTCS, pPa3/elI€HHE KOHTPOIUPYETCs
kuHa30i Nek2. benkoBwIii cocTaB BCeX MEPEUYHUCICHHBIX CTPYKTYP B HACTOAIIECE BPEMSI aKTUBHO

HCCIENYETCA, HO 06mee IIOHUMaHHUEC X COCTaBa U (bYHKL[I/IfI JaJICKO OT HOHHOHCHHOF097.

B pasnuusbix THnax audQepeHIMpOBaHHBIX KIETOK *XMBOTHBIX, HallpUMep, HEHpoHax
WIA SOUTEIMOLMTAX MOTyT (hOpPMHUpPOBAThCA TaK Ha3blBaeMble He-LeHTpocoMHble LIOMT
(uullOMT), 3askopeBaroIIye MHUKPOTPYOOUKH, HE CBA3aHHBIE C IEHTPOCOMOI. Y BBICHINX
pactenuii nenrpocoma orcyrcrByer, a HILIOMT mnpeacraBiens aud@y3HpiMu 00IacTIMU B
[UTOIUIa3ME WM Ha DPA3UYHBIX BHYTPUKJIETOYHBIX MEMOpaHax M sIEpHON MemOpaHe. OTH
[IOMT Taxxe conepxar Y-TyOyIMH W JApyrue OelKM, HeoO0XOoAuMble i HyKJealuu
MHUKpOTpyOouek. BooOmie roBops, Hykiaeanuus cOOPKHM MHUKPOTpyOOueK IpH IMOMOLIM Y-
TyOyJMHOBBIX KOMIUIEKCOB MOXET OBITh CBSI3aHA C MIOBEPXHOCTHIO PA3JIIMYHBIX OPTaHEeNI, B T. U.

KoMmruIekca ['0MIbKH, MUTOXOHIPH MK yKe COOpaHHBIX MHKPOTpyOouek 1%,

Y HEKOTOPBIX HYKApUOT, B OCOOEHHOCTH Y T€X, KOTOPBIE HE UMEIOT KI'YTUKOBBIX CTaHi B
KU3HEHHOM IIMKJIE, MECTO LIEHTPOCOMBI 3aHHMAalOT pazHOoOoOpa3Hble HekaHOHW4YHbIe LIOMT,
HampuMmep, NoJsipHOe Teiblle BepereHa (SPB) y Beiciiux rpuOOB, HEHTPOIJIACT Y
LCHTPOXENUAHBIX ~ COJIHCYHHUKOB, JJEKTPOHOILUIOTHasi Oiasimka BepereHa (ESP) vy
MUKPOCIIOPHUIAN, iAePHO-accOMUPOBaHHbIe TeJabla (NAB) y AMKTHOCTENEBBIX CIIM3EBUKOB U
T. 1. ITo xpaiineir mepe mns SPB nposokeit Saccharomyces cerevisiae moka3zaHo, 4TO OHO

BKJIIOYAac€T MHOTHUC 66J'IKI/I, XapPaKTCPHBIC IJIA IIGHTpOCOMlOl’lOZ.

§ 1.6. YabTpacTpyKTypa :KI'yTHKOBOIO anmnapara 3yKapuor

CootHouenuii mousituii «krytuk» («flagellum») u «pecunuka» («cilian) HeckobKO
3allyTaHO KaK B PYCCKOSI3bIYHOM, TaK U B aHIJIOSA3BIYHOM JInTepaType. OOBIUHO yKa3bIBAIOT HA TO,
YTO PECHUYKH KOPOUYE KT'YTUKOB, 00JIee MHOTOYHCICHHBI, CIIOCOOHBI K OUCHUIO TOJIKO B OJTHOU
IUIOCKOCTH U HE MMEIOT OCCKIYTHKOBON KMHETOCOMBI, M MPHUMEHSIOT 3TOT TEPMHH OOBIYHO K
pecHUYKaM HHQY30pHA, MEpIATeIbHOrO SIUTEIUS, a TAaKKE K HEMOJBHKHBIM CEHCOPHBIM

103. O,Z[HaKO KaXXObIN U3

pPECHUYKAM U MEPBUYHBIM pecHUYKam (primary cilia) kieTok )HBOTHBIX
NIEPEYHCIICHHBIX KPUTEPUEB COOJIIOJIACTCS HE CTPOTO W MHOTHE CTPYKTYPBl y TPOTHCTOB H

Bonopocneﬁ TPAAUIUOHHO HA3bIBACMBIC KTYTUKAMU, TAKKC IMONMaJar0T IO OJJUH U HECKOJIBKO
24



u3 Hux. B anrmos3eranoit muteparype nnoraa «flagellumy npumensiror x *kryrukam 6akTepwuii, a
«ciliay» K KryTukam 3ykapuort. [Ipu 1eTaapbHOM PaCCMOTPEHUH OYEBHIHO, YTO B CIydae 3yKapHOT
peub uaeT 00 OJHHUX U TeX K€ CTPYKTYpax U pa3HUIAa B HAUMEHOBAHUU 371ECh JUKTYETCS TOJIBKO

CJIO>KMBILCUCS TPaAUIACH.

KryTukoBblii anmapatr 3yKapHOT BO3HUK HE3aBHCHMO OT JXI'YTHKOB OakTepuil u
«apXeJUIyMOB» apXeil U UMEeeT NIPUHLUIINAIBHO HHYI0 opranu3auuto. [Io cytu oH mpencrasiser
coboit ofgeroe MeMOpaHOI MPOIOJIKEHNE MUKPOTPYOOUKOBOIO LIUTOCKENIETA, IPUCIIOCOOIEHHOE

JJI JIOKOMOIIMHA B TOJIIIC )KI/II[KOCTI/I104.

OCHOBY >KI'yTHKOBOI'O alrnapara 3yKapuoT COCTABIIAIOT 0a3ajibHblIe Tesa XI'YTHKOB WIN
KHHETOCOMBI, KOTOpbIe, Kak OOCYXIaJoCh paHee, SBIAIOTCA LEHTPUOISAMM, YacCTh
MHKpPOTPYOOUYEK KOTOPBIX MPOAOJDKAIOTCS B MEMOpaHHbIC BBIPOCTH (YHAYJIUNOAHH) U
(GOpMHPYIOT IUTOCKENETHBIE CTEP)KHU JKI'YTHKOB — aKkcOHeMbl. KuHetocomsl, hopMupyromue
KTYTKM 3aKpelyIeHbl K IJJa3MaTHUYecKod MeMOpaHe CBOMMH AMCTAJIBHBIMH HNPHIATKAMH
(mepexoanbiMu GuOpHILIAMHU), 00JIACTh ITOTO HNPUKPEIUICHHS, TAE MPOUCXOIUT TEePEeX0] OT
XapaKTepHOM ISl KHHETOCOM apXUTEKTYphl «9*3+0», Kk XapakTepHOH A akcoHEM «9*2+2y

HOCUT Ha3BaHHE MePexoaHoii 30ubr ">,

JUig 3yKapuoT MOXKHO BBIJCIIUTH CIEAYIOLIUE BapUaHTbl OpraHU3aluu KTYTHKOBOTO
anmapara: IO PacHoJI0KeHUI0 JKITYTHMKOB: IIEPEIHEKTYTUKOBBIM («aKpDOKOHTHBIN») U
3aIHEKTYTUKOBBIA  (OMUCTOKOHTHBIN); MO KOJMYECTBY JKITYTHMKOB: OJHOXI'YTHKOBBIN
(YHUKOHTHBIN), ABYKT'YTUKOBBII (OMKOHTHBIN) M MHOTOXTYTHKOBBINA («IMIIHAPHBINY); IS
JIBYKT'YTUKOBOTO, MO JIJHHE M CTPOEHUIO. M30KOHTHBIM (OJMHAKOBOW JJIUHBI M CTPOEHU:),
AQHU30KOHTHBIN (pa3HOW JJIMHBI U OJMHAKOBOTO CTPOEHMS), T€TEPOKOHTHBIN (pa3HOM AJIMHBI U
CTpOEHMS); JUIsl IBYKT'YTUKOBOI'O, IO HAMPABJIEHUIO padoThl. N30 JUHAMUYECKUN (paboTatoT B
OJIHOM HaIpaBJeHUHU) U FeTepOIUHMHUYECKHUH (paboTalOT B pa3HbIX HAIMIPABICHUSX); ISl OJJHO- U
MHOT0KI'yTUKOBOTO, no HAJTHYHUIO BTOPOI1 0eC/KITyTHKOBOM KHHETOCOMBI!

MOHOKHMHETOCOMANBHOH (HeT), GuKkuHeTOCcOManbHbIiH (ecTs) Y.

OOmiast CTpyKTypa KHHETOCOM Oblla MOAPOOHO OMMCaHa B MpeblaylieM mnaparpade,
OJIHAKO CTOMT OTJEJIbHO OCTAHOBUTHCS HA TaK HA3bIBAEMOM KOPELIKOBOM almapare »KIryTHKa.
OTO COBOKYMHOCTh MPOTSKEHHBIX CTPYKTYpP Ppa3IUYHONM MPUPOJIbI, KOTOpPbIE OTXOISAT OT
KHHETOCOM, GUOPMILTSIPHBIX CBsI30K mii PCM 1 3asKopeBaroT KTyTUKOBBIN anmapar K spy Win
JpYTMM OpraHejulaM, a TaKXe y4acTBYIOT B IIPOCTPAHCTBEHHON OpraHu3aluu KJIETKH. B Hero
BXOJAT (UOPHIUISIpHBIE U MUKPOTPYOOUKOBbIE KOpemky. (PHOPW/LISIPHbIE KOPEIKH MOTYT

OBITE TIIagKUuC WM, 4TO Iropasgo 4dauic, MonepeuHO-uCUCPUYCHHBIC, MMOCICIHUC TOAPA3ACIAIOTCA
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Ha puoOpuLIBLI cucTeMbl I (coctosiT u3 SF-acceMOJIMHA, UMCIOT HCYEPUEHHOCTD 25-35 HM., 4acTo
ACCOLIMUPOBAHBI C MUKPOTPYOOUYKaMHU U HE COKpaTUMbI) U pudpuiisl cuctemsl II (cocrost u3
LHeHTPMHA, UMEIOT UCUEPUYEHHOCTh 80 HM. U cokpaTtuMbl). CTpyKTypa 3THUX KOPEIIKOB Y Pa3HbIX
9YKAapHOT BAPBUPYET HEPETYJSIPHO M CIIOKHO MPOHAOI0JATh KaKyH-THOO FOMOJIOTHIO MEXIY
Humu. Kyzna cioxsee ycTpoeHa cucreMa MUKPOTPY0OOYKOBBIX KOPEIIKOB, KOTOPBIE BBIIIAIAT
KaK YHOpPSA0YEHHbIE JIEHThl WIN IIyYKH MUKPOTPYOOUEK, 4acTO COAEpIKAILUE ONPEIEIEHHOE UX
YHCII0. DTa CUCTEMA MPEACTABISIET COOON YHUKAIBHBIN MPUMEP COUETaHHsI KOHCEPBATUBHOCTH H
BapHabeIbHOCTH Ha YPOBHE BCEr0 3YKapUOTHUYECKOrO JIPEBa JKU3HHU, MOITOMY H3Yy4E€HUE U
TFOMOJIOTH3aIMsl MHUKPOTPYOOUKOBBIX KOPELIKOB IPEJICTABISAIOT OCOOBIH MHTEpec JUIs

ouocucremaruku (cm. Puc. 2 B Tlpunosxennsx)1%.

JInsg OOJBIIMHCTBA SYKapHOT, HMMEIOIIUX JKTYTHKOBBIE CTaJMU XapakTepeH JmOo
oukontHbii (Diaphoretickes u G0JIBIIMHCTBO APYTHX), THMOO YHUKOHTHBIA OMKEHETOCOMATBHBIH
(Opisthokonta) »xryTukoBblii ammapar, a B cllyd4ae MHOTOXXTYTHKOBOCTH 3TO, KakK HpPaBHIIO,
pe3ynbrar aMmiTuduKay BcE TOi ke IBYXKHHETOCOMHOW CTPYKTYPHOM €TUHUIBI (KHHETH/IBI).
TakuM 00pa3oM MOXKHO IMPEIIIOJIOKUTH, YTO OMKHHETOCOMAJILHOE COCTOSIHME HMCXOJIHO ISt
sykapuot. Takxke ObUIO OTMEYEHO, YTO y OOJIBIIMHCTBA KI'YTUKOHOCIIEB C KaXI0W U3 KHHETOCOM
CBSI3aHO JIBa MUKPOTPYOOUKOBBIX KOpEILIKa, s X 00o3HaueHus . Moestrup Obli1a npeayiokeHa

yHHBepcaJbHas HOMEHKJIATYPa, OCHOBAHHAS HA OHOTeHe3e KI'yTUKOBOTo ammapaTa’®.

OTtMeTHM, 9TO 0JIHO Oa3aibHOE Tejblie (0OBIYHO — MepeIHee, HeCyIee MePeaHU KIyTHK
y «Excavata» uim onyiieHHbIH )KryTHK y Stramenopiles) monoske uem apyroe u chopMHUpOBaIOCH
HEMOCPEACTBEHHO Iiepes] JeJIeHMeM MAaTepUHCKON KIETKH, a JApYyroe Ja0CTaloch el oT
npebIAyIIero nokojaeHus. boJee MoJiogoe 6azanpHOE TeNble MApPKUPYIOT Kak Oa3alibHOE Telblie
2 umu BB2, a GoJsiee crapoe (oObryHO — 3aaHee), kak BB1. Ecnu mbl 3Haem, kakoe w3 ABYX
0azanpHBIX Tenel sBisieTcs crapiumM (BB1), To MBI MOXeM ONpeAenuTh MPaByl WU JIEBYO
CTOPOHBI KJIETKHA M WIACHTU(UIIPOBATH YETHIPE PA3TUYHBIX MUKPOTPYOOUKOBEIX KOpemika. /[Ba
u3 HuX R1 u R2, a Taxke, 9acto emé ouH CUHTIETHBINA Kopemok SR cBsizansl ¢ BB1, a R3 u R4

cBsi3anbl ¢ BB2109,

N.Yubuki u B. S. Leander mpoBenu oOUIMPHBIA CpPaBHUTENBHBIA aHAIN3 UMEFOLIHXCS
JAHHBIX 00 YJNBTPACTPYKType KOPEIIKOBOIO ammapara pa3iudHbIX 3ykapuoT (cMm. Puc. 1. B
[TpunoskeHusx, HIKHSSL 4acTh) U BbISICHWIM cienytomue aetanu: Kopemok R1 Geper Hauano ¢
neBoil ctoponsl BBl u mpoctupaercss k JneBoil cTopoHe kieTku. R1 cBsizan ¢ oco0oi
MHOrocaoiHoii crpykrypoii (MLS) y Streptophyta wmu romonornynomy eii C-BonokHy y
Discoba. Kopemok R2 dacto pacuieruisiercss Ha JIBE OTHAENbHBIC JICHTBI MHKPOTPYOOUYeK —

BHemH0OW (0OR2) u BHyrpennow (iR2). OHU YKpEIUIAIOT C JOBYX CTOPOH BEHTPAJIbHYIO
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00pO3aKy, Ha THE KOTOPOH Y MHOTUX KT'yTUKOHOCLIEB IPOUCXOIUT (aronuro3. OyHKIHNOHATIbHAS
CBSI3b MUKPOTpYOOuek R2 ¢ muTaTeabHBIMH CTPYKTYpaMy paclpoCTpaHsIeTCs Ha MHOTHE TPYIIIBI
sykapuoT. CuHIJIeTHbIi Kopemok (SR) oOpa3oBaH OJMHOYHON MHUKPOTPYOOUKO#l, KOTOpas
HaunHaeTcs Ha BB1 u pacnpocrpansercs K 3ajHEMY KOHILY KJIETKH, MEXJly MUKPOTpyOOUKaMu
R1 u R2, nogneprxuBas nurarensHbli ammapat. Kopemok R3 npoucxoaut ot 6a3zansHoro BB2 u
u3rubaeTcs Mo 4acoBOW CTpeNike K mepeaHeMy KoHIy kieTku. R3 ¢ynknuonupyer kak HOMT
JUIE MacCHMBa MOBEPXHOCTHBIX MUKPOTPYOOUEK, MOIACPKUBAIOLINX JOPCATBHYIO IMOBEPXHOCTD
MeMOpanbl. B Discoba 3TOT psiZi MOBEPXHOCTHBIX MHKPOTPYOOUCK HA3BIBACTCS «IOPCATBHBIM
Beepom». Kopemok R4 mmpoko pacipocTpaHeH 1o BCeEMY JIEPEBY AYKapHOT, OTCYTCTBYET TOJIBKO
y mpexacraButencii Berseir Amorphea u CRUMS. DToT kopeHb 00pa3yeT MOJoCy BCEro u3
HECKOJIBKUX (MEHEee ISITH) MUKPOTPYOOUeK, KOTOpBIE OepyT Hayasio ¢ BEHTPAIbHOM cTopoHsl BB2

U TAHYTCA K JIEBOM CTOpPOHEC KJIGTKI/IB.

B xome nenmeHuWst JKTYTMKOBBIX KJIETOK JSYKApHUOT TMPOUCXOAUT TaK Ha3bIBaeMas
JKTYTHKOBasi TpaHc(opManus, mpu KOTOPOH HE3PEINbIi KI'YTHK, CBA3aHHBINA ¢ BB2, mepexomut
B CJIEJIyIOIIEM MTOKOJICHUH B Apyroe (3pernoe) coctosiure. BB2 npu stom npespamaercs B BB1, a
cBs3anHble ¢ Hel R3 u R4 tpancopmupytorcs B R1 u R2 coorBerctBenHo. Takoil mopsmok

TpaHc(OpMAIUK MIIPOKO PacIpocTpaHeH, Ho OblI yrpaueH y Opisthokonta, Bkmouas Metazoa®.

Ilepexoanas 3ona (II3), 0ObiuHO MMeeT CTPYKTYpY «9%2+0» u amuny okoso 200 HM.
[ToMrMO TUCTANBHBIX NMPUAATKOB KUHETOCOMBI CBSI3b KI'YTHKAa ¢ MEMOpaHOW MOJAJEPKUBAETCS
pacloJIO)KEHHBIMU B MEPEXOJHON 30HE Y-CBA3KAMH, KOTOpPbIE COEIUHSIOT — KaKJIbIi
MHUKPOTPYOOUKOBBIN 1y0sIeT ¢ ma3MaieMMoil. JlnHenHoBbIe pyuku Ha aybrierax B obnactu I13
orcyrctBytoT. [loutn Bce II3 MMEOT 3aMETHYI0 IUIOTHYIO HONEPEeYHYI0 (IEePexXoaHYI0)
IJIACTUHKY, KOTOpasi B COYETAHUH C Y -CBSI3MU U aCCOLIMMPOBAHHBIMU C HUMU O€JIKaMU SIBIISETCS
acCUBHBIM OapbepoM i 1uddy3un 0osee KpymHbIX MOJIEKYJI WM BE3UKYJ B PECHUUYKY, TEM
CaMbIM COXpaHssl €€ KaK OTAeNbHbIM KommapTMeHT. I3 MeHee KOHcepBaTMBHA, YEM OCTaJIbHAs
YaCTh aKCOHEMBI, U OTIMYAETCsl OONIBLINM CTPYKTYPHBIM pazHooOpasueM. Io kpaiineii mepe, Tpu
YHUKaJIbHBIE CTPYKTYphl, CBsi3aHHBIe C [I3, COOTBETCTBEHHO XapaKTepHbl i Tpex
MOHO(HIIETHYECKUX TAaKCOHOB IPOTHCTOB. OTO 3Be3auaras crpykrypa y Viridiplantae,
neHTpaabHbIi ¢puiaament y Choanoflagellata u mepexoanasi cnupaan y Stramenopiles. Takxe
npeiokeHo pa3nendartsb I13 Ha aBa mmpoxux Tuna: tum I (6onee kopotkas npokcumansHas [13)

u i 11 (Gonee mmuaHas)C.

AKcoHeMa OYKAPUOTUYCCKOTO KIyTHUKa HIPCACTABIIACT co0oif MaKPOMOHeKYHHpHBIﬁ
KOMIIJICKC U3, KaK MUHHUMYM, 250 Pa3JIMIHBIX 6CHKOB, KOTOPLIC PACIIOJIOKCHBI TAKUM o6pa30M,

4yTOOBl MPEoOpa3oBbIBATh pPabOTy JOUHUEHHOBBIX MOTOPOB B H3rubaromiee JABHKECHHUE.
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AKCOHEMHBIE  TYOYJIMHBI  IOABEPrarOTCS  HECKOJBKHUM  THUMaM  TOCTTPAHCISIUOHHBIX
MonuduKanyii, BKIOYAs alNETWIMPOBaHHE O-TyOylIMHA W MOJUMNIYTAMHIUPOBAHUE U
MOJIMTIIMIIWINPOBAHUE KaK O-, Tak U P-TyOynuHa. [uamerp akconembl — 250 HM, a e€ jmHa
IIMPOKO BapbHupyeT oT 1-2 MkM 10 Oonee yem 100 mxm. KaHOHWYHAs CTPyKTypa aKCOHEMBI
«9%2+2» chopMupoBaHa AeBATHI0O MUKPOTPYOOUKOBBIMH 1Yy0/1€TaMHU, KOTOPBIC MPEACTABISIIOT
coboil mpopomkaromuecs A U B MHKpOTpyOOUYKHM TPHUIUIETOB KHHETOCOMBI U ABYMS
HEHTPAJIbHBIMH CHHIJIETAMM, KOTOPbIE HAUMHAIOTCS B TOUKE MMPEBPAIICHUS MEPEXOTHON 30HbI
B aKCOHEMY U 4acCTO MPOJIOJDKAIOTCS B TUCTAIBHOM YaCTH KI'YTHKOB JANbIIIE MUKPOTPYOOUKOBBIX

,I[YGJ'IGTOB, B3aHMOHeﬁ0TBy5I C KOMILJIEKCOM KOH‘II/IKallo’lll.

Crpykrypa «9%2+2» Obuia oOHapyxkeHa 1959 r. b Aduennmycom, KOTOpBIM omucan
«PYUYKU» U «CIHLBD», MPUKPEIUISIOIMEcs K ay0sieraM MHUKPOTPYOOYeK, a TakKe MPeasIoxKHII
CHCTEMYy HyMEpaluu TyOJIETOB COTJIACHO KOTOPOM MPOBOMUTCS MEPIEHIUKYISAP OT MPSIMOM,
UAYIIeH yepe3 LEeHTPAIbHbIM CUHIJIET U 3TOT NEPIEHIUKYJISAP YKa3blBae€T Ha MEpBbIi ay0ner, a
Janee ayOJieThl HYMEpYIOTCSl [0 4acoBOM cTpeske (mpu B3rsAe «u3 kietkw»). Ot A-
MHUKPOTPYOOUKH Ka)/10T0 U3 AEBATU AyOJeToB (KpoMme nydiera S, rie HaXoAUuTCs 5-6 MOCTHUK) K
B-MukpoTpy0Oouke cieayromero no Homepy Ay0JieTa 1o 4acoBOW CTpeEJIKe TAHYTCS HAPYKHbIe
(ODA) u BuyTpennue nunenHoBbie pyuku (IDA), a Takke HEKCHHOBBIE CBA3KH WU JTUHCHH-

perymupytomue kommiekcel (DRC)M2113,

Taxke OT Kaxmoil A-MHUKPOTPYOOYKH B LIEHTP
HaIpaBJieHbl paguanbHbie cruibl (RS), OHM B3aMMOMACHCTBYIOT ¢ LEHTPATbHBIMU CHHIJICTAMH,
KOTOpPbIE, BMECTE C OKPY)KAIOLUIMM HMX CJIO0XHOOPTaHU30BaHHBIM OEJIKOBBIM 4YEXJIOM 00pazyro

ammapat neHTpansHoit mapsl (CP)M4,

Pagnanbubie cnuubl (RS) 1 nenrpanbhass mapa (CP) no-BuaumMomy, MOIYJIHPYIOT
aKTHUBHOCTH JuHEHWHA. HecKoIbKO JTUHUHN JT0Ka3aTeNIbCTB YKa3bIBAIOT Ha TO, 4TO cuctema CP/RS
MPUHIMITHATBEHO HE TpeOyeTrcs it (GOopMHUpPOBAHUS M PACIIPOCTPAHCHUS KTYTHKOBBIX HU3THOOB.
Cxopee, CP/RS yuacTBYIOT B Iiepeiaue CUTHAJIOB JIJIsi KOHTPOJISt CBOMCTB M3rHba U MOIu(DUKAITUN
MOJBIKHOCTH B OTBET Ha CHeNM(PUUECKHE CUTHANIBI. Perymismus red JuHEMHa C MOMOIIBIO

CP/RS Bkirouaet pochopunuposanue/nedochopuinposanue 6enkop .,

JMunenH-peryaupyomuii kommiaekce (DRC) npezacrasisier co00i CTPYKTYpy Ha CTBIKE
MEXy paJliajJbHbIMU CIIMIIAMH U BHYTPEHHEN TUHENHOBOU pyukoi. Cuntaercs, uro DRC Baxken
JUISL 3aKpEIUIEHUS] INHENHA BHYTPEHHEN PYUYKH U JUIS COCMHEHHUs €€ C PaINaJIbHBIMU CIIMIIAMMU.
HekcrHoBbIe nin Mex1y0J€THBIE CBSA3KH, BXOJIAIINE B COCTAB ATUX KOMIIEKCOB, BHOCAT BKJIa/ B
3IIACTMYECKOE CONIPOTHUBIICHHE, YIACTBYIOIIEE B TPEOOPA30BAHNYU CKOJIBKEHHUSI MUKPOTPYOOUEeK B

15397 (0 aKCOHCMBIJ'lG.
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I'mapa 2. Cucrematu4yeckuii 0030p 0CO0€HHOCTEH YJIbTPACTPYKTYPbI
HHUTOCKeJIeTAa U JKITYTHKOBOI0 alllapaTa 0JHOKJIETOYHBbIX NpeAcTaBuTe el
cyneprpynnsl Opisthokonta

§ 2.1. CoBpemennas cucremMa dykapuot u puinorenns Opisthokonta

B cooTBeTCTBMM C aKTyajabHbIM KOHCCHCYCOM B (DHIIOTCHETHUECKOW CHCTEMAaTHKE,
9YKapHOT MPUHSTO MOIPA3ICIIATh Ha HECKOJILKO KPYITHBIX SBOJIIOIMOHHBIX BETBEH — CyNeprpymni
U OOJIbIIEe YHCIIO MEIKUX, 9aCTO MOHOTHITMYECKHX, «MHKPO-IIAPCTB» WIIM JIMHUI-«CHPOT.
Cpenu cyneprpyin o0bi4HO HasbiBatOT Discoba u Metamonada (panee 00beIUHICMBIX B TPYIIITY
«Excavata»), Archaeplastida, SAR (Bxmouaronmmx Stramenopiles, Alveolata u Rhizaria, B
nocjaeaHee BpeMs Hcmoib3yercs takke TSAR, Bimrouas emé m Telonemia), Amoebozoa u
Opisthokonta (B mocneanee BpeMsi 4acto ymoTpebisiercss HazBanue Obazoa, oObeauHsIOINIEe
Opisthokonta u nBe HeOoIbIIIIE POACTBEHHBIC UM IpyIbl — Breviatea u Apusomonadida). Takke
K CyIeprpyIiaM HHOTIa PUYUCIISIOT Oosiee Menkue rpynmupoku Haptista u Cryptista (panee
BXojuBIme B rpynmny «Hacrobiay) u HegaBuo o6bwenunennsix CRUMS u Provora. Basupyrorcst
ONKCAHHBIC TIPEJCTABJICHUS, B TEPBYID OYepelb HA IOCTOSHHO IOMOJHSIOIINXCS JaHHBIX
FCHOCHCTEMATHUKH, TIO3TOMY CTOUT YYHUTBHIBATh, YTO BCE ITH 3BOJIIOIMOHHBIC TOCTPOCHHS, KaK U
T€, O KOTOPBIX IMOHAET peuyb Jajiee, MOrYT OBITh C TEYCHHEM BPEMEHU 3HAYUTEILHO
NEPECMOTPEHBI, B CIIy4ae INOSBICHHS HOBBIX MAacCCHBOB JaHHBIX WM COBEPIICHCTBOBaHUS

MCTOA0B UX aHaJIku3a. 12-14,117-124

B mombiTKaX yKOPEHHTh JYKapHOTHYECKOE APEBO YKU3HU M YTOUHUTH SBOJFOIIMOHHBIC
OTHOUICHUS MEX/Ty CYIIEPTPYIIIaMH, HX HHOTJa OOBEANHSIOT U B O0JIee KPYITHBIE «METarpyIib»,
takue kak Diaphoretickes 1 Amorphea. UutepecHo, 4T0 Takoe pasieiicHHue, XOTsS YKe U He
0a3upyeTcst Ha KOJIMYECTBE JKI'YTUKOB, HO BOCXO/IHT K JieJIeHuIo sykapuot Ha Unikonta u Bikonta,
npeioxeHHoMy emé Kasanbe-CmutoMm B 1990-e, 0fHaKO, CTOUT UMETH BBHLY, UTO COBPEMEHHbBIE

Diaphoretickes e momHocThIo cootBeTcTBYIOT Bikonta, 13125126

Amorphea (Adl et al.,, 2012) (rpeu. «a» — 6e3; u «morphe»— ¢opma) mpuMepHO
coseryer Unikonta KaBanbe-CMuTa U 10 CHX 1mop MHOTAa QUTypHPYET MOJ TaKUM Ha3BaHHEM.
Ora Merarpymmna 00beJHHSIET PsiT HEOONBIINX 0a3albHBIX TPYIIN MPOTUCTOB — Ancyromonadida,
Malawimonadida 1 CRuMs (Collodictyonida, Rigifilida u Mantamonadida), a taxxe nBe
KpynHble cyneprpynmnsl Amoebozoa u Opisthokonta (Obazoa). Poactso aTux ABYX cymneprpymim
OBLTO TMOKa3aHO emé B KOHIIE MPOILIOro BeKa Ha OCHOBAaHMM TAaKMX NPH3HAKOB, KaK HAMYUE
muosuHa- || u 3amacanme raukorena. >12°127 Xors Ha ceroqHANTHMI 1eHb TOKA3aHO, YTO HH OHH

128,129

U3 3THX MMPU3HAKOB HE SBJISIETCS YHUKAIBLHON YepToit Amorphea , MOHO(UJIIUS 3TOM rpyMIbI
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TIOIEPKUBACTCS NIPAKTHIECKH BCEMH COBPEMEHHBIMU (DMIIOTEHOMHBIMHU HccnenoBanusmu HH18,

C TOYKH 3peHHs TaHHON PabOThI MPEICTABIISCT HHTEPEC TOT (hakT, uTo B mpeaenax Amoebozoa u
Opisthokonta wacto HaOnromaercss moyiHas WM YacTHYHAS PEAYKLUS MHUKPOTPYOOYKOBOTO

KOPCIIKOBOT'O allliapara U XIryruka B HCJ’IOM.8’13O

Bnepssie cyneprpynmna Opisthokonta (Caval.-Sm., 1987, emend. Adl et al., 2005) Gbu1a
npemiokeHa Tomacom Kapanbe-CMUTOM Ha CHUMMO3MyMe BpHUTaHCKOTO MHKOJIOTHYECKOTO
obmecTBa B 1986.125131 CoBpeMEHHOE OIpeNeCHUe JaHHOM TPYIIbl JAETCS B CIEAYIOLICH
dopMynupoBke: «DYKApUOTHI C OJUHOYHBIM 33HUM HKTYTHKOM 0€3 MAacCTHUTOHEM [XOTS Yy
Choanoflagellata 1 Metazoa macTuronembl BCTpEUarOTCs|, MPUCYTCTBYIOLIMM IO KpalHEeH Mepe
Ha OJIHOM M3 CTaIui )KM3HEHHOTO IIUKJIA WM BTOPUYHO YTPAUYCHHBIM; C OJTHOM MapOil KWHETOCOM
WM LIEHTPUOJIEeH, MHOTa BUIOM3MEHEHHBIX; UMEIOT TIACTUHYATHIE (peke TpyOUuaThie) KPUCTHI B

14

MUTOXOHAPHUAX HaA OZ[HOKHGTOHHOﬁ CTaguun». Taxxke B KadecTBE MOJICKYJISIPHBIX

cunarromopduii Opisthokonta ykassiBatot nncepiuio u3 12 aMUHOKUCIIOT B (haKTOPE 3JIOHTAIUN

TPaHCIALUU EFl-alpha_132,133

K 2013 Obuio oOKOHUATENBHO yCTaHOBIEHO Omm3koe poacrBo Opisthokonta ¢
Apusomonadida — OEHTOCHBIMHU KI'YTUKOHOCLIAMH C JBYMSI MIEPEAHUMH Te€TEPOAMHAMHYCCKAMU
KTYTHKaMH, OTXOJSIIIMMH OT X00oTka u Breviatea — améboduaremwistaMu ¢ OIHUM EPEAHUM
alMKaJIBHBIM JKI'YTHKOM, M HPeIUIoKeHa 4yTh Oosee mupokas cyneprpymmna Obazoa (Brown et
al., 2013), Bkirouaromias Bce 3TH TPU TakcoHa. K MOJEKYISIPHBIM CHHANOMOP(DUSAM JaHHOM
TPYNITBI OTHOCAT HaJW4YUe B T€HOME T'€HOB WHTETPHHOB W JPYTUX KIIFOYEBHIX KOMIIOHEHTOB
UHTETPUH-OMOCPEIOBAHHOTO a/r€3MOHHOIO0 KOMILJIEKCa, KOTOpbIE, OJHAKO Yy YacTH TpyII

Opisthokonta (oco6erso Holomycota) 6bimu, BeposTHO, B TOI MM MHO# CTeTeHn yTpadensr. '3

136

Buytpu Opisthokonta Ha ocHOBe (HIOreHOMHBIX JaHHBIX YETKO MOAPA3ICISIFOTCS Ha JIBE

sBomonronHsie muHMK — Holozoa u Holomycota (umu Nucletmycea), 14131:134,132,137,138

JIuaus Holomycota (Liu et al., 2009) uim Nucletmycea (Brown et al., 2009) Bkitouaer
takcoH Nucleariidae, o0beuHsIOIMIA chepruuecKrx aMeOOHUIOB C JUTMHHBIME (DUIIOTIOAUSMH U
potochepunubix conHeuHnkoB (Rotosphaerida), a Taxke Bkimovyaer Hacrosmux rpudos (Fungi
win Eumycota) w rpymmel mapasuTHYECKHX TpuOOMomo0HBIX TpoTHcTOB Rozellida wim
Cryptomycota, Aphelida m ocoOeHHO crieUaTU3NPOBAaHHBIX BHYTPUKIJIETOYHBIX TApa3UTOB —
mukpocnopunuii (Microsporidia).t” 3! TTocnemrue Tpu Tpymmel GbUTH 0OBEAUHEHBI B TPYIILY

Opisthosporidia (Karpov et al., 2014), koTopasi, 01HaKO, BEpPOSITHO SIBJIIETCS MapapuiIeTHYecKon
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[0 OTHOIIEHUIO K rprbaM U B MOCIETHUX paboTax JaHHBIC IPYMIbI JaXkKe pacCMaTpUBAIOTCA B

cocrase Fungi.13%143

K muaun Holozoa (Lang et al.,, 2002) npunHamiexar MHOTOKJICTOYHBIC >XHBOTHBIC
(Metazoa), wHamm  OmKailime  POJCTBEHHHKH —  BOPOTHUYKOBBIC  JKI'YTHKOHOCIIBI
(Choanoflagellata), a Taxxe Filasterea, koTopbie H3Ha4aIbHO BKIIIOYAIH JiBa Pojia CHEepUIeCKUX
amMeOOHJIOB C JUTMHHBIMH (WIOMOAUSIMH, HO TO3]HEEe OBLUTM PACHIMPEHBI W HUXTHOCIIOPHUIBI
(Ichthyosporea), k KOTOpPbIM OTHOCSTCSI, B OCHOBHOM ITapa3HThl BOJHBIX JKUBOTHBIX, XOTS €CTh U
cBoOoHOKMBYIIMEe BUabl. s Bcex rpynn Holozoa mokasana CkJIOHHOCTh K (pOPMUPOBAHUIO
MHOTOKJICTOYHBIX arperaiuii ¥ pa3BUTHE CBA3aHHOTO C 3TUM MOJICKYJSPHOIO HHCTPYMEHTAPHS,
YTO ¥ MPUBEJIO, B KOHEUHOM CUETe, K Pa3BUTHIO CIIOKHON MHOTOKIeTocHocTH y Metazoa.'%'4 B
HOCJICIHNE TOBI MPECTaBICHHs 0 pa3HooOpasun Hol0zoa ObuTH CyIIECTBEHHO PACIIUPEHBI 3a
cuér otkpeituid rpymnmoit JI. B. Tuxonenkosa u A. I1. MeutbHuKOBa 13 MHCTUTYTA OMOIOTHA
BHyTpeHHUX BOoA PAH psnma rereporpodHbIx >KryrukoHocues. Pigoraptor vietnamica u P.
chileana (Tikhonenkov et al., 2017) 6butn BritoueHsl B Filasterea. Syssomonas multiformis
(Tikhonenkov et al., 2017) BmecTe ¢ ye H3BECTHBIM CHEPUUECKHM OOUTATEIEM KOPAIOBBIX
pudos Corallochytrium limacisporum (Raghuk, 1987), koToporo paHee BKIOYald B
Ichthyosporea o6pazoBanu HoByro kianmy Pluriformea. A tounoe mosoxenue Tunicaraptor
unikontum (Tikhonenkov et al., 2020) cpexu Holozoa moka octaéres ne scupim. 14 Bonee Toro,
JIaHHbBIC METa0aPKOINHTa MIOKA3bIBAIOT, YTO 3HAUUTENIbHAS YaCTh MOpckuX HOl0zoa octaéres e

He onucanuoit.

Jlanee OyayT pacCMOTPEHbI OCHOBHBIE CBeJIeHHUsI 00 001IeM CTPOEHUH, YIbTPaCTPYKType
LIUTOCKEJIETa U KTYTHKOBOIO amnapaTra, MMEIOLUECS M0 KaKI0Ml M3 TPyl OJHOKIETOYHBIX

Obazoa.

§ 2.2. Apusomonadida u Breviatea

Apusomonadida (Karpov &  Mylnikov, 1989) _  meGompmas rpymma
CBOOOJTHOKUBYIIMX OaKTEPUOTPO(HBIX JKIYTMKOHOCLEB C JBYMs TIeTepOJIMHAMHUYECKUMHU
KTYTHUKaMH, MEepeHUN U3 KOTOPBIX HampaBJieH BIEpel M BIEBO U OKPYKEH PyKaBOOOpPa3HBIM
MEMOpaHHBIM BBIPOCTOM («My(TOI»), 00pa3yroIMM THOKHNA XOO0OTOK, a 3aaHuil (PyJIeBOM,
PEKYPPEHTHBII) JIEKHUT B BEHTpallbHOU 60po3/e. JKIyTHKH TUIIeHbI KaKUX-JIM0O0 MapakCHaIbHBIX
3JIEMEHTOB MJIM IOKPOBHBIX CTPYKTYP (MAaCTUTOHEM, yelryek ). OOBIYHO MPUCYTCTBYET aKpOHEMA.
Pa3meps! kieTok 00buHO 5—10 MKM B JUIMHY, XOTS HEKOTOPbIE BUIBI MOTYT 1OCTUraTh 20 MKM.
JopcanbHasg 007acTh KJIETOYHOW MeMOpaHbl MOACTUJIACTCS IUIOTHBIM CJIOEM SIHUIIIa3MBbl,

KOTOpLIﬁ TAKXKC MTOAACPKHUBACT BBICTYHNAIOIIYKO II0 KpasaM KIICTKH MeM6paHHy10 CKIIAIKY
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(«x00Ky»). DTa CKJIaJKa OrpaHUYMBAECT MHUPOKYIO BEHTPAIBbHYIO O0OPO3/y, U3 KOTOPOH y MHOTHX
poIOB MOTryT (HhOpMHUpPOBATHCA TMCEBAONOAUN. KpUCTBI B MHUTOXOHAPHSX TpyOdaThle WM
MEIIKOBUAHbIE. ENMHCTBeHHAs TUKTHOCOMA ammaparta ['obpku Beerjia HaXoIUTCsl Y OCHOBAHUS
Xx000TKa U CBsI3aHa C pu3oCcTHiIeM. LI1cThl 0O0HApYKEHBI TOJIBKO Y OJJTHOTO BHJIA, HO BCE CITIOCOOHBI
NEPEHOCUTh BBICBIXaHUE. /[l HEKOTOPBIX BHJIOB XapaKTEpHbl IUIA3MOAMH KOTOpBIE
IPEJICTABIISIIOT COO0M HECKOJIBKO (MHOTAA AECSATKH) CIMBILNXCS BEHTPAJIbHBIMU YYaCTKaMU WU
TNICEBJIONIOAUSMHU 0CO0EH, COXPAHSIONINX CBOIO WHAWBUIYAIBHOCT. B IIEHTpe TaKuX IIa3MO/IMEB
uHOrJa HaOJIoJaeTcs MUIEBapUTeNIbHAs Bakyolsib. Pa3MHOXaroTcsi OMHAPHBIM JIEJICHUEM C
OTKPBITBIM OPTOMHUTO30M. HacTosimuii mooBoii mpouecc y 3TUX KI'YTUKOHOCIIEB HE OOHAPYKEH,
HO HaJIMYHE MJIa3MOUEB B )KU3HEHHOM LUKJIE MOPCKHUX BHIOB MO3BOJISIET MPEANOIOKHUTD, YTO Y
HUX BO3MOXXHBI TapaceKcyallbHbIe IMporecchl. APUSOMONas — MpPEeCHOBOAHBIE W TIOYBEHHBIC
KTYTUKOHOCIIBI, YacTO BCTPEYAIOTCS B OYHUCTHBIX COOPY)KEHUSX. DBONBIIMHCTBO ApYyrux
anmy30MOHa/l, KYJIbTUBHPYEMbIX Ha CETOAHSIIHUN JI€Hb, BBIIEICHBI H3 MOPCKUX BOJ C

TIOHMKEHHOM conéHocThi0 148150,

B nacrosmuii MoMeHT rpymmna BkiatoyaeT okosno 30 BuaoB. B Tom uncne 11 onucansl B
HenaBHeM uccienoBanun Guifré Torruella u coast™®. Bust pacnpenenensl o 10 mpu3HaHHBIM
pomam: Thecamonas, Manchomonas, Podomonas, Multimonas, Chelonemonas, Catacumbia,
Cavaliersmithia, Karpovia, Mylnikovia u Singekia, taxxe cymectByer "Amastigomonas-

l'IOI[O6HI:II‘/JI'I APXCTHII, BKJIFOYAIOIIHM BUJBI, IIOKA HEC OTHECCHHLIC K APYT'UM pOJaM.

NmeeTcst HECKONBKO OETJIBIX OTYETOB 00 YNbTPACTPYKTypE aly30MOHaJ U MOAPOOHBIE
PEKOHCTPYKIIMH JKTYTHKOBOTO ammaparta s Apusomonas proboscideal®. u Thecamonas
trahens'®®. BombmMHCTBO MONEKy/IAPHO-TEHETHUECKHX JAaHHBIX TIOMy4eHO M3 Thecamonas
trahens, mis kotoporo cymiectByeT mpoekt reroma. ['emom Thecamonas trahens xomupyer
HECKOJIBKO OCJIKOB M IMyTeH, paHee CUMTABIIMXCS CIEHU(DUYHBIMA ISl KMBOTHBIX, BKIFOYAS
OOJIBIIIYI0 YaCTh CHCTEMbl MHTETPHUHOB, KOTOpasi y4aCTBYeT B (DOPMHUPOBAHUH MEKKICTOYHBIX

KOHTAKTOB U ajresun y Metazoal®,

OOmiass apXWMTeKTypa IKryTHKoBoro ammapara Apusomonadida (cm. Puc. 1. B
[IpunokeHHsIX, HUKHSSL 9acTh, CJI€BA) JOCTATOYHO CIIOKHA M ONHM3Ka MO CTPYKType K

«I9KCKABATHOMY» TUITY, XapaKTCPHOMY JJI 0asalbHBIX TpYIII 3yKapUuoT.

JKryTuKOBBIN anmapaT COCTOMT M3 JABYX KHHETOCOM, KOTOPBIE COCIMHEHBI IBYMS WU
Tpemsi (puOpHISIpHbIME cBsi3kaMu. HambOosnee 3aMeTHOW M3 HHUX SBISETCS MHOIOC/IOWHAasI
¢pudpuwispHas crpykrypa (M®C, SC). JIpyrast cBsizka MpeACTaBIsIeT COOOH HTMPOKHI MOCTHK

MCKAY KHUHETOCOMaMu C BHCKTPOHHO-HHOTHOﬁ MMaJI0YKOBUIHOM CprT(TypOfI B CCpPCOUHC.
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[lepenusisi KuUHETOCOMA JICKUT CIipaBa OT 3aaHEel. KuHeTocombl MMeEIOT iMHY 0KoJio 500 HM.
[TpoxcumanbHBI KOHEI] KHHETOCOM OOBIYHO KOCO Cpe3aH. B nucranbHOM 4acTH KHMHETOCOMBI
HAXOJIUTCA TOJBIM TOHKOCTEHHBIM HUIUHAP, KOTOPHIA Ha IMOMEPEUYHBIX CPe3axX BBIMJISIUT KaK
TOHKasi HUTh, CBS3bIBAIOIIAs KOPOTKHME MOCTHUKH, OTXoAasmue oT A-Tpyoouek. Llunmungp ne
3aXOJIUT B MEPEXOAHYI0 30HY, YNHUPasCh B MONEPEYHYIO IJIACTHHKY. lIpokcuManbHas 4acTb
KaX/I0M KHHETOCOMBI COJICP)KUT XOpOIIO 3aMETHOE «TejlexkHoe Koueco» (cartwheel).
KioecooOpa3nas cTpykrypa uMmeet [TuHy npumepHo 100 HM 1 He 3aXO0UT B CKOIICHHYIO 00J1acTh

KHHCTOCOMBEI.

JlOTIOJIHUTENBHBIX CTPYKTYp B IHepexoAHOM 30He He oOHapyxeHo. llepexonHas 30Ha
YCTPOEHA JOBOJIBHO MPOCTO: MONEPEYHas IIACTUHKA PACIIOIOKEHA Ha YPOBHE ILIA3MaJIEMMBbl U

HE Bceraa OTYETINBO pa3ininMa, B HEC YIIUPAKOTCA ABC ICHTPAJIbHBIC Tp}I6O‘H(I/I AKCOHCMBEI.

Any30MOHa/bl, MO-BUJUMOMY, IE€MOHCTPUPYIOT TUIUYHBIA JYKapUOTHUYECKUN IATTEPH
TpaHc(hopMallMK JKTYTMKOB BO BpeMs KIETOYHOTO IUKJIa, ¢ 0ojiee MOJOJBIMU MEpEeIHUMHU

kuHerocomami (ITK, BB2) u 6osee crapeivu 3anguumu (3K, BB1).

3aguuii npaBblii kopemok («RR»; sxBuBanenT R2 B yHuBepcanbHOI TepMUHOIOTHH D).
Moestrup) HampaBiieH K Sapy U BMECTE€ C JUKTHOCOMOHM M 3JEKTPOHHO-IUIOTHOW CTPYKTYpOi
oOpa3yeT crnenu(uueckuii KOMIUIEKC OpraHeil B OCHOBaHMHM X00oTka. OH coctouT u3 8-16
MHKpPOTPYOOUCK, OJIHA-J[BE KpalHUX JIEeBbIX, U3 KOTOphIX (IR2) pacxomsaTcs ¢ OCTaIbHBIMU.
OcraBiasicss mUpoKas JieHTa MHKpoTpyOouek — pusoctwiab («RH», «RR7», 0R2) Ha
HOTIEPEYHBIX Cpe3ax BRIMIAIUT S-00pa3HO, MUKPOTPYOOUKH B HEM CJIETKa pPa3/IBUHYTHI M CBSI3aHbI
MexIy coboit MmocTukaMu. Kaxknast MUKpoTpyOOUKa HECEeT MPOoJI0JIbHbIE TPEOHH C BEHTPAJIbHOU U
JIOPCaTbHON CTOPOHBI, KOTOPBIE HA BBIMYKJION HOPCATBHON CTOPOHE PU3OCTUIIA OOBEIUHSIOTCS
oOuieil miacTuHKOM. B cpenHell yacTu Kopelka OT IUIACTUHKU OTXOJAT JJIMHHBIE JOpCalbHbIE

HUTHU.

Bagumii  geBblit  kopemok («LR», oskBuBaseHT R1) 00BIMHO COAEPKHUT JBE
MHKpOTpyOOuku. MHorocioiiHas crpykrypa (MLS), acconumpoBaHHas ¢ HUM Yy JpYTrux
JYKapHOT, y ally30MOHaJ1 He HabmoaeTcsi. Mex 1y OCTalbHBIMU 33 JHUIMHU KOPEIIKaMH MPOXOIUT

CHHIJIETHBII Kopemok (SR).

Iepeanuii MUKpoTpKOOUKOBBIi Kopemok («AR», skBuBaneHT R3) mpeacrammser

co00i1 1y0eT, KOTOPBIA MPOXOIUT Yepe3 AOPCATLHYIO TOBEPXHOCTH KIETKH Ha3a U BIEBO.

Jlenta mukporpyouek, orxonsuias ot I1IK uHorna naeHtTu@uIMpyercs Kak emeé oJuH

(«mpaBBblii») MUKPOTPYOOUKOBBIN Kopemok («(RM»y), HO BeposiTHO Takxke, 4TO OHA TOMOJIOTHYHA
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CHUCTEMaM BTOPHUYHBIX Nepudepruueckux MUKPOTpyOOUeK Opyrux sykapuot. JleHTa HauMHaeTcs

psaaom ¢ KITy MOC u BkimtouaeT okosio 10 MEKpOTpyOOUEK.

OuUOPWIIISIPHBIN MCYepYeHHbIH KOPeWOK HauuHaeTca npumepHo oT cepeaunbl KII ¢
IIPaBOH €€ CTOPOHBI U MPOAODKAETCA IO BHYTPEHHEH CTOpPOHE MUKpPOTpyOOukBOM jeHThl. Ha
YPOBHE KHHETOCOMBI OH JOCTHIaeT B TOJMIMMHY 10 90 HM, a B 3aJHEH 4acTU IOCTENEHHO

HCTOHYACTCA. HCpI/IOI[ HCYCPUYCHHOCTH KOPEIIKA COCTABJISACT IIPUMEPHO 50 M.

[To kpaiineit Mepe, B 3aHel NIOJIOBUHE T. trahens 3agHue KOpemKH PeopraHu3yoTcs B
JABe CTPYKTYPbI, 00¢ Ha JieBoi cTopoHe kieTku; [lepBas — cMeIeHHbIH JOpCaIbHO KOPEHb,
COCTOSIIHMI M3 0OJIBIIEH YacTH MHUKPOTpyOouek mpaBoro kopust (OR2), u Bropas — BeHTpabHas
«J1eBas MOJI0Cay», COCTOAIIAS U3 JIEBOIO KOPHS, CHHTIIETHOT'O KOPHS U OJIHOM MUKPOTPYOOUKU M3
IIpaBOro KOpHs. JIeBas mosjoca JOXOAUT 0 3aQHETO KOHL@A KJIETKH, BEPOSITHO, JO OCHOBAHUS
3anHel nceBaonoauu. [TpaBblii KOpeHb MPOXOAUT HAIIPOTHUB JIEBOTO Kpasi F00KH, U aHAJIOTUYHBIM
o0pa3oM JeHTa MPOXOIUT HANPOTHUB IPABOrO Kpasi IOOKH, BEPOSTHO, YCHJIMBAs MEPUMETP

KHGTKH8’149’150’152’153.

[TockonbKy y BCeX M3yYEHHBIX B 3TOM OTHOIIEHHH BHIOB ally30MOHAJ OT KHHETOCOM
orxoaat Brayop kimetku 3 komiwiekca (LR, RR, «RMy), pasauuarommxcsi 1Mo KOJUYECTBY
MuKpoTpyOouek, C. A. KaproB npejiaraer onucaTb UX B BUJe (GOpMyJl, KaK 3TO MPUHATO IS
HEKOTOPBIX TIpymn OKryTHkoHocueB. Tak, y Apusomonas proboscidea komuuecTBo
MHKpPOTPYOOUEK B KOpEIIKaX pacrpeessieTcs clenyonmmM oopazom: 4(B JIeBOM KOpEIKe, B 3TO
upcno C. A. Kapnos BkiroyaeT, noMuMo IByX MUKpoTpybouek LR takxe SR u iR2) — (9-12 B
puszoctine) — (5-9 B «mpaBOM» KoOpemike — JieHTe NepueprHuecKux MHKpPOTPyOouek). Y
"Amastigomonas” caudata, cootBercTtBenHoO, (3-5)—(8-10)—5; y Manchomonas bermudensis
4—(12-16)—(10-12). XKryruku HeompeneneHnoro umaa “Amastigomonas sp." (Kapnos,
MbuibHHKOB, 1989). MMEOT Bcero JBa MHKPOTPYOOUKOBBIX Kopemika: 3— (7-9), BeposiTHO,

TpeTHI:I KOPCHIOK peAyIUPOBAJICA B CBA3U C HEOOIBIITUMH pa3MepaMu IEpeaAHETO )KFYTI/IKalso’lSZ.

Breviatea (Cavalier-Smith et al. 2004)*** npencrasaser co6oii rpymmy aHa>POOHBIX MK
MHUKPOa’pO(PUIBHBIX aMEeOOUIHBIX KI'YTUKOHOCHEB C ANUKAIBHBIM MEPEJIHUM JKIYTHKOM U
3aTHUM >KTYTHKOM, JTHO0 OEC)KI'yTHKOBOI 3a1Hel KuHeTocoMoi. [lepBoHauanbHO ONMMCaHHbBIE KaK
npeacraButenu Mastigamoeba, cefiuac st am&O6odaare IsTh 3aHUMAIOT TOJI0KEHHE B KOPHE
Obazoa, BmecTe ¢ amy3omoHagamu. ONECaHO YEThIPE POJIa, B KAKIOM M3 KOTOPBIX MPEACTaBIICH
OJIMH BUJ: TpecHoBojaHas Breviata anathema u mopckue Subulatomonas tetraspora, Pygsuia
biforma u Lenisia limosa. Breviatea ¢popMupytT TOHKHE IICEBIONOIUH, KOTOPBIMHU MOTJIOIIAIOT

O6aktepuii. CoolmraeTcsi, 9YTo MO KpaliHEH Mepe y HEKOTOphIX Breviatea oOpa3yroTCs IUCTHI.
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[TonmoBeIx crammii He HaOmogaeTcs. Bce wuccienoBanHble OpeBHAThl HWMEIOT KPYITHYIO
MHUTOXOHIpHO-TIoA00HYI0 opranemty (MRO), koTopast HHOT]a COAEP)KUT HECKOIBKO TPYOUaTHIX
kpucT. OHAaKO BCe KYJIbTUBHUPYEMBbIE OpEeBHATHI COAEPKATCS MCKIIOYMTEIBHO B aHAdPOOHBIX
yenoBusix, a MRO neiictByer kak rumporeHocoma, KoTopas aHadpoOHO reHepupyer ATO

TIOCpeICTBOM cybeTpaTHOTO dochoprumupoBanns 1%,

Breviata anathema wumeer xryruxoByw mnepeanioi0 kuHerocomy (IIK) wu
OeckryTukoByI0 3aaHI010 (3K), pacronokeHHbIe MPUMEPHO MO/ IPSIMBIM YIJIOM APYT K APYTY.
[1IK umeer mmuHy okoio 430 HM M COCTOMT M3 TyOJIeTOB Ha OONBIICH 4YacTW CBOEH JJTMHBI:
TPUILIETHl Ha €€ MPOKCHMAaJIbHOM KOHIIE UMEIOT AnuHy Bcero okono 100 um. 3K umMeer anuny
okoio 100 HM. m cocrout u3 Ayo6neroB. Hu onHO u3 Ga3anbHBIX Tel HE MMEET 3aMETHOIrO
«TEJIEeXKHOro Kojeca». BMeCTo 3TOro TOHKOE KOJIBLIO U3 3JEKTPOHHO-IIJIOTHOI'O Marepuania
BBICTUJIAET IPOCBET Ha OoJibLIeH yacTu 1uHbI O0a3zanbHOro Tena. [lepexoanas miiacTuHKa UMeeT

qarreo0pa3Hyro GopMy U COBIAIAET C MECTOM MPUKPETIICHHS KI'YTUKA K TETY KICTKH.

Tpu pudpunNIsipHbIe CBA3KH COSTUHSIIOT KHHETOCOMBI: J]BA MCYEPUYCHHBIX BOJIOKHA, OJTHO
ClieBa M OJIHO CIpaBa U MHOIOCJIOWHAs CTPYKTypa B BHJE «JIBOMHOIO COHJIBUYA» B LIEHTpE.
Kaxxnoe u3 1ByX ncUepUEHHBIX BOJIOKOH UMEET YEPENYIOIINECS BOJIOKHUCTBIE U TEMHBIE [TOJIOCHI.
Ctpykrypa-«aBoitHoit coHaBuu» (DS) cOCTOMT M3 MATH YepeayIOIIUXCs CIOCB JICKTPOHHON

IJIOTHOCTH U ITPO3PAYHOCTH HCOHHHaKOBOﬁ TOJIIOHUHBI.

JpyruM HEMHKPOTPYOOUKOBBIM 3JIEMEHTOM IUTOCKENIETa SBJISAETCS MOJYKOHUYEeCKHUMH
komIuieke (CK). OH nmeeT KoHyco00pa3zHyto popMy B IPOJIOJEHOM CEUEHUH U MOJIYKPYTIIYIO B
MIONEPEYHOM, JIuaMeTp Okojgo 150 HM. C JBYXCIOHHBIM BHEIIHMM CJIOEM M OTIEIbHBIM

AIIEKTPOHHO-TUIOTHBIM s7ipoM. OH HaxoauTcst 61u3 3K ¢ mpaBoii CTOPOHBI XKT'yTUKOBOT'O arlnapara.

[TpucyTcTBYIOT TpU MHUKPOTPYOOUKOBBIX KOpellka, cBsizaHHBIX ¢ 3K, 1Ba M3 KOTOpPBIX
cuHrierHsle. JleBblii cuHrieTHblli kopemok (LR, BepostHo — R1), HaumHaercs c neBoi
croponbl 3K 1 HIeT BEHTPAILHO K 3a/IHEMY KOHITY KJIeTKH. J[pyro#, cpeanuii cunriaernblii (MR,
BeposTHO — SR), BozHukaet mexay ocHoBanusiMu [1K u 3K ¢ ux mpaBoii cTOPOHBI U IPOXOHUT

K3aau OT 3K o HaITpaBJICHUIO K 3a/THEMY KOHI[Y KJICTKH.

Tperuii, npasblii kopemok (RR, BepositHo — R2), Bo3nukaer Ha mpaBoii cropoHe 3K B
CBSI3M C ITPaBOW MCUEPUECHHOM CBS3KOMU. [IepBOHAYaNbHO OH COCTOUT U3 TPEX MUKPOTPYOOUEK, HO
TIOYTH Cpa3y pa3ziensieTcs Ha aBe 4acTH: JeBylo 4acTh (RRa, IR2) ¢ ogHoit MUKpPOTPYOOUKOit 1
npaByi 4dactb (RRb, 0R2) ¢ nByms mmkporpyboukamu. Ha paccrosaum 100-200 HM OT
paclleruieHusl Kaxaas M3 BETBeH NpuoOpeTaeT OJHY JONOJHUTENbHYI0 MHUKPOTPYOOUKY.
BentpansHas cropoHa RR oT cBoero Hawana cBsi3aHa C TOHKOW IUIACTUHKOW, C KOTOPOM
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MUKpOTpyOouku RR coenunensr kopoTkumu MocTukamu. RRb oueHb ayiMHHBIN: OH yBauBaeTcs,
Korja MpuOIKaeTcss K 3aJHEW 4YacTH KJIETKH, BO3BpaIaeTcs K TepeaHedl 4YacTu, MOYTH K
KTYTUKOBOMY ammapary, a 3aTeéM H3TH0aeTcs J0pCalbHO BIPABO, MPUMBIKAs K BECPHBIM

MUKpPOTPYOOUKaM.

[IK oxpyxeHa ¢ 1opcaibHON CTOPOHBI TOHKUM 3JIEKTPOHHO-TUIOTHBIM Beepo0Opa3HbIM
aucroMm (FAS), ¢ KoTopplM OHa COEIMHAETCS MEPEXOAHBIMU BOJIOKHAMHU CBOMX IISITH CaMbIX
nopcanbHbIX 1y0neToB. FAS nonnepxuBaeT nepennuii konen Beepa u3 14-20 nepudepudeckux
MHUKPOTPY0OYeK, KOTOPBIA MPOCTUpPAETCA 0 3aJHEro KOHIA KIeTKH. Pacxonsice, cocenHue

MHUKPOTPYOOUKH Beepa OCTAIOTCS CBA3aHHBIMU MEXKY COOOH TOHKUMH BOJOKHAMH.

Ouenb kopoTkas (~100 HM. IMHON) OTMHOYHAS MUKPOTPYOOUKa — MepeIHUIl KOpeloK

(AR, R3) — Bo3HuKaeT Ha gopcanbHoit cropone 11K, Mexmy Hum u FAS™®,

Takum 006pa3oM, MOKHO OTMETHTh, YTO CTPYKTYpa )KI'YTHKOBOIO amapara Breviatea xots
U SBJIAETCS BHEIIHe Oosiee mpocToit, yem y Apusomonadida, HO MPUHIUIHATIBHO BKIOYAET

CXO/IHBI HAa0Op KOMITOHEHTOB.

Ancyromonadida (Cavalier-Smith, 1997), ryTHKOHOCIBI paHEe OTHOCHUMBIC K
Apusozoa, He GyayT paccCMOTPEHH B JaHHOM Taparpade, Tak Kak B HACTOAIIEE BPEMS 4ETKO
TIOKA3aHO WX (UIOTeHETHUECKOe MookenHue 3a npeaenamu Obazoal® ™, Jlocratouno cxaszars,
YTO OHM MMEIOT KOPEIIKOBBI armapaT emé Gornee pa3BUTBIA M ONM3KHI K KAHOHUYHOMY JUIS
«Excavata» u 5yKapHOT B LIEJIOM, B YAaCTHOCTH, y HHX HPHUCYTCTBYeT MHKPOTPYOOUKOBBIii

kopemok R4, orcyreTsyromeii y Obazoa u Amoebozoa®.

§ 2.3. Hykuneapunast (Nucleariidae)

Nucleariidae (Cann and Page, 1979) u3BectHble Takxe kak Rotosphaerida (Rainer, 1968)
wiu Cristidiscoidea (Page, 1987) 00beiuHAIOT OECKTYTHKOBBIX, IIIAPOBUIHBIX HITH CILTFOIIEHHBIX
amMe0 C 3aMEeTHBIMU AApaMu 1 paJuaJibHO pacXoAAIIUMUCA JJIMHHBIMA (1)I/IJ'IOHOI[I/I${MI/I Ha OCHOBC
akthHa. Kpuctel MuTOXOHIpUWi auckoBuaHblie. Hekoropwsie Nucleariidae wumeroT TONBEKO
CJIIN3UCTYIO O60J10‘-1Ky, APYruc IIOKPBITbI KPEMHCE3CMHBIMU qu.IyﬁKaMH (I/II[I/IOCOMaMI/I),
9K30I'€HHbBIMHU YaCTUIlaMHU (KCCHOCOMaMI/I) WIH CUMOMOTUYECKUMU 6aKTepI/I}IMI/I. Bcero onucano
11 pomos: Nuclearia, Fonticula, Parvularia, Lithocolla, Pompholyxophrys, Vampyrellidium,
Elaeorhanis, Pinaciophora, Rabdiophrys, = Rabdiaster u  Thomseniophora. DOTto
CBOOOAHOXKUBYIIUE, (aroTpodHble, OONbIIEH YacThI0 MPECHOBOJBIHE OpraHU3Mbl. HazeMHbIiH

canpotpod Fonticula alba croco6en k 06pazoBaHuI0 COpOKapHoB A paccenenus > 1%,
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VY Nucleariidae B uatepdase peako HaOI0IAIOTCS MUTOIIA3MATHYECKHE MUKPOTPYOOUKH
Y OJTHOCTHIO OTCYTCTBYET KI'YTHKOBBIIi aNNapaT B )KU3HCHHOM ILIUKIIC, 8 TAKIKE TCHETHICCKHIA
UHCTPYMEHTApHH, HEOOXOAMMBIH Uit ero (QopMupoBaHUs. MHKpPOTPYOOUKOBOE BEPETEHO
neneHust GOpMHUPYETCsi BHYTPHU sipa MPHU 3aKPhITOM MHTO3€, oaHaKo BbipakeHHbie LIOMT npu
ITOM He BH3yaJu3upyIoTcs. [loHas peayKius )KIyTHKOBOTO amapara 0COOCHHO HHTEpPEeCHA B
ceere Toro, uro Nucleariidae 3anumaror kpaiiHe OazanbHOe mosokeHue cpenu Nucletmycea

(Holomycota), oxroit u3 xByx munuii sBomoruu Opisthokontal?158:15,

§ 2.4. Onucrocnopuanu (Opisthosporidia)

Opisthosporidia (Karpov, Aleoshin & Mikhailov, 2014)!¥ 310 rpynma, ¢ BeicOKO#
BEPOSITHOCTHIO Tapa(uIIeTHUeCKast 0 OTHOIICHUIO K TpUOaM M BKITFOYAOIIAst BHYTPUKICTOYHBIX
[apa3UTOB MJIM MAPa3UTOMI0B C aMeOOHIHON BEreTaTUBHOM cranueil. OHU HMEIOT HHBA3HOHHbIE
CIIOPBI/IUCTBI ¢ XWUTHHOBOM KJIETOYHOM CTEHKOM M CICHUAIN3MPOBAHHBIM aIapaTtoMm Jjis

NPOHUKHOBEHHS B KJIETKY X0341HA (TpyOKa MPOHUKHOBEHUS; 3aHSS BaKyOJIh).

Omnwucrocrnopuaun BrioyaroT p3enua (Rozellida, Lara et al. 2010, emend Karpov and
Aleoshin 2014), Takxe u3BecTHbIX Kak kpunromuietsl (Cryptomycota, M. D. M. Jones & T. A.
Richards 2011), mukpocnopuauii (Microsporidia, Balbiani 1882) u apenun (Aphelida, Gromov,
2000). MuKpoCrnopuanH, BEPOSITHO, MIPOUCXOAAT OT PO3CILIHI U HOPMUPYIOT C HUMH €IHHYIO
knany 0. Adenumpl ke (UIOreHeTHYECKH OMIKe K TpH6aM M B TOCIEIHHX HCCIEIOBAHUIX
BKJIIOYAIOTCS B COCTaB 3TO# rpymmsl kak otaen Aphelidiomycota (Tedersoo, 2018). Pozemnusi,
adenuapl U HEKOTOPBIE TPYIIIBI HU3IIUX TPHOOB JAEMOHCTPHUPYIOT Ps CXOJICTB B CTPOCHUH U
KU3HECHHOM IIMKJIe, HampuMmep, 00JalaloT 300CIOpaMH C KJIACCHYECKHM OINMCTOKOHTHBIM

KTYTUKOBBIM anmapaTtoM (cM. Puc. 1. B IIpunoxkeHnsx, cpeHss yacTh, ciaepa)t/ 140141,

Pozennuanl (Rozellida) — oxHoOkIeTOUHBIE SHIOOMOTHYECKHE (BHYTPUKICTOYHBIC WA
BHYTPHUSIICPHBIC) MapasdThl, XO3S€BaMH JUIsl KOTOPBIX SIBISIFOTCSA, B OCHOBHOM TPHOBI
(Chytridiomycota, Blastocladiomycota, Peronosporomycetes, Basidiomycota), ropasao pexe —
senéupie Bojopocau (Coleochaete sp.). B macrosimee Bpemst BoiaenstoT okono 30 BHIOB,
OOJILIIIMHCTBO M3 KOTOPBIX OTHOCATCS K poay Rozella, momMumo Hero mnpu3HaHbl poja
Nucleophaga, Morellospora, Mitosporidium u Paramicrosporidium®%2.  Crpyxrypa
’KTYTUKOBOTO ammapaTa 3oocmop omucana ams Rozella allomycis'®® u R. rhizoclosmatii'® u R.

multimorpha?®®.

3oocmopsl  chepruecko WM YATMHEHHOW Qopmbl, nuamerpom 1,2-2.2 MKM, coO
[IJIEMOBUAHBIM SIAPOM, BBINYKIBIM cliepeld. B 1eHTpaabHOH 007acTH 300CHOphl HAXOIUTCS

KOMIUTIEKC MHKpoTenble-munuaHas riodymna (MLC), coctosmmii U3 OJHOM WM HECKOJIbKHX
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JUNUAOHBIX TJ00YJ, MMKpOTEIblla M 3alMTHOW MeMOpanbl. C3aau OT sapa HaxXOIUTCS
€IMHCTBEHHAs chepruuecKas MUTOXOHPUS, pacTioyio’KeHHast Ha BOTHYTOM moBepXHOCTH sapa. Ot
He¢ mcuepueHHbIH puzomiact (GpUOPUIUIAPHBI KOPEUIOK) HIET K KI'YTHMKOBOH KHHETOCOME.
EnVHCTBEHHBIN AKI'YTHK HAIIpaBJICH Ha3al, €0 OCHOBAHUE CUJIBHO BIAETCS B KIETKY, HAXOIACH

Ha JHC FJIY6OKOFO BIITYMBAaHUA.

Pusomuiact win MCYEpUYEHHBIM KOPEUIOK MOJBIMA, pacmupsAercs knepeau. Ero umHa
cocraBiseT okoso 180 HM, ero OCHOBaHUE, KOTOPOE MOAXOAUT K IIEPEAHEMY KOHIY KHHETOCOMBI,
umeeT auamerp okoso 230 HM, a BepmuHa pacmupsiercs 10 400 am. C mopcanbHON CTOPOHBI
PHU30IIACT PACLIMPSETCS CWIbHEE, YEM C BEHTPAJbHOM. [losblii mpocBeT pu3oIuiacTa MMeEeT
o0yt ¢opMy YAIMHEHHOro KyIojla C Y3KUMH THPOJOJBHBIMU pacliupeHusMu. Temo
pu3oIUIacTa, MO-BUJIUMOMY, COCTOUT M3 IUIOTHO YIAKOBAaHHBIX (PUIAMEHTOB, KOTOpbIE HAYT
MapaJUIeJIbHO W CO3JAIOT Y30p M3 HENPEpBIBHBIX IONEpedHbIX nosioc. IIpoceer pusoruacra

TIEPEXOJIUT B IIPOCBET KMHETOCOMBI. 162164

KryrukoBasi kunerocoma (KK) umeer nuamerp okono 200 um. u amuny 900 HM.
[lepenuuii oTmen KUHETOCOMBI IMHOW okoimo 90 HM. WMeeT TpHIUIETHOE cTpoeHue. Ha
CPEIMHHBIX TPOJOJIBHBIX CpEe3ax €ro IMPOCBET OKa3bIBACTCS 3alOJHEHHBIM TapauIeIbHBIMU
HOMEPEYHBIMH TIEPEMbIUYKAMH, CXOISIIMMHUCS Ha IIEHTPAIbHON OCH (COOTBETCTBYIOT «TEJIC)KHOMY
KoJiecy»). OCTaBIIasACs YaCTh KHHETOCOMBI UMEET AyIieTHOE cTpoeHre. OHa cilerka n30rHyTa K
BEHTPAJIBHON CTOpPOHE 300CHOphbl. IlepexoaHas MiIacTUHKA OTCYTCTBYET, a JBE LIEHTPAIbHBIE
CUHIJIETHbIE MUKPOTPYOOUKH BXOZST B KJIE€TKy Ha paccrosiHue 400 um. u 6omnee. C-TpyOouku
TPUILIETOB HCYE3al0T, a B-TpyOOUKM HMEIOT HW30THYThIE OTPOCTKH, HUXKE 3TH OTPOCTKH
COTIPUKACAIOTCA C IEPUKMHETOCOMHBIMH KaHalmbIlaMH. JlucTaabHas 4acTh KWHETOCOMBI OKpYKeHa

CJIOKHOW CUCTEMOMN HEUETKHX, 3JIEKTPOHHO-HENIPO3PAaYHBIX CTPYKTYP

BecikryrukoBasi kunerocoma (bK) nmeer nymny Bcero 80 HM. M BHYTPEHHEE «TEIIEKHOE
kosneco». IIpokcumanpHo-3anHui koHen BK kacaercs mecra coenqunenus pusoruacra co XK u

HaIpaBJieH BEHTPaJIbHO U Ha3aj npuMepHo noj yriom 60° k XKK.

HuronnasmaTnyeckne MUKpPOTPY0OOYKH BUJIHBI HA TPOJOJIBHBIX CPE3aX Npea-TIEpeaHEN
YaCcTH KJIETKU BOJIM3M IJIa3MaJIeMMbl MM BOJIM3M MUTOXOHJIPUM; MHOTa Ha MOMEPEYHOM cpese
MOKHO HaONIoJaTh KOMIUIEKCHI M3 TpEX MuKporpydouek. IlpenmonoxkurenbHo, 3Tu
cy0aHTepHaIbHble MUKPOTPYOOUKH OOpa3yloT BOKPYI MUTOXOHJPHH MOJHYIO WIM YaCTUYHYIO
KOp3MHY U3 JBYX M Ooyiee pBIXJIBIX psAaoB. Hauano OOJBIIMHCTBA IIUTOIUIA3MATHUYECKUX

MI/IKpOpr60‘-ICK, MOo-BUAUMOMY, HAXOOUTCA Ha CTBIKC PU30ILIACTA H >KK, oT KOTOpOﬁ OHHU

38



pacxoAsTcs BeepoM BIEpel, Ha3zaJ U B CTOpOHBL. HekoTopble MHKpPOTPYOOUKH Takke, MO-

BUIMMOMY, 0TX0sT u3 BK. BrlpaskeHHbIe MEKPOTPY304KOBbIe KOPEIKH OTCYTCBYIOT /163,

Muxkpocnopuauu (Microsporidia) 6ombias (oxoigo 1500 ommcaHHBIX BHIOB) IpyIIia
KpaifHe CHelHaIM3HUpPOBAHHBIX OOJIMIaTHBIX BHYTPHUKIIETOYHBIX Mapa3uToB. llapasutupyror
npeumyiecTBeHHO Ha Metazoa, Bkitouast 4eaoBeka, peke Ha MpoTUcTax u3 rpynn Amoebozoa,
Ciliophora ninm Apicomplexa. ObmuraTHbie aHadPOOBI, TUIICHHl MUTOXOHAPUNA U IIEPOKCUCOM, HO
UMEIOT MHUTOCOMBL. OOpa3yroT HEMOABH)KHBIE CIIOPbl C BHYTPEHHEH XUTHHOBOW OOO0JIOUKON,
BHEIIHEH OeKOBOW 000JI0YKON M BBICTPEIMBAIOLICH TOISPHONW TPYOKOM A1 MPOHUKHOBEHUS B
TEJIO X03MHA. MUKPOCTIOPHINU UMEIOT CaMbI€ MaJICHbKHE CPE/IN SYKAPHOT U CaMble KOMITAKTHbIE
reHoMbl. TeHJeHIus K TakoMy YIUIOTHEHHIO HAUYMHAET MPOCIIEKUBATHCA YXKE y PO3EIUIHI,
KOTOpBIE, BEPOSTHO, SIBISIIOTCS MapapuiIeTHYecKO MO OTHOIICHUIO K MHUKPOCIOPUIUSIM

rpymoilts-168,

B cBs3u ¢ 00aUraTHBIM BHYTPUKJIETOUHBIM HApa3UTU3MOM MHUKPOCHOPHUIUH MOJHOCTHIO
yTPaTUIIM JKTYTHKOBBIM anmapar, [eHTPUOJIN U HEOOXOIUMBIN MeHEeTUYEeCKUI MHCTPYMEHTApH
ans (OpMHpOBaHUSA THX CTPYKTYp *S. ¥V MHKpocmopuauil 3aKphITHIl MHTO3 B XOZie KOTOPOTO
Bu3yanusupyercs: HekaHOHMYHbI [[OMT — Tak Ha3biBaeMas 3JIEKTPOHOILUIOTHAs OJsIIKA
Beperena (electrondense spindle plaques). basiiika BBITISIAAT Kak CTONKA U3 1-5 yIOKEHHBIX
Jpyr Ha JIpyra 3JIEKTPOHOIUIOTHBIX CTPYKTYp, OHA PACHOJaracTcs Ha BHEIIHEH MOBEPXHOCTH
sqepa, B HEOOJBIIOM YIIIyOJeHUM M, BEPOSTHO, MpoboAaeT sjepHyto 000s0uky. Co CTOPOHBI
KapHOIUIa3Mbl OT OJISIIKYA OTXOASAT MUKPOTPYOOUKH BEpEeTEeHa JIeNEeHUs, a C IUTOIUIa3MaTHUECKOM
CTOPOHBI OHAa BCET/Ia B3aWMOJICHCTBYET C OJHON WM JBYMs HEOONBIIMMHU ABYMEMOpaHHBIMU
NOJISAPHLIME Be3uKyJamu (BepostHo, muTocomamu) 8% Tloxasamo, uro B sape Nosema
bombycis nokamusyercs OGenok «renexHOro kojeca» SAS-6, KOTOPBIH y IpYrux 3yKapHOT

ydacTByeT B cO0pKe 1eHTpuoeir’C.

Adenuan (Aphelida) — BHyTpuKIIeTOYHBIE TTapa3UTOM Bl BOjgOpoOCiei ¢ (aroTpodHoit
amMeOOMTHON CTaJuel M CIOXXKHBIM XU3HEHHBIM LUKIOM. OHM (OpPMUPYIOT OJAHOXXTYTHKOBBIE
300CIIOpEl ¢ (PUIIOMOAMSAMHU  W/WIIM JTaMEJUTUIOAMSIMU JUIst pacceneHus. [Ipukperuissace K
KJIETOYHOU CTEHKE XO035MHA 300CTIOPHI HHIIUCTUPYIOTCS, OJIEBAsICh XUTUHOBON 000JIOUKOH. 3aTeM
WHBA3WOHHAS IMCTa C MPOHHMKAET 4Yepe3 KIIETOYHYIO CTCHKY XO3SIMHA C MOMOIIBI0 KOPOTKOM
TPYOKH IPOHUKHOBEHHSI U CCTAaHOBUTCA (aroTpodHoit ame60ii, KOTopast HOTJIOMIAET COAECPKUMOE
KJIETKH Xo3sMHa. B pe3ynbrare oOpa3yercss XapakTepHas IEHTpajibHas MUIIEBas BaKyosb C
KpPacHO-OypoBaThIM OCTAaTOYHBIM TeJOM; PocT mapasuTonaa W TOCIEOyIolee IelieHHe sapa
NPUBOAAT K MHOTOSACPHOMY ITUIa3MOJAMIO, TMOJHOCTBHIO TIOTJIOMIAIOIIEMY KJIETKY XO3sWHa,

KOTOPBII B pe3yibTaTe MPOU3BOAUT JMOO MOKOSIIYIOCS CIIOPY C TOJCTOM TJaJKoi KIeTO4YHOU
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CTeHKOﬁ, 100 300CIIOPBEI, BBICBO60)KI[3IOH_[I/IGCH N3 CTCHKH X03s11MHa; MUTOXOHAPHUAJIIBHBIC KPHUCTEI
OT TpyOdYaThIX M0 TIACTUHYATHIX. Ha JaHHBIE MOMEHT ommcaHo okoio 15 BumoB adenuu,
otHocsmmxcs K 4 poxam: Aphelidium, Amoeboaphelidium, Paraphelidium u Pseudaphelidium,
OJHAKO JaHHBIC METAar€CHOMHKHU YKa3bIBAIOT, YTO UX PCAJIBHOC paSH006pa3He 3HAYUTCJIBHO BBIIIIC.
Adenunpl, BEpOATHO, SBISIOTCS Han0oJiee SBOTIOMMOHHO OJIM3KON K rpudaM rpymmnon 3yKapuoT,
110 HEKOTOPBIM JIAHHBIM OHH JIaKe HapaduIeTHuHbI Mo oTHoImeHHo K rpubam 914017 Kax u nna
300CTIOPOBBIX TPUOOB, CTPOSHUE 300CIOp SIBISCTCS HanOoliee WH(POPMATUBHBIM M BaKHBIM
MOp(bOJ'IOFI/ILIeCKI/IM IMPU3HAKOM JJIA (1)I/IJ'IOFCHI/II/I U CUCTEMATHUKHN a(beJ'II/I,I[, IIO3TOMY CBCIACHUA 00
YIBTPACTPYKTYPE )KTYTHKOBOTO ammapaTa B 3TOW I'pyIIIe TOJy4eHBI JIJI1 HEKOTOPOH YacTH BUIOB:
Amoeboaphelidium protococcorum*’?, Paraphelidium tribonematis, Aphelidium chlorococcalium,

Ap. tribonematist’3, A. desmodesmi’®, A. collabens'” u A. insulamus'’®.

Haubonee monHblii )XryTukoBbId ammapar (cM. Puc. 1. B [IpunoxkeHusx, cpeaHss 4acTb,
cieBa) cpenu adenua npeacrasiacH y Aphelidium chlorococcalium. CeoGoHast yacTh KryTuka
UMeeT TUIMYHYI0 aKcoHeMy O0e3 ocoOeHHocTeil. B mepexoaHoil 30He uMeercss TOHKas
HOIepevHasi He BCEra 3aMeTHasl IIACTHHKA, a Y HEKOTOPBIX BHIOB, Harnpumep, y A. melosirae u
A. insulamus wumeeTcs choupajbpHas HHATh B TNPEXOAHON 30He. IlepexoiHbie (HUOPUILIEI

(mucTanpHBIC PUIATKY ) TOKa3aHbl y A. Insulamus.

KryrukoBasi kunerocoma (KK) unmeer mmuny 200-300 HM, COCTOUT M3 TPUILIECTOB
MHUKPOTPYOOUEK M HE COACPKUT «TEIEeKHOTO Kojecay. beckryrukoBas kuHerocoma (BK)
00bIYHO O4eHb KOpoTKas (50-60 HM), COCTOUT U3 TPUILIETOB U UMEET «TeNexHoe Koseco». OHa
JIEKUAT TOJ NPSAMBIM WK ocTpbIM yriioM K JKK. ®@udpuniuisipHas ¢Bsi3Ka UAET OT JIATEPAIBLHOU

yactu JKK k BK

OuOpN/UISIPHBIN KOpPeLIoK OTXOAUT OT mpokcuMaibHoro koHua JKK u 3askopeBaercs,
00BIYHO K MHMTOXOHJpHH, Jexamed noq BK. K MUTOXOHApHHM OT KMHETOCOM B JIONOJHEHUE K
(GUOPHIUIIPHOMY KOPEIIKY OTXOJSAT OJHA HJIM JBE KOPOTKHME, TOHKO MONEPEYHO HCUEepUEHHbIE
koHHektuBbl. Y Aphelidium collabens Bmecto HebGosmbIoro (GUOPHUIAPHOrO KOpEIIKa
MPUCYTCBYET MACCUBHBIN PU30ILIACT KOTOPBIM MPOCTHPAETCS 10 MPETHEro KOHLA KIETKH, €ro

CIPOBOX/IAET TAKXKe MyYOK U3 TPEX MUKPOTPYOOUEK.

CyoaucTajbHblii NPUIATOK («0a3ajJbHAas HOXKKAY») pacnoiaraeTcst Ha moBepxHocTu KK
HanpotuB BK. DTa HOXKa COCTOMT U3 BYX CT€OEIbKOB, KOTOPhIE BO3HMKAIOT HE3aBUCHUMO OT
cocennux TpurmietoB JKK. O6a creGenbka ocTaloTcsi pa3elbHBIMU Ha JAOCTATOYHO OOJIBIIOM

paccrosiuuu (okoso 150 M), a 3aTem ciuBaroTcsi. OT KOHIIA 6a3aJIbHOM HOXKKHU OTXOAHT 1, 2 u
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Oosiee OJMHOYHBIX MHMKPOTPYOOYEK, OPUEHTHPOBAHHBIX JIMOO B IUTOIUIa3My, JHOO K

T1a3MaTHIeCcKoi MmemMOpaHe.

Buyrpu poma Aphelidium nabGaromaercs yrpara pasHbIMH BHAAMH Pa3JIHYHBIX
KHHETHIHBIX CTPYKTYp ((PHOPHMILIIPHOrO KOpelika, 0a3albHOW HOXKH) W yMCHBIICHHE

HHTCHCHUBHOCTH KT'YTUKOBOI'O ABHUXXCHUS 300CIIOP B IIOJB3Y aMe6OI/II[HOI‘O [[BI/I)KGHI/ISI173_176.

3oocmopsr Paraphelidium umeror 6ostee kopoTkwmii xkrytuk, guem y Aphelidium, a Taxxke
HMIMPOKHUE TIepeHKEe JaMeuThnoauu ¢ cyounonoausmu. Kunernna Paraphelidium conepxxut
TOJBKO OJHY TOpa3go Oojiee KOPOTKYH  IKTYTHKOBYKO  KHHETOCOMY,  COCTOSIIYEO
MIPEUMYIIECTBEHHO U3 JyOJIETOB MUKPOTPYOOUEK M O0jee KOPOTKHM (PUOPHUIUISIPHBIA KOPEIIOK,
KOTOPBIII MOXET OBbITh HE CBSI3aH C MHUTOXOHJpHEW. beckryrnkoBasi KMHETOCOMa U OaszajbHas
HOXKa OTCyTcTBYIOT. [l 300ocmop Amoeboaphelidium protococcorum xapakTepHO HaIH4He
HETIOJIBM)KHOW 3aJ{HEl IMCEBIOLMINU HE COJCpIKAIICH aKCOHEMY, a MOJBMKHOCTD JIOCTHUTAeTCs

TOJIBKO 3a CUCT aMe6OI/II[HOFO I[BI/I)I(CHI/IH172’173.

§ 2.5. 3oocnopoBrie Hu3MKe TPUOBI («Chytridiomycotar)

Hapcteo rpudsr (Fungi, Moore 1980) BeHuaeT OfHY U3 ABYX OCHOBHBIX 3BOJIFOIIMOHHBIX
BerBeil Opisthokonta. Dto rereporpodHbie, OCMOTPO(HBIE OPraHU3MbI C PU3OMHUIICTHATIBHBIM,
MUIISITHATEHBIM HITH JPOKKEBBIM TUIIOM opraHu3anui. OObIYHO OHM UMEIOT KJIETOYHYIO CTEHKY,

cozepkainyto b-rirokan u xutuH. Taxoke Ui HUX XapakTepeH AAA-1yTh OMOCHHTE3a JIN3UHA.

HecMmotpst Ha To, uto Beiciime rpudsl (Dikarya) hbopMupyroT Ha OCHOBE CBOETO JIOBOJILHO
MPOCTOr0 MHIIEIHATLHOTO CTPOCHHUSI OIPOMHOE pa3HOOOpa3ue KU3HEHHBIX (POPM, JKI'YTHKOBBIC
HJIN 300CIIOPOBLIC HU3IIHEC TpH6BI, paHEC OTHOCHUMBIC K OTACITY XUTPUIUOMHUIECTHI B IIUPOKOM
cmeicite («Chytridiomycota sensu latoy), Huuem KaueCTBEHHO HE OTIMYAIOTCS OT MPEICTABUTEICH

po3eiing u a(be.]'[H,I[, C KOTOPpbIMU FpI/I6H HMCIOT TECHYIO 9BOJIOINUOHHYIO CBA3b.

B Hacrosmumii MOMEHT IpyTina 300CHOPOBBIX HU3IINX IPHOOB pa3duTa Ha HECKOJIBKO OoJiee
WA MEHEE POJICTBEHHBIX JIPYT APYTY OTAEIIOB, 3aHUMAOIIUX OTHOCUTENFHO 0a3aIbHbIE MTO3UITHH
Ha QUIOreHeTHYecKoM JpeBe rpudoB. I1o codctBenno Chytridiomycota (Doweld 2001, emend.
M. J. Powell, 2019) B y3kom cwmeiciie, Monoblepharidomycota (Doweld 2001) wu
Neocallimastigomycota (M. J. Powell, 2007), Blastocladiomycota (James, 2007), Olpidiomycota
(Doweld, 2013) u Sanchytriomycota (Galindo et al., 2021). atepecHo, 4TO HEKOTOPHIE M3 ITHX
OTJIEJIOB BO3MOKHO JTUBEPrUPYIOT HE OT KOPHA JPeBa, a OT OT IPYII OECKTyTUKOBBIX HU3IINX
rpudoB («Zygomycota sensu latoy), reMoHCTpUpYst TaKUM 00pa30M JIMOO MHOTOKPATHYIO YTpaTy
KTYTHKOBOTO arnapara y TpuooB, MO0 BTOPHYHOE PHOOPETEHHE STOTO anmapara HEKOTOPBIMH
rpymmamit4-14,
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BBuay orpannueHus mo o0beMy paboThl M (GopMaabHOW MpHHAMICKHOCTH Fungi x
MHOTOoKJIeTOUHbIM Opisthokonta moxpoOHBIi 0030p CTPYKTYpBI KI'YTHKOBOTO amiapara 3THX
IPYIII B JaHHO# paboTe MpOou3BOAUTHCs He OyaeT. C OCHOBHBIMH CBEIACHHSIMHE I10 STOMY BOIPOCY
MOYKHO O3HAaKOMHUThCS MO ciexyromum cebuikam: Chytridiomycota, Monoblepharidomycota u
Neocallimastigomycotal’’~18, Blastocladiomycota'®182, Olpidiomycota!83184,

Sanchytriomycota®’8°,

3/1ech OrpaHUYMMCS JIUIIB OOUIMMH CBEJICHUSIMU O TOM, YTO >KT'YTUKOBBIN ammapar (CM.
Puc. 1. B [IpunoxkeHusx, BEpXHsISl 4aCTh, CJIEBA) MOYTH BCEX MEPEUUCICHHBIX TPYIIT COJIEPKUT
€/IMHCTBCHHBIN 33 HUI )KTYTUK U JIBE KHHETOCOMBI — KryTHKOBYI (K) 1 0eCKryTHKOBYIO
(NfC). Hckmrouenuem 3mech sBiasiiorcs Neocallimastigomycota, y KOTOPBIX KOJHYECTBO
KTYTHKOB MOeT yBenuuuBarbesi, a NfC He HaOmromaercs. A Takke HEIABHO OIMCAHHBIC
Sanchytriomycota, a1 KOTOpPBIX XapaKTepHO HalWYWe HEMOABMKHOW  IICEBIOLIMIIHH,
coJepKalIel aKCOHEMY BCEro M3 YETBHIPEX MHUKPOTPYOOUEK, B OCHOBAHMH KOTOPOW HAXOIUTCS
CMHCTBCHHAS HETOJHAas KHHETOCOMa M3 9 MHKPOTPYOOYKOBBIX CHHIJIETOB. KHHETOCOMBI
cBs3aHbl puodpusIApHoii cBsi3koi (FB) 1 00bIYHO pacIiooKeHbl MapauieIbHO WITH 11O OCTPBIM
yriaoM. B mepexomHoii 30He MOTYT OBITH Pa3JIM4YHBbIE CTPYKTYPHI, HO YaCTO HAOIIOJAeTCs Tak
Ha3biBaeMasi «nmpooka» (FP) - oueHb 3JIeKTPOHOIUIOTHBIN YyU4aCTOK, OXBATHIBAIONIUI MTEPEXOAHYIO
3oy Kommiieke mMukportenbue-sunuanas riaodyaa (MLC) npucyrctByer y OOJBIIMHCTBA
300CIIOPOBBIX TPHOOB U MPEACTABISAET COOON COBOKYITHOCTh OPTaHENT, COCTOSIIYIO U3 JIUITHTHBIX
100y, IUCTEPH, MUTOXOHAPUI U MUKpoTenbila. OH y4acTBYyeT B MPeoOpa30BaHUU 3aMlaceHHBIX
JMIUIOB B dHepruto ans 3oocmop. Ot mporuBomnoiokHoid NfC  CTOpOHBI IKI'YyTHKOBOM
KMHETOCOMBI YacTO TSHETCS MYy4YOK MHUKPOTPYOoUeKk (MHUKPOTPYOOUYKOBBIH Kopemok, Mt),
npucoenunsonmiics k' MLC. YV Monoblepharidomycota BMecTo 3TOro 0T JKI'yTHKOBOI
KMHETOCOMBI OTXOJUT OOIIMPHBIN Beep MUKPOTPYOoUuek B (hopMe MOTyKOHYCa, HATPABICHHOTO
OCHOBAHHEM B CTOPOHY IMTOILIa3Mbl. BONM3H KMHETOCOM MOTYT pacrojaraTbCsi KHHeTOCOMHO-
acconnupoBaHHbie cTpyKTYypbl (KAS) pasnmuunoii hopmsl u npuposasl. Y Blastocladiomycota,
Olpidiomycota, a Ttaxxe mnopsaka Spizellomycetales w3 Chytridiomycota na6momatoTcs
MacCHBHbIC (PUOPULISIPHBbIE KOpPelIKH (PH30IJIACTBI), CBS3BIBAIOIINE 00€ KHHETOCOMBI C

sfepHoit 06omouxoiit 18118,

Bce nmpoune rpynmel rpuboB, nHOTIa 00beauHsIeMbIe B Tpyny Eufungi (Cavalier-Smith,
1981) mosHOCTHIO JHIIIEHBI )KTYTUKOBOTO arnmapara u ieHtpuoieit. [[OMT npu 3akpeiToM MUTO3€
y HHUX CIy)KUT TaKk Ha3bIBacMoe MoJisipHoe Teiblie BepereHa (SPB), xoropoe moapoOHO

HCCIIeIOBAHO Ha Aposkax Saccharomyces cerevisiae. Dta cTpykTypa JIOKAIH3YEeTCs B IPOCBETE

42



CIIEIUATILHOTO OTBEPCTUS B SIEPHOM 000JI0UKe, TTOJOOHOTO SIACPHOM MOPE U COACPKUT MHOTHE

neHTpuonspHsie oeaxut’ 188,

§ 2.6. Uxtuocnopuani (Ichthyosporea) m Corallochytrium sp.

B ocnoBanun Holozoa — Bropoit BerBu Opistokonta, Bemymieii Kk MHOTOKJICTOYHBIM
KUBOTHBIM — oTBeTBIsitoTcss Mxtmocmopuabl (Ichthyosporea, Cavalier-Smith 1998). Dtu
ocMoTpo(HBIE IPOTHCTHI, M3BECTHBIE Takke Kak Mesomycetozoa (Herr et al., 1999) 3a penkum
UCKJTFOUCHHUEM SIBIISIFOTCS TKAHEBBIMU Napa3uTamMu (MHOTIa (paKkyIbTaTHUBHBIMH ) KUIIIEYHHKA PBHIO,
amduOmii 1 BogHBIX Oecrio3BoHOUHBIX. Rhinosporidium seeberi — mapa3ut MjaekonuTaOmuX, B T.
4. yenoBeka. OO0JaAal0T CIOXKHBIM JKU3HEHHBIM IIMKJIOM, B TKAaHAX XO3iMHA (QOPMHUPYIOT
HIAPOBUJIHBIC WJIM BBITSHYTBIE MHOTOSZCPHBIC IUIa3MOJIHMH, TIOKPBITHIE TOJCTOH XHUTHH-
coJepaiieii 000JI0YKO#, KOTOPbIE MOTYT IPOU3BOIAMTH HETIOJBHIKHBIE U TOIBMIKHBIC CIIOPHI.
[TogswxHBIE criopbl 0OBIYHO ameOouaHble, HO y Dermocystida, meHbIlero U3 AByX OTPSIOB

MXTHOCTIOPUJ MOTYT (hOPMHPOBATHCS 300CTIOPHI C ONICTOKOHTHBIM )KI'YTHKOBBIM aIlmapaToM %~

191

OT KryTHKOBOH KHHETOCOMBI K IUIOTHOMY LIEHTPAJIBbHOMY KJIETOYHOMY BKJIIOYEHHIO
HESICHOW TPUPOJbl UAET MACCHMBHBIA (pUOPM/ISIPHBIN Kopewmok. [lo nmyTn oH oxBaTbIBaeT
0eCIKIYTHKOBYI0 KHHETOCOMY, KOTOPast JIEXKUT IO IIPSAMBIM YIJIOM K KTI'yTUKOBOML. 110 MeHbIIeH

MCPEC OJHA MI/IKpOTp}I6O‘lKa nacT OT )KFYTHKOBOﬁ KHHETOCOMBI BFJIY6B KJ'ICTKI/Ilgz.

VY npencraButeneit Broporo otpsaa Ichthyophonida, monHocThIO MHIIIEHHBIX KT'YTHKOB U
[ICHTPUOJICH, TTPU MUTO3¢ HAOJI0aeTCSl CTPYKTYPa, aHAJIOTMYHAsI MoJIsipHOMY TeJibily (SPB)

rpu6o*%,

Corallochytrium limacisporum HeoObIYHBII MOPCKO XHMIIHBIH POTUCT CO CHEPUIECKON
KJIETKOW MOKPBITONH TOHKON obOomoukoit. Haxoasce B BetBu HOlOzOa oH, TemM He MeHee
ocymecTisieT AAA-TIyTh OMOCHHTE3a JIM3MHA, XapaKTepHbIM i rpuboB. HekoTopoe Bpems
cunTanock, uto Corallochytrium sanuMaet cecTpUHCKOE MOJI0KEHNE K MXTHOCTIOPH/IaM, HO TTOCIe
OTKPBITHS JKI'YTHKOHOCIa Syssomonas multiformis on kiactepu3oBaics ¢ HUM B KIaay
Pluriformea (Hehenberger et al., 2017). Xots xryruku y Corallochytrium mo cux mop He
HaOroan, OOHApy)KEHO, YTO €ro TPAHCKPUITOM COAEPXKUT JAEIbTa/SNCHIOH -TYOYIHHBI,
komnoHeHTsl |IFT-A u IFT-B u kunesun-ll, uto Moxer yka3bplaThb Ha HaJW4YHE CKPBITON

KTYTHKOBOM CTauH, Kak To mpomsonuio y Ministeria vibranst®1941%,

§ 2.6. Ameoounnbie puiacrepuu (Filasterea)
Filasterea (Salchian-Tabrizi, 2008) 1o HemaBHETO BpeMeHH BKITFOUAIN Beero aBa Buaa. 06a
UMCHOT IJIMHHBIC U 60nee paBHOMepHBIC II0 TOJIIIIMHEC YEM O6I)I'-IHI)IG CbI/IJ'IOl'IOHI/II/I Hlynam)ua,
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coOpaHHBIE HA OCHOBE aKTHHOBOT'O IIMTOCKEJIETa [M0100H0 MUKpoBOpcrHKaM. Ministeria vibrans
SIBJISIETCSI MOPCKMM JTIOHHBIM Oaktepuorpodom, a Capsaspora owczarzaki Obiia mepBoHaYauIbHO
OIMCaHa KakK (paKyJIbTaTUBHBIA CUMOMOHT, BBIICICHHBIH U3 reMoianMbl yautku Biomphalaria
glabrata. [Toka3zano, uro y Filasterea, kak u y xoaHoduareisT ¢ )KUBOTHBIMU HPUCYTCBYET I'eH
(acumHa, KOTOPBIA HEOOX0AUM ISl HOPMUPOBAHKS MUKPOBOPCHHOK U HE BCTPEYACTCS Y IPYTHX

3yKapH0T131'196'197.

B kimerke Ministeria vibrans oOHapykeH yHHKaibHBIH WEHTP OPraHU3ANUU
MukpopuiaamenToB (LHOM®), koTOpHIi TO3BOJISIET €1 BTATMBaTh CBOM Iifynaibiia. Kpome Toro,
obHapyxkeHa kuHeruaa (cm. Puc. 1. B [IpmiioskeHusx, cpeaHsisi 4acTh, ClipaBa), COCTasIas U3
JBYX PacIoOJIOKEHHBIX MOJI MPSMBIM YTJIOM KHHETOCOM, CBS3aHHBIX (pUOPUILISAPHON CBA3KOM.
OT 0/1HOI U3 KMHETOCOM K SIAPY OTXOIUT (pUOPUILIAPHBINA KOPELIOK, OHA XK€ CIYKUT HauaioM
HETOBIKHOTO JKI'yTHKa, KOTOpbI Ministeria ucrmons3yer B KaueCTBE MPUKPENUTEILHOTO

crebenbka. Takke Ha JKTYTHKOBOH KHHETOCOME TIPHCYCTBYET Ga3ajbHas HokKa %,

OTHOCHUTENBLHO HCOaBHO TIpYyIllla Filasterea monosiHnIack XUIIHBIMH KT'YTUKOHOCLIAMU

Pigoraptor chileana u P. vietnamica®®.

§ 2.7. CB0OOAHOKUBYIIIHE XHIIHbIE KTy THKOHOCIBI U3 BeTBH Hol0Z0a

HenaBHo ObL10 OIIMCAHO HECKOJIBKO CBOOOAHOKUBYILUX XHUIHBIX KI'YTUKOHOCLIEB
BETBSILIMXCsI ITyOOKo u3 aepeBa Holozoa. Kak yxe Obiio otmedeno, Syssomonas multiformis,
BBIJICJICHHBIN M3 MPECHOBOIHOTO WI1a OKasaics poacreennunkom Corallochytrium limacisporum u
copmupoBan ¢ HUM HOBbIM TakcoH Pluriformea. Syssomonas crmoco0eH MmpuHHMarh MHOTO
pasIMYHBIX JKM3HEHHBIX (OpPM B XOJ€ JKU3HEHHOIO IMKJA, BKJIKOYas JKI'YTHKOBBIE,
amebo(aremaTHbIe, aMe0OUIHbIE HEKT'YTUKOBBIE KJIETKH, KOTOPBIE TAK)KE MOTY 00pa30BbIBAThH
HeOOJbIIME arperalMu M Jake CIMBaThcd B Iula3Moauil. AmeOoujHble (OPMBI MOTYT
(dopmHpoBaTh Kak (PUIONOANH, TAK U LIUPOKHUE JI0OOMoANN. BHYTpH OKpYyTiI0# LUCTHI, B KOTOPYIO
TpaHchopMHUpyeTcsi ame0a MOT'yT IPOUCXOAUTh MHOXKECTBEHHBIE JI€TICHUS, B pE3yIbTaTe KOTOPBIX
BBICBOOOXKIaeTcst 2, 4, 8 miam 16 KryTUKOBBIX KJeToK. [IuTaroTcs BbICcachiBas MUTOIIA3MY M3
KJIETKH JOOBIYH, MOTYT OCYIIECTBIISITh COBMECTHOE TTUTAaHUE, BEPOSITHO CKOOPANHUPOBAHHOE 32

CUET XUMHUYECKUX CI/IFHaJIOB145’199.

Haubonee pacmpoctpanennas cramus K[ — mmaBarommii KTyTHKOHOCEI] JHAMETPOM
ok0J10 10 MKM. ¢ €MHCTBCHHBIM 3aJHHM TOJBIM KTYTHKOM, KOTOPBIH NMPHUKPETUIEH HEMHOTO
cOOKy M 3aKaHYMBAeTCsl KOPOTKOW akpoHemoi (cM. Puc. 1. B IlpunoxeHusX, cpeaHsisi 4acTh,
crpaBa). AKCOHEMa KT'yTHKa UMeeT 00bIYHOE cTpoeHue (9*2 + 2). KryTuk MOKeT ObITh BTSHYT B

K1eTKy. Ha moBepXHOCTH KJIETOK BOKPYI OCHOBAaHMs >KT'yTHKa HaOJI0JaIoCh KOHYCOOOpa3HOe
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Bo3BhIIeHUE. J/IBe kuHeTocoMbl, xkryTtukoBas (JKK) u 6ecxryrukopas (bK), mexar mpumepHo
nox yrmom 45-90° npyr x npyry. IlepexogHass 30HA COAEPKUT IONEPEUHYIO IUIACTHUHKY,
PacIoIOKEHHYIO HaJl TOBEPXHOCTHIO KJIETKH. B mepexoaHol 30He He Ha0II01aI0Ch OJUHOYHOM

CIigpaJia, HeHTpaHBHOﬁ HUTHU WK APYTUX JOIMOJIHUTEIIBHBIX 3JICMCHTOB.

KopemkoBblii anmapar BKIOYaeT HECKOJIBKO 3JIeMEHTOB. JlyrooOpasHblii MJIOTHBIH
MaTepuas, NPEICTAaBIAIOMMUNA COOO0H LEHTPUONSApHBIE careuTsl, coenunsercs c¢ XK u
HYKJIIeMpyeT MUKpoTpyOouku. Paguanbable HUTH 0TX0aaT OT JKK M HanmoMMHarT nepexoaHble
¢ubpmiel (muctanbHble TpuAaTk). K KMHETOCOMaM MPHCOENUHSIOTCS O KpailHel Mepe 1Ba
(GUOPM/IISIPHBIX KOpeIIKa, OJAMH M3 KOTOPBIX BO3MOJHO SBIISIETCS CBSI3KOM  MEXAY
KuHeTocoMamu. Ha cepuiiHbIX cpe3ax BHAHO, YTO MUKPOTPYOOUKH BO3HMKAIOT BOJIM3U 000MX
KMHETOCOM M PAacXohATcs OT HMX IOOJMHOYKE WIM B BUAE Beepa. PAnoM ¢ KuHeTocoMaMu
pacronararoTcs IJI0THbIE (0cMHO(pUIbHBIE) NSATHA (BO3MOXXHO, COOTBECTBYIOT CYO/IMCTATLHBIM
IpUIaTKaM), 4acTh U3 KOTOPBIX HYKJIEUPYET MyYKH MHUKpPOTpyOouek. OHa rpynma cMe:KHbIX
MHKPOTPY0OYeK HAauyuMHAETCsl OT IUIOTHOrO MSITHA W HJET IOBEPXHOCTHO BIUIOTHYIO K

nnasManeMMelgg.

Pigoraptor viethamica u P. chileana Taxxe BblieleHHBIE U3 MPECHOBOMHBIX IOHHBIX
OTJIOXKEHHMH OKa3anuch mpeacraButesssmMu Filasterea. Kak m Syssomonas oHH CIIOCOOHBI K
amebodare;uIATHEIM TpaHchopManusiM, 00pa30BaHUIO IUCT ¥ MHOTOKJIETOYHBIX arperamui, HO
He 00pasyroT miasmouii. JKrytukoBas GpopMa MOKET Takke 00pa30BBIBaTh TOHKHE JIJTHHHBIC,
uHor1a BetBsnmecs puaonoauu. P. chileana mopdonoruuecku cxomen ¢ P. viethamica, Ho nmeer

CHUKXCHHYIO CKIIOHHOCTD K (1)0pMI/IpOBaHI/IIO TICEBIOIIO UM,

JIBe KHHETOCOMBI PACIIOJIOKEHBI BOIM3M siJipa, JIeXaT MpUMEpPHO 1oa yriioM 90° npyr k
JIpyry W He cBsizaHbl BUIAuMbIMH (uOpwuiamu. Y P. chileana mnokazano nammume B JKK
«TeJIe)KHOT0 KoJieca». AKCOHEMa UMeeT 00bIYHOe cTpoeHHe. B nepexoaHoii 30He HabIr01a1aCch
TOHKasl LHEHTPAJbHAs HUThb, COCAMHSAIONIAS LEHTPAIbHYIO Mapy CHUHIJIETOB C IONEPEYHOM
wiactiakol. KopemkoBasi cucrema peayuupoBana. HekoTopsie MEKpOTPYOOYKH BO3HHUKAIOT
U3 IVIOTHBIX NSITeH BOM3K kuHeTocoM. [lepexonubie pubpusuibl otxonsat ot XKK. Ha cepuiinbix

cpesax BujHO, 4T0 BK He naMIMIEpYeT c60pKy MUKpOTpyOouek'®.

Tounoe ¢uIoreHeTHYECKOE TMOJIOKEHNE TOCISIHEr0 JKTyTHKOHOCHA Tunicaraptor
unikontum, KoOTOpbIi OBUT BBIIEIEH W3 MPUOPESIKHBIX MOPCKUX BOJ, MOKa JOCTOBEPHO HE
YCTAHOBJIEHO. DTO MeJIKHe (JUIMHOM 3,5—5,1 MKM.) TU1aBaronye yAJIMHEHHO-OBAIbHbIE KIETKH C
OTHUM 3agHUM KryrukoM. OH wu3penka oOpazyeT KOpOTKHEe (UIONOIUH, a OIMHOYHBIE

KTYTUKOBBIC WJIH OECKI'YTHKOBBIE KIIETKM MOTYT 00pa30BBIBaTH BPEMEHHBIE arperanuu u3 3—6
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mtyk. TyHuUKapanTop nuTaerca ApyruMu sykapuoTamu. Kak u y Syssomonas mokazaHo
COBMECTHOE NHMTAaHUE OJHON KJIETKOH-)KepTBOM M oOpa3oBaHue cKormeHud. HHTepecHoi
0COOEHHOCTBIO SIBJISIETCS TO, UTO BCS KJIETKA, 3a UCKJIFOUEHUEM KI'YTHKA U HEOOJIbIIOT0 IIEPEIHETO
ydacTKa («I[MTOCTOMA»), IIOKPBITA BHEIIHEH 000J049KOM (TeKoi), Hecyel mmHabe (~110 HM.)
HapyKHbIe BOJIOCKH. ClieIUAIM3UPOBAHHBIE HUTOCTOMAJIBHBIE CTPYKTYPbl HEU3BECTHBI Y APYIHX
OJIHOKJIETOYHBIX OIHMCTOKOHTOB. JIBE€ KHMHETOCOMBI PAaCIOJIOKEHBI MOJ OCTpbIM yriaoM. OHu
COeIMHEHBI (PMOPULIIPHBIM KOPENIKOM C HaXOoAAIUMcs HaJ HuMU anmapatom ['omsmxu. KK

MIMeeT JIaTepanbHbIi KOpeHb U3 MUKPOTpyOouek 4P,

§ 2.8. Boporunukossie xkryrukonocusl (Choanoflagellata)

BopoTHHYKOBBIE  KTYTHKOHOCIIBI (Choanoflagellata, Saville-Kent ~ 1880)
(buIoreHeTHYeCKH ABIAIOTCA OMpKaliel K )KUBOTHBIM TPYNION 3yKapuoT. VX oTiuduTenbHas
OCOOEHHOCTh — BOPOTHMYOK M3 HECKOJBKHUX JECATKOB MHKPOBOPCHHOK, OKPY>KaIOLIUI
€UHCTBEHHBIN JXT'YTHUK, KOTOPBIA OTXOOUT OT ANMKAJIBHOW ITOBEPXHOCTH KIETKH. JKryruk
CO3J1aeT TOK BOJIbI, HEOOXOAMMBIH JJIsi OCEJaHHS MHIIEBBIX YaCTHUEK (B OCHOBHOM — OaKTepuii)
Ha BOPOTHUYKE U UX MOCJIEAYIOIEro ¢paronuro3a. BopoTHUYKOBBIE )KI'YTHKOHOCLIBI MOTYT UMETh
cTe0enéK 11l NpUKperieHus K cyocTpaty, popMUpoBaTh KOJIOHUM pa3iuyHON (POpMBI, a Takke

MMETh MOIUCAXAPUIHYIO TEKY HIIH JIOPUKY, YKPEIIEHHYIO0 KPEMHE3EMHBIMH TsKaMu-'’,

KryrukoBass kuHerocoma (cMm. Puc. 1. B IlpuioxeHusix, BepXHssl 4acTh, CIIpaBa)
CoelMHEHa C MeMOpaHOM XOpOUIO pa3BUTHIMM MEPEXOAHBIMU (UOpULIaMU (AUCTATBHBIMU
NpHUIaTKaMU) U OKPYKE€Ha KOJIbI[aMH 3JIEKTPOHOIUIOTHOIO MaTepHaa, a U3 caMoro BHYTPEHHETO
KOJIBLIA BO BCE CTOPOHBI BBIXO/IST, PABHOMEPHBIM KOJIBIIOM MJIM HECKOJIBKUMHU IydyKaMu okoJio 60
KOPTHKAJBbHBIX MHKPOTPY0O4YeK, KOTOpblE TOJACPKHUBAIOT OCHOBAHWE BOPOTHHYKA,
KOHTaKTUpPYs C My4KaMu MHKpo(duiamMeHToB. B HemocpencTBeHHOH OIM30CTH OT OCHOBaHUS
KT'YTUKOB MUKpPOTPYOOUKH YJIOKE€HBI CTONKOM B JIBa CJIOS, a JIBa JIOTIOJHUTENBHBIX KOJbIa U3

SJICKTPOHHO-IIJIOTHOT'O MaTC€pHralia 3allOJIHAIOT IPOMEKYTKH MCKAY CIIOAMMU.

HeBo3MOXXHO TOMOJOTM3MpOBATh CHCTEMY MHUKPOTPYOOUEK XoaHOQIarejsiT Hu
MUKpPOTPYOOUKOBBIE KOPELIKU JIpYrux MnpoTtuctoB. OHA BEpOSTHO, SBISETCS CHElHaln3aluent
XoaHO(aremaT, MOSBHUBILEICS B CBA3M ¢ 0Opa3oBaHUEM BOPOTHHYKA. bBec:Kkryrukosas
KHMHETOCOMA PAcIIoIokKeHa O NPsAMBIM yriioM U coenunsercs KK ¢puopuinsapHoi cBA3KOM.
Ot HmxHen nosepxHocTM BK koco k ammapary ['onblkM WIET NIMHHBIN, Y3KHM, CIEerka
VCYEepUYEHHBIN, (uOpHIAPHBIA Kopemok. OH CBSI3aH C OJHOM IMOBEPXHOCTHK) OIPAHUYEHHOIO
MeMOpaHOH MelIo4Ka, KOTOPBIA MPOCTUpAaeTcss OT 00JacTH OCHOBAHMSA KI'YTHKA U MPOXOAUT

IPUMEPHO JI0 CEPEAMHBI JUKTHOCOMBI, 00pa3ys ¢ @K ¢pudpuiansipHo-MmeMOpaHHbIH KOMILIEKC.
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JUIMHHas mepexoAHAasl 30Ha COJIEP)KUT IOINEPEUHYIO IIACTHHKY, PACIOJIOKCHHYIO Hal
MIOBEPXHOCTBIO KIIETKHU. VHOrga umeercs yTOJIEHUE B ILICHTPE IONEPEYHOM IUIACTUHKU. B
NEPEXOAHON 30HE BU3yaIH3UPYETCs EHTPAIBbHBINA (PUIAMEHT, CBA3BIBAIOIININ 1BE LIEHTPAIbHbIC
MHUKPOTPYOOUKH aKCOHEMBl € IONEpeyHyol miacTuHKoW. LleHTpanbHbIli  (uiiameHT

pacMMaTpruBarOT KaK BayKHBIN I[I/Ial"HOCTI/ILIeCKI/Iﬁ IMPHU3HAK ﬂaHHOﬁ prnHBIZOl’ZOZ.

Nwmeetcs nndopmanus o periMKaluu KXIYyTHKOB U KIYTUKOBO# TpaHcdopmamum y
Monosiga ovata. IIpen neneHueM KIyTHK pa3OHpaeTcsi, a PAIOM € KaXI0H U3 JBYX KHHETOCOM
dopmupyercss gouepHsis. [Ipu 3TOoM, CBsi3aHHAs C KTYTHKOBOW KHHETOCOMOW CHCTEMa
MUKpPOTPYOOUEK, MOAIEPKUBAIOINIAS BOPOTHHYOK, HACIEAYETCS OJHOW W3 JOYEPHHX KIETOK,
OCTaBasiICh CBSI3AHHOW BCE C TOM K€ KMHETOCOMOW M3 KOTOPOW IOCJE JEJIEHNUs BHOBb OTPACTET
KTYTHK, B COOTBETCTBUU C 3TUM (DaKTOM, KT'YTHKOBYIO KHHETOCOMY MOXHO Ha3Bath BBl B
tepmuHosioruu . Moestrup. beckryTukoBas KuHETOCOMa MHUTPUPYET HAa MPOTHUBOIOIOKHBII
MOJII0C MUTOTHYECKOIO BEPETEHA M B HOBOM KJIETKE TAKXKE AAET HAYAJIO KI'YTHKY, SIBISAACH, TAKUM

obpazom, BB22%,

[Ipyn nmomomy KpHOAIEKTPOHHOM MHUKPOCKOIIMH ITOKAa3aHO, YTO aKCOHEMHBIE JTHHEWHBI,
pazuanbHbIe CIUIBI U KOMIUIEKC HEHTPAJbHOW mapbl y S. rosetta Gospie HaMOMUHAIOT 3TH
CTPYKTYpPbl MHOTOKJIETOYHBIX >KMBOTHBIX, YEM Yy OJHOKJIETOYHBIX OPraHU3MOB W3 JPYTHX
cyneprpyni. B 4acTHOCTH, BHEUIHME IMHEWHOBBIE PYYKM y HHUX TaKXE HECYT TOJBKO [BE

JUHECHUHOBBIX FOJ'IOBKI/I204.

I'maBa 3. CpaBHUTEIbHBII aHAIU3 U 000011IeHHE CBEeHHUI 0 IBOJTIOIUT
KryTuxkoBoro anmapara Opisthokonta

§ 3.1. OcHoBHbBIE HANPaBJIEHUsI IBOJIOIMH KIYTHKOBOro annapara Opisthokonta.
OObeIMHUB MMEIOIIMECs CBeJACHHUS O (uiuoreHnn oaHoKiIeTounsix Opisthokonta u

YIBTPACTPYKTYPE UX HUTOCKENIETA U KTYTUKOBOTO almnapara, pacCCMOTPUM OJMH M3 BO3MOXKHBIX

BapuanToB 3Bostoru LIOMT oxnoxnetounsix Opisthokonta B ietom (Puc 1. B IpunosxeHusx),

M OTMCTHUM PsiJ KIFOUYEBBIX MOMCHTOB:

1) OGpaTuBUIMCH K UMEIOUIMMCS JTaHHBIM O TOMOJIOTMH MHKPOTPYOOUYKOBBIX KOPEIIKOB
MO’KHO 3aMETHTb, 4TO Iocie uckiodenuss Ancyromonadida uz Apusozoa, oTcyTcBHE KOpelKa
R4 moxer paccmaTpuBaTbesi Kak cuHanomopgus Amorphea. OpjHako, y4YUThIBas
HE3HAYUTENIbHYIO POJIb 3TOM CTPYKTYpHl B (pyHKIMOHUpOBaHUU KIeTKU (R4, BeposiTHO, IpOCTO
ABJISIETCA 3a4aTKOM R2, KOTOPBIN C TEM XKe YCIIeXOM MOXKHO C(hOPMUPOBATh U MOCIIE PETUTUKALIIH

KI/IHCTOCOM) 9TO BpsJ JIX MOKHO CUUTATh BECOMBIM IMPU3HAKOM.
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2) CrpocHHE KTYTHKOBOI'O anmapaTra ¥ CHCTEMbl MHKPOTPYOOUYKOBBIX KOPEIIKOB Y
Apusomonadida u Breviatea, BeposiTHee BCEro, yKa3blBacT Ha CJIOKHYH) OPraHU3aluIo IToii
cucrembl y npeaka Obazoa, yHacinenoBanuyio uM Hampsmyto ot LECA. Dto npenmnonoxkeHue
UAET Bpa3pe3 C TUIOTE3aMH O MEPBHYHOCTH «YHUKOHTHOT0» COCTOSIHHS JUIS dYKapHOT, KPOMeE
cJIydasi IpH KOTOPOM KOPEHb YKapHUOTHIECKOTO APEBa )KU3HH OKAa3bIBACTCS HETIOCPEACTBEHHO Ha

BETBU BEAYIINH K Opisthokonta156'2°5.

3) He cMoTps Ha yTBEpKIACHHS O TOM, YTO KOPTHKaIbHBIC MHKpOTpyOouku Opisthokonta
HEBO3MOXXHO TOMOJIOTU3UPOBAaTh C MHUKPOTPYOOUKOBBIMH CTPYKTypaMH JPYTUX 3SyKapHorT,
onupasicb Ha HHPOPMAITHIO O KT'YTUKOBOU TpaHC(HOpPMAIMU y X0aHO(DIAreisT, MOKHO ¢/AeJaTh
KpaiiHe cjadoe MNpeanoJoKeHue O TOM, YTO TAKUE CTPYKTYPbI, KaKk MHUKPOTPYOOUYKOBBIM
KOPEeUIOK XUTPUINOMHUIIETOB WK 3Be3M4aTasi KOHCTPYKIMSA, ITOJICPIKUBAIOINAS BOPOTHUYIOK
Xo0aHo(puiare T, MOTYT OBITh FOMOJIOTHYHBI R2, Tak kak 3TO Oojee KpymHas CTPYKTypa
cBsizanHas ¢ BBl um B ciyuae XoaHO(mareluiaT TakKe YYacTBYIOIIAs B IMOJIICPKAHUU

MMUTATCIIBHOI'O allapara.

4) TlpuHUMast, 4TO KOPEHb dYKapUOT HAaXoaAuTcs 3a npeaeaamMu Obazoa Mbl BBIHYKICHBI
npu3Hath, yro Opisthokonta nperepnesnu 3HAYUTEIBHYIO PeTYKIHIO KIYTHKOBOIO arnapara,

MPAKTUYECKH MOJHOCTbIO YTPATHB CHCTEMY MUKPOTPYOOUKOBBIX KOPEIIKOB.

5) DBOJIONHOHHPYST B HANpPaBJE€HUH PeIYKIHH >KTYTHKOBOIO amnmapara, Kak
MHHHAMYM, YeThIpe TPyl onHOKIeTouHbIX Opisthokonta, He cuuTas pas3IM4YHBIX CIy4aeB y
Metazoa u Fungi momHOCTBIO (HE3aBMCHMO?) YTPATHIH CIOCOOHOCTh K (hOPMHPOBAHUIO

xrytukoB. Oto Ichthyophonida, Microsporidia, Capsaspora owczarzaki u Nucleariida

6) MHTepecHbIM TakXkKe SABJSCTCS Ha0Jf0JacMOe KOHBEPTreHTHOE CXOJACTBO KHU3HEHHbIX
¢dopm Mexay HepoacTBeHHbIME rpynnamu Opisthokonta. Hanpumep, dunacrepun kyaa 6osibiie
HAIMOMUHAIOT 10 hopMe 1 00pa3y KU3HHU HyKJIeapuu, 4em octanbubix Holozoa. B To Bpemst kak
uxtuocrniopuasl u Corallochytrium wWMeOT MHOTO O0OIIEr0 CO KIYTUKOBBIMH HU3KITUMU

rpudavu, 3

7) KuHeTHIHO-MHTOXOHAPHAJIBHAS CBSI3b 4Yepe3 PH30IJIACT XapakTepHa JUIs
OonpmMHCTBa Oa3zalbHBIX BeTBeM omucrocnopuauit (pozemwnua U adenun) u  rpuboB
(6acTokIaAMOMULIETHI). DTO CTPOEHUE MOXKHO PaClEHUBATh KaK OJIUH U3 MIPEIKOBBIX IPU3HAKOB
Bceit BerBu (Fungi + Opisthosporidia). ®. B cBf3M ¢ 9THM HMHTEPECHHIM HANpPABICHHEM
UCCIIIOBAaHUI MOXET CTaTh aHAIU3 CTPYKTYPHI U OEIKOBOTro cocraBa HeKaHOHMYHbIX LIOMT
MHKPOCTIOPUANIA. YUUTHIBast OJTM3KOE POACTBO MUKPOCTIOPHIUI U PO3EIUTH/I, MOKHO BBIIBUHYTH
NPENOI0KEHHE O TOM, YTO ACCONMANMA MeXAy OJAIIKOi BepeTeHa M MHTOCOMAMH Y
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MHUKPOCIIOPHUIUI MOXKET OBITh BOJIIOLMOHHO CBS33aHA C acCOLMALMEe MeXJy KMHETOCOMaMU U
MUTOXOHApHAMHU po3ertua. C Ipyroil CTOpOHbI, HHTPUTYIOIIUM SBIISICTCS MOP(OIOTHIECKOE U
(yHKIMOHATIBHOE CXOJCTBO OJISIIEK BEpeTeHa MUKPOCIOPUAMK M MoJsipHbIX Teqen (SPB)
BBICHIMX T'PHOOB, KOTOpOE JIMOO MpeAcTaBiIsieT COOOM MHTEPECHBIH pe3ynbTaT KOHBEPTEHIHH,
a100 3acTaBiseT 3aJyMaTbCsi O IMOMCKE HECKOJbKUX ajlbTepHATUBHBIX BapuaHToB LIOMT Ha

Pa3IMYHBIX CTAUSAX KU3HEHHOTO IIUKJIA Y PO3EIUIN U adesns.

8) Hanuune neHTpanbHOro GpuiiaMeHTa B IEPEXOIHON 30HE Teleph MOKa3aHO HE TOJIBKO
nst Choanoflagellata. PaBro kak n Hannume «IJI0THOM POOKK» B MEPEXOAHON 30HE HE SBISICTCSI
yHUKaIbHOW ansa  xutpuaumomunetoB®.  Dtum  cBemeHms  TpeGyIOT  IONOTHMTETHLHOTO

MEPEOCMBICTICHHS pacIpeIeIeHHsI PU3HAKOB, CBA3aHHBIX CO CTPYKTYPOH NMEPEXO0IHOM 30HBI.

§ 3.2. ®yHKIMOHAJIbHBIE H IBOJIIOHHOHHBIE TPUYMHBI OMUCTOKOHTHOCTH. O030p runoTes.
Ecnu MBI nprHEMaeM JOMUHUPYIOLIEE HA CETONHSIIHUM J€Hb IPEIIIOIOKEHUE O TOM, YTO
KOPECHb JYKapHOT HAaxoAuTCs 3a mpeneiamu BerBu Obazoa, CTaHOBHTCS OYEBUIHO, 4YTO
KryTHKOBBIH ammapar Opisthokonta mperepren psii cepbe3HbIX peIyKIHOHHBIX H3MEHEeHMil B
XO0J1€ paHHEH BOMIONMH JaHHOU rpymibl. [lonoOHas penyKius Moria npou30MTH U3-3a TOT0, YTO
o6mwme npeaxu Opisthokonta mporiutyn HeKuid SBOIOIMOHHBIN 3Tall, HA KOTOPOM CYIIIECTBOBAHHE
Pa3sBUTOrO JKI'YTMKOBOTO amnmapara M CHUCTEMbl MHKPOTPYOOUKOBBIX KOPEIIKOB HE HMEJO
BBIPQ)KEHHOI'O aJIaAlITUBHOTO 3HaYeHUA. [[1s1 0OBsICHEHUS 3TON CUTyalluu MOTEHLIUATIBHO MOXKHO
BBIIBUHYTb TPHU THIIOTE3bl, OTHOCUTEIHHO BO3MOXKHOTO 00pa3a >KM3HM TaKuX IPEIKOBBIX

OITMCTOKOHTOB:

CeneHTapHaﬂ (((X03H030ﬁﬂaﬂ))) rumorTes3a, KoTopas akTUBHO IOAACP>KHUBAIACh Tomacom

10,206

Kapanbe-CMutom , @ HelmaBHO Obuia BHOBb ynomsiHyTa [[. B. THXOHEHKOBBIM B CBSI3U C

opraHm3anuer knerku Tunicaraptor 146

, IpeamnoaraeT, yto obmmwmit npexok Opisthokonta 6wut
MOX0’K Ha COBPEMEHHBIX BOPOTHHUYKOBBIX KT'yTHKOHOCIICB M BEJ MPUKPEIICHHBIN 00pa3 )KU3HH,
B CBsA3U C 4yeM coxpaHua juiib oauH krytuk (T. KaBambe-CMUT yTBepaad, 9TO 3TO ObLI
NEepeHAN KTYTHUK, COOTBETCTBYIOINHK KTryTuky BB2 y amy3omoHam), MCTIONB30BaBIIMIACS IS

CO31aHus TOKOB BOJBI, O6€CH€‘II/IBaIOH_[I/IX YJaaBJIWBAaHUEC NUIICBBIX YaCTHII.

Ora runore3a HE BIOJHE cOrjlacyercs C (UIOreHeTHYeCKHM  IOJIOKeHHeM
BOPOTHHYKOBBIX JKI'YTHKOHOCIIEB, KOTOpbIe HE SIBISIOTCS OasambHbIMH cpeau Holozoa, a
HanpoTuB popMupyroT Omkaiiryto k Metazoa cectpunckyto rpymmy. Kpome Toro, 3amanuuBas
OJTHOKT'YTHKOBOCTh y HEKOTOpBIX Breviatea ckopee Bcero He CBsiI3aHa € OJHOKI'YTHKOBOCTbIO
Opisthokonta, Tak kak y OJHOXIYTHKOBBIX Breviatea coxpaHsercss >XIyTUK Ha BTOPOM

(mepemHe, MOJI0/I0N) KMHETOCOME. A I BOPOTHUYKOBBIX JKTYTHKOHOCIIEB IMOKAa3aHO, YTO HMX
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KTYTHUK SIBJIICTCS TIEPBBIM (CTapbIM) KTYTHKOM B XOJI€ KT'YTUKOBOM TpaHchopmanmu. Hakowerr,
€CTb CBEJCHHS uTO (pacumH — O€JIOK, MO3BOJSAIONMN (OPMUPOBATH MUKPOBOPCHHKH, YHHKAJIEH
nns kaaabl  Filozoa (Filasteria+Choanoflagellata+Metazoa) u orcyrctByer y mpoumx

Opisthokonta.

B kauectBe anbTepHATUB CEAEHTAPHOM THUIOTE3€ MOXKHO MPEIJIOKUTH amMeOOUIHYI0
(«HYKJI€ApMUAHYIO») U NAPA3UTAPHYIO (KMXTHOCIOPHIAHYIO») TUIIOTE3bl, 0003HAUECHHBIE TaK B

CBsI3HU C IByMs Harbouiee Oa3anbHBIME TaKCOHaMH B BeTBsAx Holomycota u Holozoa.

O06e runore3pl MOAPa3yMEBAIOT MOJHYIO WM, TI0 KpaiiHell Mepe, BecbMa 3HAUYUTEIbHYIO
PEAYKLHIO KT'YTHKOBOTO ammapara, U IMOocJeayloliee ero BTOpUYHOe (HO YK€ He MOTHOLEHHOE)
BOCCTAHOBJICHHE Yy JKI'yTHKOBBIX rpymm Opisthokonta. Ha To, uro Takas peKamuTy/siius
TMIOTEHIMATBHO BO3MOXKHA YKa3blBaeT HEJABHO yTouHeHHas (uorenus Amoebozoa?®’ Xors
ABTOPBI JIAHHOTO HCCIICIOBAHUS TPHJICPKUBAIOTCS TUIIOTE3bI MHOXCCTBCHHON HE3aBHCHMOU
(MOJTHOM WJIM YaCTHYHOM) peAyKIMM >KIYTHKOBOIO ammapara B BeTBsx Tubulinea, Discosea,
Cutosea, Variosea u Archamoebea, B paMKkax NpeyIOKEHHON MMH (QHIOTCHHH MOYHO TaKKe
MPEITOJIOKUTh MOJHYI0 HJIH 3HAYMTEILHYK YTPATy KITYTHKOBOIO ammapara y mnpeaka
Amoebozoa u ero mociaenymwomee BocctanoBiaenne B BerBu C0ON0Sa. DTO MPEIOIOKEHNE
TaKk)K€ KOCBEHHO MOXXET OBbITh MOAJEPKaHO TeM (PaKTOM, UYTO MHOTHE OEJNKH KT'YTHKOBOTO
anmapara u LHOMT, wnu ux Onuxaiilmive mapajiord MMeT ajJbTepHATHBHbIE (YHKUHMHU B
KJIIETKE, 32 CUET KOTOPBIX MOTYT «IIEPEKHUTH» BPEMEHHOE NCUC3HOBEHUE KI'YTUKOBOTO ammapara

B IBOJIOLMH TPYIEIZS,

B Takom ciydae, B paMkax amMeOOWIHON («HYKJICAPHWIHOI») THUIOTE3bl MOXKHO
NpeJIOKUTh AHAJIOTWYHBIA clieHapuid W Juis BetBH Opisthokonta, cormacHo kotopowmy,
JBYKTYTHKOBbIE aM&00(Iare/uIsThl, pa3oUICAINecs ¢ ally30MOHAIaMH EPEIUT K MOJTHOCTHIO
aMeOOHIHOMY KHU3HEHHOMY IHUKITY MPUHSIB GopMy GHI03HOH aMEOBI, OIN3KYI0 K COBPEMEHHBIM
Hykieapunaam. [locie yero B BerBsix Holozoa u Holomycota He3aBrCHMO POU30IIIIO YaCTHYHOE
BOCCTAHOBJICHHE JKT'YTHKOBOTO ammapara. KOHEYHO, MOXHO OBbUIO Obl MOWUTH W [ajblie U
IPEIIOIOKNTh, YTO KTYTHKOBBIM ammapar yke ObLI peIynupoBaH y o0Omero mnpeaka
Opisthokonta u Amoebozoa, Ho Takas «nawameboudnasy ecunomesza TMPencTaéT COBCEM YK

(anTacTuuHOM, yuuTbiBas poactBo Opisthokonta ¢ Apusomonadida u Breviatea.

Opnako, naxe Oe3 3TOro, HECKOJbKO Oojee BEpOATHOM BBHIMISIAUT Napa3UTapHasi
(«mxTHOCTOpUAHAs») runore3a. OHa mpennonaraer, yto odumid mpenok Opisthokonta Owon
napa3uToOM WM NMpa3uTouaI0M, o jo0Ho coBpeMeHHbIM Rozellida, Aphelidea u Dermocystida u

KT'YTHK ObUT HEOOXO/UM €MY JIUILb Ha OBICTPOTEUHOM paccenuTeNIbHOM U He MUTAIOLIENCs CTaauu

50



300CIIOPBI, B CBSI3U C Y€M JKTYTHKOBBIM ammapar 3HA4MTEIbHO peaylnupoBaics. Brociencrsuu
4eCTh €ro NOTOMKOB CHELMAIN3UPOBATIaCh B HAIPABICHUM Mapa3uTHU3Ma €Il€ CHIIbHEE, a 4acTb
(Hykneapuubl, KpoHoBbie H0l0Z0a) o TeM HiIu MHBIM IPUYMHAM BEPHYJIAch K XMIIHUYECTBY. B
paMKax TOM I'MIIOTE3bl MOXKHO OOBSCHUTB U 33aJ{HEE PACIIOIOKEHUE )KTYTHUKA, CIOCOOCTBYIOLIEE
Oosiee BEPOSATHOMY U IPSIMOMY B3aUMOJACHUCTBUIO TeJla KIETKH PAcCEIUTEIbHON KI'yTUKOBOU

cTaauu 1 HCKOMOM KJIETKH XO3sHHA.

Crout OTMCTUTB, UTO 00€ 9TH TMIIOTE3bI YIIHUPAKOTCA B TaK Ha3bIBaCMbIH 3aKOH I[OJIJIO, ()
HU3KOH BCPOATHOCTHU 06paTI/IMOCTI/I 9BOJJIIOIMOHHBIX ITPOLECCOB. B YaCTHOCTH, OAHAXbl CTaB
napasurtamM, O4Y€Hb MaJI0 KAaKHC TIPYIINbl OPraHM3MOB BO3BpPAlIaAJINCh K CBO6OI[H0)KI/IBYH_[€My
06p33y KHN3HU. OI[HaKO OI'POMHBIC OTPE3KHW BPEMCHHU W CPABHUTCIIBHO BBICOKasd CKOPOCTH

9BOJIIOIIMA ITPOTUCTOB, BO3MOXKHO KOMIICHCUPYIOT 3Ty HpO6JI€My.

CoBpemeHHbIE (PHIIOreHOMHBIE PEKOHCTPYKITUY npearnonaraioT, 4to LOCA — nociennuii
ooummii mpexok Opisthokonta cymiecteoBan B mpomexytke ot 1,5 10 2 MJIpA. JieT Hazax'?2. s
9BOJIIOIUM MHKPOOPTraHM3MOB 3TOT OTPOMHBIN Ja)K€ B TE€OJOTHYECKHX Maciradax OTPE30K
BpPEMEHHU — OeCKpaifHee 1MoJie SBOJIOIMOHHBIX BO3MOKHOCTEM, Ha KOTOPOM IIPEIKH COBPEMEHHBIX
rpyrn Opisthokonta moriu onpo6oBath camble pa3HbIC KH3HEHHBIC (POPMbI M KOHCTPYKTHBHBIC
TUIBI Opranuzanuu. He 3ps B HemaBHUX pa0dOTax MOJYEPKHUBAIOTCS KOHBEPreHTHbIE CXOACTBA
MeKIy HekoTopbiMu JuHHsiMu Holomycota u Holozoa'®. V kaxmoii u3 3THX JHHHN GBUIO

A0CTAaTOYHO BPEMCHHU, 9TOOBI pCaIn30BaTh BCC JOCTYIIHBIC BAPpHAHTEI.

HenmaBHue OTKpPBITHS HOBBIX TPYIIN XHUIIHBIX KTyTHKOHOCIEB cpeau Holozoa
JIEMOHCTPHUPYIOT, uTo ¢uiiorenusi Opisthokonta He Tak yeTko pa3penieHa, Kak 3T0 Ka3aioch B
OoJlee paHHMX AHANM3aX, 4 HAPOTHB OYEHb YyBCTBHTENbHA K TAKCOHOMHYECKHM BHIGOpKaM 4®,
JlaHHBIE METar€HOMHUKH TaKXe CBEJCIIBTCBYIOT O CYIICCTBOBAHHH 0OJILINOT0 KOJHYECTBA €IIé
He ONMCAHHBIX YBOIONHOHHBIX Junuii Opisthokontal’. Bcé »1o HaTankuBaeT Ha MBICTE,
npocmaTpuBaromyiocss B pabore P. Keeling u F. Burki''’, o Tom, uto Mbl mnniTaemcs
PEKOHCTPYHPOBATh PUCYHOK KPOHBI JIpeBa KM3HU HMEsS HA PyKaxX JIHIIb OTACIbHBIC JUCTHS,
ymagpimme ¢ Hero. Ho 3To He MOBO/I OCTaHABIMBATLCS, BE/Ib HAIITKM TEXHOJOTHH U METOJIBI aHATH3a

CTaHOBSTCS BCE COBEpIICHHEE, a COOP JMCTHEB MPOUCXOIUT BCE ObICTpEe.
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Pasnea Il. 3akiarouenue

B pesynbraTe cuHTE3a aKTyalbHBIX JIUTEPATYpHBIX AAHHBIX O (PMIIOT€HUU DYKAPUOT U
yIBTPAaCTPYKTYpE LMTOCKEIETa W >KTYTUKOBOI'O amnmapara OJHOKJIETOUHBIX IpeICTaBUTENIEH
cyneprpymmsl Opisthokonta npeoxeHa Bo3MokHasI cXeMa IBOJTIOINH HEHTPOB OPraHU3aNHH
MHKPOTpPYOoYek B pamkax jgaHHou rpynnbl (Puc 1. B I[lpunoxenusx). OHa moapa3symeBaeT
PeIyKIIHOHHYI0 IBOJIIOIHUI0 KIyTHKOBOTO armapara Opisthokonta, kotopas Moria npou3oiTu B
CBSI3U C Pa3IMYHBIM HBOJIOIHOHHBIMH M (YHKIMOHAJBHBIMH NpUYMHAMH. B dwacTHOCTH, Y
Opisthokonta mpakTHYeCKu MOIHOCTHIO yTpaueHbl MUKPOTPYOOUKOBBIE KOPEIIKH KI'YTHKOB, OHU
HEe HAOJIOAAIOTCS JlaXKe Yy HEIAaBHO OTKPBITHIX IIYOOKO BETBSIIMXCS XKTYTHKOBBIX (GopMm. A B
HECKOJIbKUX TpYIINax OTCYTCTBYET TE€HETUYECKUH HMHCTpYMEHTapuil ais (GopMUpOBaHUs

JKTYTUKOBOTI'O alllrapara Kak TaKOBOIO.

Psin BBISIBJIEHHBIX B HEJaBHHX HCCJIEIOBAHMAX YJIbTPACTPYKTYPHBIX NPHU3HAKOB
MOIYT OKAa3aThCsl 3HAYMMBIMHU Ul TeX win uHbIX noxarpymm Opisthokonta. Tak, cBsi3b
KHHETOCOMBI C MUTOXOHIPUECH MTOCPEICTBOM (GUOPHILIIPHOTO KOPEIIKa MOXKET OBbITh BaXKHOM JIJIsI
Kiaasl oOwvenunsromein Opisthosporidia u Fungi, a Hanuume ueHTpaibHOrO (uiIaMeHTa B

IIEPEXOIHOM 30HE Temeph Moka3ano He Tonbko A Choanoflagellata.

[TpoBeneH KpaTKHii CpaBHUTEIbHBIH Pa300p MOTEHHAIBLHO CYIIECTBYIOIIHX IT'HIOTE3,
OIHCHIBAIOIIMX MPOUCXOXKICHNE U TSHICHIIUH IBOJIIOIIMU OMUCTOKOHTHOTO (33IHEKIyTHKOBOI'O)
armapara. JIoMUHUpYIOIasi Ha TaHHBIH MOMEHT CelleHTapHas («X0aHO30WHAas») TUIIOTEe3a HMEeT
HEKOTOPbIE HECTHIKOBKM C aKTyalbHOW KapTuHO# ¢uorennn Opisthokonta, a Ttaxxe ¢
MMEIOIIMMHUCS CBEJICHUSAMH O MOPSIKE JKTYTHKOBOW TpaHchopmarmu. C Apyroil CTOPOHBI,
aKTyajbHas (UIOTEHUS JaHHOW TPYIIBI MOKET OKa3aThCsl HEYCTOWYHMBOMW, a albTePHATHBHbIC
THIIOTE3bI — aMeOOu/IHAs («HYKIICApUUIHAS») U TMapa3uTapHas («MXTHOCIIOPHIHAS») — TAKXKE HE
UMEIOT JIOCTATOYHOTO MOATBep kK aeHuUs. CenaH BIBOJ] O TOM, YTO B HACTOSIIHI MOMEHT MBI e1lé
HEe pacrojiaraéM HEOOXOJWMBIMU JIAHHBIMH, YTOOBI OT/AATh MPEANOYTCHHE OJHOMY W3
o0ObsicHeHUH 3amHekrytukoBoctu Opisthokonta, u B pamkax TEKyIIMX HCCICIOBAHUM

HCO6XOI(I/IMO YUUTBIBATH UX BCC.
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Ipunoxenue |. Tadaunbl

Hpuaoxenus

Ta6mz1ua 1. CpaBHI/ITeHBHaﬂ XapaKTEPUCTHUKA OCHOBHBIX KOMIIOHCHTOB MUTOCKEJICTA OYKApHUOT

Ha3zBaHue KOMIOHEHTA

MukpoTpy6ouku

MukpopuaaMeHTbI

CenTHHBI

ITpome:xxyTOYHBIE
dunameHTHI

CtpyKkTypa MOHOMEPOB

TyOynuH - ToOyIApHBI O€0K,
COCTOSIIINN U3 IBYX CyOBETUHHII -
anpda- u Oeta-TyOynuHa. Kaxmas

G-akTuH - NIOOYISPHBINA
OEJI0K, COCTOSIINI U3 OHOMN
HOJIMIENTHIHOMN IEN.

CenrtuHsI - TIIOOYIApHBIC
OeIKH, COCTOSIIII U3
OIHOH ITOJIUICIITHIHOMN

Pa3nblie OeaKku, UMEIOIIHE

OOIIYI0 CTPYKTYPY:
LIEHTPaJIHHBIN anbda-

yepeayromumMucs anbda- u 6era-
CyObeIMHUIIAMH.,

OTHOCHUTEIIBHO MPE/IbIIYIIEH,
o0pa3ys criupaiib ¢ 13
MOHOMEpaMHy Ha 000pOT.

MoHoMepamu. Kaxxplii
MOHOMEp UMEET JIBa
uHTepdeiica s
CBSI3BIBAHUS C JAPYTHUMU
moHoMmepamu: G u NC.
G-untepdeiic obpazyer
JIMHElHbIe ey, a NC-

HUMeEET calT cBsa3biBaHusA [ T 11(S0178 CIIUPAJIbHBINA CTEPKHEBOU
JIOMEH, OKPY>KCHHBII
HECTPYKTYpUPOBaHHBIMHU N-
u C-TepMUHAITBHBIMU
JIOMEHaMHU
Pa3mep monomepoB 55 x/la (omHa cyObeqMHATIA) 42 x/la 32-65 x/]a 40-220 x/1a
Kodakropsr coopku GTP/GDP ATP/ADP GTP/GDP Her
CrpykTypa $puiaMeHToB [Tonble nunuHIpS! U3 13 F-aktun. Boitnas cnivpains - | Konbua wim uenu us3 Beperena u3 BocbMu
napajieNbHbIX TPOTOPHUIaMEHTOB, JIBE BUTBIX LIEIIN, HECKOJIBKMX NapaJuleIbHBIX TETPAMEPOB,
00pa30BaHHBIX JTMHEHHBIMH LETISIMU 00pa30BaHHBIX JIMHEWHBIMU | MApajuIeNbHBIX 00pa30BaHHBIX ABYMS
TyOyJIMHOBBIX JUMEPOB. nensmu G-aktuHa. Kaxnas (uaMeHToB, NapaJuIeIbHBIMU TUMEPAMHU.
[IpoTodunamenTs UMEIOT MOHOMEpHas eANHHUIIA 00pa3oBaHHBIX Kaxnapiit aumep cocTouT U3
JIECTHUYHYIO CTPYKTYpY C aKTHHAa MOBepHyTa Ha 166° CENTHUHOBBIMH JIByX aHTHIIApAJUIEITbHBIX

IMOJIMITENITUAHBIX LIETIEH.
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untepdetic oopazyer
KOJTBIIA.

ITonstpHoCTH Ha. bera-cyObeAMHNUIIBI Ha TITIOC- Ha Her Her
KOHIIE
Huametp priiaMeHTOB 25 HM., C IPOCBETOM 15 HM. 5-9 um. 5—20 um. 8 — 12 um.
Cpenusist ayiuHa 200 M. — 25 MKM. 100 aM. — 30 MKM. 0.5 - 10 MxmMm. 1- 10 MxM.
(bumaMeHToB
[TepcucTenTHas amuHa 5000 mMKM. 13,5 MKM. 12 MKM. 0,5 MKM.
¢dunamMeHTos
Juaamuka pumamMeHToB JuHaMuyecku HecTaOMITBHBI Ha TUTI0c- | CKIIOHHBI K aKTUBHOM Mennennas CpaBHUTEIBHO CTATUYHBI

KOHIIE.

peoprasuzaniy u

NoJIMMEpU3alua u

TPEAMUIIIIUHTY AcnojmMepusanuys ¢
0001X KOHIIOB
DakTOphI HYKJICAIIH y-TURC (y-tubulin ring complex) Arp2/3 (actin-related SEPT2, SEPT7, u/n
proteins-2/3)
dakropsl mosumepuzanun | EB1 (end-binding protein 1) , [Mpodwmnun, Tumo3uH-Oeta- | SEPT6, SEPT12 H/1T
XMAP215 (Xenopus microtubule- 4, xopunuH, GopMHUH,
associated protein 215), MAP2, Tau Ena/VASP
(enabled/vasodilator-
stimulated phosphoprotein)
dakTopsl CrarmuH, kune3un-13 , MCAK ADF (actin-depolymerizing | u/n H/1
JIETIOJIMMEPU3AITHH (mitotic centromere-associated factor) / kopumus,

kinesin),

T'CJIB30JINH

Crabunusupytomue Oesku

Tau, MAP4, MAP2, takcoin

Tponomuosus, anbda-
aKTUHUH, CIIEKTPHH,

SEPTY9, SEPT11

IInexTHH, TecMuH

dakTopsl pa3pbiBa KaranwuH, ciactuH, ka3nasza 3, I'enp30nmH, KOGWINH, H/1T H/N
katericuH D BUJUINH
Kanupyrorue 6enku CAP-Gly (CAP-glycine-rich domain) , | CapZ (capping protein Z- H/I H/1I

CLIP-170 (cytoplasmic linker protein-
170)

line), GCap39 (gelsolin
capping protein of 39 kDa),
TPOIIOMOYTUH
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CuuBaroiue 0eaKku MAPG65, MAP2, Tau, dumOpuH, anbda-akTHHUH, SEPT6, SEPTS8 ®dunarrpus,
CICKTPOILTIAKHHBI (UITaMHH, CIIEKTPOILIAKUHBL, CIEKTPOILTAKHHBI
GAS2-like
MoTopHbIe OeIKu Kune3nHsl, TMHEHHBI Muo3uHb! H/I H/I

Paznoo6pasue u
pacmpocTpaHeHue

Anbda- u 6era-tyoymuH (13
nu30Qopm), raMMa-TyOyJIHH.
PacnpocTtpaneHnsl Bo Bcex

9YKapUOTHIECKUX KIICTKAX.

G-aktuH (6 uzodopm), F-
akTUH. PacnpocTpaHeHsl BO
BCEX IYKapUOTHYECKHUX
KJIETKaX.

Cenrrunsl (13 uzodopm).

PacnpocTtpaHeHs! B
JKHBOTHBIX W TPHOAX.

Pazusie 6enxu (75
u3zodopm). PacipoctpaneHbt
B )KUBOTHBIX.

Jlokanu3anus U KOMILICKCHI

HOMT, B T. 4. HEHTPOCOMBI,
JKTYTUKOBBIN anmnapar, BEPETEHO
JIETICHUS], aKCOMIOIMU, OTPOCTKU

KoptukanpHslit cioif,
CTpecc-BOJIOKHA, JTJOOOIOINH,
JIAMEJLTUIIOANH, (DUITOTIOTUH,

CenTuHOBBIC KOJIBIIA,
y4acTKU KOHTaKTa
KJIETOK ¢ CyOCcTpaToM

SnepHas namuHa,
LUTOIIa3Ma, KJIETOYHBIE
COCTMHEHHUS (JIECMOCOMBEI,

HEPBHBIX KJICTOK. MHKPOBOPCHUHKH, W JPYTUMH KIICTKAMU, FCMI/II[GCMOCOMI)I).
AATe3UOHHbBIC KOHTAKTHI, OCHOBAaHUS KyTUKOB U
COKpaTUMBIH KOJIbLEBOI JpYyrux HuToIasma-
amnmapar, CapKOMEpBHI. THUYECKUX BBIPOCTOB
OcHoBHBIE (pyHKITIH ObecrieunBaroT GpopMy U MOABIKHOCTE | ObecrieunBaroT popmy 1 Y49acTBYIOT B JIeII€HUN Ob6ecrieunBaroT

KJIETKH, OPHUEHTAIUIO ¥ TPAHCIIOPT
opraHes1, COOpKy BepeTeHa AeJIeHUs 1
KT'YTHKOBOTO afrapaTa

MOJIBM’KHOCTH KIIETKH,
y4acTBYIOT B COKpAIIEHHH
MBIIIII, aJIT€3UU KJIETOK,
JIEJIEHNH KJIETOK H
(hopMupoBaHUHT
MHUKPOBOPCHHOK

KJIETOK, (QOpMUPOBaHUHU
0apbepoOB MEKTY
KJIETKaMH U
NOJ|/ICp)KaHUN
KJIETOYHOH TOJIIPHOCTH

MEXaHUYECKYIO IPOYHOCTDh U
YIPYTrOCTh KIIETKH,
CTAOMIIM3UPYIOT TOJIOKCHIE
sfipa ¥ IPYTUX OpraHesu,
Y4acTBYIOT B 00pa30BaHUH
KJIETOYHBIX COSTMHEHUN

[Ipokapuoruueckue
TOMOJIOTH

FtsZ, BtubA/B, TubZ

MreB, crenactin

Her

CreS
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IIpunoxenune |l. LnmrocTpanun

Puc. 1 (aBt.). Cxema 3BOIONKH LIEHTPOB Opranu3aiuu Mukporpybodek y Opisthokonta (Bepxusst yacts). Mctounuku
WILTEOCTparHii®7393:146,153.156,157,164,168,173,175,176,179,187,192,198,199.201.209 212y iorenms Ha ocropel1 7120124213 Cpentuss w HEKHSS 4ACTh WUTIOCTPALMH HA

CJICAYIOIINX CTPpaHULAX.

dsontouua LLOMT opHokaeTouHbix Opisthokonta

P\ \

Neocallimastigomycota Monoblepharidomycota Blastocladiomycota

FUNGI sensu stricto

\

Choanoflagellata
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Apusomonas proboscidea

npipouowosndy

Thecamonas trahens

Hcrounnku nimocrpauuii: Yubuki et al., 2013; Heiss
et al., 2013a; Heiss et al., 20136; Geimer et al., 2005;
Grif et al., 2021; Pekkarinen et al., 2003; Galindo et al.,
2019; Letcher et al., 2016; Cali et al., 2017;
Tikhonenkov et al., 2020a; Tikhonenkov et al., 20206;
Mylnikov et al., 2019; Karpov et al., 2019; Karpov et
al., 2020; Seto et al., 2020; Powell et al., 2014;
Jaspersen et al., 2004; Bullitt et al., 1997; Karpov et al.,
1998; Pozdnyakov et al., 2017; Lundin et al., 2008;
Uzbekov et al., 2020; ®uorenus: Ha ocHose: Adl et
al., 2019; Burki et al., 2020; Galindo et al., 2021;
Tikhonenkov et al., 2022; Yazaki et al., 2022;
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Puc. 2 O606uIEHHAs cXeMa CTPOEHHUs KIYTUKOBOTo ammapara sykapuoT (M3: C. A. Kapnos, 2001)1%,

O6o3HaueHus: aK — aKCUalbHas TpaHyla (akcocoma); OK — OE3KTyTHKOBash KHHETOCOMAa;, BM —
BTOPUYHBIC MUKPOTPYOOUKH; X — JKIYTHK; XK — XT'YTHKOBasS KHHETOCOMA; U — YCNIYHKH; M —
nepudepudecKue MHUKPOTPYOOUKOBBIC JyOJETHI aKCOHEMBI, I — TOMEpeYHas IIaCTHHKA; TIC-
nepexoaHas chupaib; M — nepexoaHsle GUOPWILIB;, p — (UOpPUIUIAPHBIN Kopemok cucrems! |l
(puo3miact); T™M — MHUKPOTPYOOUKOBBIE TPHUILIETHl KHHETOCOMBI; (¢ — QuOpminspHas cBs3ka
CKMHETOCOM; IIM — IIEHTpPaJIbHBIE MHKPOTPYOOUKH aKCOHEeMBI, s — sapo; Il — peOpuctorit
MUKPOTPYOOUKOBBIH KOPEHMIOK C OTXOMSIIUMH OT HETrO0 BTOPHUYHBIMH MHKPOTPYOOUYKaMu; 2-r4 —

MHUKPOTPYOOUKOBBIE KOPEIIKH.
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