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IIpeacTaBuTean noptuna Tunicata (O6oAouHMKM), M3 KOTOPBLIX HauMb6oAee M3BECTHbI ACHUMAMM, IO MOPGOAOTrMM, KM3HEHHBIM LIMKACGM M
crroco6aM MUTAHUS U PA3SMHOXKEHMS PEe3KO OTAMYAIOTCH OT BCEX APYIMX XOPAOBLIX M 60nee Bcero oT mo3BoHOuHbIX (Vertebrata). Opnako
ACGHHBIE CPABHUTEALHOM F€HOMMKM M SBOAIOLIMOHHOM 6MOAOrMM DASBUTHSA CBUAETEALCTBYIOT, YTO Hamboree 6AM3KM K IMO3BOHOYHBLIM HE
roaoBoxopaAoBbIe (Cephalochordata), 06br4Ho MMeHYyeMble AQHILIETHUKAMMU, d MMEHHO O60A0YHMKH. IO 9TOM NPpUIMHE MOAEKYASIPHO-O6MOAOTYECKHUE
MUCCAEAOBAHMUSI OBONAOYHMUKOB BAKHEI AAST UCCAEAOBAHMIA 10 IIIMPOKOMY KPYTY 6MOAOrMYECKUX BONPOCOB. KAIOYEeBbIM COBLITHEM, OIIPEASAVBIILINM
OTBETBAECHME OGONOYHMKOB OT OCTAABHBIX XOPAOBBIX, 6BIAO MPHOBGPETEHNE FeHA CUHTA3BI LIEAAIOAO3BI IYyTEM FOPU3OHTAABHOIO IIePeHoCcd OT
AKTMHOOGAKTEPMI. BOSHMKINAS HA 3TOM OCHOBE CIIOCOGHOCTL O6PA30BbIBATE O60AOYUKY, BHITOAHSAIOLIYIO 3ALIUMTHYIO ¥ ONIOPHYIO GYHKIINMM, CHU3UAQ
ACGBAEHME €CTECTBEHHOro oT60pa HA MOBLILIEHME MOABUIXKHOCTM M CAOXKHOCTM ITOBEACHMUSI AMST COMOCOXPOHEHMS M MUTAHUSA. YTPATA IEeHOB,
obecreYnBAIOIINX CTABIIME HEHYKHBLIMM GYHKIMHM, ¥ COOTBETCTBYIOLIEE YIIPOIIEHUE FeHOTUIIA U GEeHOTUIIA CO3BAAAM YCAOBUS AASI BLICTPOM,
CPABHUTEABHO C F'ONOBOXOPAOBBIMU M IMO3BOHOYHBLIMM, CKOPOCTHM DBOAIOLIMM OGOAOYHMKOB. AABTEPHATUBHbBIE DBOAIOLMOHHBIE TPAEKTOPUMU
Tunicata 1 Vertebrata okazaamch conpszkeHHbIMU C CYLIECTBEHHBIMM PASAMYMSIMHU 10 KAETOYHBIM PECYPCAM U AAUTEALHOCTH PA3BUTHUA. BbICOKAs
reHeTUYEeCKAs MAACTUYHOCTbL OGOAOYHMKOB CIIOCOBCTBYET MX GAQITALIMM K IIPOUCXOASMIIMM B HACTOsAILIEe BpeMsI KAMMATUYECKUM M3MEHEHUIM
U, COOTBETCTBEHHO, MX MHBA3MBHOCTH, YTO AEAAET PSIA BUAOB OIIACHBIMMU AAS SKOAOTMYECKOro 6AAQHCA B MOPCKMX DKOCUCTEMAX.
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The species referred to the subphylum Tunicata, among which ascidia are best known, drastically differ by their morphology, life cycles and
nutritional and reproductive strategies from all other chordates, most notably vertebrates. However, data related to comparative genomics and
evolutionary biology of development suggest that not Cephalochordates, which are commonly known as lancelets, but Tunicates are closest
relatives of vertebrate animals. That is why molecular-biological studies of tunicates are important for gaining insights into a very wide range of
biological problems. The key event that determined branching of the tunicate lineage from other chordates was the acquisition of the cellulose
synthase gene by horizontal transfer from an actinobacterium. The resulting ability to form an envelope (tunic), which can perform protective
and supportive functions, reduced selection pressure towards increasing motility and more complex behaviors employed in self-protection and
nutrition. The loss of genes responsible for functions that became unneeded and the corresponding simplification of the genotype and phenotype
provided conditions for accelerated evolution, compared with that of Cephalochordates and Vertebrates. The alternative evolutionary trajectories
of Tunicates and Vertebrates were associated with significant differences in cell resources and duration of embryogenesis. The high genetic
plasticity of Tunicates facilitates their rapid genetic adaptation to current climatic changes making a number of tunicate species highly invasive
and dangerous for ecological balances in marine ecosystems.
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BBepeHue . Homo (250—400 TIc. et Ha3an), BeAeiacHue Homo u3

B sBomtonum )KU3HM Ha 3emMJiie MOXKHO BBIJICTIUTh 3Talbl, : ceMehHcTBa mpumartoB (2,3 MJIH JIET Ha3al), IPUMaTOB U3
BBI3BIBAIOIME OCOOBIM MHTEPEC B CBSI3U C UX 3HAYCHH- : KJacca MiekonuTaromux (50—-80 muH et Haszam), mie-
€M JIJIsI IIPOUCXOXKICHUS THUITA XOPAOBBIX, KJlacCa MJIICKO- | KONUTAIOIIHMX U3 ITOATHUIIA TO3BOHOYHBIX (0K0JI0 200 MITH
nuraomux 1 Buga Homo sapiens. K unciny Takux ata- | JIeT Ha3aJ) U MO3BOHOYHBIX M3 THUIIA XOPIOBHIX (OKOJIO
OB OTHOCSITCS BBIJICJICHUE CaMOT0 BUJIa sapiens u3 poga 550 miH jeT Hazamx). IMEHHO y XOPIOBBIX BIIEPBBIC I0-
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SIBUJTUCH TIPENITOCHUIKH (POPMUPOBAHUS FOJIOBBI C Yepe-
TI0M, COZIEP>KaIllM MO3T.

B coBpeMeHHBII THII XOPAOBBIX BXOAUT MOATHII [TO3BO-
HOYHBIX, WIN «4epenHbix» (Vertebrata, mim Craniata),
HacuyuThBarnmi 6oixee 60000 BHAOB, U3 KOTOPHIX 00-
Jiee MOJIOBHUHBI TPUXOJUTCS HA PHIO, U elle JBa MOATHIA:
ronmoBoxopaoBeie (Cephalochordata), kKoTOpbIX OOBIYHO
HaA3BIBAIOT JAHIIETHUKAMHU, — 0K0I0 30 BUAOB, 1 000J10U-
aukH (Tunicata, nnn Urochordata), HacuntsiBatomniue 00-
nee 2500 Bunos. [IpencraBurenu Bcex Tpex NOATUIIOB Jie-
MOHCTPHUPYIOT, IO MEHBIIIEH Mepe Ha HEKOTOPBIX Tanax
Pa3BUTHS, HATMYKE TOPCATIBbHON HEPBHOW TPYOKH, HOTO-
xopJa, hapuHTeaIBHBIX )KaOCPHBIX HIeNeil, CerMEHTUPO-
BaHHOM MYCKYJIaTyphI Tella ¥ XxBocTa [41, 72, 86].

[To3BoOHOUHBIE HE HYXJAIOTCS B OCOOOM IIpencTaBie-
HUH.

XpecToOMaTUHHBIH TPUMEP TOJIOBOXOPAOBBIX — JIAHIICT-
HUK (puc. 1) — Bnepsble 0611 onrcad [lannacom B 1774 1.
Kak MOJUTIOCK, Limax lanceolatus [61], 3aTeM cIycTs
62 rona mpu3HaH OMU3KUM K O€CUCITFOCTHBIM IT03BOHOY-
HBIM U IEpEUMEHOBaH B Amphioxus lanceolatus [93]; mo3-
’Ke OBIJI0 BOCCTAHOBIICHO OoJiee paHHEee Ha3BaHUE poja —
Branchiostoma [40]. TTo nanHBIM peecTpa BUOB MOPCKHUX
*kuBOTHBIX (http:/www.marinespecies.org), HbIHE CyIIIe-
CTBYIOIIIME I'0JIOBOXOP/IOBBIE BKIIIOUAIOT 25 BUOB 3TOTO
poia, B TOM YHCIIe «KJIACCHYCCKUI» JaHUCTHUK B. lan-
ceolatum, mecTh BUIOB pona Epigonichthys n Ba Buaa
Asymmetron.

Terno aTux MeNKuX (10 6-8 M JITIMHOI) )KUBOTHBIX UME-
eT YIJIMHEHHYIO CILUTIOIICHHYI0 ¢ 00KkoB (hopmy. [To ocu
TeJa MPOXOAUT YIpyTast XOp/ia, COCTOSIIIAsI U3 CHIIBHO Ba-
KYOJIM3WPOBAaHHBIX KJIETOK, a IO OOKaM OT HEe pacroJia-
TAOTCS MBIIIIBI, OJIATOAAPS COKPAIICHUSIM KOTOPBIX TEIIO
M3rubaeTcsi U3 CTOPOHBI B CTOPOHY; TaK JAHIETHHUK I1J1a-
BaeT. Haz Xop0¥i mpoXoIuT HepBHAsSI TPYOKa, a TIoJT Hel —
KHUIICYHUK. B cTeHKax mepeaHei 4acTH KUIIKH (TJIOTKH)
MMEIOTCS ’KabepHbIE eI, BEIYIIIIE B OKOJIOKaOepHY IO
(mepnbpaHXxMaIbHYIO0) MOJOCTh, OTKPBIBAIONIYOCS HAPY-
Ky HeOONbIIMM OoTBepcTHeM. Ha mepenHem KoHIE Tena
HaXOJIUTCS POTOBOE OTBEPCTHUE, HENAJIEKO OT 3aJHEro
KOHIIa — aHaJbHOE W 32 HUM — €lIe OJIHA CyIIeCTBEHHas
YaCTh THIUYHOTO IJIaHA CTPOCHHUS XOPIOBBIX — XBOCT.

O6onounuku (Tunicata) B cpaBHEHHUH C TOJIOBOXOPIIO-
BBIMH T0Opa3zio 60ee MHOTOUNCIICHHBI, pA3HOOOPa3HbI U
pacnpoctpanenbl. CBoe Ha3zBaHue noATun Tunicata mo-
nyuun eme B Hadane XIX B. ot XK.-b. Jlamapxka [52] mo
o011IeMy TPU3HAKY: KOKHBIH SMUTEITNH B3POCIIbIX )KHBOT-
HBIX BBIJICJISICT HA CBOCH MOBEPXHOCTHU CTYACHUCTHIH HITH
0oJiee TIJIOTHBIN CJIOW — TaK Ha3bIBAEMYIO TYHHKY. B co-
CTaB TYHHUKH, Kak O0b1T0 mokazano K.O. [lImunrom (1854)
u M. Beptio (1859), BXoauT Marepual, mo3xe uAeHTUGU-
LUPOBAHHBIN KaK HeuTr03a (cM. [38, 50]). CiocoOHOCTh
CHHTE3UPOBATh €€ PAa3UTEIBHO OTINYACT 0OOIOUYHHUKOB
OT BCEX JPYTHX MPEICTABUTEICH >KHBOTHOTO MHDA.
TyHHKa BBIMOIHSACT 3AlIUTHYIO U OMOPHYI (QYHKIIHH,

a TaK)Xe IpUHUMAET yJacTue B popmupoBanuu Gpuisrpa-
LIMOHHOTO amnmapara. boIbIIMHCTBO 000JI0YHNUKOB ITUTA-
I0TCSI, TPOITYCKasi BOAY Yepe3 opra, IJie 3a1epKUBAIOTCS
MEJIKHE YaCTHIIbI, B TOM YHCJIe ITAaHKTOH. Takoi criocoo
MMUTaHUSI MOXKET OBITH BHOJIHE 3 ()EKTUBHBIM, KOT/1a HE
OpPraHM3M JIBH)KETCS B CpeJie, a cpefia MPOKaYuBaETCs Ue-
pe3 opranusm [41].

[liran crpoenus tena 060109HNUKOB (puC. 1) XapakTe-
pusyercst U-00pa3HbIM KHIIEYHUKOM C BXOJAHBIM U BBI-
BOAHBIM cU(pOHAMH, ITepHOpHUpOBAHHON OpaHXHaTIBbHOM
TIOJIOCTHIO M COZIeprKalel 1esuTono3y TyHuko. Cpeaun
000JI0YHUKOB NMEIOTCSI KaK CBOOOJIHOILIIaBAOIIHE, TaK U
BeJyIIMEe PUKPEIJICHHBIH 00pa3 KU3HU, OAUHOYHBIC U
KOJIOHHAJIBHBIE POPMBI, TPUYEM TOCIICTHUE COBEPIICHHO
HECBOHCTBEHHBI IPyTUM XOpI0BBIM [41, 86].

HckonaeMble OCTaTKH CBHIETEIBCTBYIOT, YTO 000104~
HHKH, TOJIOBOXOP/IOBBIE U OECUETIOCTHBIE TO3BOHOYHEIE

dvevetra () asned Amipdanzis :') Tie i

Puc. 1. Pucyrnok DpHcra lekkens, nsobpaxaiowmii B paspese
cnpasa naHueTHMKa (Bua cboky) 1, cnesa, acumauio
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BO3HHUKIIM yXKe B paHHeM keMOpuu (cMm. [37]). A peBHeii- BbIX THTIOB: Cephalochordata, Urochordata u Vertebrata,
[I1e MMAJICOHTOJIOTMYECKHE CIIEJbl TYHUKAT JaTHPYIOTCS a Chordata paccmarpuBath kak cyneprun [72]. ITo mpa-
BpemeHeM 550 mutH sieT Ha3af [7]. OcTaBuBIINE UX Opra- KTUYECKHU IIOJHOCTBIO CIOKUBILIEMYCSI KOHCEHCYCY IIpa-
HHM3MBI OTHECEHBI K KJaccy acuuaui (Ascidiacea). BHJIBHBIM SIBJISIETCSI BApHAHT A (CM. HUIKE).
OOcy>k/1IeHue TPOUCXOKICHNUSI U paHHEH 3BOJIONUN MHorue npoTuBOpeUrs B BOIpoce o (uiorenese 000-
XOpAOBBIX Hawasiock enie B cepeaune XIX B. Paznbie JIOYHUKOB OOBSICHSIIOTCSI TEM, YTO pa3Hble aBTOPHI Oa-
ABTOPBI BBIBOJIMIIM XOPZOBBIX OT HEMEPTHH, T'OJIOBOHO- 3UPYIOTCSl B CBOMX CYXJCHUSX Ha Pa3jIMuHBIX Habopax
TUX MOJUIFOCKOB, KOJIBYATBhIX YepBEH, YICHUCTOHOTHX, HEMHOTHX IPU3HAKOB. A MEXy TeM, KaKk ObIJIO OTMeue-
MOJIy XOPAOBBIX... CaMbIX U3BECTHBIX MPEACTABUTECH Ho B.H. bexnemuiessim [2, c. 11], «opranusm ectb He-
00OJIOUHUKOB — aCHUAUN — JIOJITOE BPEeMsI MTPUUNCIISLITH YTO HENPEPHIBHO MEHSIOMIEeCs, OH ecTh Mop(onporecc,
K MOJUTIOCKAaM, M TOJBKO IOciie SMOPHOIOTHYECKUX HC- 1 BCE CTaJINM, ¥ BECh XOJ[ €ro )KU3HEHHOTO ITUKJIA TIPeJl-
caenoBanuii A.O. Koanesckoro [51], onucasuiero aop- CTaBJISAIOT 00BEKT MOPQOIIOTUNY». B KU3HEHHOM ITHKJIE
CaJIBHYIO HEPBHYIO TPYOKY, HOTOXOPX H JaTepaJibHbIC BCE 3BEHbsI B3aUMOCBSI3aHbI, TAK YTO U3BMEHEHHU I, KOCHY B-
MBIIIEYHBIE KJIETKH Yy JIMIUHKHU acCIUAUN, TPOSICHIIIACH IITMECs] OHOTO 3BEHA, IIPSIMO MJIM KOCBEHHO OTPAXKAIOTCs
TIPUHAJICKHOCTD aCllUINH K TUITY XOPIOBBIX. A. Briumm 1 Ha OCTAJIBHBIX. [I09TOMY B Cy’>XJIEHHSIX 00 3BOJIONHNHU
B 1984 r. [95] BnepBbIe cHOpMYIHPOBAT MBICIH O TOM, JKUBOTHBIX HYKHO YYUTHIBATh U CPABHUBATH BCE CTAIUU
YTO CAMBIMHM IPUMUTHBHBIMH M3 HBIHE )KUBYIITUX XOPJIO- ’KM3HEHHOTO IIMKJIA, a He OT/AEJbHBIC TPOU3BOIBHO BBI-
BBIX SIBJISIFOTCS JIAHIICTHUKH, @ 0OOJIOYHUKHN ITPOU3OIILITH OpaHHBIC MPU3HAKH.
OT CBOOOJTHOIIABAIOIINX XOP/IOBBIX, HO JIETPaIHPOBAIH [TocTossHHBIM Ha BCEX CTaAUSIX >KU3HEHHOTO ITMKJA
W3-3a CUJTUEro o0pas3a KU3HHU. MHOT'OKJIETOYHBIX JKMBOTHBIX, 32 PEAKUMHU HCKIIOYCHU-
OOIenpruHSITON rUIIOTE3bl 00 YBOJIFOIIMOHHOM BO3HHUK- saMu', octaercs reHotur. OJHAKO HAJCKHOCTh BBIBOJIOB
HOBEHUH XOPAOBBIX HET: IIPEI0JIarajioch negomopdHoe, 0 (UIIOreHEeTHYECKUX OTHOIICHMSIX HAa OCHOBE JIAHHBIX
HEOTEHHYECKOE MPOUCXOK/IEHUE XOPAOBBIX OT JINYMHKH MOJIEKYJISIPHOW T€HETHUKH, PAaBHO KaK U JIFOOBIX JIPYTHUX,
MPENKOBBIX (HOPM, UMEBIIHX, TOTOOHO aCIIUAMM, B3pOC- B TOM YHCJI€ MOP(OJIOTHYECKUX U IMOPHOJIOTHYECKUX,
Y10 CUASAYYI0 (OpMY, a TaKKe CyIIeCTBOBaHHE TeJIaru- 3aBHCHT KaK OT YHCJIa YYTEHHBIX NPU3HAKOB, TaK U OT
4yeckoro Jru0o uepBeoOpa3HOro oOUIero mpeaka Xopao- 4YHCciia BUJIOB, IIPEACTABISIIOMNX KaXKJAbIH U3 TAKCOHOB,
BBIX, CXOJIHOTO C KMIICYHOIBIIIAITUMH IOy XOPJOBBIMH B3ATBIX 1151 U3yueHus. [loaToMy mnepBble TOMBITKH MO-
(cm. [4, 12, 41, 86]). PexoHCTpyKIHs 00OMIEro mpeaka 3a- JICKYISPHO-(HUIIOTCHETUUCCKOTO aHaJIM3a IMPHU BKIIIOUC-
TPYAHSIETCS MOTEPEN CIMIIKOM MHOTHX I'€HOB U MOp(O- HHUH B HEro 000I04HUKOB B 1990-x — Hauane 2000-x rT.
JIOTHYECKUX CTPYKTYP Y 000JIOYHUKOB, CKOPOCTH IBOJIIO- OBLIIM BBITIOJIHEHBI Ha BHIHYK/ICHHO OTPAHMYEHHBIX Mac-
LIMH KOTOPBIX BBIIIE, YEM Y TO3BOHOYHBIX U JTAHIETHUKOB CHBax JaHHBIX, 1 HEM30€KHO HEOHO3HAUYHBIC BBIBOJIbI
[41]. JTaHue THHK e paccMaTpUBAETCs B KAYECTBE «KUBO- TOJKOBAJIMCH B MOJIb3Y TPAAULIMOHHBIX NIPEICTaBICHUN,
r'0 UCKOIIaeMOT0», OJIi3K0oro 1o MophodyHKIIHOHATEHOM 110 KOTOPBIM OOOJIOYHUKHU OTJIEIUIIUCH OT OOIIUX TIpeJl-
OpraHM3aIyy K MMOCJIeTHEMY O0IIEMY MPEKY XOPAOBBIX KOB XOPJIOBBIX paHbIIIe, Y4eM ITPON30ILI0 OT/ACTICHUE IIpel-
[41, 86]. KOB JIAaHIICTHUKA OT IIPEJIKOB ITO3BOHOYHBIX (CM. [34, 63]).
Bo3MoxxHBIe BapuaHThl (UIOT€HETHYECKUX OTHOIIIE- Yb6enurenbHble OCHOBAaHMS JUISl MEPECMOTpa ITHUX
HHUI MEXJy TpeMs MOJITHIIaMU XOPJIOBBIX IOKa3aHbI HA B3IUISIIOB ObLIM npezAcTaBiieHbl B 2006 r. B mony4uBIIei
puc. 2. 3HaUMMOCTD pasanuui MEXKy HUMH MPHBENA K 'V nekoropsix mpexncraButeneil Ecdysozoa — ornensusix Nematoda u
OPEAIOKCHUIO IIOBLICUTD PAHT HBIHC IIPU3HAHHBIX IIOATH- HemHorux Arthropoda — HaGIHOAaeTCS AMMUHYLHS XPOMATHHA U SJIMMH-
OB, COCTABJIAOIIUX THUII XOPAOBBIX, 10 YPOBHS TPEX HO- Hallis XPOMOCOM B paHHEM 3MOPUOTEHE3E.
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Puc. 2. BapnaHTsl dunoreHeTMHECKMX OTHOLLEHUIA MEXAY OCHOBHBIMM TOKCOHAMM XOPAOBBIX
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OTPOMHBIN pe30oHaHC paboTe, I/ie aHATN3UPOBAIHUCH TO-
cIeIoBaTeIbHOCTHU 146 TeHOB, 00IIUX 1715 34 BUIOB pas-
JINYHBIX TAKCOHOMUYECKHUX T'PYIIIT, B TOM YHUCJIE YETHIPEX
npeacTtaBuTened Tynukar [22]. beut caenan BBIBOJ, 4TO
T'OJIOBOXOP/IOBBIE OTEIUINCH OT OOIIEH dBOTIOIMOHHOMN
JIMHUU XOPJOBBIX paHbIIe, 4eM 000JIOYHUKH, U TIOITOMY
OoJiee OIM3KMMH POJCTBEHHUKAMH ITO3BOHOYHBIX SIBIISI-
FOTCSl HE JJAHIIETHUKH, KaK MOXKHO OXKHJaTh Ha OCHOBa-
HHH CXOJICTBA X CTPOCHUS C HU3IINMH ITO3BOHOYHBIMH,
a acIUJINM U Apyrue o6omouHukH (puc. 2A), HeCMOTps
Ha SIBHBIE OTIIMYUS B3POCIIOi (POPMBI OT JIFOOOTO U3 TO-
3BOHOYHBIX.

ITo mpuumne pritoreHeTHYECKOM OJIU30CTH TYHHKAT K
ITO3BOHOYHBIM PE3YJIbTaThl UCCIEAOBAHUS MOJICKYJIISP-
HO-OHMOJIOTHYECKUX OCHOB AMOpHOTeHe3a TyYHHKAT MpH-
o0penu B HacTosIIee BpeMs 0co00e 3HaUCHHE ISl BCeH
SBOJTIOIIMOHHONW Owosiornu pas3Butus (evo-devo). Tem
HE MEHee, UCCIICIOBAaHMsI Ha TyHHKaTax He IpHUBJIEKa-
FOT CTOJIb HIMPOKOTO BHUMAaHUSI, KAKOTO 3aCITy>KHBAIOT.
OcHoBHasl 11eJIb JJAHHOTO 0030pa COCTOUT B TOM, UYTOOBI
BBIBECTH O0OJIOUHUKOB U MTOCBSIICHHYIO UM JINTEPATYPY
Ha BceoOniee o0o3penune. B nepBoii uactu o630pa OyayT
ONMCAHBI KJIACCUYECKHE MPEACTABICHUSI 0 MOPPOPYHK-
LIMOHAJIBHBIX OCOOCHHOCTSX TyHUKAT. Bo BTOpO# yactn
OyZeT mpeJcTaBiIeHa JUTepaTypa Mo MOJICKYJISIpHO-(H-
JIOTEHETHYECKUM HCCJIEIOBaHUsIM TYHUKAT. B TpeTbeit
4acTH OyyT OTMEUYEHBI HEKOTOPHIE CBSI3H MEXKJ1Y STUMH
JIBYMSI aCIICKTaMH MX U3y4CHHUSI.

1. MOP$®OPYHKIIMOHAABHAML
OPTAHMU3ALINYG TYHUKAT
B PA3BUTUU U SBOAIOLIUU

1.1. BonpocChl KAACCUPUKRALIUA
IToxTrumn o6onounnkoB (Tunicata, unu Urochordata) Tpa-
JTHUITMOHHO JEIUTCS Ha TpH Kiacca: Ascidiacea, o0benu-

APPENDICULARIA
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HSIIOIIM I OAMHOYHBIX U KOJIOHHATBHBIX CEACHTAPHBIX K1~
BOTHBIX Tpex oTpsaoB (Stolidobranchia, Aplousobranchia,
Phlebobranchia); Appendicularia (unu Larvacea), nemarn-
yeckasl B3pociasi CTaJiusl KOTOPBIX CXOIHA C JUYNHKOM
(larva) npyrux npencraBuTese 000JOYHUKOB, HAIIPU-
Mep, acuuauii; Thaliacea, BKIIOUArOIIUNA TPHU OTPsiIa TIe-
JIATUYECKUX B3POCIBIX POPM CO CIIOKHBIM KHU3HECHHBIM
nukioM (cansnsl Salpida, oraerenku Pyrosomida, 6odo-
nounuku Doliolida) (puc. 3). U3BectHO 6osee 2000 Br10B
acuuauii, okono 72 sugoB Thaliacea u okojo 20 BUIOB
anneHuKyspuit [41, 86].

ANTIeHTUKYIISIpuA, OyTydd BO B3POCIOM COCTOSIHHH
CXOZHBIMH TI0 CTPOCHUIO C INYMHKAMHU, & HE B3POCIBIMHU
bopmamu qpyrux 000JIOYHHUKOB, OTIIMYAIOTCSI OTO BCEX
elie ¥ TeM, YTO TYHHKa y HUX OTIEJISICTCS OT TOBEPXHO-
CTH TeNa, pacmupsercs B o0beMe 1 00pa3yeT «JIOMHUK,
HaMHOTO IPEBBIIAIOMNN B pa3Mepax HaxXOSIIHHCI B
HEM OpTaHW3M JIWHON He Ooiee 2 MM. JJoMHK MOXET
MMETh BEChbMa CIOXHYIO CTPYKTYPY, 00eCIIeUHBAOIIY O
(unpTpanmio KUIKOCTH, KOTOpas MPOKAYUBACTCS Yepe3
JIOMUK B pe3yJibTaTe OMeHus XxBocTa ero oonrarens. Kor-
J1a pUIIBTP OKa3bIBACTCS 3a0UTHIM, AlINICH IUKYJISIPHS BBI-
IJIBIBACT U3 HEr'0, MMesl YrKe IPUJICTAONINH K Hell HOBBIH
«IOMHK», KOTOPBIM OCTaeTCs TOIBKO «HaLyThb». CTapble
JIOMUKH OCEJIAaI0T BMECTE CO 3HAYUTEIbHBIMU KOJIUYECT-
BaMU CO/IepKalIeiicsi B HUX LEJUTION03bI, YTO MOXXET BHO-
CUTbH CYIIECTBEHHBIN BKJIaJl B OMOr€OXMMHUYECKHE yTIIe-
poAHBIE IUKIIBI [96].

[Ipn ydere DONOIHUTEIBHBIX OCOOCHHOCTEH CcTpoe-
HHUSI, Pa3BUTHSI U MOJICKYJISIPHO-(HUIOTEHETUUECKUX 00-
CTOSITENIBCTB, KOTOPBIE OTYACTH PACCMOTPEHBI HUIKE, Ha |
Kiaccuukanue 000JIOYHUKOB MTOBUCAET CTOJIBKO BO-
MIPOCOB, YTO KOHCEHCYC 3/IECH €II€ OTHIO/Ib HE JIOCTUTHYT.
B wactHOCTH, HEKOTOPBIE MOJIEKYJISIPHO-(DHIIOreHeTHYe-
CKHE JaHHbIE TI0 000JIOYHUKAM CBUJIETEIBCTBYIOT O MO-
Hopunun Appendicularia n Thaliacea, Ho He Ascidiacea,

THAUACEA
PHLEBOBRANCHIA

Puc. 3. PunoreHetnueckue otHoweHus mexay obonounmkamm (no [86]). MyHkTMPOM nokasaHbl cly4au HEAOCTATOMHBIX AAHHBIX

ansa Bbl60pd OAHOro U3 HECKOJIbKUX BAPHUAHTOB
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pa3HbIe OTPSIbI KOTOPBIX UMEIOT, TI0-BUIUMOMY, Tlapadu-
JIETUYECKOE MporucxoxacHue (cMm. [41, 86]).

1.2. O9M6pMoreHes o60A0YHUKOB
B CPABHEHUM C APYTIMMM XOPAOBBIMMA

B 1905 r. Konkaus [16] o0HapyXni1 1eTepMUHUPOBaH-
HOE, Ha3BaHHOE UM «MO3aMYHBIM» JpoOJIeHne 3MOpHo-
HOB acuuauu Styela n mpocienun cyab0y OTHEIBHBIX
KJIETOYHBIX JTUHUH 3apojsiia. CTOIb KPOMOTINBOE HC-
cIieZIoBaHME KJIETOYHOM CyIbOBI B SMOpHOreHe3e CTajio
BO3MOYXHBIM IIOTOMY, YTO 3apOJIBIIIN aCUHUANH (1 IpyTUX
000JIOYHHUKOB) COCTOSIT U3 MAJIOTO YHCJIA KJIETOK CPaBHU-
TEJIBHO C TO3BOHOYHBIMH. C TeX 1Op 3MOPHOIOTH OOBIYHO
pa3auyaroT IeTePMUHUPOBAHHBIN (MO3aWUHBIN) U peTy-
JISITUBHBIA THUITBI PA3BUTHS; 3TO pa3/eJIeHUE CBI3aHO CO
CpPOKaMH CTAHOBJICHUS ITPOMOPQOIIOTUH 3apOJIbIIIeH, ee
rpaJueHTHBIM MM MO3aWYHBIM XapaKTEpPOM U BO3MOX-
HOCTBIO PETYJISIINU NIPU YAAJICHUU YacTh. Y KMBOTHBIX
C MO3aWYHBIM, JETEPMHUHHUPOBAHHBIM THIIOM Pa3BUTHSI
(mpedopmanueii) cienuuKanys KISTOK U 3a4aTKOB IIPO-
HCXOAUT B IEPHOA IPOOJICHHU S, TOT/Ia KaK y >KMBOTHBIX C
PeryJIsITHBHBIM Pa3BUTHEM (ITUT'CHE30M) CriCIIU(UKAINS
3a4aTKOB OCYIIECTBIISICTCS TI03/THEE, B ITOJISIX TEHHBIX pe-
TYJISITOPHBIX CETEH M KJIETOYHBIX B3aUMOACHCTBUMN.

Ecnu npobGneHne TyHUKAT XapaKTepH3yeTcsl JeTep-
MHHHUPOBAHHOCTBIO CYAbOBI 0J1aCTOMEPOB, TO AJIs JIaH-
LIETHUKAa M ITO3BOHOYHBIX, KaK W JUISI OOJIBIIMHCTBA
Deuterostomia, THITUYHO PETyJISITUBHOE pa3BUTHE, NPO-
XOJIsIIIIee Yepe3 CTaJMI0 AKBUIIOTEHTHBIX OyiacTomep,
cyapba KOTOPBIX BechbMa IUIACTHYHA, a HEe IpeaoIpee-
JIEHA CTOJIb JKECTKO, KaK y MaJIOKJICTOYHBIX 3apOJIbIIICH
C MO3aWYHBIM PAa3BUTHEM.

Knerounsle pecypchl pocTa U pa3BUTHSI TYHUKAT, JaH-
LIETHUKA ¥ TO3BOHOYHBIX BEChMA CYIIIECTBEHHO pa3inya-
FOTCSl YK€ B KOHIIE IPOOJICHHS 3UTOTHI, K HaYaJly racTpy-
msinwu [10, 67] (Tadu. 1).

Tabn. 1
Yucsao KIeTOK K HAYAJy racTpyJIsiun
y npeacTaBuTeIei XopaoBbIX (1Mo [67])
KHBOTHELC qI/ICHO“ Yucio
JIeNIeHU I KIICTOK
Oikopleura (annenouxynspuu) 5-6 38
Styela (acyuouu) 67 76
Amphioxus (ranyemnux) 9-10 780
Petromyzon (munoea) 11 2200
Triturus (mpumomn) 14 1600

CpaBHeHHUE YHCca NCJICHUI IPOOJICHHUS U YnCia Kie-
TOK 3aponblllla K Hayajly racTpyJsiud B Mpeaenax
Chordata moka3bIBaeT, 4YTO TaCTPYJISIIHS AMIMCHIUKYJIS-
puu Oikopleura n acuunuu Styela HauMHaETCs paHbIlIe,
4yeM y JTJaHIeTHUKa Amphioxus (Branchiostoma). Y MUHO-

ru Petromyzon n ampubun Triturus 9ucio KIETOK 3apo-
JIBIIIAa K HAaYaJTy TaCTPYISIIIUH MHOTOKPATHO BO3pacTaeT
IO CPAaBHECHUIO C MIPEJCTABUTEIIMHU 000IOUYHUKOB. TakuM
00pa3oM, Cpeau XOPIOBBIX HAYAJIO TACTPYIIAIIUHA 3aMe]-
JICHO (OTJIOXKEHO) Yy MPEJICTABUTEIICH O3BOHOYHBIX, UTO
TPaKTyeTCs Kak MpOosiBJIEHUE HEOTeHuu [67]. ¥V 3apossl-
1€l TO3BOHOYHBIX 110 CPABHEHHUIO ¢ OECIIO3BOHOYHBIMHU
npencraButessimu Chordata HaGrOMaeTCsl yBeIHYCHUE
quCIIa JISIIeHUH IpoOJIeHMS U CYIIeCTBEHHOE BO3pacTaHue
YHCIIa SMOPUOHATBHBIX KJICTOK K CTaIWH TacTPYJIISIIIHH.
JlaHHBIC O YHUCIe KIETOK K Ha4aly racTpyJIsIUH, TOTY-
YEeHHBIC JIPYTUMH HCCIICIOBATEIISIMU, HECKOJIBKO OTIIH-
YaroTCsl, He U3MeHss o0nryto kaptuny [31]: y Oikopleura
dioica TacTpyJIsIAs HAYWHACTCS elle Ha 32-KIICTOYHOU
CTaJINM, TOT/Ia KaK JJIs aCIUAUN yKa3aHO HadaJlo racTpy-
JISIUM, TpUxodineecs Ha ctaauto 110 kneTok.

lacTpynsinust conpoBoxkaaercs: nuddepeHInPOBKOi
KJIETOK pa3BHBAIOIIETOCS OpraHu3Ma >KHBOTHOT'O, B UTOT'S
y ammeHaukynaspuu Oikopleura nuddepeHIUpPYONTHECS
YacTH Teja, HapuMep, HOTOXOP/ U MycCKyJarypa, (Gop-
MHUPYIOTCSI MCHBIIIUM YHCIIOM KJICTOK IO CPAaBHCHHIO C
acCIUIUCH, TAHIICTHUKOM Y TTO3BOHOYHBIMU. Y aITCHIH-
KyJIspuu U aciuauu quddepeHInpoBKa yCKOPEHA, a Y
JIAHTICTHHUKA U TTPEICTABUTEIICH TTO3BOHOYHBIX — 3aMe/1JIC-
Ha. Y anneHJuKyJsIpuii B HAanOOJIbIIeH Mepe BhIpa)keHa
npekieBpeMeHHas qudQepeHnpoBKa CTpyKTyp B3po-
CIIOTO OpraHu3Ma Ha dYMOPHOHATBLHON WIIA JTUYHHOYHOU
cTaguu (ayIbTaIus); Y aCHH NN HAOIOJAOTCS pa3IHny-
HbI€, HO MEHBIIINE CTEIICHU aaybTaiuu [86].

lactpynsinus y JaHIETHUKA HAaYMHACTCS TpeMs Jielie-
HUSIMU APOOJICHUS MTO3KE, YTO TACT 3HAUUTCIBHBIN MTPH-
POCT uHciia KJIETOK 70 Havana ux auddepeHunanuu. 3a-
MeJJICHHUE K€ Pa3BUTHS HA paHHEH cTajnu (HEOTEHUsI) C
YBEJIMYEHHEM YHCIIa KJIIETOK U TEM CaMbIM IOTEHIHaja
YCIIOXKHEHHS TKaHEH M yBEIIMYEeHUs pa3Mepa Teljla Hau-
0oJiee BBIpaXXEHO Yy MO3BOHOYHBIX [10, 67].

W HEeoTeHUs, M Ay IbTalUs — IPOSIBIICHUS TETEPOXPO-
HUU (CM. Takke HUke pasnen 3). [Ipenmonaraercsi, 9To
TaKOTO POJIa TETEPOXPOHUH OOYCIIOBUIIM PACXOXKICHUE
JIMHUHM, BEAYIIUX K TYHUKATaM WM ITO3BOHOYHBIM, KakK
aJbTepPHATUBHBIX DBOJIOIMOHHBIX TpaekTopuit [67, 86].
B takom ciydae 000JIOYHHMKH MOTYT paccMaTpHUBaTHCS
KaK BO3HHKIIIHEC IIyTEM YCKOpPEHUS TUPPEPECHIIMPOBKHU
KJIETOK; TAaKO€ YCKOPEHUE B BBICHIEH CTETICHU BBIPAKEHO
y aIlmeHIUKYJISIPUN, MPOSBIISIACh B PSIYKIIUA U pa3Me-
pa Tena, U JJIUTEIBHOCTH XKU3HU opraHusma. Pazsutue
Oikopleura dioica oT 3UrOTHI 10 B3POCJIOT0 OpraHu3Ma
JUTUTCSL Bcero 24 yaca, BeCh KM3HEHHBIN IUKJI, B 3aBU-
CHMOCTH OT TEMIIepaTypbl, 3aHUMaeT He Oosee 10 qHEH,
3aBepiasich npu tremneparype 20 °C 3a 5 aueit [41, 86].
[103BOHOYHBIX K€ XapaKTepU3yeT 3aMe/UICHUE Pa3BUTHS
(HeoTeHHUsT) C BO3pacTaHHMEM 4YHCIIa KJIETOK, pa3Mepa Tena
U JUTATCIBHOCTH JKU3HHU.

[Tocne 3aBepiieHUs TacTPyISIUUA OCYIIECTBIISICTCS
CcreIU(pUIHBIA I XOPAOBBIX KUBOTHBIX MOpPQOreHe-

246

MexanMcumMnaMHAapHbIM Hay4HbIM U NpuKIagHoi XypHan «buocdepa» 2017, 1.9, N2 3




B.B. MCAEBA, A.T. TOJTYBEB

THYECKHUH Tporecc HeHpyIIsiun — (OPMHUPOBAHUS I0P-
CaJIbHOM HEPBHOI TPYyOKM SIHUTEINEM HEPBHOM Iia-
cTUHKHU. LleHTpanbHas HepBHAsI CHCTEMa TYHUKAT, KaK
W y TTO3BOHOYHBIX, (POPMHUPYETCSI 32 CUET CBEPTHIBAHUS
HEPBHOM IJIACTUHKH BJIOJIb OCH TeJla B HEPBHYIO TPYOKY,
XOTSI YUCJI0 HEPBHBIX KJIETOK OYE€Hb MAJIO 110 CPABHEHUIO
C MMO3BOHOYHBIMU. B mpexnenax nmoarumna oO60JI0YHUKOB
pPeAyKIUs YuCiIa KJICTOK HEPBHOW IJIACTUHKHM SICHO BBI-
paxeHnay Oikopleura cpaBuuTenbHO ¢ actiuausimu Ciona
u Halocynthia (cMm. [86]).

Y NO3BOHOYHBIX Ba)XHbIM JOMNOJIHUTEIbHBIM OHTO-
TCHETHYCCKUI U 3BOIIOIUOHHBIN pe3epB MopdoreHesa
MIPECTABIICH ILUTIOPUIIOTEHTHBIMU CTBOJIOBBIMU KJIETKa-
MM HEPBHOTO I'peOHS, (POPMUPYIOIIETOCS Ha JOPCATBHOMN
TTOBEPXHOCTH 3apOJIbIIIa ITOCIe CMBIKaHUS KpPaeB HEPB-
HOI TpyOKH. MHOTOYHCIICHHBIE MUTPUPYIOIIHAE KISTKH
HEPBHOT'O I'peOHS OCYIIECTBIISIIOT «BTOPOH payH] pas-
BHUTHSI» 3apOJIbIIICii MO3BOHOYHBIX, JaBasi HA4aJI0 IpH-
MepHO 20 pa3IMYHBIM KJIETOYHBIM THIIAM, yYaCTBYFOIIIMM
B 00pa30BaHUM MHOTHX TKaHEH, BKJIfoUas (haliioKpaHu-
aJIbHBIN MOp(OTeHe3 «HOBOI I'OJIOBB» COBMECTHO C KJIET-
KaMu 9KToJiepMalibHbIX t1akox [36, 37, 47]. b. Xoun no-
cTynupoBal [36], 4TO KJIETOYHBIA MaTepHas HEPBHOI'O
rpedHs MpeJcTaBIsIeT CO00I YeTBEPTHIN 3apOJIBIIIECBBII
JINCTOK, U OOJaJaloIIie UM TO3BOHOYHBIE — YEThIpPEX-
CJIOMHBIE KUBOTHBIE.

ITokazaHo, 4TO y 00OJIOYHHKOB, HO HE y TOJIOBOXOP/IO-
BBIX, B KJICTOYHBIX MOMYJISIIUSIX HEPBHOT'O I'PeOHSI, BO3-
HHUKAIOIIEr0 Ha CThIKE KpacB HEPBHOW IJIACTUHKH ITPH
€e CBOpauMBaHUM B HEPBHYIO TPYyOKy, B SOMOpHOreHese
TIOSIBIISIIOTCSI KJIETKH, CITOCOOHBIE TTPU SKCIIEPUMEHTAIIb-
HOM BO3JICHCTBUU MUTPUPOBATH NOJOOHO KJIETKaM HEPB-
HOTO T'peOHsI Mo3BOHOUYHBIX [8, 62]. Ho cpaBHUTENBHBIN
aHaJIN3 TeHHOW IKCIPECCUH B KJIETKaX HEPBHOT'O rpeOHs
TT0O3BOHOYHBIX M B CXOJHBIX C HUMU KJIETKaX aclUIui He
TIPUBEJI K OJTHO3HAYHOMY 3aKJIIOYEHHIO O TOMOJIOTHH TEX
W IPYTUX KJIETOK. BeposaTHO, MUTpHUpYIOIIHE ME3CHX M-
HBIE KJIETKH aCIlU TN BCE )K€ HE TOXKIECTBEHHBI KJIIETKAM
HEPBHOT'O I'PEOHS — SBOJIIOIIMOHHOTO HOBIIECTBA, XapakK-
TEPHOTO JIUIIb JUISI TO3BOHOYHBIX. TYHUKATHI TaKk U HE
MMPUOOpPEIN TOJIOBY, XapaKTEPHYIO ISl TTO3BOHOYHBIX,
Craniata. B3pocible aciiuiuy TUIeHbI CTMHHONW HEPBHOU
TpyOKH, X HEpBHAsI CUCTEMA PELYIIUPYETCS 10 A0PCab-
Horo (1iepedpanbHoro) ranmmus [37, 41, 86].

JInamHouHOE pa3BUTHE acUUIUN 3aKaHYUBACTCS Me-
TaMop(030M, BOBJICKAIOIIUM PAIUKAIBHYIO MOp]OII0-
THYCCKYIO U ()YHKITMOHAIBHYIO MIEPECTPOUKY C TIEPEXO0-
JIOM K cHsi9eMy 00pasy >KU3HH, HO Y almleHIUuKYJISIpHi
MeTamMop(]o3 OTCYyTCTBYET. ANMEHAUKYISIPUN — HAanOo-
Jiee yIpouieHHbIe 000JI0YHHUKH, B OOJIBIINHCTBE OYCHBb
HeOoJbIINE (OKOJIO 2 MM JUIMHOW) M CXOJHBIC C JIMYHH-
KOW acuMaui — OTCIOa ¥ UX aJIbTepHAaTUBHOE Ha3BaHUE
Larvacea [41]. ¥ mupocoM u cajibll HAOII0aeTCs IPSIMOC
pa3BuTHE, JapBaJibHAsl (JIMYMHOYHAS) CTaAUs yTpadeHa
[41, 86].

1.3. BaacToreHes nNpeACTABUTEAEN
O60NAOYHUKOB

Pa3nooOpa3zubie popmbl Oecroaoro, araMHOIro pa3MHO-
>keHus (OacToreHesa) myTeM pa3jInyHbIX (OpPM MTOYKOBA-
HUS HAOJTFOMAI0TCS y aCUAUN U JPYTUX MTPEICTaBUTEIICH
000JIOYHHUKOB — 332 HCKJIIOYCHUEM aIIeHIUKYIISIPUH, pas3-
MHOaIOUIUXCS TOJILKO TTOJIOBBIM Ty TeM [4, 5, 41, 86, 87].
B jKM3HEHHOM IHKJI€ KOJIOHUAJIBHBIX aCI[UIUN U APYTUX
MpeicTaBUTeNIe 000JI0YHIUKOB MTOKOJICHHUE PA3BUBIIETOCS
13 3UTOTHI 00300M/a YEPEIYETCS C MHOKECTBOM ITOKO-
JICHWH 6J1aCTO300M/10B, BOZHUKAIOIINX OECIIOIBIM ITy TEM
[4, 86].

[Ipu araMHOHN penpoxyKIINH TPOUCXOIUT ECTECTBEHHOE
KJIOHHPOBAaHHE MaTEPUHCKOTO OpraHu3Ma ¢ BOSHUKHOBE-
HHEM MHO)KECTBA TCHETHYCCKH UJICHTUIHBIX HHIHBUIOB
nin 0J1aCTO300M/I0B, MOIYJISIPHBIX €IMHUI] KOJIOHUH.

VY KOJNOHWANBHBIX acuunuii Botryllus schlosseri,
B. tuberatus n Botrylloides sp. oceBmiast Ha cyOCcTpaT JIn-
YUHKa-«TOJIOBACTHK» BCKOpPE HAUMHACT NaJljIeaTbHOe 10~
ukoBaHue [3, 4, 10], naBast HauaI0 NPUAOHHON KOJIOHUH,
0J1acTO3001 1Bl KOTOPOH MPOIOIHKAIOT araMHYIO PEIpo-
nykmuro (cm. [1]) (puc. 4).

[TokazaHo, 4yTo najeasbHOE NMOYKOBaHuE B. tuberatus
U IpyTUX OOTPHILIN OCYIIECTBIISETCS 3a CYET reMooJ1a-
CTOB — IUTFOPUITIOTEHTHBIX CTBOJIOBBIX KJICTOK (cM. [1, 86]).

V canbmn, 6oyonounnkoB u nupocoMm (Thaliacea) Ha-
Or0/1aeTCsl CI0KHOE YepeloBaHue IOJIOBOIO M Oecro-
JIOTO Pa3MHOXXEHUSI; ITyTEM CTOJIOHHAJIHLHOTO TTOYKOBA-
HHS BOZHHMKAET IeJlarnyeckasi KOJIOHUsS B BUJIE JITUHHOMN
LIETIOYKH OacTto300u10B. KojloHnn nmupocom, BKIIIOYa-
IOIME THICSYN 300UI0B, MOTYT JO0CTUTaTh 20-METpOBOit
JUInHEI [41, 86].

300uabI OOIBIIMHCTBA KOJOHUAIBHBIX 00OJIOYHUKOB
MEHBIIIE TI0 pa3Mepy, YeM 0COOH POJICTBEHHBIX COITUTAP-
HBIX (OIMHOYHBIX) BUJIOB; OTMEYEHA B3aUMOCBSI3b MEXKIY

Puc. 4. MpuxusHeHHas mopdonorus nepegHen 4actm
nnasatowen nuumnHku acumuann Botrylloides sp. (a), oceswen
NUYUHKM Toro Xe Buaa (6) n kononuu Botryllus tuberatus (s).
Dororpadun caenaxbl A.B. Axmagreeoin
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aJyIbTalleH M KOJJOHUATBHOCTHIO. [Toka3aHo Takke, 4TO
nepexo K KOJOHUAJIBHOCTH MPOUCXOJIUIT HEOAHOKPAT-
HO ¥ HE3aBHUCHUMO B SBOIIIOIMU Pa3HBIX T'PYMIIT TYHUKAT
U J1akKe pa3HbIX CEMEUCTB acuuINN. AHLUECTPATIbHOE CO-
CTOSIHUE aCUUJIUU, MO-BUAUMOMY, OPEICTABICHO COJIU-
TapHBIMU NpeacTaBuTensmu [41, 86].

2. 9BOAIOIIMOHHAA '’EHOMUKA
OBOAOYHUKOB B CPABHEHUU
C APYI'MMU XOPAOBBIMU
2.1. TOpMU30OHTAABHBIN IIEPEHOC I'eHOB

KtoueByt1o poib B OTAEIEHUH 000JI0YHUKOB OT TUHUH
Pa3BUTHS XOPAOBBIX, BEIYIIEH K TO3BOHOYHBIM, CHITpa-
JIO TIOSIBJICHHE T'€HOB, KOAUPYIOUINX CHHTA3y LEJTI0JIO-
3bI, OCHOBHOT'O KOMITOHEHTa 000j04eK. X nosBieHue y
000JIOYHHUKOB ITPEJICTABIISIET OCOOBII HHTEPEC, ITOCKOIIb-
Ky SIBJISIETCSI €UHCTBEHHBIM M3BECTHBIM CIy4aeM BO3-
HUKHOBEHHSI KPYITHOTO TAaKCOHA, UMEIOIIETO pPaHT MOJ-
THNA (MW JaXke THIA 10 MHEHHUIO HEKOTOPBIX aBTOPOB
[72]), B pe3yJibTaTe ropu30HTAIBLHOTO IIEpPEHOCa 'EHOB HE
CHUMOHOTHYECKUM Iy TEM.

Taxkoii crtoco® mpruoOpeTeHHS HOBBIX (DYHKITHH pacIpo-
CTpaHEH Y MPOKapHOT, TPHUYEM HACTOJIBKO HIMPOKO, YTO
Ha 3TOM OCHOBAaHWU CTABHUTCS I10JI COMHEHHE ITPUMEHHU-
MOCTb MOHATHUS O (PUIOTEHETHYECKOM JIpEeBE K HEKOTO-
pBIM uX rpymnmnaMm. Bmecto sToro BBonuTCs noustue Gu-
JIOTEHETHUYECKOM CeTu U ceTeBou mBotounu [79, 82, 88].

CuMOHOTHYECKNH CTIOCOO FOPU30HTAIBLHOIO IIEpeHoca
peanu3oBaH B MPOUCXOXKAECHUU DYKApPHUOT, KOTOPOE CTa-
JIO pe3yJIbTaToOM CMMOHMO03a apxei 1nbo ¢ naHodaKTepu-
sIMU, THOO ¢ APYTUMH OaKTEPHUSIMH, TPUYEM CUMOUOHTHI
MIPEBPATHIIMCH MO0 B MIJIACTH/BI, JINOO B MUTOXOHAPHH,
COOTBETCTBEHHO, UTO COIIPOBOXKAAJIOCH IEpepacnpeaesie-
HHMEM YacTH F'€HETHYECKOr0 MaTepralia Mexay sIIEPHBIM
T€HOMOM XO035I€B U TEHOMOM CUMOHMOHTOB. DTH U JIpyTHE
BO3MOXKHBIE MEXaHNU3MBI €CTECTBEHHOI'O TOPHU30HTAJIb-
HOTO IIPHOOPETEHNSI U 3aKPENJICHUsI TEHOB Y PAaCTCHUH 1
JKHBOTHBIX 00CYKJICHBI, HaIIpuMep, B 00630pe [79].

WNnoponHsle TeHbl, He TpuHaIexKamue Metazoa, 00-
Hapy>KeHbI TPH UCCIIEIOBAaHUY T'€HOMOB 26 BHIOB )KHBOT-
HBIX, B TOM unciie pogoB Caenorhabditis, Drosophila n
14 BU10B MO3BOHOYHBIX, BKJIt0Uast 10 Bu10B nmpumatos [17,
43, 77]. Taxue MHOPOMHBIC TEHEI CITOCOOHKI K IKCIIPECCUU
W y4acTHIO B MeTab0IM3Me OpraHu3MOB-PEIUITHEHTOB,
a Tak)ke K AYTUTMKAIUW U JTUBEPCUPHUKAIIUN B UX T'€HO-
Me. ['eHbI 6aKTeprUaNbHOTO MMPOUCXOKACHHUS MOT'YT TIPH-
o0peTaTh MHTPOHEL. Y YeJoBeKa HalJIeHO MPOSBICHHE
AKTUBHOCTH WHOPOJHBIX I'€HOB, MOT'YIIIUX Yy4acTBOBATh
B MeTa0O0JIN3ME aMUHOKHCIIOT, JIMITUIOB, MOIU(DUKALTHHI
MaKpOMOJIEKYJI, aHTHOKCHJIAaHTHOW aKTUBHOCTHU M HUM-
MyHHOM oTBeTe [17], HO aAeKBaTHOCTh UCIOJIb30BaHHBIX
MIpU 3TOM KpuTepueB ocnapuaercs [70].

CaMmplit ApKUN U NPSIMOJIUHEHHBIA MPUMEpP TOPU30H-
TaJIBHOTO MEPEHOCa T'€HOB KaK (JaKkTopa IBOJIIOIIUN MHO-
TOKJICTOYHBIX CTaJl U3BECTHBIM B PE3yJIbTaTe CEKBEHU-

poBanus reaoma actunuu C. intestinalis B 2002 1. [20].
Torna u 0611 NIEHTHPHUIIMPOBAH JIOKYC, COOTBETCTBYIO-
U TeHYy CHHTA3bI IEJJTI0JIO3bl U HE MMEIOIIUH TOMOJIO-
TOB Cpely MUJIJIMOHOB 3amucell B 0a3ax JTAaHHBIX T'€HOB
CcaMbIX pa3HOOOpa3HBIX KHUBOTHBIX. Korma ren cuHTa-
361 nestono3sl U3 C. intestinalis ObLIT TIO3Ke BKIJIFOUYEH B
(ustoreHeTHYECKUH aHAJIM3 OOJIBIIOTO YHCIIA TEHOB U3
pacTeHHil 1 TPOKapHOT, ero OJMKalIIne poJCTBEHHUKHU
ObLIIM oTIpeseniensl y akTuHoOakTepuid. [Ipenmonaraercs,
49TO OKOJIO 530 MITH JIeT Ha3ax 3TOT I'eH ObLIT epeHeCceH K
IpeKaM TYHHKAT TOPU30HTAJIBHO, BEPOSITHEE BCETO, BU-
PYCHBIM BEKTOpOM [59].

[TocneacTBreM 3TOro COOBITHS CTAJIO TO, YTO IOCIE
MIPpHOOPETEHHS CITOCOOHOCTH CTPOUTH M3 LEJLTIOI03BI TY-
HUKY, 32U IIAIONIY 0 )KHBOTHOE 1 CO3/IAIOIIYT0 JOMOIHHU-
TEJIbHBIE BO3MOXXHOCTH JUUISI COBEPILICHCTBOBAHUS (PUIb-
TPAIMOHHOTO CIIoco0a MHUTAHMS, Pa3BUTHE AKTUBHBIX
CIOCOOOB CAMOCOXPAHEHHMS U TUTAHUS YKE HE CO3/1aBAIIO0
JIOCTATOYHBIX CEJIEKTUBHBIX IMPEUMYIIECTB, YTOOBI CITO-
Cc0oOCTBOBATH Pa3BUTHIO HEPBHOI CUCTEMBI, BHY TPEHHETO
CKeJIeTa M IPYTUX MPU3HAKOB, KOTOPBIE 00SCIICYHITN IBO-
JIIOIMIO TTO3BOHOYHBIX. OTHajsa HEOOXO0AUMOCTh JTaXe B
TeX QYHKIHUSX, KOTOPBIEC YK€ NMEIIUCh Y TOJJOOHBIX JIaH-
LIETHHUKY MTPEAKOB. J{eleu COOTBETCTBYFOIIMX I'EHOB HE
MIPUBOJIMIIN K HETaTUBHBIM TOCJIECICTBUSIM U COXPAHSIINCH
B moToMcTBe. PaKkTHYECKH, TOTEPSI JIUIIHUX QYHKIINH U
HEOOXOJIMMOCTH B UX O00ECIIEUEHNUH JOTOITHUTEIBHBIMHU
pecypcamMu MOXKET Ja)e CO3/1aBaTh HEKOTOPBIE CEJIeK-
TUBHBIC MTPEUMYIIECTBA, B YaCTHOCTH, CIIOCOOCTBOBATH
YCKOPEHHIO CO3peBaHus oprann3MoB. Kpome Toro, more-
Pst OIHMX T'€HOB MOTJIA IPUBOAMUTH K YIIPOIICHUIO KOHTEK-
cTa JIJIs ISHCTBUSI APYTUX T€HOB, KOTOPBIH OrpaHUYNBACT
BO3MOXHOCTH UX MYTal[MOHHBIX N3MEeHEHUH. Takas Bo3-
pocmiasi TOJIepPaHTHOCTh K MYTAaIUsIM COITPOBOXK/1AJIaCh
YCKOpEHHEM MYTallHOHHOI'0 IIpoIiecca, B pe3yJIbTaTe Yero
TYHHUKATBI JIEMOHCTPUPYIOT YHUKAJIBHO BBICOKYIO CpEaH
BCEX XOPIOBBIX CKOPOCTH BOJIOIHH, OIEHUBAEMYIO T10
CpeHeMY YHCIy HYKJICOTHAHBIX 3aMEH B €INHUILY Bpe-
MeHH [9].

WuTtepecHo, uto y annenaukynsipun O. dioica Hai1eHbI
nBa rena CelS, a He €IMHCTBEHHBIN, KaK y acuuauni [68].
OpauH 13 IBYyX I'€HOB aKTUBEH Ha JIMYWHOYHOW CTAINU U
y4acTBYeT B 00pa30BaHUM IEJUTIOJIO3HBIX TSHKEH BIIOJIH
xopasl. Jpyroi o0ecneynBacT CTPOUTEIILCTBO «JIOMH-
Ka» y B3POCIBIX )KUBOTHBIX. IHTEpecC mpeacTaBiisieT BO-
IIPOC, KOT/1a MPOU30IILIa YUKW reHa, (PaKTHIeCKH
OTIPENEIISIONIET0 0CO00E MOIOKEHHUE TYHUKAT CPEIH KHU-
BOTHBIX: CIIYYHJIOCH JIM OTO Y OOIIMX MPEIKOB aCLHIHI
U almeHIuKYJISIpUil ¢ Iocienyomel noTepei oq1Ho! Ko-
UM y aClUINH, WJIN K€ TYTUIMKAILKS IPOU30ILIa y arl-
TIEHIUKYJISIPUH TIOCIIE UX OTNEJICHUS OT OOIINX MPEIKOB
C acIUAMSAMH WJIM OT caMuX acuuauii? Bropoit Bapuant
MPEANOYTUTEIbHEH, €CIIM UCXOUTh U3 PUHIIMIIA MaK-
CUMaJILHOW DKOHOMHUH (prtoreHeTnyeckux coosiTrii. Ho
OTBET 3aBUCUT OT TOT'O, KAKOBBI (PHIIOIr€HETUYECKHUE OT-
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HOIICHUSI MEX/J1y STUMH TAaKCOHAMHU C YUETOM JPYTHX
MOJIEKYJISIDHBIX IIPU3HAKOB, U €JUHOE MHEHHE 110 ITOMY
BOIIPOCY JIO CHX TIOP OTCYTCTBYET.

Kpome Toro, nosryueHrne NpuHIUITHAIFHOTO OTBETA Ha
BOIIPOC, OTKY/Ia BOOOIIIE B3sJ1ach Y TYHUKAT yHUKAJIbHASI
CITOCOOHOCTH I'€HEepHUpPOBaTh TYHUKY, TOJJHUMAET MHO-
JKECTBO BOIIPOCOB O JeTaisiX. Kak ciyduiocs, 4To TeH
BCTPOMUJICS B HOBBIH T€HOM pabOTOCIIOCOOHBIM 00pa3om,
TO €CTh OKa3aJICs IO/ IPOMOTOPOM, CITOCOOHBIM CBSI3BI-
BaTh JOCTYITHbIE TPAHCKPUIIIIMOHHBIE (haKTOPHI, Oosee
TOT0, UMEHHO T€, KOTOPBIE OITPEAEIISIIOT SKCIIPECCHIO IeHa
B HY’>KHOM MecTe B Hy»XHoe BpeMsi? OIHUM U3 BapHaH-
TOB OTBETA MOKET OBITH yHYacTHE JICHTUBUPYCOB (K 3TOMY
THITy BUPYCOB IIpuHaie:kuT BI1Y) B kauecTBe BEKTOPOB,
ITOCKOJIBKY JICHTUBUPYCHI CITOCOOHBI «YCTaHABIIMBATHY
TIEPEHOCUMBIH T'€H O] TPOMOTOPHI IPYTUX HMEIOITUXCSI
B KJICTKE I'€HOB.

CBorI0 poJib B 0OOCTOSITENIBCTBAX TOPU3OHTAIBHOTO T1e-
penoca rena CelS ot OakTepuil K MpeaKaM TyHHKAT MO-
IJIM CBITPaTh 0COOCHHOCTH CTPYKTYPbI M HYKJICOTHIHOTO
cocrasa JIHK ucrounuka [71]. ¥ akrunoOaxrepuii JTHK
oboramena GC-nmapamu, a y SyKapuoT BOOOIIE U TyHH-
KaT B yacTHOCTH — AC-ntapamu. OTHOCHUTENIBEHO BBICOKUM
siBIsieTcs cogeprxkanne GC-nap y XOp/IOBBIX B caiiTax CBsi-
3BIBAaHUSI TPAHCKPUIIIMOHHOTO (hakTopa AP-2, koTOpsIit
Y TYHHKAT 00ecCleqYuBaeT NPUYpPOUYCHHOCTh aKTUBHOCTH
reHa CelS k snunepmucy. Takum oOpa3om, ¢pparMeHT
JHK, BHegpuBIINiicS B F€HOM TYHUKaT M3 aKTUHOOAK-
TEepHii, MOT YK€ COIepXKaTh yYaCTKH, UMEIOIIUE TTOBbI-
meHHoe cpoacTBO K AP-2. Cam 3TOT pparMeHT HCXOHO
BKJIIOYAJI J1Ba OJIM3KO PacIoNoKEeHHBIX (Y aKTHHOOaKTe-
puii) reHa, KOJUPYIOMNX CHHTA3y LEJIII0N03bI U IeJUTI0-
na3y. [IpoxykT rena CelS TyHUKAT COMEPIKUT JIBa JOMCHA,
OJIMH M3 KOTOPBIX 00J1a/1aeT aKTHBHOCTHIO CHHTA3bI LIEJI-
JIIOJIO3BI, a JIPYTOd — LEJUII0JIa3HON aKTUBHOCTBIO, TEM
caMmbIM oOecrieunBasi BeCh IIMKJI METa0OIM3Ma [EeJLTIO-
JI03bI B TYHHKE.

IIyTu sBOJIONUY TYHHMKAT W NTO3BOHOYHBIX, CECTPHH-
CKHUX TAaKCOHOB XOPJIOBBIX, PA30ILIUCh Uy Th JIM HE IHaMe-
TPaJbHO. Y MMO3BOHOYHBIX SBOIONHUS MTPUBENIA K CAMBIM
CO00pa3UTEIBHBIM (YEJIOBEK), KPYITHBIM (CHHHI KHUT) U
OBICTPBIM (COKOJI caricaH) U3 HbIHE KUBYIIHX KUBOTHBIX,
Yero He CKaXkelllb HU 00 OJTHOM IPEICTABUTENE TYHHUKAT.
3aT0 TYHUKATBI MOTJIH OBl «IIOXBAJIHUTHCS» PEKOPAaMU Ha
MOJIEKYJISIPHOM YPOBHE, B TOM YHUCJIE€ BBICOKOH CKOPOCTEIO
SBOJIIONMOHHBIX U3MEHEHHUH B '€HOMaX, CaMbIM MaJIbIM
TEHOMOM M3 YHCJIa HAlICHHBIX Y XOPIOBBIX, & TAK)Ke ObI-
CTPOTOU pa3BUTHUS U CMCHBI TTIOKOJICHUH (cM. [41, 72, 86]).
HccnenoBanus 1o SBOJIONHMHM I'eéHOMa 00OJIOYHUKOB OY-
JyT PACCMOTPEHBI HUKE.

2.2. PUNOTEHOMHBIN AHAAUS
(DI/IJ'IOFeHeTI/I‘{eCKaH 6J'II/I3OCTI: 060J‘IO‘-IHI/IKOB, a HC Io-
J'IOBOXOpI[OBLIX, K ITIO3BOHOYHBIM 6LIJ'Ia HOI[TBep)KZ[eHa

CpaBHCHHUEM IMOJTHOCTHIO CEKBEHUPOBAHHOT'O T€HOMA JIaH-
LIETHUKA C CEKBEHUPOBAHHBIMHU I'€HOMaMHU JAPYTHUX XOp-
JIOBBIX WJIU JOCTATOYHO IMOJHBIMH HaOOpaMH XapaKTe-
PHUCTHYECKUX IKCIPECCHPYEMBIX MOCIIE0BATEILHOCTEH
(expressed sequence tags, EST), uTo mo3Bonuiio Beige-
muth 1090 renos, oOmMxX JUisg 12 MCCIIEqOBAaHHBLIX BU-
JIOB — OT KUIIIEYHOIIOJIOCTHBIX JI0 TTO3BOHOYHBIX, BKITIO-
yas yenoBeka [64]. [IpuHsATH BO BHUMaHUE TaK>Ke TaHHbIE
TTOJTHOT'O CEKBEHUPOBAHUSI TeHOMOB 0005109HNKOB Ciona
intestinalis, Ciona savignyi n Oikopleura dioica (cwm.
HIKe). OUIOreHeTHYeCcKasi CHCTEMa XOPJIOBBIX, MPe/-
rostaraomasi 0osiee OJIM3KUE CECTPUHCKHE OTHOIICHUS
MEXy OOOJIOYHHKAMHU U TTO3BOHOYHBIMH, YeM MEXKIY
ITO3BOHOYHBIMHU M T'OJIOBOXOPIOBBIMH, MOAACPKHBACTCS
B ITOJABJISIONIEM OOJBIIMHCTBE 00OOMIAFOIINX ITyOIH-
kanui [9, 23, 27, 28, 41, 55, 62, 64, 75], 3a HEMHOTUMU
UCKIrOUeHUsIMHU [83, 84].

HanexxnocTs moctpoeHust GUIOreHeTHYECKOro IpeBa
I10 JTIOOBIM TIPU3HAKaM 3aBHCUT KaK OT YHCIIa IPUHUMA-
€MBIX BO BHIMaHUE NIOKa3aTesei, TaK U OT Yucia y4TeH-
HBIX BHJIOB B TAaKCOHAX, OTHOIICHUS MEKIY KOTOPBIMHU
oJIIeXKaT BBISICHEHHIO. YeM Oouibllie M TOro, M Jpyroro,
TeMm sayuire. Ho yBenndeHHIo ynciia MOJIeKyJIsipHO-010-
JIOTUYCCKUX XAPAKTCPUCTUK, TAKUX KAK HYKJICOTHUIHBIC
IIOCJIEIOBATEIILHOCTH T€HOB MJIIN ONpe/ieJICHHbBIE CoYeTa-
HUS U TIOPSIIOK PACTIONIOKCHUSI TCHOB Ha MPOTSIKCHHBIX
yuactkax JJHK, TpyaHO COBMECTHTH C YBEITUUCHUCM YH-
CIICHHOCTEH M3y4aeMbIX BHIOOPOK pa3HBIX BHJIOB Opra-
HHU3MOB, TIOCKOJIBKY CEKBEHHPOBAHHE BCE CILE SIBJISICTCS
JIOpPOTOCTOSIIIEH, TN TEIBHOM 1 HE BITOJIHE OOIIEIOCTYTI-
HOU MPOLEAYPOH.

Kpaitnuit BapuaHT niepBoro noaxonaa (MakKCHMU3aINs
Yycia MPU3HAKOB) MPECTABIISIIOT COOO0I MoKa erle eau-
HUYHBIE PabOTHI, TIe TPOBOJAUTCS COMOCTABIICHUE ITOJIHO-
CTHIO MJIM B 3HAYUTEIIBHON CTENEHN CEKBEHHPOBAHHBIX
reHoMoB ((mitorenomuka) [11, 35].

Kpaitnue BapuaHTBI BTOPOTO MOJAXO/A MPEICTaBICHbI
0oJiee MHOTOYHUCIIEHHBIMH paboTamu, TJIe COMOCTAaBIISI-
IOTCSI HYKJICOTHIHBIE MTOCIIEZI0BATEIILHOCTH KaKOT0-JIN00
OJTHOT'O T'eHa MJIM aMUHOKHCIIOTHBIE ITOCIIEZI0BATEIIEHOCTH
OJTHOTO OelIKa, 3aTO y OOJIBIIOrO YHCia TAKCOHOB OoJjiee
BBICOKOT'O YPOBHSI (HU3KOTO paHra), MPe/ICTaBICHHBIX B
HEKOTOPBIX CIy4asX Jake HECKOJIBKMMHU OpPraHU3MaMH,
B IIpe/enax Ka)XJ0ro U3 CPaBHIUBAEMbIX TAKCOHOB OoJiee
HH3KOTO YPOBHS (BBICOKOT0 paHra). B kauecTBe ctanmap-
TOB JIJIs1 TAKOT'O aHAJIN3a IPUHSITHI IeH 18S-cyObeanHuIIbI
puOOCOM ¥ MUTOXOHIPHATBHBIN T€HOM, HMEIOIIIHECs Ipa-
KTHYECKH y BceX dyKapuoT. O0a mpu3HaKa UCCie0BaHbI
IIpH BKJIFOYCHUH TyHUKAT (cMm. [32, 35, 85, 92]).

KoMmnpomuccHble BApuaHTHI IPECTABIICHBI padoTaMu,
IJIe MOXXHO YCMOTPETh CTPEMJICHHE K ONTHMH3AINHU CO-
OTHOIIICHUSI MEXK /Y YHCIIOM YYTCHHBIX IIPU3HAKOB (OT JIie-
CSITKOB JI0 HECKOJIBKUX COTEH CEKBEHUPOBAHHBIX '€HOB) U
YUCJIOM M3y4YCHHBIX OPTaHU3MOB M TakCOHOB. [Ipumepa-
MH TaKOT'O ITOJIXO0/Ia SIBJISIOTCSI IIUPOKO LIUTHpyeMas pa-
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6ota [22], B KOTOpPOI HA OCHOBaHNH U3YyUYCHU S TPUMEPHO
COTHHM I'€HOB TYHHUKAaThl ObLIM MOCTABJICHBI B MTO3UIIHIO
CECTPUHCKOI'0 TaKCOHA OTHOCHUTEJILHO ITO3BOHOYHBIX, a
TaK’Ke UCCIIe/IOBAaHNE M0 aHAIN3Y 35 I€HOB «IOMAIIHETO
XO35IHCTBaY, OOIMMX JJIs1 IIMPOKOTO JUaria3oHa BTOPUY-
HOPOTBIX, KOTOPasi MOATBEPANIIa MOHO(DIIINIO TYHUKAT U
MO3BOHOYHBIX [91].

C ydeToMm emie ¥ BHYTPUBHUIOBOI'O T€HETHYECKOTO T10-
nuMopdu3Ma HEYTUBUTEIBHBI Pa3INYIUs MKy (HHITO-
TeHETUYECKUMHU JpEeBaMU, MIOCTPOCHHBIMH 1O Pa3HBIM
MIpU3HAKaM H/UJIU C UCIIOIb30BAHUEM PA3HBIX IPOLEAY P
roctpoeHusi. O BBICOKOW HaJIEKHOCTH BBIBOJOB MOYKHO
TOBOPHUTH, KOT/Ia K OJIMHAKOBBIM PE3yJIbTaTaM IPUBOIHUT
WCIIOJIb30BAaHME PA3HBIX IMPU3HAKOB M/UJIN Pa3HbIX MPO-
uexyp. [TonBogHbIe KaMHHM MOJIEKYJISIPHOW (DUITOTEHUH U
Ty TH IIPEOJIOJICHUS] TPYJHOCTEH OMHCAHEI B psijie 0030pOB
[11, 28, 29, 90] 1 mogpoOHO 0OCYKACHEI B MIPUMCHCHUH K
KOHKPETHBIM CIy4YasiM B HIUTHPOBAHHBIX 37IeCh paboTax,
MMO3TOMY Jlajiee KOMMEHTapHH Ha 3Ty TeMy OyJyT cBeze-
HBl K MUHUMYMY.

[ToHOE cexBeHMpOBaHME T'€HOMA ACIUIUN JIOCTUTHY-
1o st Ciona intestinalis 8 2002 r. [20] u Ciona savig-
nyi B 2007 1. [80], ans canwisl Salpa thompsoni — coB-
ceM HelaBHO [48], U B HacTosIIee BpeMsl ITPOJIOIIIKACTCS
BBITIOJTHEHHE TIPOEKTOB IO pacin(poBKe reHoB elie He-
CKOJIBKHX TpencTaBuTeic Ascidaciae. ['eHOM armeHiu-
kynsipunt Oikopleura dioica 6b1n1 cexBenupoBaH B 2010 1.
[24], HO k 2008 1., KOr/Ia OBLI TIOJTyYeH HAOPOCOK I'€HO-
Ma JaHneTHuKa Branchiostoma floridae [64], reHOM 3TOU
aIMeH UKYJISIPUH ObLI M3yYeH JIOCTaTOYHO TOJIHO [74],
YTOOBI y4eCTh €ro MPH COCTaBICHUH (PUIIOTCHETHYECKOTO
JIpeBa BTOPUYHOPOTHIX HA OCHOBAHMH TI0CIIEIOBATEIBLHO-
creit 1090 reHoB, 00IIMX ISl M3YUYEHHBIX ITPEJCTAaBUTE-
JIel pa3HbIX TAKCOHOB. B pe3ynbraTe Oblia MoATBEpIKIeHa
CECTPUHCKAs TTO3UIUSI TYHUKAT OTHOCHUTEJILHO Yepen-
HBIX, @ TaK)Xe MPOJAEMOHCTPUPOBAHA 0CO0ast MO3UITUS
aIMeH INKYISPUN CPeH IPYTUX 000JIOUHHKOB.

ITepBbIii M3 ATUX BBIBOJIOB B HACTOSIIIIEE BPEMSI IIPHHU-
MaeTcsl 32 OCHOBY OOJIBIIMHCTBOM HCCJIEIOBATEIBCKUX
TPYIII, aKTUBHO pabOTaIONINX B 3TOH 001aCTH, O YEM CBU-
JIETeIILCTBYIOT NMPAKTUYECKU BCE CCBHUIKH, IUTHPOBAH-
HBIE B 9TOM pa3zjelie. JonoIHUTEeNIbHBIMA TTPU3HAKAMH
MOHO(WJINY TTO3BOHOYHBIX U TYHHKAT Ha YPOBHE KOH-
KPETHBIX TCHOB SIBJISIOTCS CBOWCTBEHHBIE TOJIBKO ATUM
TakCOHaM OCOOEHHOCTH JIOMEHHOI OpraHu3aliy IeHOB
ceMelcTBa KaJXepUHOB U YHUKAJIbHBIE HHCEPIUU B KO-
JUPYIOIINX y4acTKax 'eHoB KojiiareHa [23], a Tak)ke Ha-
JINYME TOJIBKO Yy HUX oxHoW u3 Mukpo-PHK (cm. Hmxke),
06o3HauaeMoit kak miR-196 [13]%.

2 Pacryiuee npu3HaHHE MOHO(MINK 00OJOUYHHKOB U MO3BOHOYHBIX OTpa-

JKEHO B TCH/CHIMU HCIOIb30BaTh I BCEH JTOM KiIaabl obiee 0603Ha-
YeHHe, B Ka4eCTBE KakoBoro Bce vaimie ¢urypupyer tepmun Olfactores
(«oboHsbIMKN»?) [23, 91], YTO BBI3BIBACT HE JIMIICHHBIC OCHOBAHHI
IPOTECTHL. JIelI0 B TOM, YTO TEPMHH JTOT ObLT IpeIoxkeH eme B 1991 .
(Jefferies, 1991, uut. mo [23]), xoraa rumore3a 0 MOHO(GUINK TYHUKAT U

CpaBHEHHE T'eHOMOB JIAHIIETHUKA, ITO3BOHOYHBIX U TY-
HHKAT MOKA3bIBAET, YTO DBOJIOLHS TO3BOHOYHEIX OT 00-
IIEro ¢ TYHUKAaTaMHU IIPeIKa COMPOBOXK/IAJIACH POCTOM
pa3sMepoB TeHOMa U pazHOOOpa3us 'eHOB, TOTAa KaK OC-
HOBHOMW TEHJICHIIMEH MOJICKYJISIPHOHN SBOJIIOIIMY TYHUKAT
OBLIIO yMEHBIIIEHNE pa3MepOB I'eHOMAa U CHI)KCHHE Yucia
reHoB. B pesynbrare aToro O. dioica siBnsercst obnanare-
JIEM caMOT0 MaJjoro reHoMa Cpeau HallJIeHHBIX Y MHOTO-
KJIETOYHBIX XUBOTHBIX — OK0JI0 70 MIIH mIap OCHOBaHMI
(18 ThIC. CTPYKTYPHBIX TE€HOB); IS CPABHEHU I (B MJIH I1ap
OCHOBaHM, B CKOOKaX yKa3aHbl OIICHKH YHCJIa TeHOB): ac-
uunus C. intestinalis 170 (14000), marnetauk B. floridae
520 (35000), peiba-3edpa Danio rerio 1500 (26000), ky-
puna Gallus gallus 1100 (17000), wenoBek Homo sapiens
3200 (21500), npozoduia D. melanogaster 170 (14000),
Hematona C. elegans 100 (20000) [55].

HauGonee BeposTHON PUUHHOI pocTa pa3MepoB Te-
HOMOB TTI03BOHOYHBIX CUATACTCSI CEPHUS TIOJTHOTE€HOMHBIX
YIBOCHUH C MOCICAYONICH nuBepcudukanueit GyHKITHA
MEXly apaJIOrHYHBIMU TeHaMU. BTopoi npu4nHoi sB-
JsieTcs pocT KonuuecTa Hekoaupytoueit JIHK, B Tom un-
CJIe CiS-peryisiTOPHBIX AJIEMEHTOB, CBSI3bIBAIOIINX TPAHC-
KPUIIMOHHBIC (PaKTOPBI, U TOTO, YTO paHEEe UMEHOBAJIOCH
«bpocosoii IHK» (junk DNA), koTopasi, Kak 0Ka3aJioch,
WUTpacT BAXXHEHIIYIO pOJib B OpraHU3alli 3KCIPECCHH
CTPYKTYPHBIX T€HOB, OCOOCHHO Ha paHHUX JTaIax M-
Opurorenesa. Unciio CTpYKTYPHBIX U PETYJISITOPHBIX TE€HOB
IIPY ATOM, HAlIPOTHUB, MOXET Ja)e COKpalaTbcs (€CiIu
CpaBHUTH JIAHIIETHUKA C PBIOOI-3¢0poii, a Ty — C YelioBe-
KOM), HO 9TO COKpAIIeHHE MOXXET ObITh OTYACTH CBSI3aHO
C IPHOOPETEHNEM CIIOCOOHOCTH KOIMPOBATH HECKOIBKO
OEJIKOB OJHOW HYKJICOTHJHOH IOCIIEI0BATEIILHOCTHIO
Oyaromapst anbTEpHATUBHOMY CILUIAMCHHTY, TO €CTh C I10-
BBIIIICHUEM KOMITAaKTHOCTH U 3(PPEKTUBHOCTH KOJUPOBa-
Hus [55].

TenaeHIMsT K COKpPAILIEHHUIO pa3Mepa reHoMa y TyHHU-
KaT peaJIM30BaJIach Yepe3 CHHIKEHUE YPOBHS AYyIINKa-
LIMM OTJEIBHBIX TE€HOB U OOIIEro YMciia pa3HbIX T€HOB U
YMEHBIIEHHE pa3MEpOB M YHCIIa HHTPOHOB M pa3MepoB
MekTreHHbIX nocnenosarensHocteit JJIHK. U snepHslii, u
MHTOXOH/IPUAJIBHBII T€HOMBI 00OJIOYHUKOB IBOJTIOIINO-
HHUPOBaJIM MHOTO OBICTpEe, YeM I'€HOMBI TOJIOBOXOP/IO-
BBIX ¥ TIO3BOHOYHBIX. KpOMe KOTMYeCTBEHHBIX CABUTOB,
Y TYHHKAT OTMEUYeHa NUCKIIIOYUTEIFHO BBICOKAs! CKOPOCTh
M3MEHEHUH B HYKJICOTH/IHBIX ITOCJIEI0BATEIBHOCTSIX T'e-
HOB «Jomaraero xo3siictBa» (housekeeping), 0OBIYHO

03BOHOYHBIX ObliIa BHICKAa3aHa HA OCHOBAHWM HAJMYUS CTPYKTYP, TIpel-
MOJIOKUTEIBHO MPEICTABILIIONMX COOOH OOOHSTENBHBIN ammapar, Ko-
TOpble OBUIM Hali/ICHbl B HCKONAEMBIX OCTAaTKaX, OTHECCHHBIX K OOIINM
[pejikaM TYHHKAaT W M03BOHOYHBIX. OJHAKO TOIja 3TO B KOMILIEKCE C
JPYTHMH THIIOTE3aMHU TOTO JKE aBTOpa, TaK M HE MOATBEPIKICHHBIMH, IO
HACTOJIBKO BPa3pes ¢ OOIIEPHHATHIMH TIOHSATHIMH, YTO TEPMHH IPHBUTH-
Csl HE MOT, a B HACTOsILIee BpeMs Uit 00beJHMHEHHUs 000JI0YHHKOB U I10-
3BOHOYHBIX B OfIHY KJIa/ly €CTh OOJiee OCHOBATENIbHbIC IPUYKHBL. TeM He
Mmenee, TepmuH Olactores BBDKIIL.
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OTHOCHMBIX K YHCITy BBICOKO KOHCEPBATUBHBIX: Y aCIlH-
nni, ocobenHo Aplousobranchia, oHa B cpenHeM B 11Ba
pasa BEIIIIe, YeM y IIO3BOHOYHBIX, & 110 OTACIIFHBIM T'¢HAM
¥ JI0 BOCBMU pa3 BhIIe. [[prYuHBI H3MEHEHWUH B TeHAX yC-
MAaTpPHUBAIOTCSI CKOPEE B TIOBBIIICHUH YaCTOTHI My TaIui,
YeM B YCHUJICHUH JIaBJICHHS 0OTOOpa U B OCIA0JICHUHN Orpa-
HUYCHUH Ha BO3MOXHBIC U3MEHCHUS B CHITY YIIPOIICHUS
KOHTEKCTa JJIsI 9KCcpeccuu re’os [91].

TeraeHIHS K 00IIEMY COKPAIICHHUIO TEHOMA, a TaKKe
K U3MCHCHUSIM B HYKJICOTHIHBIX MOCIIEIOBATCIIFHOCTSIX
TCHOB W B MOPSJIKE PACIIOIOKCHUS T€HOB JIOCTUTIIA HAH-
OOJIBIIICH BRIPAXEHHOCTHU Y allICHIUKYIISIPUA, €CITH CY-
auth 1o O. dioica. InTepecHo, 4TO y 9THX TYHHKAT Cpe-
A YTEPSHHBIX 3HAYATCSI MEXaHU3MBI IPSIMOU perapanuu
nByxHUTHEBBIX pa3pbiBoB JIHK. Ctout Takke OTMETUTH
PEIKO BCTPEUAIOIINICS Y 9yKapHoT, B OTIINYHE OT ITPOKa-
pHOT, ¥ COBEPIIICHHO HE CBOMCTBEHHBIN XOPIOBBIM ITOJTH-
LIHUCTPOHHBINA CIOCOO yIpaBJICHUsI TE€HHOH 3KCIpeccueit
(HECKOJIPKO TCHOB MOJT OJHHUM YITPABJISIONINM SJICMCH-
TOM, IIOJJOOHO OTlepoHaM y OakTepuii). DTH U ApyTrHe yHH-
KaJIbHBIC OCOOCHHOCTH opraHu3anuu reaoma O. dioica
paccmoTpeHsI B 0030pe [15].

I'enom anmenuxynsipun O. dioica, KOTOPBIA OBLI BbI-
OpaH U CCKBEHUPOBAHHUS 110 TPUYMHE CAMOTO Majoro
pasmepa (meHee 70 Mb B 4 xpoMocoMax) B CpaBHCHHUU
C JFOOBIMU JIPYTUMU KUBOTHBIMHU, UCITOJIb30BAaHHBIMHU
B (DMIJIOTCHOMHOM aHAJIM3€, CTABUT AIlICHIUKYJISIPUI B
TO3UIIUIO0 CECTPUHCKOIO TaKCOHAa OTHOCHTEJIBHO BCEX
octaneHbIX TyHHKAT (Delsuc et al., 2006, 2008; Tsagko-
georga et al., 2010)°. OnHako B CHIIYy psijia IPU3HAKOB, B
TOM YHCJIC TOH e YHUKAJIBHO MAJIOH BEJTMYMHBI TCHOMA,
BbIOOp O. dioica MOXeT OBbITh HE CaMbIM YIAA4HBIM JUTSI
Takoro aHayiu3a. Haje>KHOCTh (PMIOr€HOMHBIX BBIBOJIOB
CHI)KAaeT TaK)K€ M MCKIIIOYUTEIILHO BBICOKAsl CKOPOCTh
FeHEeTHYECKHNX U3MEHeHUH, cBoiicTBenHas O. dioica, 1o-
CKOJIbKY OHa yBEJIWYHBACT BHYTPUBUJIOBYIO U3MCHYH-
BOCTB M TIOBBIIIACT KaXKYIUNCS «TAKCOHOMHYECCKHI BECY
oprasusma.

2.3. Anaaus rexHa 18S-PHK

Pesynbraram QuiIoreHoMHOr0o aHaM3a TYHHKAT Mpo-
THUBOpPEUYAT HEKOTOPHIE NCCIIEIOBAHMS C HCITOJIL30BAHUEM
TOJIBKO OJTHOTO T'eHa, a uMeHHOo 18S-PHK, HO mpu Goiee
BBICOKOW TMPEACTaBICHHOCTH Pa3HbBIX BHOB B aHAJIN3U-
pyeMbIxX TakcoHax. B paboTe [92] anneHAuKyIsIpyuu Ipe-
CTaBJICHBI YETHIPbMs Bunamu (Tpu u3 pona Oikopleura
u ol u3 popa Megalocercus). OnHaKko 3TH UcCien0Ba-
HUS JAIOT OCHOBAHUSI K NIEPECMOTPY APYTHX aCIEKTOB
TPaJUIIMOHHON KiacCUpUKaMK TYHUKAT. B yacTHOCTH,
OJIy4YaeTesl, YTO aCIUANH PEICTABIISIIOT cOO0M napadu-
JIETHYECKUH TAKCOH B TOM CMBICJIE, YTO M3 TPEX OOBIYHO
BbIIessieMbIX Tpynn Phlebobranchia, Aplousobranchia u

’ Brepsble Takoe mnpeanonoxenue caenan Ocsanba 3enurep B 1885 1
Seeliger, O. 1885. Die Entwicklungsgeschichte der socialen Ascidien.
Jenaische Zeitschrift fur Naturwissenschaft, 18: 45-120 (uur. o [21]).

Stolidobranchia qBe IepBBIX OOBETUHSIOTCS B OJTMH MO-
Ho(miieTnuecknit TakcoH Bmecte ¢ Thaliacea (cBo6oI-
HOILTABAIOIIMMH TYHHUKAaTaMH — OTHETEIKaMH, 0O0dYO0-
HOYHUKAMU U cajbrnamu), a Stolidobranchia o6pa3yror
OTICIBHBIA MOHO(DUIIETHYSCKUHA TAKCOH, O0Jee OTM3KUA
Kk Appendicularia.

Pannee oTBeTBIEHHWE aNINEHAMKYISIpUNW OT OOmIeH
muanu Ascidiacea n Thaliacea moaTBepkaeHO B pa-
oote [32], tne ren 18S-PHK wmcrmonb3oBajcs ¢ IeNbiO
MIPOaHATU3UPOBATh (DUIOTCHETUYCCKHE OTHOIICHUS Y
40 BunoB Thaliacea, a B kauecTBe B3ATOU TSI CPAaBHCHUS
anmeHIuKyIJIsipun Gurypuposaiia Bce ta xe O. dioica.
[Ipu 3TOM pe3yNbTaThl, OTHOCSIIHMECS K JICBSTH MIpOaHa-
JIU3UPOBAHHBIM BUJIaM aCIIUIUH, COOTBETCTBYIOT BKITIO-
gennto Aplousobranchia B npenenst Phlebobranchia, a
Thaliacea n Stolidobranchia oO6pa3yroT oTneabHEBIE TakK-
COHBI OJITMHAKOBOT'O PaHTa.

2.4. iccAepAOBAHMSI MUTOTr€HOMA

IMombITKH YTOYHUTE (PUIIOTCHETUYCCKUEC OTHOIICHUS
TYHUKAT C APYTUMH XOPJIOBBIMH U MEKIY CO00# mpea-
MNPUHUMAJIUCH IPU UCTOJIL30BAHUM aHAIN3a U3MEHEHU N
B MUTOXOHIpHAILHOM T'eHOME (cM. [33, 66, 81]).

K HacrosiiieMy BpeMeHU HMEIOTCSI TOJHBIE OIuca-
HUSI MUTOT€HOMOB 0k0J10 2000 BUJ0B MHOTOKJIETOUHBIX.
OO6bran0 MuToxoHapuanbHas JJHK >kuBOTHBIX cojep-
KUT 13 TEHOB, KOAUPYIOIINX OCITKHU AbIXaTCIBHOMN IICIIH,
JIBa TEHa MUTOXOHAPHUAIIBHEIX puOocomMaibHbIXx PHK u
22 rena tpancnopTHeix PHK, xotopsle pacnosoxeHsl
Ha AByX nensx kohbieBo JJHK nnunoit 14—15 Teic. nap
OCHOBAHUI B ONIPEJICJICHHOM, JIUIIb TPU HEMHOTUX Hapy-
LIEHUSIX, TOPSIAKE JJIs1 KaXKJIOTO KPYITHOT O TakcoHa. Tomb-
KO Y TYHUKAT U3 YUCJIa BTOPUYHOPOTHIX BCE MUTOXOHIPH-
aJbHbIE TeHBI pacnoyiokeHnbl Ha ogHou enu JJHK, Torga
KaK y BCeX OCTaJIbHbIX — yacTh reHoB t-PHK komupyercs
KOMILJIEMEHTApHOH 11enblo. Bbicokasi CKOpOCTh U3MEHE-
HUU, TpUCYIIAs SIASPHOMY T€HOMY TYHHUKAT, CBOMCTBEH-
Ha U UX MUTOXOHIPUAJILHOMY F'€HOMY, TJI€ OHa MPOSIBJISI-
€TCs B CHJIbHOM M3MEHUYUBOCTH MOPSIKA PACIOIOKEHUS
TCHOB JaXe Y OJIM3KOPOACTBCHHBIX BUIOB. CECTPUHCKHE
OTHOIIEHUSI MEX 1y TYHUKATAMHU U YePEHBbIMU MTOITBEP-
JKJICHBI UCCJICIOBAaHUSIMU MUTOTEHOMA B padore [78], HO
STOT BBIBOJ] OcniapuBaeTcs B padore [84]. AnneH iuKysi-
pu¥ He OBLIH BKJIFOUCHBI B @aHAJIM3 HU B OJHOM U3 MUTO-
FeHOMHBIX UCCIIEIOBAHUM.

AHanu3 MUTOT€HOMA BCE IIUPE MPUMEHSIETCS JUJISl OT-
CJI)KMBAHU I HBOJIIOIIMOHHBIX U3MEHEHU N Ha YPOBHE PO-
JIOB ¥ BUJOB. Y 00OJIOYHUKOB OTMECUYCHA OUYCHb BHICOKAS,
B CpaBHEHUU C IPYTUMH TAKCOHAMU, CTETICHb BHY TPUBU-
JIOBOW BapraOCIbHOCTH MUTOTCHOMOB, TOCTHTAOIIAS B
psae ciydaeB ypOBHS MEKBUIOBBIX pa3Inuuid. DTU JaH-
HbIC KBaJH(PUIUPYIOTCS KaK CBHIACTECIBCTBO IPOIOJI-
JKAIOIIETOCs] BUIOO0pa30BaHUs, B YAaCTHOCTH, BhIpaXka-
FOIICTOCS] B BUJIC HAJUYHS «CKPBITBIX» (Cryptic) BUJIIOB,
HEpa3IMIUMBIX 110 Mop(dosornueckum npusnakam [33].
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Bricokasi reHeTHYeCKasi U3MEHUYNBOCTH 00OJOYHUKOB,
MPOSIBJISIONIASICS M HA YPOBHE MHUTOI'€HOMOB, TIOBBIIIIACT
CIIOCOOHOCTh MOMYJISINI 3THX OPraHU3MOB aAalTHPO-
BaThCs K PA3HBIM YCIOBHUSM, YTO JIeIaeT UX BHICOKO HHBA-
3UBHBIMH. B yCIOBHSIX MT00aIBHOrO MOTEIICHUS BBICO-
Kasi CHOCOOHOCTB MOMYJISUNA 0O0JIOYHUKOB K aIallTalluu
MpEeBpaIiaeT HEKOTOPbIC UX BUIBI B PEATBHYIO yIPO3y
JU1s1 GMOPa3HOOOPAa3Usl M IKOJOTHYSCKOI0 PAaBHOBECHSI B
psine mopckux Onorenosos [60, 66, 81].

2.5. Mukpo-PHK

B nocnennee BpeMst B KauecTBE MOJIEKYISIPHO-T€HETU-
YEeCKOT0 pU3HaKa JUIsl (PUIIOTeHETHYECKOr0 aHaJIn3a CTa-
nu ucronbizoBarbest MUKpo-PHK (miR) [13, 48, 94]. Ot
TTOJIYYMBIITNE U3BECTHOCTH OTHOCUTEIIFHO HEJIaBHO (BIIEp-
BBIC onrcaHbl y HeMatoasl C. elegans B 1993 1., a mmpokoe
Mpyu3HaHue Ononorudeckoi posm Hagaiaoch B 2000-x rT.)
HEKOAUPYIOIIHE TPAHCKPUIITHI JUIMHON 18—25 HyKIeo-
THJIOB SIBIISIIOTCSl BAXKHEHIIIMMU PETYJISITOPAaMU T€HHOHN
SKCIIPECCHUH, BBITIOJIHSIONUMHE CBOU (DYHKIIMH ITYyTEM T'H-
OpuAM3aIuy ¢ HETPAHCIUPYEMbIMH KOMILIEMEHTAPHBI-
mu yuactkamu MPHK Ha pubocomax, KOTOpoe IprUBOIHUT
K MHTHOMPOBAHMIO TPAHCIISIIUN, BKIJIFOYAs] TPAHCIISIIIUIO
MPHK Hox-renos (cMm. [56]). Onna miR MoxeT Takum 1my-
TeM OJIOKMPOBATH IKCITPECCUIO CPa3y HECKOJIBKUX T'€HOB.
C npyroii CTOpoHBI, caMu I'eHbl MHOTHX MiR opranuzo-
BaHBI B KJIACTEPHI, HAXOISIIUECS O] OOIIUM TPAHCKPHII-
IIUOHHBIM KOHTpoJIeM (cMm. [39]).

Tloxazano, uto Mukpo-PHK BBINOIHAIOT BaXXHYIO
(yHKOUIO B peryisinuu camMooOHOBJeHHsT U nudde-
PEHIIMPOBKHU CTBOJIOBBIX KJeTOK. Crienuduueckasi Mu-
kpo-PHK, B3aumonelictByromas ¢ 6enkom Piwi (piPNA,
Piwi-interactingRNA), ygacTByeT B mojaiep>kaHuu He-
nuphepeHInPOBaHHOTO COCTOSIHUS ¥ TPOIUpEepaTUBHOMN
CITOCOOHOCTH TaMETOT€HHBIX CTBOJIOBBIX KJIETOK. B3au-
mozpeiicTeus piRNA ¢ 6erkamu Piwi UTparoT KIHOUEBYIO
pOJIb B MOJJIEPAKAHUU CTBOJIOBBIX FTAMETOIN€HHBIX CTBOJIO-
BBIX KJIETOK, cynpeccuu Tpancno3zoHoB u MPHK, onpene-
JICHUH CTPYKTYpPBI XpoMaThHa (cM. [76]).

DOBomrornus miR moapo6HO paccMoTpena B 063ope [13].
Hwke oTMeueHbI HEKOTOPBIE BaXKHbBIE B JaHHOM KOHTEK-
CT€ MOMEHTBL.

HyxkiteoTniable ociaenoBaTesbHOCTH MiR BecbMa KOH-
cepBaTHBHEI. B 3BoonMy MeHsIHCh HEe caMu miR, a ux
penepryap. Y HOCIEIHEro 00IIero npeika MHOIOKJIETOU-
HBIX )KHBOTHBIX OHH, [I0-BUJUMOMY, OTCYyTCTBOBaJH. Pac-
mupeHne penepryapa miR BCsSkuil pa3 cBs3aHO C IPHUH-
LUINHUAJIbHBIM yBEJINYEHUEM CIOKHOCTH OPraHHU3MOB, a
caMble 3HAUUTEIbHBIE COOBITUS TAKOTO POJIA TPUXOSTCS
Ha IeproIbl OTBETBIICHHUS BTOPUYHOPOTHIX, ITO3BOHOY-
HBIX, ITUTAIIGHTAPHBIX M IPUMATOB. Y YeJIoBeKa Yuciio miR
MOXKeT JoxoauTh 10 1000, npuyem ceituac uaeHTuduIu-
poBanbl npuMepHo 750. B 3BoMIOLIMH MHOTOKJIETOYHBIX
JKMBOTHBIX IIPOUCXOIUIIA TAK)KE MOTEPSI YaCTH CEMENUCTB
mukpo-PHK, sicHo mposiBuBmiasics y mpencrtaBuTenei

000JIOYHHUKOB, IPETEPIEBIINX PE3KYI0 PEOPTaHU3aIUI0
cuctembl miPHK [39].

MakcumaiibHOe 9uciio miR, nieHTHGUIIMPOBAHHBIX Y
JIAaHLIETHUKOB, cocTaBiysieT 152, y acuunuu C. intestina-
lis — 331. Ilpu 5TOM y aciuIni OTCYTCTBYIOT HEKOTOPEIE
miR, HaliIcHHBIC Y JTAHIICTHUKA, HO 9HUCII0 miR, o0mmx
C MTO3BOHOYHBIMH, Y aCUIMI OOJIbIIIe, YeM Yy JIAaHIIETHU-
KOB, ¥ TOJIBKO Y TIO30HOYHBIX M TYHHKAT HaljeHa miR-
196 (cwm. [6, 39]).

B o0miem, nanubie 1o miR cOOTBETCTBYIOT BBIIIEONH-
CaHHBIM TEHJICHIIMSIM MOJIEKYJISIPHON IBOJIIONHUH TYHHU-
Kat, KOTOPbIE B 9TOM CMBICJIE OJIMKE K IO3BOHOYHBIM, YEM
TOJIOBOXOPJIOBBIE, HO XapaKTEPU3YIOTCS CYIIECTBEHHOM
peAyKIMeil TeHETHYECKOTo arapaTa U €ro BHICOKOW H3-
MEHYHBOCTBIO BIJIOTH JI0 MPHOOPETEHUSI YHUKAIBHBIX
ocoOeHHOCTeH. PenyKknns 1 M”3BMEHUYHBOCTh MOTYT OBITH
HanOoJiee BEIPKEHHBIMU Y alllIeHAUKYJIISIPUH, KOJIb CKO-
poy O. dioica uncno nneHTuGUIIpoBaHHEIX MiR He mpe-
BoImaeT 50.

2.6. DBOAIOILIMOHHbBIE IIPeO6pPA30OBAHMA
cucrteMbl Hox-reHOB

Y Metazoa MHOTHE TPAaHCKPUIIIITUOHHBIE (PAKTOPHI, ITPH-
HaJJIeKaIMe K YUCITy HanboJjiee CTPYKTYPHO U (PyHKIIHO-
HaJIbBHO KOHCEPBATUBHBIX CEMEHCTB, KOJUPYIOTCSI COJIEp-
JKalllUMHU roMeo00KC TeHaMH, UT'PABIIMMHU BaKHEHIIIY IO
pOJIb B DBOJIIOIMH JKMBOTHBIX. [ OME0OOKCOM Ha3bIBa-
10T 180-HYKJIEOTHIHYIO TIOCIEA0BATEIBHOCTh, KOAUPY-
IOLIYIO COCTOSIIIMM U3 60 aMUHOKHUCIOTHBIX OCTaTKOB
JIHK-cBsi3pIBaromuii JoMeH (roMeo0MeH). B aBomoruu
Metazoa 4HMCIO TE€HOB, COJAEPIKALIUX IOMEOOOKC, yBe-
JIMYMBAETCS] OT JIOBOJIBHO MPOCTOTO HAOOpa JI0 BHICOKO
JUBEepCHPUIMPOBAHHOTO HMHCTpyMeHTapus. Cpenu ro-
MEO0OOKC-CO/Iep)KallNX I'eHOB KJIFOUEBasi pOJib B IBOJIIO-
LIHOHHBIX TPeo0pa30BaHUIX OUIATEPATBHBIX )KUBOTHBIX
MIPUHAJICKUT cUCTeMEe Hox-TeHOB, KOHTPOIUPY IOIIHX
MIPOCTPAHCTBEHHO-BPEMEHHOW MAaTTEPH CTPOCHUSI Tesa
(M. [19, 30, 42, 44]).

B pesyinprare nociaenoBaTeabHBIX TaHJIEMHBIX Ty TIIH-
Kaiuii u3 runoreruueckoro ProtoHox-knacrtepa eme 110
TIOSIBJICHUSI OMJIaTepaJbHOTO IIJIaHa CTPOCHHS BO3HU-
knu knactepsl Hox-, ParaHox- n NK-renoB [42]. I'ensl
Hox-knacTtepoB AeMOHCTPUPYIOT YIIOPSIAOYEHNE TPaHC-
KpUNLMHU BAOJb IepenHe3aqHell ocu: Hox-reHsl, pac-
MOJIOKCHHBIC OJIMKEe K 3’-KOHIlY KJjlacTepa, JKchpec-
cupyroTcs Onmke K IMeperHeMy KOHIYy 3apojblla U
paHbIIIe, YeM U X 5’ -aCCOIMMPOBAHHBIC COCEIH, TPOSIBIISIS
MPOCTPAHCTBEHHO-BPEMEHHYIO KOJIMHEAPHOCTh. Takum
00pa3oM, reHeTHUYECKHEe MEXaHU3MBbI, JIeTEPMHUHUPYIO-
[ye NepeaHe3aTHUN TJIaH CTPOCHUS Tejla M BECh KOM-
IIJIEKC OCHOBHBIX YepT OMIIaTepaJIbHBIX )KUBOTHBIX CBSI-
3aHBI C TOPSIIKOM PAaCIIOIOKEHHS (yHKIHOHUPYOIIUX
Hox-renos B ux kiactepe [19, 26, 30, 42, 44, 64].

MakpoaIBOJIIOIIMOHHBIE N3MEHEH U TTaHa CTpoeHus Bi-
lateria B 3HaYNTEILHONW Mepe OOYCIIOBIEHBI KOHTPOJIEM
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co cTopoHbI reHoB Hox-kiractepa, a TakyKe CEeCTPUHCKUX
ParaHox- u NK-knactepoB. Cucrtema KOOPAUHUPOBAHHO
JISHCTBYIOIINX KJIACTEPHBIX I'€HOB crienuuyHa 1151 On-
JlaTepalibHBIX )KUBOTHBIX; uucio Hox-, ParaHox-TeHoB,
KOppEeJNHpyeT ¢ BO3pACTAHUEM CIIOXKHOCTH TIaHa CTPO-
€HUsI ¥ TIepe/iHe3aJHel quBepcuduKanmeil onarepaib-
HBIX )KMBOTHBIX. B X071€ 9BOMIONINN OMITaTepaibHBIX XKU-
BOTHBIX ITPOMCXOUIIO CYIIIECTBEHHOE yBEJINUCHUE YUCITA
Hox-, ParaHox-reHOB TIyTeM I'€HHBIX TYIUIMKALW; TpU
9TOM YacTh T€HOB MOXET OBITH yTpaueHa; B UTOTE MPe/I-
craButenu BeTBed Lophotrochozoa, Ecdysozoa u Deu-
terostomia UMerOT pa3ianuHble HaOOpbl Hox-renos [30,
35].

[Ipenmonaraercst, uTo nyriaukanuu ProtoHox-rena npu-
BEJIH K TmosiBIIeHHI0 ProtoHox-kiactepa y obmiero mpe-
ka Eumetazoa, KOTOpbIil Jan Hadasio mapaJIorMIHbIM Ce-
crpuncknM Hox- m ParaHox-kmactepam, oOpa3oBaHme
KOTOPBIX TOCTY>KUJIO TeHETUYECKOW OCHOBOH BO3HHUKHO-
BEHMSI ¥ IMBEPreHIINN OMIIaTepaIbHBIX TPEXCIONHBIX KHU-
BOTHBIX; a IPOCTPAHCTBEHHO-BPEMEHHasI KOJIMHEAPHOCTh
1 yIOpsIIOYCHHOCTh aKkTUBaluK renoB Hox-kiactepa cre-
JIaJIM BO3MOXKHBIM ITOCTPOCHHUE TeJla KPYITHBIX, CIOKHO
OpraHU30BaHHBIX KUBOTHEIX (CM. [42]).

Opranuzanust Hox-kiiacrepa uzydeHa y npeacTaBuTe-
JIeW Bcex Tpex moATunos xopnosbix, Cephalochordata,
Urochordata u Vertebrata (puc. 5).

Hox-knacTepsl MOTYT OBITH OpraHU30BaHHBIMU, JI€30P-
raHW30BaHHBIMH, PACIIEIIJICHHBIMHA U aTOMHU3UPOBaHHbI-
MU [26].

Jlanuernuk Branchiostoma iMeeT OJJMH HETIPEPBIBHBIHI
oprann3oBaHHbI Hox-Kkiacrep, BKIIFOYAIONINN TEHBI OT
Hox!I no HoxI14 n nob6aBouHnslii reH Hox15, OTCyTCTBY-
IOIUH y APYTUX BTOPUYHOPOTHIX (M HE TIOKa3aHHBIH Ha

-~ tom - -
AnneHankynapus - . .
e
Acungus
=]

&= Kucrtenepas pbiba

puc. 5). B menom skcrnipeccust Hox-TeHOB JaHIICTHUKA
MIPOSIBIISIET BBIPAYKEHHYIO ITPOCTPAHCTBEHHO-BPEMEHHY IO
KOJIMHEeapHOCTH [19].

VYV u3ydeHHBIX NpeJACTaBUTEICH 000JIOYHUKOB Haiije-
HBI pajuKaJibHble N3MeHeHHs1 Hox-cucTeMsl ¢ yTpaToi
B TOHM MJIM MHOW Mepe ee aHIEeCTPaIbHOW OpraHU3alnu
U ne3uHTerpauueil knacrepa Hox-resos [19]. [TokasaHo,
4TO HamboJee Ne3NHTErPUPOBAHHBIM, J€30pTaHU30BaH-
HBIM M aTOMHU3UPOBAaHHBIM Hox-KJlacTepoM o0raiaeT ar-
nenukysipust Oikopleura dioica: y Toro Buia enuHbIH
Hox-knactep oTrcyTcTByeT, 1 1eBSITh HOX-T€HOB paccesi-
HBI TI0 Bcemy reHoMy [74]. Y Oikopleura yTpadeHb! de-
TheIpe rena: Hox2, Hox3, Hox5 u Hox6, n coxpaHUBILIHECS
Hox-TreHsl nucrieprupoBaHbl B TeHOME B OoJbIIel Mepe,
YeM y JII000T0 JIPYyToro UCCIeTOBAHHOTO 0 CUX ITOP KHU-
BoTHOTrO [19, 26, 44, 74] (puc. 5).

YV acuunuu Ciona intestinalis KilacTep pacIleIlIcH,
HETIOJIOH M YacTHYHO Je30pPraHU30BaH, XOTS TeHHas
SKCIPECCHUSI COXPaHSAET OCTAaTKH KOJIMHEeapHocTH [44].
V C. intestinalis 4 rena Hox yTepsiHbl, a KJIacTep pacrali-
cst Ha Tpu rpynnsl. Y O. dioica yrepsiH emie ogun Hox-
T'eH, 3aTO0 OJ[MH M3 OCTaBIINXCSI YTUIMIIMPOBAH, U BCE pac-
ITOJIO’KEHBI OTACITBHO KX bl OoT npyrux (cm. [14]).

O. dioica n C. intestinalis 001a1a10T OJHUM U TEM Ke
qpciaoM Hox-TreHoB, HO pa3jnyHbIM UX HaOopom. Aciu-
nuu notepsiiau reasl Hox7, Hox8, Hox9 v HoxI1 [30, 74].
[Momumo oOmnpHOM oTepu Hox-reHOB U pacilerICHHs
Hox-kmactepa, y C. intestinalis HapylIeHa TOCIeI0Ba-
TEJIBHOCTH PacloJIoKeHUsI HoX-reHOB M KOJMHEApHOCTh
ux skcnpeccun [19, 30]. Ho, kak 3ametnn Pepse [30],
CTPOTO TOBOPSI, HEJIB3sI CYJUTh O KOJIMHEAPHOCTH B CIIY-
yasx MoTepu nejocTHocTH Hox-kiactepa u ynopsiioueH-
HOT'O PacIOiI0XeHUsI HOX-TeHOB B/I0JIb XPOMOCOMBI.

L L )
1

—
T

Puc. 5. Oprannsauus opronornyHbix reHos Hox-knactepos y xopaosbix XMBOTHbIX [86]
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Taxum 00pa3om, y U3yUEHHBIX 00OJIOUHUKOB OOHApY-
JKeHa rmoTepsi opranmnzoBanHoro Hox-kmacrepa, yrpara
yacTu Hox-reHoB, a Takxke norepsa Paralox-reHoB; TO-
TaJgbHas noTeps kiactepuzannu Hox-renoB y O. dioi-
ca yHUKallbHa 11 Metazoa, a yacTH4Has 1oTeps Kia-
cTepu3allu YHUKaJIbHA JUIsl XopaoBbIx [19, 30, 44, 64].
Hapymennas opranuzanus Hox-kiactepa u noreps He-
CKOJIBKUX HoX-T€HOB OTpa)kaeTcs B MOIH(PHUITMPOBAHHOMN
MOPQOJIOTHH B3POCITBIX 0007I0YHUKOB [19].

B renomax Bcex mpezicTaBuTeNeld 0€CTIO3BOHOYHBIX
JKUBOTHBIX, BKJIIO4asi 0€CIIO3BOHOYHBIX ITPEICTaBUTEICH
XOPZIOBBIX, COMEPXKUTCS oguH Hox-kiractep (eciau oH He
JIC3MHTErPUPOBAH), TOT/Aa KaK B 3BOJIOIUOHHON JTUHUH
ITO3BOHOYHBIX ITPOUCXO/IMIIM TIOJTHOT€HOMHEIE JyTIINKa-
nuu. B Xo/e sBONIONNH TO3BOHOYHBIX B pe3yibTaTe IMo-
CIIeZIOBATEIbHBIX PayHOB NYTUIMKAIIMU BCETO TE€HOMA,
JIBYKpaTHOW y Ha3eMHBIX MTO3BOHOYHBIX U TPEXKPATHOHU
Y KOCTHCTBIX PbIO, IPOM30ILIO0 yBennueHue yucia Hox-
KJIACTEPOB /0 YETHIPEX Yy TETPAIOIHBIX MO3BOHOYHBIX
1 OOJIBIIIETO YKCJIA ITHX KJIACTEPOB y KOCTHUCTBIX PBIO.
B xozxe quBepcudukaniy mo3BOHOYHBIX MHOTHE HoX-Te-
HBI OBIJIN ITOTEPSIHBI B PA3HBIX JIMHUSX, B PE3YJIbTaTe YEro
HHU OJIMH KJIACTEP MTO3BOHOYHBIX HE 00J1aaeT NapaioraMu
BCEX I'PYMI 3THUX I'€HOB, TO €CTh KaxJblii Hox-Kkiactep
HertosioH. Kaxxplii n3 uyersipex Hox-KiracTepoB MileKo-
MMUTAIONIUX, BOBHUKIINX [Ty TEM AYTUIMKAIINHU U3 €AHHOTO
aHuectpalbHoro Hox-knacrtepa, conepxut 8—10 reHoB u3
13 rpymmn mapanoros, B rieiom 39 reHos (cwm. [19, 42, 64]).

B sBOTIOIIMOHHOM JINHUY XOPAOBBIX-1103BOHOYHBIX BbI-
sIBJICHA YJMBHUTEIbHAs KOHCEPBATUBHOCTH I'€HOMA C Ha-
cienoBaHUeM OOJBIIMHCTBA MPEIKOBBIX I'€HOB, COXpa-
HeHueM 1enoctHocTh Hox-kiacTepoB U KOHcepBaTHU3Ma
nx ¢ynkui [19, 26, 64]. [Ipenmnonaraercs, 4To MpeaoOK
XOPJIOBBIX U, BECbMa OIPEIEIICHHO, MTPEIOK MTO3BOHOYHBIX
umen 14 renoB Hox-kiractepa (cm. [30]).

TTocnenoBarenbHOCTH dKcnpeccuun Hox-reHoB Bo Bpe-
MEHHM y XOPJOBBIX peryiupyercs peruHonaamu. [1oBbI-
IIEHNUE yPOBHS PETHHOEBOM KHCIIOTHI COIPOBOXKIACTCS
pacuimpeHreM o01acTH AEKOHIEHCHPOBAHHOT'O XPOMaTH-
Ha B MecTe pacrnosoxeHuss Hox-kmactepa u nocienoBa-
TEJIbHBIM BOBJICUEHHEM BCE HOBBIX I'€HOB 3TOTO KjlacTepa
B TpaHcKpunuuio. OQHAKO y TYHUKAT MOPSIJOK dKCIpec-
cun Hox-reHOB OT PETUHOHI0B HE 3aBUCHUT, XOTSI CaM 3TOT
MEXaHU3M — OT CUHTE3a PETUHOEBOM KUCIOTHI O peLer-
TOPOB K HEH M mocieayomux 3p(OEeKTOPHBIX MEXaHHU3-
MOB — COXpaHWJICA. A y allleHIUKYJISIPUH JTake 9TO BCe
ytepsiHo [14, 53, 54, 57]. Ho uMeHHO y anneH IuKyasipui
13 BCEX TYHHMKAT BO B3POCIIOM COCTOSTHUU COXPaHsSETCsI
00IIMH TJIaH CTPOSHUsSI XOPAOBBIX. TakuM obpaszoM, U3
WCCIIEIOBAaHMI Ha TYHUKATaX MOKHO CZEJIaTh BBIBOI, YTO
STOT IJIaH CTPOCHHUS MOKET ONPEACIISITHCS HE TOIBKO I0-
PSIKOM pacnodiokeHusi Hox-reHoB U 3aBUCUMOCTBIO UX
9KCIIPECCHUH OT PETHHOU/IOB, HO U IPYTUMH, B HACTOSIIIIEE
BpEMsI HEM3BECTHBIMU B3aUMO/ICHCTBUSIMH, CIIOCOOHBIMH
UTPaTh CAMOCTOSITENIBHYIO POJIb.

TyHUKaTHI MOTYT OBITH BECbMa YZI0OOHBIM OOBEKTOM JJISI
HCCJIEIOBAHMI IO 3TOMY BOIIPOCY, IIOCKOJIBKY Y HUX OT-
HOCHTEJIBHO IIPOCTOE CTPOSHNUE 1, BCIISACTBUE 001IIeH pe-
JIYKITUY TeHEeTHYECKOr0 arrapaTa, OTHOCHTEIBHO MaJI pe-
nepTyap TPaHCKPHUIIIIMOHHBIX (DAKTOPOB, YUACTBYIOIINX
B OpPraHu3aliuy U PEeTyJsIUU TeHHBIX B3aNMOJICHCTBHI
(cereit), B ToM uncie ¢ yuactueMm Hox-renos. Harpumep,
y Ciona «Bcero nuib» okono 700 TpaHCKPUNIITMOHHBIX
(axropos, a He 3000, KaK y MIIEKOITUTAIONINX, HO ¥ ITO
YHCIIO0 TTPEBOCXOJIUT CIIOCOOHOCTH YEIIOBEYECKOro MO3ra
YUYHUTHIBATh BCE BO3MOXKHBIE B3anmmojeicTBus. [1o aToit
IIpUYMHE Bce Oojiee MNUPOKOe MPU3HAHUE TTOTyYaeT I10-
CTPOCHHUE KOMITBIOTEPHBIX MOJENIEH T'eHHBIX B3aMMO-
JIHCTBHI M co3maHnue 0a3 JaHHBIX, Ky/la CTEKaJuCh Obl
ToJTy4yaeMble pa3HbBIMH aBTOpPaMHM CBEACHUSI, MOIJIeXKa-
mue ydeTy. TyHUKaThl OKa3bIBAIOTCS CPeN OPraHU3MOB,
KOTOpBIe OJIMIKE BCETO IO CBOECH peajibHON CIOKHOCTH
K TOMY YPOBHIO, C KOTOPBIM YK€ CIIOCOOHBI OIIEPHUPO-
BaTh TaKMe Moselu. B kauecTBe pehepeHTHBIX OpraHu3-
MOB JUTS UX nocTpoeHus purypupyrot C. intestinalis u
O. dioica. Ins Ciona y»xe MOCTPOCHBI Ha OCHOBE 0a3bl
naaaeIX ANISEED mopenu reHHBIX ceTeil, BKIIOYaIONHe
TBICSIYU ATTEPHOB PETYISATOPHBIX B3auMoAeicTBUl [69,
89]. Ans O. dioica coznana 6a3a nanasix OICOBASE
[18]. Onna u3 3agay, peraeMbIX ¢ €€ MOMOIIbI0, COCTOUT
B HAaKOIJICHUH JIAHHBIX O TPAHCKPHUIITAX, BBISBIISIEMBIX B
pPa3HBIX KJIETKaX Ha pa3HbIX CTAAMSX Pa3BUTHUS, JJIS I10-
CJICIYIOIIETO COTNOCTABJICHUS C PEKOHCTPYKIUEH pa3Bu-
THSI KJIETOYHBIX JINHUH B 9MOpHOTeHE3€e TP pa3pelicHIU
JI0 YPOBHSI €AMHUYHBIX KJIETOK, KaK 3TO YK€ C/eJIaHo,
HaIpyuMep, B HCCIICIOBAHUSX Pa3BUTHSI XBOCTA JIMYMHKHU
Ciona 13 XBOCTOBOU MOYKH [58].

Takum ob6pazom, Hawyaso 2000-x rr. 03HaMEHOBaJIOCh
3aMETHBIM ITPOTPECCOM B TIOHUMAHHH CBSI3EH MEXLy Te-
HOTHUIIOM, (DEHOTHUTIOM U (uiIoreHe3oM odoouHnkoB. Ho
(unoreneTHUECKE OTHOIICHN I, BBIBOJUMEBIE Ha TOM OC-
HOBAHWH, HE BCETJIa COOTBETCTBYIOT TEM, KOTOPBIE YCTO-
SUTHCh HAa OCHOBE TIPSIMOT'O COTIOCTABJICHUSI pACCMOTPEH-
HBIX BbIIIE MOP(QO]YHKIIMOHATBHBIX ITPpU3HAKOB. [ToMoub
B pa3pelieHN TaKuX MPOTUBOPEUYHI MOXKET BBISICHEHUE
CBsI3el MEXJy T€HEeTHYECKUMHU U MOP(HOdyHKIINOHATb-
HBIMH ITPU3HAKAMH.

3. TEHOMHO-MOP®OIr'EHETUYECKWE
KOPPEAMALIUN:
BAPUAILIUU HA TEMY EVO-DEVO,

DOBOJIIOIIMOHHBIHN yCIIeX TO3BOHOYHBIX B CYIIECTBEHHOM
Mepe ObLI 00ecIedeH MOoCIe0BaTeIbHBIMU Ay IIITUKAI1-
SIMH KOMILJIEKCa HOX-TeHOB M COITyTCTBYIOIIMMU HaJl-
CTpOMKaMM I'€HHBIX PeryiaaTopHbIXx cereil. Unucno Hox-
T€HOB KOPPEIHUPYET CO CIOKHOCTBIO IJIAHA CTPOCHUS
J)KMBOTHBIX. MopdoJioruyeckas CJI0)KHOCTh OpraHu3ma
3aBUCHUT TAKXE OT KOJIMHEAPHOCTH U TOMIOJIOTUYECKOH Op-
raHM3aluy Kjactepa u OT BTOPUYHOHN MOTEPH YaCTH ITHUX
rexos [19, 26, 30, 42, 64].
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CormocraBieHue JaHHBIX 00 opranm3anuu Hox- u Par-
aHox-kJjacTepoB ¢ mposiBJICHHEM BpeMEHHOW KOJUuHeap-
HOCTH TIPUBEJIO K TOSBJICHUIO TUIIOTE3BI O KOPPEISIIHHI
LIEJIOCTHOCTH KJIACTEPOB CO CKOPOCTBIO 3MOpHOreHesa
(cm. [19, 25]). Y BUIOB C Ie3UHTETrpUPOBAHHBIM, KaK y af-
nernukynsapun Oikopleura dioica, nnm paciienIcHHBIM,
kak y acuunuu Ciona (a Takke y 1po30(Hil 1 HEMaTO b
C. elegans), Hox-knactepoM HaOrogaeTcsi OBICTpOE IM-
OpnoHanpHOE passuTHe. [IpeanonaraeTcs, 9To OBICTPBIN
SMOpHOreHe3 He 1TaeT BO3MOXXHOCTH ISl TIOCTETIEHHOTO
pa3BepTHIBAHKSI BPEMEHHON IOCIIEIOBATEIBHOCTH IKC-
npeccu Hox-reHoB, Tor/a Kak MpoCTPaHCTBEHHAs KOJIHU-
HEapHOCTH elle coxpaHseTcs. [ BpeMeHHO# KoopauHa-
UM SKCIpeccuu Hox-reHoB, BO3MOYKHOM y KUBOTHBIX C
MEJICHHBIM 3MOPHOTeHe30M U 0oJiee TOJITUM TIEPHOIOM
ITOCJIEIOBATEIIFHOTO pa3BEPThIBaHUS dKcrpeccuu Hox-
TCHOB, BEPOSITHO, HEOOXOUM IIEJIOCTHBIM HHTET PUPOBAH-
HbIN knactep Hox-reHoB. JKUBOTHBIM C paclIEIIEHHBIM
WJTU IC3UHTET PUPOBAHHBIM KJIACTEPOM CBOHCTBEH BTOPHY-
HBII OBICTPBIN SMOpPHOreHe3 ¢ MaJibIM YHCIOM KJIETOK U
JIETEpPMHUHUPOBAaHHBIM, MO3aUUHBIM pa3BUTHEM [44, 73].

Cpenu XOpAOBBIX HCKJIIOYHUTEIILHOE IIOJIOKCHHUE B
9TOM CMBICJIE 3aHUMAIOT OOOJIOYHHUKH, Y H3YUCHHBIX
MpeACTaBUTENIeH KOTOPBIX, anneHaukyiaspun Oikopleu-
ra v acuuanu Ciona, oOHapy»KeHa MoTepsl EeJIOCTHOCTH
Hox-knacrepa u psina Hox-reHoB, Koppeiaupyroas ¢ cy-
IIECTBEHHBIM TPEOOpa30BaHUEM aHIICCTPATIBHOU MOP(dO-
soruu [19, 44].

Koppensiuns  nenoctHoctu  Hox-knactepoB  u
BPEMCHHON KOJIMHEAPHOCTH CO CKOPOCTBIO U XapaKTe-
pom 3MOpuoreHesa 1mo3BoJIsIeT MOCTYJINPOBATH CyHIECT-
BOBaHUE JIBYX 9BOJIOIMOHHBIX CTPATETUH y Pa3HBIX TakK-
COHOMHUYECKUX TPy OUJIaTepaIbHBIX KUBOTHBIX TTPH
yueTe SBOIIOIMOHHOI0 BKJIAJ1a FTeTEePOXPOHUH (HEOTCHUHU
100 MporeHesa).

I'eTepoxpoHUN — 3TO U3MEHEHU S MTOCIIEIOBATEIILHOCTH
MIPOIIECCOB PAa3BUTHSI, UX CKOPOCTH U CPOKOB IMTPOSIBJICHU ST
AHLIECTPAJIBHBIX TPU3HAKOB, KOTOPbIE TPUBOJAT K U3MeE-
HEHMSIM MOP(OJIOTHYECKUX MTPU3HAKOB U TIaHa CTpoe-
HHUS Tea pu (OPMUPOBAHNH TAKCOHOB PAa3HOTO paHTa,
BKJTFOYAst IO3BOHOYHBIX (cM. [45, 46]).

Haubosee wacTo paccmaTpuBaeMblii THII TeTepo-
XpOHUU — TeaoMopd 03, MPEACTABICHHBIH HEOTESHHEH
¥ TIPOTeHE30M (HEOTEHHUS — 3aMe/JICHUE TIOSIBICHUS CO-
MaTHYECKUX IMPHU3HAKOB, IPOTeHEe3 — YCKOPEHHUE pernpo-
JYKTHBHOTO co3peBaHusl). [Ipu HeOoTeHuH 3a cyeT OT-
HOCHUTEJILHOTO 3aMeJICHUs] CKOPOCTH pPa3BUTHS Tella
BO3HHUKAET KPYITHBIH B3POCIBIF OPraHu3M C aHIIECTPAITh-
HBIMH XapaKTCPUCTUKAMU PAHHUX UJIN JINYMHOYHBIX CTa-
JIMi pa3BuTHS. B ciryuae mporenesa ycKopeHue pa3BUTH S
Y paHHEee I0JIOBOE CO3PEBaHUE MPOAYIIUPYET B3POCIBIX
MEHBILIEr0 pazMepa. YIIOMSHYTas BbIIIE a1yIbTalus MO-
JKeT ObITh Ha3BaHa NPOreHe30M. Bo3MOXKHO Takke «iie-
pepasBUTHE» OTICIBHBIX COMATUUYECKUX IMPU3HAKOB UJIU
HX KOMILJIEKCa, UMEHYyeMoe rnepamMmopdo30om.

[TenoMopd03 OTKpBIBAET MHUPOKUE BO3MOXXHOCTH JIISI
KPYITHOMAcCIITa0OHBIX IBOJIFOIMOHHBIX TIEPECTPOEK C BO3-
HUKHOBEHHEM HOBBIX TAKCOHOB XMBOTHOTI'O MHPa ITyTEM
CKauKOOOPa3HOTO U3MEHEHHSI OpraHU3alllK 3a CUeT HC-
Ye3HOBEHMS MTO3/ITHUX cTanuii pazsutus. [leqomopdos mo
THITy HEOTEHUH TO3BOJISIET N30€KaTh CHEeIUaIn3aluy U
MOXET MPUBECTH K III00AJLHOMY M3MEHEHHUIO OHTOTe-
He3a, CIIOCOOHOMY OTKPBITH MEpeJl OPraHu3MOM HOBYIO
aIanTUBHYIO 30HY W BO3MOXXHOCTH MaKpPO3BOJIFOIHOH-
HBIX TTpeoOpa3oBaHnii. HeoTeHnss MHOTOKpaTHO BBISIB-
JICHA B DBOJIIOIIMOHHBIX MCCIIEIOBAaHUSIX: HEOTEHUUECKHUE
MIpU3HAKW HAWICHBI y NTHUI, MJICKOMUTAIONINX U YeI0-
BEKa, BKJIIOYas ajJIOMETPUUYECKOE yBEJIMUYeHHE 00beMa
MO3Ta ¥ MPOsIBIICHHE Psifla SMOPHOHATIBHBIX ITPU3HAKOB
BO B3pPOCIIOM COCTOSTHHUH (CM. [65]).

Ha cucremy reHOMHBIX KOPpEISIUi HAKJIa bIBAIOTCS
SMHUTEHOMHBIE B3auMozeicTBus. BaxHyio MopdoreHe-
THYECKYIO POJIb BBITTOIHSIOT KJIETOYHBIE PECYPCHI POCTa,
MEKKJIETOUHBIC B3aUMOJICHCTBUSI, IBUKECHUS KJIIETOK U
KJIETOYHBIX IUIACTOB. PerysiTuBHOE pa3BUTHE, TUTTHYHOE
JUTSI XOPJOBBIX 1 OonbIMHCTBA Deuterostomia, KOppenn-
PYET C «M30BITOYHOCTHIO» KJIETOYHOI'0 MaTepHraja 1 BO3-
MO>KHOCTBIO CEJIEKIINH Ha KJIETOYHOM yPOBHE B IIpeieiax
opraHu3ma, 4To II0Ka3aHo, HallpUMep, 151 HeHpoOIacToB
Y IMMYHOKOMITIETCHTHBIX KJICTOK ITO3BOHOYHBIX (CM. [6]).
Coxpanenune HeaudhepeHIITPOBAHHOIO COCTOSHUS U MU-
TOTHYECKONH aKTHBHOCTH SMOPHOHAJIBHBIX M CTBOJIOBBIX
KJIETOK CcO caBurom nuroauddepeHmuanuu Ha Oojee
MO3/THUE CTAJMN OHTOI'€HE3a — MPOSIBIICHHUE JIOKAJIbHOM
reTepoxXpoHun. Bo3HUKHOBEHHE KaKOH-TM00 HOBOM I10-
nyjsinuu HenuddepeHIUPOBaHHBIX U Npoiaudepupy-
IOIINX CTBOJIOBBIX KJIETOK, NOJIOOHBIX B 3TOM OTHOINIE-
HHUM SMOPHOHAIBHBIM KJIETKAaM, MOKHO paccMaTpUBATh
KaK TeTePOXPOHHUIO B BUJIC JIOKAJIBHOTO 3MOproMopdo-
3a. Y MHOTOKJIETOYHBIX C OOJIBIIMMU pa3MepaMu U oOu-
JIMeM TKaHEeH 3HAYMTEJIbHO OOJIbIlIe BOBMOXKHOCTEH IS
«pa3zHECEHMs» IKCIIPECCHUH MTapaJioroB T€HOB BO BPEMEHHU
Y IIPOCTPAHCTBE, YTO OYEHb BA)KHO B CBSI3M C YMHOXKEHU-
eM gunciia Hox-kj1acTepoB y TO3BOHOYHEIX (CM. [45, 46]).

B paszButune nneit Xomnna [36] kaxeTcs JOTHYHBIM B Ka-
YECTBE YETBEPTOTO 3apPOJIBIIIEBOTO JINCTKA [TO3BOHOYHBIX
(M XOpAOBBIX) pacCMaTPUBATH BCIO HEPBHYIO IUIACTUHKY
BMECTE C MPHUJIETAIONINM KJIETOYHBIM MaTepHajioM Oy-
JIYIIEro HEPBHOTO rpeOHs. FIMEHHO HEpBHYIO IIACTHUH-
Ky MOYKHO CYMTATh YETBEPTHIM 3aPOJIbIIIEBBIM JIHICTKOM
ITO3BOHOYHBIX, BBIJICIISIIFOIIMMCSI U3 DKTOAEPMEBI 110]100-
HO TOMY, KaK Me30/iepMa OTACIISIETCS OT YHTOJIECPMBI, U
HMeHOBaTh Helipoaepmoii [46]. [losBiaenue HepBHOM Mta-
CTHHKH KaK YETBEPTOIr'0 3apOJIBIIIEBOTO JUCTKA (HEHpo-
JIepMBbI) — apoMopQHasi SBOITIOLHOHHAST UHHOBALIHS XOP-
JIOBBIX-TTO3BOHOYHBIX, 00ECIeYnBIIasi BOSHUKHOBEHHE
OI'POMHOT0 KJIETOYHOI'O pecypca HelporeHesa u ObICT-
PYI0 DBOJIIOIIMIO MO3ra.

VYBeau4YeHue pecypcoB CTBOJIOBBIX KJIETOK U JITUTEIb-
HOCTH Pa3BUTHS CIIOCOOCTBYET PACHIMPEHUIO YBOJIIOIU-
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OHHOTO MOTEHIIMajla U apoMOPGHBIM ITPeoOpa30BaAHUSM,
YTO HambOoJee BBIPAXKEHO Y TTO3BOHOYHBIX, B OBOIIOLHH
KOTOPBIX BEJIWK BKJIaJ HEOTEHWH B COYETAHHUU C Tepa-
Mop¢o3oM. [Ipumepsl reTepoxXpoHUN BKIIIOYAIOT HEO-
TEeHUYECKHE NMPU3HAKU MJICKOIHUTAIOMINX U YelloBeKa, B
TOM YHCJIE aJUIOMETPUUYECKOE YBEIMUYEHHE 00beMa MO3-
ra. Y 00e3bsH M YeJIOBEKa IO/ POXKIACTCS C OOJIBIINM
MO3TOM M MaJICHBKOIl Maccoil Teia, 3aTeM Macca Tela
pacteT HaMHOTO ObIcTpee, YeM Mo3T. [losiBileHne orpom-
HOT'O HEHPOTE€HHOTO KJIETOYHOI'0 CyOCcTpara IMpUBeso K
00pa30BaHNIO HEOKOPTEKCA MIIEKOITU TAIOIINX, PA3BUTHIO
MaMsITH ¥ MBIIUJICHUS U MOSIBJICHUIO BHETEHOMHBIX CHC-
TeMm nepegadn wHpopmanuu (cM. [6]). XopHaoBbIe IpeIKU
ITO3BOHOYHBIX M30€KaIu N30BITOYHON CTIeTHaIn3aun 1
MIOTEPh TeHHBIX PEryJISITOPHBIX CUCTEM, PACIIHUPUB CBOM
9BOJIFOIIMOHHBIN TTOTeHIIHaMI [67].

AIbTepHaTHBHAS SBOJIIOIIMOHHAS HAIPABJIEHHOCTH ITPO-
SIBUJIACH y OPTaHU3MOB, TIPETEPIICBIINX B XOJI€ IBOJIIOIIMH
paauKaibHble IepecTpolikn Hox-kiracTepoB M XapakTe-
pU3YIOLINXCS IETEPMUHUPOBAHHBIM Pa3BUTHEM U Ma-
JIOKJIETOYHOCTBIO 3apoasiiei. [Ipenmnonaraercs, 4ro B
sBOIOIUK 0007109HUKOB cpeau Chordata, a Takxke mpe-
crasutenei Ecdysozoa, noMmuHHpOBaI nmporexnes, Koppe-
JINPYIOUIUH C MAJIBIMH pa3MepaMH OpraHu3Ma, KOpOTKUM
YKU3HEHHBIM IIUKJIOM, OBICTPBIM IOJIOBBIM CO3PEBaHUEM,
BBICOKOI CMEPTHOCTBIO ¥ BBICOKOH CKOPOCTBIO SBOJIFOITHH.

YV 103BOHOYHBIX I'OJIOBHOH MO3T 3BOJIOLMOHUPOBAJ B
HEIOCPEJCTBEHHOM CBSI3M C T'OJIOBOHM, CIIOCOOCTBYIOLICH
Nepexoy K aKTHBHOMY JI00BIBAHUIO MTHIIU BMECTO (DUITb-
Tpauuu. ['onoBa GpopmMupyeTcst KIETKaMU, KOTOPbIE MHT-
PUPYIOT U3 HEPBHOTO I'PeOHS M SIUTEIHAIBHBIX I1JIAKO/] Ha
paHHUX cTaausx smOpuoreHe3a. OOpa3zyrole HEpBHBII
rpe0eHb KJIIETKH 00HApYKUBAIOTCS YKe Ha KpasiX HEPBHOM
TJIACTUHKH, KOTOPBIE TIPH €€ CBOPaYMBAaHUHU B HEPBHYIO
TpyOKY CMBIKAIOTCS M ITPH STOM CJIETKa BBICTYIAIOT Hapy-
Ky B BUJie IpeOHs1. HepBHBII rpeOeHb HaliZIeH y TO3BOHOY-
HBIX U y TYHUKAT, Hanpumep, y acuuanu Ciona intestinalis,
HO HE Y JIaHIIeTHUKOB. Ho y TyHHKaT MMeronuecst B HepB-
HOM I'pe0He KJIETKH, IIOX0XKHUE Ha CIIOCOOHBIE K MUT AL
MEJIaHOIUTHI HEPBHOT'O T'PeOHSI TTO3BOHOYHBIX, B MPOLIEC-
Cce HOPMAJIbHOTO Pa3BUTHS HE MPOSIBIISIIOT CIIOCOOHOCTH
HU K MUTPAIMH, HU K SMUTEIHATBHO-ME3EHXUMATBbHOMY
MpeBpalleHnIo, 0Jaroaapsi KOTOPHIM Y TIO3BOHOYHBIX Te-
HEpHUPYETCsl Bce MHOTooOpa3ne KJIETOUHBIX THIIOB, (op-
MUPYIOIIUX TOJIOBY. BMecTe ¢ TeM, HEKOTOpbIe I'eHbI, He00-
XOIHUMBIE JIJI5l 3TOTO, Y TYHUKAT €CTh U dKCIIPECCUPYIOTCS,
B YaCTHOCTH, B ME3EHXMUMHBIX KJIETKaX ME30/IepPMaIBLHOTO
IIPOUCXOK/ICHHSI, B TOM YHCJIE TEX, KOTOPbIE MUTPUPYIOT B
TyHHKY. OJTHAKO B MEJIAaHOIIUTaX HEPBHOT'O I'PEOHSI, UMEIO-
LIMX SKTOJEPMaTbHOE IIPOUCXOXKICHHE, HX DKCIIPECCHSI TT0-
JlaBjieHa. Y MO3BOHOYHBIX ATO MOABJICHUE CHUMAETCS JAeH-
cTBHEM TpaHcKpuniuoHHoro (akropa Twist. ¥ Ciona ectb
TPH TPAHCKPUIIIIMOHHBIX (paKTOpa, pOACTBEHHBIX (PaKTOPY
Twist y MJIEKOUTAIOIIKX, HO HU OIMH U3 HUX HE dKCIIpec-
cupyeTcsi B MeJlaHOLMTaxX HepBHOTo rpedus. [Ipu skcne-

PUMEHTAJBHOH MHIYKIHU Twist METaHOIIUTHI HEPBHOTO
rpebHst Ciona CTaHOBSITCS CHOCOOHBIMU K MUT PAITUU U T (]-
(bepeHITPOBKE B KIICTOYHBIC THUITBI, YIaCTBYIOIIUE Y TIO-
3BOHOYHBIX B (hopMupoBaHuu rojiossl [§]. Takum o6pazom
BO3MO)KHO, 9YTO UMEHHO U3MEHEHHUE TTATTEPHA IKCIIPECCUH
Twist y o0m#X MPEIKOB TYHHKAT M ITO3BOHOYHBIX CO3/a-
JIO CHTYAITUIo, OJIaroapsi KOTOpoi (hOpMHUPOBAHHE T'OJIOBBI
CTaJI0 BO3MOXKHBIM, HO BIIOCJICJICTBHH 3Ta BO3MOXXHOCTb Y
TYHHKAT ObLJa MMOJIaBJIeHA 3a HeHaT0OHOCTEI0. boee Toro,
MTOJIABIISITH AKCIPECCUU Twist «I10 yMOTYaHUIO» — BHE CH-
Tyaluw, AeJIAoMIei ee BpeMeHHO HEOOXOIUMOI B AMOpHO-
TeHe3e, — MOXKET OBITh Jake HYXKHO I10 IIPUYHHE TOTO, YTO
WHAa4e OHA MMPUBOIUT K 3JI0KAYCCTBCHHBIM OITYXOJIsIM. J[eii-
CTBUTEIIBHO, SIUTEIIHAIBPHO-ME3CHXUMHYO TpaHchopma-
U0 TIPETEPIICBAIOT KJICTKU PAKOBBIX OITYyXOJICH Ha CTaIHH
MeTtacrasupoBaHus. [03ToMy HcclienoBaHUS Ha TYHUKATaX
MOTYT JIaTh BXXHYIO HHPOPMAITUIO O TCHHBIX CETSAX, 3aJIeH-
CTBOBAHHBIX B 3TOM IpPOLIECCE.

3AKAIOYEHUE: AABTEPHATUBHBIE
SBOAIOILIMOHHBIE TPAEKTOPUU

WHTerpaius NaHHBIX NaJCOHTOJIOTUH, OMOJIOTUH pa3-
BUTHSI U MOJICKYJISIPHOM P€HETHKH C IBOJIOLMOHHO# O10-
JIOTHEH co3/1aeT HOBYHO OCHOBY [IJIsl [IOHMMAaHUS dBOJIIO-
LIMOHHBIX IMPe00pa3oBaHM.

OcoberHocTH MOP(POGYHKITNOHAIBHOW OpraHU3aI[HU
Y Pa3BHUTUS MMO3BOHOYHBIX, C OJTHOH CTOPOHBI, U TYHH-
Kart, ¢ IPyroil CTOPOHBI, AAatOT SICHO BBIPAXKCHHBIC, MOYTH
MpeeNIbHBIC TTPUMEPBI aJIbTCPHATHBHBIX IBOJTIOIHOHHBIX
TEHJICHIIMI ¢ TpeobIiaJaHueM COOTBETCTBEHHO HEOTCHHUH
0o mporeHesa.

HeoTteHus koppenupyeT ¢ yBeJIHUCHUEM pa3mepa Tena,
MOSIBJICHHEM HOBBIX KJICTOYHBIX PECYPCOB Pa3BUTHUSL, Y-
JIMHEHHUEM MepHoJia POCTa U MIACTHYHOCTHIO, CIIOCO0-
CTBYsI PACUIMPEHHUIO 3BOJIOIMOHHBIX BO3MOXKHOCTEH H
apoMop(dHBIM mpeoOpa3oBaHusIM. Bkilag HEOTCHUH C
YBEIWYCHUEM PECYPCOB CTBOJIOBBIX KJIETOK KaK JIOKab-
HOTo 3MOproMopdo3a HanboJee BRIPAXKCH B IBOIIOIUH
XOP/IOBBIX, 0COOCHHO ITO3BOHOYHBIX. YBEIIMUYEHHE PECyp-
COB CTBOJIOBBIX KJICTOK W JITUTETHLHOCTH PA3BUTHS CIIO-
CcOOCTBYET pacIIuPEHHUIO 3BOTOIMOHHOTO MOTCHIIHAA 1
apoMop(dHBIM MMpeoOpa3oBaHUSIM, YTO HauOOJICe BhIpa-
JKEHO Y BBICIIMX MPEJACTaBUTENCH MO3BOHOYHBIX, B 9BO-
JIOLMU KOTOPBIX BEJIMK BKJIaJ HEOTCHHUH B COUYCTAHHH C
nepamopdozom. Takoe coueTaHue KOppEIUPYyeT ¢ 0TOO-
POM Ha yBEIMYCHHE pa3Mepa Teja U yIJIUHCHUE KU3HH.

AIBTepHATHUBHAS YBOJIFOIIHOHHASI CTPATErUsl IPOSIBU-
J1aCh Y OPraHU3MOB C IETEPMUHUPOBAHHBIM (MO3aHYHBIM)
pa3BUTHEM W MAalIOKJICTOYHOCTHIO. [Ipenmonaraercs,
YTO B 3BOJIFOI[UU OOOJIOYHHKOB JTJOMHUHHUPOBAJ MPOTCHE3
(amynpTanus), 4To KOPPEITUPYET C OBICTPHIM MOJIOBBIM CO-
3peBaHUEM, MaJIBIMU pa3MepaMu OpraHu3Ma, KOPOTKHM
JKU3HEHHBIM ITUKJIOM, 00ecrieurnBasi ObICTPBIN POCT MOIY-
JSHA 1 OCBOCHHE HOBBIX YKOJOTHYECKUX HUll. OHAKO
TAaKHE DBOJIONMOHHBIC U3MCHEHHST OKa3bIBAKOTCS JIMIIb
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uauoagantanusaMu [45, 46]. OHU 1at0T BO3MOKHOCTH ObI-
CTPOI'0 POCTA MOMYJISILUU U OCBOEHUSI HOBBIX 9KOJIOTUYE-
CKHMX HHUII, HO BELYT K 3BOJIOLIMOHHOMY pEerpeccy.
HecMotps Ha ynpouieHue renoma, acCuuaum, Kak 1 Bce
00O0JIOYHUKH, B TOM YHCIIC allTICH IUKYJISIPUH, IIPEICTAB-
JIEHbI BIIOJIHE YCHEUIHBIMU BUJAMU, HACEISIOUIUMU B
OOJIBIITUX KOJIMYECTBAX MPAKTUYCCKH BCE YUACTKH MU-
poBoro okeaHna [21, 41,75, 86]. ANneHAUKYISIpUUA COCTAB-
JISIFOT 3HAYUTENIbHY IO YaCTh INIAHKTOHA U MOT'Y T MECTaMu
HaKaIIuBaTh CTOJIb OOJBIIYIO OMOMACCY, YTO €€ IMPHXO0-
JIATCS YIUTHIBATH B JIOKATBHBIX OMOTCOXUMHUYCCKUX ITH-
KJ1ax yriepoja [96]. Jleno B TOM, 4TO B IOMUKaX almeH-
JIUKYJISIpUNA, OCHOBY KOTOPBIX COCTaBJISIET LEJLII0JI034,
BEJIUKO conepkanue yriaepona. COpacekiBaeMbIe IPH pe-
TYJISIPHOM OOHOBJICHUH JOMUKH alTICHIUKYIISIPUHA ocena-
FOT Ha JTHO, I BMECTE C HUMH (PHKCHPYETCS 3HAUUTEIBHOE
KOJIMYECTBO YTJIEPO/ia, MOIIEIIET0 Ha UX MOCTPOCHHUE.
HeoxxuianubIM acneKkToM 3TOTO Mpoliecca CTajlo To,
YTO BMECTE C JOMUKaMHU U (DHIIBTPAITMOHHBIMHU OpTraHaMu

ANMeHUKYIISPUNA Ha THO B OOJIBITUX KOJIMYECTBAX MOTYT
YXOOUTH 3aXBauCHHBIC (COPOMpPOBAHHEIC) UMU MEIKHUC
(parmeHTHI IITACTMACC, OOpa3yIONIHECcs B PE3yIbTaTe Me-
XaHUYECKOT'0 pa3pyIICHUS MPOLYKTOB aHTPOIIOTCHHOTO
3arps3HeHus okeaHa. C OTHOW CTOPOHEI, 3TO CITIOCOOCTBY-
€T OYHUIICHUIO BOABI, HO B KOHCYHOM CUCTE MOXKET UMETh
raryOHBIC TTOCISACTBHUS IS IOHHBIX dKOcHUcTeM [49].

WuTepecHo, uto nepenoc rena CelS k mpenkaMm TyHU-
KaT, TeM O0Jiee CTOJIb yIauHbIH, ObLI CIIyYalWHBIM COOBI-
THEM, COBEPIIICHHO HeoOs3aTenbHbIM. He Oynb ero, He
OBII0 OBl HUKAaKWX TyHHKAT. M KTO OBl TOTHA 3aHSIT UX
HEMaJIOBa)KHOE HBEIHE MECTO B MOPCKHX IKOCHUCTEMAX,
KaK BOOOIIE TTonnTa OBl 9BOJTIONNS KU3HH Ha 3emiie?

OTBeT Ha BOIIPOCH, IMEOIIHNE PyHIAMEHTAIHFHOE 3HA-
YeHUE JUIS TIOHUMAaHUS MMPOUCXOXKICHUS U DBOIIOIUU
XOPIOBBIX, B TOM YHCIIC YCIIOBEKA, MOXKET JaTh MPOJIOJ-
JKCHHE HCCIICIOBAHUN TYHUKAT MO HAIIPABICHHUSM, KOTO-
pbic 0003HAYCHBI yKE BEITTOJTHCHHBIMU Pa0OTaMU, B TOM
YHCIIC PACCMOTPCHHBIMU BHIIIIC.
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