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HenaBHue paboThl MoKa3aiu, YTO, HECMOTPSI Ha CTEPEOTUITHOE APOOJICHUE, aHHEJIUAbl 1eMOHCTPUPYIOT
CIMTOCOOHOCTH K SMOPHOHAIIBHBIM PETYJISILIUAM, B TOM YUCIe IPY (POPMUPOBAHNY JIMHUHU TTOJIOBBIX KJIETOK.
BMmecTe ¢ TeM HanboJiee IMPOKO MPOLIECCHI PEeTYJISILIMU TPEICTaBISHBI B X0/I¢ MTOCTIapBaIbHOIO Pa3BUTHUS
a"Henua. CITocoGHOCTB K pereHepalni, SIBIISTIoNIeics], BEpOSITHO, aHIIECTPATbHBIM IMTPU3HAKOM, TIPOSIBIISI-
eTCsl TT0-pa3HOMY CPeIu 3TUX KMBOTHBIX. HekoTopbie BUlIbl HE CLIOCOOHBI PEreHepUpPOBaTh yTpaueHHbIC
cerMeHThl. OTHAKO GOJBITMHCTBO BUAOB BOCCTAHABIMBAIOT 3aIHME YaCTH Tejla, MHOTHE CITOCOOHBI BOC-
CTaHaBJIMBaTb F'OJIOBHBIE CETMEHTBI U CTPYKTYPbI, @ HEKOTOPBIE Pa3BUBAIOT BCE TEJIO de novo NaxKe Ha OCHO-
BE OIHOTO-IBYX CETMEHTOB. BoJibllIasi yacTh BOCCTaHABIMBAaEMbIX CTPYKTYp (popMuUpyeTcs 3a c4eT Habopa
HeaudbepeHIIMPOBAaHHbBIX KJIETOK, BOZHUKAIOIIUX MPU JIejJeHUn aenuddepeHIMPOBaAHHBIX U/WUJIU CTBO-
JIOBBIX KJIeTOK. [IpH 3TOM TIpoliecc pereHepalry 4acTo IPUBOIUT K TTepeCTPOiiKe CTapbIX PparMeHTOB Te-
J1a, 1 MOXET, TAKMM 00pa3oM, ObITh CBSI3aHHBIM HE TOJIBKO C JIOKAJIbHBIMU U3MEHEHUSIMU, HO U TpeOOBaTh
peakiny Ha ypOBHE BceTo opraHu3ma. B aTom 0630pe MbI 0606111aeM MHOTHE COBPeMEHHBIE MCCIIeOBAHUS
OTHOCHUTEJIbHO MOJIEKYJISIPHBIX U KJI€TOYHBIX MEXaHU3MOB pereHepauuu y aHHeaua. Ocoboe BHUMaHUE
yIeJIeHO BOCCTAaHOBIICHUIO TTMIIIEBAPUTEIbHON M HEPBHOM CHUCTEM, ITOKPOBOB, a TAKXKe YJ4aCTUIO CTBOJIO-
BBIX U HenuddepeHIIMPOBAHHBIX KJIETOK B pa3BUTHH OGJ1acTeMbl M B BOCCTaHOBJIeHUU roHan. HakorieHue
1 aHaJIM3 COBPEMEHHBIX 3HAHUI O Pa3HOOOPA3WM KIIETOUHBIX UICTOYHWKOB U MEXaHU3MOB pereHepaluu
aHHEJIUI MOTYT MPOJIMTh CBET HA HanboJjiee 3BOIIOLIMOHHO KOHCEPBATUBHBIE MPOrpaMMbl MOIIEPKAHUS
CIMOCOOHOCTH K peTeHepalliy 1 Ha MPOLIeCChl, BEAYIIUe K IToTepe (OrpaHUYEeHUI0) OMHOTO U3 aHIIECTPaTh-
HBIX CBOICTB KUBOTHBIX.

Knrouesvie crosa: pereHepauus, nenuddepeHunalms, MyJbTUITIOTEHTHBIE KJIETKU, CTBOJIOBBIE KJIETKH, ITO-
JIOBBIE KJIETKU, SKCIPECCUsI TeHOB, MUIIeBapUTEIbHAS CUCTEMAa, HEPBHAsI CUCTeMa, NepecTPOiiKa TKaHel,

aHHEJIUIBI
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BBEAEHME

Perenepaliuss — npouiecc BOCCTAHOBJIEHUSI yTpa-
YEeHHBIX KJIETOK, TKAHE!, OpraHOB U YacTeii Tena U ux
dyHKIMIT — sgBiasgercs (yHIaMEHTaJIbHBIM CBOI-
CTBOM KMBBIX cucTeM. Jlaxke KMBOTHBIC, IS KOTO-
PBIX XapaKTepHO TOCTOSIHCTBO KJIETOYHOI'O COCTaBa
(pyTenus), COCOOHBI K OrpaHUYEHHO (hU3MOJIOTH -
yeckoii pereHepaunu (Koporkosa, 1997; Stocum,
2012). Bmecte ¢ TeM, BOIIPOC O TOM, IIOYEMY Y OJTHUX
BUIOB HAOIIODAIOTCS TTOYTH Ge3rpaHUIHBIC BO3MOX-
HOCTH K BOCCTAaHOBJICHHMIO YTpauyeHHBIX YacTeil, a y
WX OMKaWIIMX pPOIACTBEHHUKOB — HET, OCTaeTCs
HanboJsiee MHTPUTYIOIITAM M TaJIEKUM OT PEIeHUS.

CylecTByeT HEMAaJIO MOJIEIbHBIX 00BEKTOB, C UC-
MOJIb30BAHNEM KOTOPBIX aKTUBHO BEAETCS MOUCK pe-
LIeHUsI Mpo06JieM pereHepaluu. DTO TaKue MPOCThIe
JKMBOTHBIE KaK TUAPHI U TIJIAHAPUHU, WJTU O0JIee CII0XK-

HO YCTPOEHHBIC aHHEJIMAbI, UIVIOKOXWE, aCLIUIUN U
IMO3BOHOYHEIE, BKIIoUast yejioBeka (Kopotkona, 1997,
Stocum, 2012; Koctiouenko, Kosun, 2020). CoBpe-
MEHHbIE TEXHOJIOTUU TTO3BOJISIIOT IIPOBOIUTH UCCIIEI0-
BaHUS HA KJIETOYHBIX KYJIbTypax, YTO 3HAYUTEIIBHO 00-
JIeTJaeT co3IaHre KOHTPOJIMPYEMBIX YCIoBUiA. OmHAKO
OYEBUIHO, YTO ITOJIHOLIEHHOE pelleHue (pyHIaMeH-
TaJIbHBIX Y IPAKTUYECKUX TTPOOJIEM pereHepaliy BO3-
MOXHO TOJIBKO Ha OpraHM3MeHHOM ypoBHe (Stocum,
2012; HoBukoBa u 1p., 2020).

HecMoTps Ha mpucTtajibHOEe BHUMAaHUE UCCIEO-
BaTelieil K (heHOMEHY pereHepaluy, MHOTME MeXa-
HU3MBI 3TOTr0 Ipoliecca A0 CUX MOP He PACKPITHI.
CpeIn HUX — TIpUPOJA KIIETOYHBIX MUCTOYHUKOB,
BHOCSIIMX BKJIag B (GOpMHpPOBaHUE pereHepara.
OCHOBBIBAsICh Ha JAHHBIX IO pereHepalu MHOTUX
MOJIEIbHBIX OOBEKTOB, MOXHO TIPEIIOJOXUTh, YTO
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178 HUKAHOPOBA u np.

Hanbojiee 4acTO BCTPEYAIOTCS YEThIpe MEXaHM3Ma
BOCCTAaHOBJIEHUSI TKAHEM: MOBTOPHBII POCT KJIE€TOY-
HBIX YacTei, TaKNX KaK HEPBHbIE aKCOHMI; ITporde-
pauus nuddepeHIMPOBaHHBIX KJIETOK, IpeTepIieBa-
JOLIMX WJIM He TIpeTeprieBaoux aeauddepeHIInpoB-
Ky; TpaHcauddepeHIMPOBKa U aKTUBALMST B3POCIIBIX
CTBOJIOBBIX KJIeTOK. BMecTe ¢ TeM anmMopgdHas pere-
Hepauus, JIsi KOTOpOii XxapaKTepHa BbICOKasl MPOJIH-
depaTuBHAs aKTUBHOCTD Pa3JIMYHBIX KJIETOK, COIIPO-
BOXIaeTcsl Ipu3HakaMu Mopdaakcuca. Mopdai-
JIAKCHUC, TIPOLIECC BOCCTAHOBIICHMSI YTEPSIHHBIX YacTei
3a CYET IEePECTPOMKM CTapbIX TKaHel 0e3 aKTUBHOM
npoandepalny KJIeTOK, MOXET OBbITh BEIPAXKEH B pa3-
HOI CTeIIeHH. B HEKOTOPBIX ciTydyasix pereHeparys MO-
XKET OCYIIECTBJISITHCS MCKIIOUUTEIBHO I10 TUITY MOpP-
damrakcuca (Stocum, 2012; Koctiouenko, KozuH,
2020). OueBuIHO, YTO codyeTaHue aeauddepeHIIIPOB-
K1, aKTUBALlMU CTBOJIOBBIX KJIETOK, Mpoaudepaluu 1
peopraHm3aluy ocTaTka (TKaHU, OopraHa 1 T.4.) Cylle-
CTBEHHO YBEJIUUUBAET CJIOXKHOCTb MEXaHU3MOB UHU -
YAl U PEryJISIIUU IIpOolIeCCOB pereHepanuu. BHe
BCSIKOTO COMHEHMSI, MICITOJIb30BaHUE Pa3IUIHbIX MO-
JIeJIei JKUBOTHBIX ITO3BOJIUT ITOJIYIUTh MaKCUMAJIbHO
IMOJIHOE IIPEeACTaBIeHNE O IIpolieccax pereHepaluu 1
HMCIOJIb30BaTh 3TU 3HAHUS B IIPAKTUIECKUX LIEISIX.

B HacTosmieM 0630pe MBI 0000111aeM MHOTHE JaH-
HBIE O MOJIEKYJISIPHBIX M KJIETOYHBIX MEXaHM3MaX pere-
HEepaluy y aHHEINO, OMHOM 13 KIIIOUEBBIX JIJIS 9BOJIIO-
LIMOHHOI OMOJI0TMHY Pa3BUTHSI TPYIIII OMjIaTepaIbHbBIX
KUBOTHBIX. AHHENIMIBI, KaK W OPYyrue CHUpaabHBIC
KMBOTHBIE, TEMOHCTPUPYIOT CTEPEOTUIIHOE dMOPHO-
HaJbHOE Pa3BUTUE, XOTS U C 3JEMEHTAMU PETyJIsILun
(KocTtrouenko, onmya, 2006, 2017; Nakamoto et al.,
2010; Ko3uH u ap., 2013; Wanninger, 2015; Kozin et al.,
2016; Lanza, Seaver, 2018). OgHako B3pocCJble KUBOT-
HEIE, 3aMETHO pa3/IMYaloIIecs 110 CTPOSHUIO, X3~
HEHHOMY IIMKJTY 1 9KOJIOTMYECKHUM YCJIOBUSIM OOMTa-
HUSI, KaK IIPaBUJIO, BOCCTAHABIMBAIOT yTpayeHHEIC
TKaHU M 9aCTU Tejia, IeMOHCTPUPYS B psIAe CIydacB
IMOYTH HEOrpaHWYEeHHBIE CIIOCOOHOCTH K pereHepa-
1, B TOM YKCJI€ U IpHU OECHOJIOM pa3MHOXEHUU
(Kopotkosa, 1997; Xapun u np., 2006; Bely, Sikes,
2010; Zattara, Bely, 2011; KocTtioueHko u ap., 2016;
de Jong, Seaver, 2018; Koctiouenko, Ko3un, 2020).
Bce 310 menaeT aHHENUI MEPCIEKTUBHOM MOIEIbIO
JUISE U3yYEeHUSI KaK MOJICKYJISIPHBIX U KJIETOYHBIX Me-
XaHU3MOB pereHepaly 1 6eCII0I0ro pa3MHOXKEHMS,
TaK 1 3BOJIIOLIMU ITPOTPaMM Pa3BUTHSL.

BJIIACTEMA: KIIETOYHBIE UICTOYHUKHN
N CIIELNDPUYHAA SKCITPECCHA 'EHOB

IMTocTTpaBMaTUUeCcKasg pereHepauus OOJBIIH-
CTBa aHHEJIU IPOUCXOIUT MO TUITY 3MUMOopdo3a, TO
ecTb ¢ (popMHUpPOBaHUEM pETeHEPALIMOHHON MOYKU,
COCTOSIIIEH U3 aKTUBHO NPOIU(EPUPYIOIINX, HEe-
mddepeHIMPOBaHHBIX KIeTOK. OOIIETPUHSITO, YTO

KJIETKU, BXOISIIINE B COCTAB BCEX TPEX 3aPOIAbIIIEBBIX
JIMCTKOB, YY4aCTBYIOT B BOCCTAHOBJICHUM yTPauyeHHBIX
yuacTkoB Tejia (Paulus, Miiller, 2006; Bely, 2014; Ko-
cTIOUeHKO U 1p., 2016). BoabnHCTBO paboT mom-
TBEPXKIACT NOCI0 O HE3aBUCUMBIX KJIIECTOYHbIX UCTOY-
HUKaX 3KTO-, ME30- U SHTOAECPMAIBHBIX CTPYKTYP BO
BpeMsl pereHepalyu, TO3TOMY HMeEeT CMBICI pac-
CMOTpPETh UX IO OTACIbLHOCTU. BoccTaHoBIEHME MTIPO-
W3BOAHBLIX Me304epMbl (LIEJIOMUYECKUIA BIUTEIMIMA,
roHaabl, KPOBEHOCHBIE COCYIBI, MeTaHeppUIuu) U
9KTOIEepPMBbI (HEpBHASI CUCTEMa, ITOKPOBHI Tejla) TEC-
HBIM 00pa30oM CBsI3aHO ¢ (POPMUPOBAHUEM pereHepa-
IIMOHHOM ITOYKU.

B cocraB pereHepallmOHHOM ITOYKU BXOIUT OJiac-
Tema (Macca BHYTPpeHHUX HeauddepeHIUPOBAHHBIX
KJIETOK) M MOKpBIBaloluii ee snuteauii. HeomHo-
KpaTHO ObUIO IOKAa3aHO, YTO PAHEBOM SIUTEIUit
dopMuUpyeTcs 3a cUET peapaHXUPOBKU KJIIETOK IT0-
KPOBHOTO 3ITUTEINS, a HE 3a CUET UX IpoIudepalnm.
BDT1OT (hakT OBLI MOATBEPKIECH KaK C MCITOJIb30BaHM-
eM rucrojiormyeckux MetonoB (Turner, 1934; Fontés
etal., 1983; Dupin et al., 1991), Tak 1 MeTOIOM BKJIIO-
yenus1 BrdU u EdU (Zattara, Bely, 2011; Planques
et al., 2019). Kpome Toro, uHrubupoBaHue rmpoJudge-
palyy LUATOCTATUYECKMM IpenapaToM THUIPOKCH-
KapbaMUIOM He TIPUBOAWIO K HapylIeHUI0 (popMU-
poBaHus paHeBoro anutenus (Planques et al., 2019).
TeMm He MeHee, Tpondepalnst KJIeTOK ITOKPOBHOTO
SIUTEINS MOXKET MPOUCXOAUTh Ha Gojiee MO3IHUX
CTagusIX.

HanpoTus, KjieTku 6JlacTeMbl aKTUBHO JEJSITCS.
IMponudepaliuss BHYTpEeHHUX KJIETOK pereHepalu-
OHHOIT MOYKY MOATBEPKIAETCSI BKIIOUEHUEM TIPEI-
mectBeHHUKOB JIHK: EdU wmam BrdU (Zattara,
Bely, 2011; Sugio et al., 2012; Kozin, Kostyuchenko,
2015; de Jong, Seaver, 2018; Planques et al., 2019). B
HelaBHEM MCCIeAOBaHUY aKTUBHOE JIeJICHUE KJIETOK
61acTeMBI OBLIO TTOKA3aHO C UCITOJIb30BAaHUEM MOJIe-
KynsipHbIX MapkepoB. CyclinB1, cyclinB3 v pcna — re-
HbI, OEJIKOBBIE MTPOAYKTHI KOTOPBIX YUYACTBYIOT B ITPO-
necce perumnkauuu JJHK, u MoryT ciy:kuth Hagex-
HBIMM MapKepaMu Mpoaudepupymoinnx KieTok. B
JIOTIOJTHEHUE K 3TOMY OBbLI MPOBEAEeH U (PYyHKIIMO-
HaJIbHBIM aHAIW3: MHKYOAallMs YepBeil B MUHTMOUTOpe
npoandepalny rTuapoKcruKapoaMuae mpuBea K Ha-
pylieHUI0 (GopMUPOBAHUS 3adHEl 30HBI pPOCTa U
BOCCTaHOBJIEHMIO yTpaueHHBIX cerMeHTOB (Planques
etal., 2019). Takum o6pa3om, nposindepaius KieToK
6JacTeMBbl SIBISIETCS HEOOXOAUMBIM COOBITHEM JLJISI
pereHepanum.

BrisicHeHVE TIPOUCXOXIEHUS KIETOK, (DOPMUPYIO-
X 6JIaCTCMy, H606XO,£[I/IMO JJIA TTIOHUMaHUA UCTOY-
HHWKOB BOCCTAHOBJICHMS CTPYKTYP ME€30- U IKTOAECP-
ManbHOI Tpuponbl. C 0gHOM CTOPOHBI, OOJIBIIIMHCTBO
WCCIIeNOBaHW MoAnepKUBacT uacoo o neauddepeH-
MPOBKE KIIETOK C Mociienytonieit penmddepeHINpoB-
koii. C 1pyroii CTOpOHbI, MHOTME aBTOPHI IIpeAIiojara-
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[OT HaJIMYME CIIeINAIM3POBAaHHON JIMHUHY COMaTHYIE-
CKMX CTBOJIOBBIX KJIeTOK. M1 B TOM 1 B IpyroM ciydae
KJIETKM MOTYT 1100 MUTPUPOBATh U3 OTHAJICHHBIX CEr-
MEHTOB, JTMOO M3HAYAIbHO HAaXOJAUTHCS B CETMEHTE
psiaoM ¢ paHoit. TakuM o6pa3oM, eCTh BCEro YEThIpe
TUIIOTETUYECKUE BO3MOXHOCTU HPOUCXOXKICHUS
KJIETOK OJIacTeMbl: MUTPAMs yOadeHHBIX CTBOJIO-
BBIX 2JIEMEHTOB, MUTrpauus neaudepeHIIpoBaH-
HEBIX KJIETOK, JIOKaJIbHas TeauddepeHInpoBKa, J0-
KaJIbHOE TIPOUCXOKIEHUE CTBOJIOBBIX Ki1eToK (Plan-
ques et al., 2019). OnHako UX KOMOMHHUPOBAaHUEC B
Pa3IMYHBIX COUETAHUSIX MOXET 3HAUMTEILHO MEHSITh
YCJIOBUSI B3aUMOJIEMCTBUSI MEXIY KJI€TKaMu, B TOM
YKCJIe Ha YPOBHE HUIIM CTBOJIOBBIX KJIETOK. OT/IMYM-
TEJIbHOM 0COOEHHOCTHIO CTBOJIOBBIX KJIETOK SIBJISIET-
¢ ux npojmdepanus 40 Havajla pereHepalunu, B TO
BpeMsl Kak aeauddepeHIupoOBKa KJIETOK ITPOUCXO-
JUT B OTBET Ha aMITyTallUIO. KaK N3BECTHO, HAACXK-
HBIMM MapkKepaMu HeanddepeHINPOBAHHOIO CO-
CTOSTHUSI KJIETOK Y OS€CITO3BOHOYHEBIX SIBJISIFOTCS IIPO-
JIYKTBI TEHOB MpPOrpaMMBbl ITOIAEPXKAaHUS MOJOBEIX U
MYJbTUIIOTEHTHBIX KiIeToK (Germline/Multipotency
Program genes) (Juliano et al., 2010). Dkcnpeccus
de novo 5TUX TEHOB B COCTaBe pereHepallMOHHOI
OJtacTeMBI OyIeT TOBOPUTH O JIOKAJTbHOM MPOMCXOXK-
JIEHUN KJIETOK OJlacTeMBI, TOTJa KaK OOHapy:KeHHE
KJIETOK C ITOJOOHBIM IIPO(MIEM 3KCIPECCUU B MH-
TaKTHBIX CErMEHTax MOXET CBUICTEIbCTBOBAaThH B
MOJIb3y MUTpallMK. Takum oOpa3oM, U3yYeHHE IIPO-
JudepaTuBHON aKTUBHOCTU U aHAJINU3 TTaTTepHA 3KC-
npeccur reHoB GMP no3BossT otnuuTh aenudde-
PEHILIMPOBKY OT Y4aCTHS CTBOJIOBBIX KJIETOK Y MUIPa-
MO OT JIOKAJbHOM aKTUBAIUM IMpoardepaTUBHON
aKTUBHOCTHU.

Hcrionb3oBaHKUe 3TUX IBYX METOIOB ITI03BOJIMIIO
YTBEPKIATh O MIPEBAIMPYIOLIEii PO MPOLIECCOB Jie-
I dEepeHIMPOBKU KJIETOK, PACHOJOXEHHBIX psi-
JIOM C paHOI B XoJie 3aaHeit pereHepanuu Platynereis
dumerilii (Planques et al., 2019). ABTOpbI UHKYOUPO-
Basu yepBeii B pactBope EAU nmo nmpoBeneHust onepa-
LUK 110 YIAJIEHUIO CETMEHTOB, C LIC/IbIO BBHISIBIICHUS
CTBOJIOBBIX KJIETOK, TOCTOSIHHO HaXOJSIIIUXCS B KJIe-
TouHoM 1ukie. [Togapnsioliee OOJIbIIMHCTBO KJIETOK
OyacTeMBbl OBIO CBOOOJHO OT METKH, YTO TOBOPUT O
HE3HAYMTEJIbHOM BKJIaJe MUTPALIK B (DOpMUpPOBaHNE
61acreMbl. OmHAKO, CXeMa 3TOro 3KCIEpUMEHTa He
IO3BOJISIET BBISIBUTH CTBOJIOBBIC KJIETKM, HAXOASIIIHC-
cs B (hase MOKOosI 10 MOMeHTa amiytaiuu. [IpoBene-
HUE 9KCIIepUMEHTA 110 MOANGUIIMPOBAHHOM cxeme (C
MpeaBapUTEIbHOM aMITyTalluei, MPU3BaHHON CTUMY-
JIMPOBATh ITOKOSIIIIUECS CTBOJIOBBIE 3JIEMEHTHI K JeJe-
HUIO) MO3BOJIWIO MOATBEPAUTH, YTO OjlacteMa hop-
MUPYETCSI B OCHOBHOM M3 KJIETOK ITPMJIETAIONIETO K
paHe cerMeHTa, 6e3 MUTpalli OTHAJICHHBIX 3JIEMEH-
toB (Planques et al., 2019). B nmonw3y aenuddepeHu-
POBKM KJIETOK CBUACTEILCTBYET OOHApYXKEHUE de novo
akcnpeccuu reHoB GMP (Pdum-piwiA, Pdum-piwiB,
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Pdum-vasa, Pdum-nanos, Pdum-pll10, Pdum-myc) Bo
BHYTpEeHHUX KJieTKax oyiactembl (Planques et al., 2019)

(puc. 1).

J71s1 GONBIIMHCTBA OPYTMX MOJMUXET TaKXKe ObLIa
roKasaHa IIaBeHCTBYIOIAsl POJIb IIPOLIECCOB neaud-
¢epeHIIMPOBKN KJIETOK, PACIIOJIOXEHHBIX PSIAOM C
panoii (Paulus, Miiller, 2006; Kozin, Kostyuchenko,
2015). HenaBHsist pabota Ha monuxete Alitta virens
yOeaQUTEIbHO IIPOAEMOHCTPUPOBAJIa, YTO B XOIe 3al-
Hell pereHepalyy MPOUCXOIUT de novo SKCTIPeCCUst Te-
HOB-MapKepOB CTBOJIOBBIX W MYJIBTUITOTEHTHBIX KJIC-
TOK vasa, piwi u pl10, accolluupoBaHHasI C TTOKPOBHBIM
SIUTEIMEM U BHYTPEHHMMM KIJIETKaMU pereHepara.
ABTODPBI YKa3bIBalOT HA OTCYTCTBUE MUTPALIM KJIETOK C
MOoAO0OHBIM IPOUIEM IKCIIPECCUM, YTO COTIACYETCS
¢ uaeeii o neauddepermpoke. ConocTassist 1aH-
Hble TUOPUIM3ALMU in Situ U KapTUHbBI BKIIOYEHUS
kiretkamu BrdU, aBTopbl 0TME4aloT HEKOTOPOE HECOB-
MajieHye MeToK. B yacTHOCTH, B aNUTEIMU OOHAPYKI1-
BalOTC AeJISIIINECs KIETKA, HE SKCIIPECCUPYIOLLINE Te-
Hel GMP, a B 671acTeMe HalmpoTUB — OOHapPY>KEHBI
GMP-1103uTHBHBIE KJIETKM, HE HaXoAsIIrecs B pa-
3¢ MUTO3a. TakuM oOpa3oM, aKTUBALUS IKCIpPEC-
CUM MU3YyYeHHBIX TeHOB 13 uyncaa GMP He saBiseTcs
HeoOXomMMOI I IoAAcpKaHUs IIpoandepaTuB-
Hoii aktmBHOCTM KieToK (Kozin, Kostyuchenko,
2015). Cnenmyetr, omHaKO, OTMETUTb, UTO METOMBI
aHanm3a PyHKUU pa3IMYHBIX TeHOB Y aHHEJINUI Ha-
Yajy pa3BUBaThCs JIMIIB B IMocaeaHee BpeMs. OOHa-
PYXeHHBbIN y E. japonensis TeH grimp sIBASIETCS €IUH-
CTBEHHBIM, Ubsl POJib B (pOpMUPOBAHUU OJIACTEMBI
MoATBepXAeHa (PYHKIMOHAJIBLHO: MCIIOJb30BaHUE
neynenodyeyHoii PHK storo rena B xone PHK-uH-
TepdepeHIMU MPUBEIO K ITOAABJICHUIO IIpoliecca
dopmupoBanus oimacremsol (Takeo et al., 2010).

Ha OGosee mo3gHMX cTamusx pereHepandym 3KC-
npeccusi reHoB GMP HabmonaeTcs B KJIeTKaX BHOBb
00pa30BaHHOM 3amHEel 30HBI pocTa. MONEKYIISIpHBIN
npoduiab 3agHEil 30HBI POCTa BapbUPYET Y pa3HBIX
BunoB aHHeaun. st monuxetol Capitella telefa moka-
3aHa YKCIIPECCUsi TOMOJIOTOB piwi, vasa N nanos B 3a]1-
Hell 30He pocTa roBeHWIbHBIX yepBeit (Dill, Seaver,
2008). B xone pereHepaliny KJICTKM 3aTHEI 30HbI pO-
CcTa HakKaIUIMBalOT TpaHCKpuIThl piwi (Giani et al.,
2011). Platynereis dumerilii neMOHCTPHpPYET 3KC-
IIPECCUI0 TOMOJIOTOB piwi, vasa, pl10 v nanos B 3a1-
Hell 30He pOoCTa I0BEHUJIBHBIX 1 PEreHEePUPYIOIINX
yepBeii (Planques et al., 2019). KieTtku 3agHeit 30-
HBI pocTa oJauroxetbl E. japonensis HaKaIllIMBalOT
TPAHCKPUIITHL vasa B XOJIe HOPMAaJIbHOTO pOCTa U
perenepauuu (Tadokoro et al., 2006). Hanporus,
9DKCIIPECCUS vasa OTCYTCTBYET B 3aJHeil 30He pocTa
onuroxethbl Tubifex tubifex (Oyama, Shimizu, 2007).
BeposgTHo, pyHKIMIO OTCYTCTBYIONIETO Oeiika Vasa
BBITTOJIHsIET poacTBeHHas et PHK-xenmmkaza p68
(Oyama et al., 2008).
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HCpCI[HHH PEreHCpalMOHHAadA 1Imo4YyKa

3amgHsas PETCHEpAllMOHHAaA ITo4YKa

piwi, vasa, nanos, engrailed, Ej-grimp, Otx-2

piwi, vasa, nanos, pl10, pufA/B, Hox, SmB,
myc, runx, cdx, tdrd1/2/3, hunchback, twist,
prdm3/ 16, Hox

Ej-tuba, Ej-mina, Ej-horu, Otx-2

Ej-tuba, Ej-mina, Ej-horu, WNTs, foxA

piwi, vasa, nanos, pl10, foxA, Hox, myc, gsm,
evx, cdx, en, WNT5s, sfipl/2/5, brachyury, dix,
cs1, pax6, neurogenin, slit, elav, prdm 3/16

4 DkromepMma (63 30HBI poCcTa)
binacrema (Me3onepma)
Kumxka (aHTomepma)

N - 3aaHsIs1 30Ha pocTa D

Puc. 1. [luddepeHLnaabHast 3KCIPECCUSI TEHOB B XOI¢ PereHepalny aHHEe M Ha OCHOBE NaHHbIX TMOpuan3anuu in situ. Ha
cxeMe TMepeIHU KOHell Tejla HalpaBJieH HaJleBo, 3aIHUiT — HarpaBo. CxeMa cocTaB/ieHa Ha OCHOBE CJICAYIOIINX UCTOUHUKOB:
Bely, Wray, 2001; de Rosa et al., 2005; Tadokoro et al., 2006; Paulus, Miiller, 2006; Dill, Seaver, 2008; Takeo et al., 2008, 2010;
Giani et al., 2011; Pfeifer et al., 2012; Novikova et al., 2013; Gazave et al., 2013; Kozin, Kostyuchenko, 2015; Ozpolat, Bely, 2015;
de Jong, Seaver, 2016, 2018; Planques et al., 2019; Kostyuchenko et al., 2019. HeGosibi110if HA60p FeHOB, SKCIEPCCUPYIOLITUXCS
MPU 3aMelIeHUM HEJO0CTAIOIIEero TOJIOBHOTO KOHIIA, OTPaXKaeT JIULIb C1a0yio M3y4eHHOCTb MOJIeNIel C nepeHel pereHepauueit
METOJIOM TUOPUAMN3ALINH ix situ. JIOTIOJTHUTEIbHYIO0 HHDOPMALIMIO CM. B pasaeiie “IlepcrneKTUBbI: MOJIEKYJISIPHbIC TOAXOAbI”.

B reHoMax OOJBIIMHCTBA M3YYEHHbBIX aHHEIW
OoOHapy:XeHO I10 JBa ToMoJiora reHa piwi. @uioreHe-
TUYECKUIA aHaU3 MOKa3bIBaeT, YTO OHU 0Opa3oBa-
JIUCh B pe3yJibTare NYIUIMKALMU Ha 3ape 3BOJIIOLUN
ounatepuii (Giani et al., 2011). Ayrummkauys reHa 1
rnocjienyromasi TMBEPreHIsI KO OOBIYHO CBSI3a-
HBbI ¢ pazaeneHueM GyHKUMiA. JlelicTBUTEbHO, T1aT-
TePH 3KCIPECCUM MapajoroB piwil v piwi2 pasauya-
eTCsI B pereHepallMOHHOI 1mouke A. virens. Avi-piwil
SKCIPECCUPYETCSI HA PAHHUX CTAAUSAX B KJIETKAX pa-
HEBOTO TMUTEINS U BO BHYTPEHHUX KJIeTKax OJacte-
MBI, a TakXX€ MapKUpyeT BHOBb C(POPMUPOBAHHYIO

3aIHIOI0 30HY pocTa. TpaHcKpunTel Avi-piwi2 oOHa-
PYXEHBI MCKITIOUHUTEIFPHO BO BHYTPEHHUX KIIETKax
OyacTeMbl, HO He B KJIETKax 3aIHeil 30HBI pocTa
(Kozin, Kostyuchenko, 2015). C apyroii cTopoHBHI,
HECMOTpSI Ha TaBHIOIO TUBEPTEHIINIO, TAPAJIOTH piwi |
u piwi2 y C. teleta TpaHCKpUOUPYIOTCSI B OMHUX U TeX
Ke CTPYKTYpax B XOJe€ BCEro KM3HEHHOTro IUKJIa U
pereHepanuu (Giani et al., 2011). Takum obpazom,
HECMOTpsI Ha BBICOKUI YPOBEHb TOMOJIOTUM MEXIY
OpTOJIOTaMHM piwi, OHA MOTYT CIIEIINATU3UPOBATHCS
Ha BBITIOJTHEHUH Pa3HbBIX (DYHKIINMA ¥ pa3HBIX BUIOB.
B nemoMm, Bapmanmm B Habope reHoB GMP, Bosite-
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YEHHBIX B IMPOLIECC BOCCTAHOBJICHUS 3aTHE 30HBI
pocTa 1 yTpauyeHHBIX CETMECHTOB Y Pa3HBIX aHHEJINI,
MOTYT TOBOPUTb O TOHKMX Pa3JIMYUSIX B PETYISLIAN
BO3MEILEHUSI YTPauYeHHBIX 3aJHUX CTPYKTYP.

Ente no o6ocobaeHns 30HBI pOCTa KJIETKM 3amHeil
yacTth OiactemMbl P dumerilii 3KCTipecCUpyIOT TKaHe-
crieunuUYHbIe TeHBI, HanpuMep Pdum-twist, OTBeT-
CTBEHHBIN 3a 1UPDHEPEHLIMPOBKY B MbIIIIEYHbIE KJIET-
ku (Planques et al., 2019). ITocie ¢popmupoBaHUs 30-
HBI pocTa twist+ KJIeTKd oOHapyXeHbl B IlepeaHeit
YacTu 0J1acTeMBbI, YTO TOBOPUT O Oymyiiei ux gudde-
PEHLIMPOBKE B MbIIIIEUHbIE 3JIEMEHThHI HOBOTO CETMEH-
Ta. DKcnpeccust Pdum-prdm3/ 16 B KieTKax 0J1acTEMbI
MO3BOJISIET TIPEAIONOXUTh UX KOMMUTHUPOBAHUE B
CTOPOHY TPeAIIECTBEHHUKOB KPOBEHOCHBIX COCYIOB.
Havano 3aknanku crnenuajim3mpoBaHHBIX KOHEYHO-
CTEeM MOJUXET — Mapanoauii — 3HaMEeHYeTCS DKCIIpeC-
cueit Pdum-dix. Hakonel, o oopMupoBaHUM HOBBIX
3JIEMEHTOB HEPBHOI CUCTEMBI MOXHO CYIUTb IO BKC-
npeccuu reHoB Pdum-pax6 v Pdum-neurogenin. Ta-
KM 00pa3oM, KJIETKU O1acTeMbl KOMMUTHUPOBAHbBI K
MPUOOPETEHUIO OIPEIEICHHONW KIJIIETOYHOU CyIbObI
ellle Ha caMbIX paHHUX cTagusix pereHepauuu. CTojb
paHHsIsT crieuMduUKanys KJIETOK OJlacTeMbl MOXKET
CBUJIETEJILCTBOBAThH B MOJIb3Y COXpaHeHUs nenudde-
PEHILIMPOBAaHHBIMU KJIETKaMU OJlaCTEMbl TIPUHAJ-
JIEXKHOCTHU K OMpeAeeHHOMY 3apOJIblIIEeBOMY JIUCT-
Ky. DTO TakKXe MOXET CBUIETEIbCTBOBATb O MYJIbTH-
MOTEHTHOM, a HE TUTIOPUIIOTEHTHOM CTaTyCce KJIETOK
0J1aCTEMEL.

Wnes o TpaHc- nim nennddepeHIIMpOBKE JIOKATb-
HBIX KJIETOUYHBIX 3JIEMEHTOB ObLIa HE pa3 IOATBEp-
XKJIeHa U C TIOMOIIBIO KJIACCUYECKUX METOIOB OMOJIO-
TMU pa3BUTUSI. BoccTaHOBIEHUE MBIIIEYHBIX KJIETOK
MPOVCXOJUT, COMIACHO TUCTOJOTMYECKOMY MCCIIEeNO-
BaHUIO 3aJHCH pereHepaluu TMojauxetbl Owenia fusi-
formis, 6naronapst neauddepeHIIMPOBKE, aKTUBHOMY
JIeJICHUIO U TTocJIeaytoleil peauddepeHIMPOBKE MO~
utoB (Dupin et al., 1991). DnuTennouuTbl Ha BEH-
TpaJIbHOM CTOpOHE GnacteMbl y Limnodrilus hoffmeis-
teri, Ophidonais serpentina n Lumbriculus inconstans
COCOOHBI MUTPHUPOBATh BHYTPh 1 YIaCTBOBATH B 3a-
kimanke HepBHbix raHriaueB (Turner, 1934; Bilello,
Potswald, 1974; Cornec et al., 1987). bonee Toro, B
psime paHHUX paboT onrcaHo GOPMUPOBAHNE ME30-
JIepMaJIbHBIX TTIPOU3BOAHBIX UCKIIOUUTEBHO 34 CUeT
CTPYKTYp 3KToaepmanbHol nipupoasl (Hepke, 1897;
Michel, 1898; Abel, 1902; Wagner, 1906, nutTupoBaHO
no Bilello, Potswald, 1974). Ha ocHOBe JaHHBIX, I10-
JIyYEHHBIX B Hallleil 1abopaTopuu, ObLIO MPEarnoao-
KEHO BEPOSITHOE BBLICEJICHUE KJICTOK AeaudepeH-
LPOBAHHOTI'O IIOKPOBHOTI'O 3MUTEJINS 1 00pa30oBaHuUe
MMM MaTepuaja OyacTteMbl B Xoie Oecrojioro pas-
MHOXeHMUs y onuroxet Pristina longiseta u Nais com-
munis (XapuH u ap., 2006). KieTkn ITOKpPOBHOTO
SIIUTENNSI HE TOJBKO MMEIOT CXOOHOE C KJIeTKaMU
0J1acTeMbl TOHKOE CTpOeHME, HO, KaK U MOCJIeIHNE,
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9KCIPECCUPYIOT TeHEI vasa, pl10u piwi. Takum obpa-
30M, OJ1acTeMa Ipr OeCIT0I0M pa3MHOXKEHUN Y OJTH -
TOXET, MOXET OBITh C(popMHpOBaHaA, KaK MUHUMYM
YaCTUYHO, 3a cueT aeaudepeHIIMPOBAHHBIX KJIIETOK
roxkposHoro snutenus (Koctiouenko u ap., 2016).

HecmoTps Ha TO, 4TO [Jisl TIOJUXET B OCHOBHOM
TMoKa3aHo yJyacTue AeauddepeHIMPOBaHHBIX KJIETOK
CcTapbIX TKaHel B (popMUpPOBAaHUM pereHepara, McC-
clienoBaHue, npoBeneHHoe Ha Capitella teleta c uc-
MOJIb30BAHUEM JIBYX Pa3HbIX MPEeAlleCTBEHHUKOB
JHK (EdU u BrdU), neMmoHCTpUpYyeT aKTUBHYIO MU~
rpalivio KJIEeTOK B Xojae 3adHell pereHepaiuu
(de Jong, Seaver, 2018). ABTOpBI ITOKA3aJI1, YTO BO3-
MOXHbBIM MCTOYHUKOM MUTPUPYIOLIUX Vasa-TO3U-
TUBHBIX KJIETOK SIBJSIETCS KJIACTEP MYJbTUIIOTEHT-
HBIX CTBOJIOBBIX KieToK (MPC), pacmonoxeHHBIi B
MSATOM cerMeHTe 4epBsi. C UCMOJIb30BAaHUEM AOIOJI-
HUTEJIbHBIX MOJIEKYJISIPHBIX MapKepoB Oblila MOKa3a-
Ha reTeporeHHocTh Kiactepa MPC. Bce ero kietku
3KCIIPECCUPYIOT TOMOJIOTU vasa, piwi, nanos, OqHaKO
JIMIIb HeOobIIasi CyOnomyJIsiiusl KJIeTOK OKa3blBa-
eTCsl myc-TIO3UTUBHOM. ABTOPBI XapaKTepU3YIOT KJla-
CTep KaK reTepOreHHYI0 MOMYJISLINI0 MYJIbTUIIOTEHT-
HBIX CTBOJIOBBIX KJIETOK, KOTOpas MOXET BHOCHUTH
BKJad B ¢hopMUpOBaHUE 3aqHEN pereHepalvoHHOM
61actembl. [1pu oTpe3aHuu NATU NepeIHUX CEerMeH-
TOB (TO ecTh, BKIwo4Yass MPC) depBu yrpaumBaiu
CIOCOOHOCTh BOCCTAHOBUTDH 3alHUE cerMeHThI. [1pu
OTCEUEHMHU YEThIpEX MEPEIHUX CETMEHTOB TakK, UTO
MPC ocTaBajicst B cocTaBe pereHepupylomiero ¢gpar-
MEHTa, 0COOM BOCCTaHABJIMBAJIM OT OJHOTO JO TPeX
yTpayeHHbIX CeTMEHTOB. KOHTpPOJIbHBIE XXUBOTHBIE,
MMEIoIINE BCE TOJIOBHBIE CETMEHTHI, pereHepupoBa-
Ju 1o 12-Tu 3amHUX cerMeHTOB. B obeux skcnepu-
MEHTAJIbHBIX TPYyMIIaxX He HabJ101a10Ch BOCCTAaHOBIIC-
HUeE 3a7Hei 30Hbl POCTa, UTO aBTOPbI OOBSICHSIIOT He-
CMOCOOHOCTBIO YepBell MUTAThCS. AHAIM3UPYS ITU
pe3yJbTaThl, aBTOPHI Ae1al0T BBIBOJ O TOM, UTO COXpa-
HeHre MPC cnocoOcTByeT BOCCTAaHOBJIEHUIO HEKOTO-
pOro KojiMyecTBa 3aJHUX CEIMEHTOB, KOMIIEHCUPYS
otcyrcTBHe 30HBI pocTta (de Jong, Seaver, 2018). Tak
Kak Mpolecc 3aJHeil pereHepaluu ObUl HapylleH B
o0ouX ciydasx aMITyTallud TIepeaHUX CErMeHTOB (C
win 6e3 kiactepa MPC), BcTtaeT BOIlpoc O poju Iro-
JIOBHBIX CTPYKTYp B BOCCTAHOBJICHUM 3aJHEH 30HBI
pocrta. MU3BecTHO, YTO pa3BUTUE 3aIHETO pereHeparTa
y niosiuxethbl Alitta virens n onuroxetbl Tubifex tubifex
He TIPOUCXOJIUT B OTCYTCTBHUE roioBHOTro mo3ara (Ko-
potkoBa, 1997; Bely, 2014). Bo3aMoXXHO, U B ciy4yae
C. teleta KpUTUYECKYIO POJIb B 00ECTIEYEHNU TOJTHO-
LIEHHOM pereHepaly urpaetT He OOHApPYXKEHHBIH aB-
TOpaMU KJIaCTepP, a HEKUI HEM3BECTHBII CUTHAJI, UC-
TOYHHUKOM KOTOPOTO SIBJISIFOTCS TOJIOBHBIE CETMEHTHI.

B oTimaue ot moJMXeT, IS MOSICKOBBIX aHHEITHT
(Clitellata) HeogHOKpPaTHO OBUIM OMMCAHBI KJIETKU
Me30[epMaIbHON TPUPOIBI, aCCOIMMPOBAHHBIC C
cenTaMM, KOTOpPbIe MUTPUPYIOT K PaHEBOI MOBEPX-
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HOCTHU M BHOCST BKJam B (popMUpoOBaHUE BHYTPEH-
Heit yactu 6i1actemsl (Randolph, 1892; Turner, 1934;
Bilello, Potswald, 1974; Cornec et al., 1987; Sugio et al.,
2012). Xappuet Pannonbg, aBTOp 1epBOTo ONMCaHUSI
TaKuX KIeTOK y Lumbriculus, Ha3Bama nx “Heobya-
cTaMu”, mojJpa3yMeBasl MPUCYIIME WM CTBOJIOBBIC
noteHuu (Randolph, 1892). B HacTosiiee Bpemsi
3TOT TEPMUH MMPUMEHSIETCSI, TJITAaBHBIM 00pa30oM, B OT-
HOIIEHUU JIMHUU TUTFOPUITOTEHTHBIX CTBOJIOBBIX KJle-
ToK y ttaHapuii (Newmark, Alvarado, 2001). Tem He
MEHee, MHOTHE aBTOPHI COXPAHSIIOT UCXOTHOE 3HAUe-
HUE TaHHOTO TePMMHA 1 aKTUBHO IIPOABUTAIOT UIEIO
HaJA4Us y OJMIOXET CHELUAIUM3MPOBAHHOMN JIMHUAM
aKTUBHO ITPOIUMEPUPYIONINX Y MUTPUPYIOIINX KJIe-
toK (KocTioueHko u np., 2016).

ChoycTs IOYTH BeK IIOCJe OTKPBITUS “Heoba-
ctoB” y Lumbriculus, y onuroxetsl Limnodrilus hoff-
meisteri GblIa TAKXKe OMACAaHA MUTPALIUSI KJIIETOK, aCCO-
LIMMPOBAHHEBIX C CENITAMM, U3 TIPEIIIESCTBYIOIINX PaHe
cermeHTOB (Cornec et al., 1987). Cynsl 110 rucToiornde-
CKOMY OITMCAHMIO 3TUX KJIETOK, OHU UMEIOT IPU3HAKU
HeauddepeHIIMPOBAHHBIX KJIETOUHBIX 3JIEMEHTOB: Be-
peTeHOBUIHYIO (OPMY, BBICOKOE SIIEPHO-LIMTOILIA3-
MaTU4YECKOE COOTHOIIICHHE, KPYITHOE SIIPO, MHTEHCUB-
HO OKpalllMBalOlIylOCsl LIMTOIu1a3My. MHorue aBTopbl
MpeAIoaaraloT, YTo MUTpaLIMs KJIETOK JIMHUU HeobJia-
CTOB MPOUCXOOUT IT0 OPIOIIHOM HEPBHON LIEMOYKe
(Bilello, Potswald, 1974; Cornec et al., 1987).

MurubupoBaHue KJIeTOYHON MHUTpallUd HUMEJIO
pa3HbI€ TOCECACTBUS I TIEPEIHEN U 3aIHEN pere-
Hepauuu Lumbriculus variegatus. OKa3ajioch, 4TO He-
OoJibllIasl 61acTeMa (OPMUPYETCsI Ha TIepedHel pa-
HEBOM MOBEPXHOCTH, TOTIA KaK 3adHSISI pereHeparus
IIOJTHOCTBIO MoAaBsieTcsl. TakuM oO0pa3oM, aBTOPHI
JIeIaloT BEIBOA O TOM, YTO B IIpOLiecCe MepeaHeid pe-
reHepaluy IIPOUCXOIUT KaK MUIpalUs KJIIETOK, TaK
U JIOKaJIbHas AeanddepeHIMpoBKa, TOraa KakK 3a-
HsIsI pereHepanys IOJIHOCThIO 00eCIIeunBaeTCsl MU-
rpanueii (Tweeten, Anderson, 2008).

HemaBHue paGoThl SAMMOHCKUX WCCemOBaTeneit
MeMOHCTPUPYIOT HAIMIUE Y OJTUTOXETHI E. japonensis
“HeobsacToB”, AKcIIpeccupyroux vasa (Sugio et al.,
2008; Sugio et al., 2012). C ucnoiab3o0BaHUEM TUCTO-
JIOTUIECKNX METOAOB COBMECTHO C METOIOM BKITIO-
yeHuss BrdU, aBTopnl yOeamTenbHO MOKa3alad, 4TO
9TH KJIETKU pacToiaraloTcsl Ha 3aHEel MTOBEPXHOCTH
CeNTHI OPIOIIHBIX CETMEHTOB, AKTUBHO JEJISTCS B OT-
BeT Ha aMIIyTalllIO0 U MUTPUPYIOT BHYTPU LieTOMUYE-
CKOI1 MOJIOCTU K MECTy paHeHUs1, GOpMUPYST 3HAUU -
TeJbHYI0 4acTh OnacteMbl (Tadokoro et al., 2006;
Yoshida-noro, Tochinai, 2010). Murpanusi, ogHaKo,
MIPOVICXOIUT HE TT0 GPIOIIHONM HEPBHOM IIETOYKeE, a
BHYTPH LIEJIOMUYECKOU TTOJIOCTU, YTO TTPOTUBOPEUUT
paHHuUM paboTtaMm. bosee Toro, KieTku JIMHUU “He-
o0sacToB” pacrioyiaratores y E. japonensis He TOJIBKO
Ha BEHTPaJILHOM CTOpPOHE, HO M Ha JIATePATbHBIX U
IopcaJbHOM 4JacTsax cenTbl. KpoMe odyeBMIHOTO IO

MHEHHWIO aBTOPOB BKJIaza “Heo0JacToOB”, OHU OTMeE-
YalT, YTO B pereHepallMiOHHON TMOYKE MPOUCXOMUT
JIeJIeHUE KJIETOK B MOKPOBHOM 3ITUTEINM, a TAKXKE B
CTEHKe KUIIKU. M3 3TOro oHu 3aKJj1l04aroT, YTO BOC-
CTaHOBJIEHME YTpadyeHHBIX YacTeil Teja MPOUCXOIUT
3a CYET KJIETOK, BXOASIIMX B COCTaB IPOU3BOIHBIX BCEX
TpeX 3apOJIbIIIEBBIX JUCTKOB, IIPU 3TOM ME30AePMallb-
HBIE TIPOU3BOIHEIEC BOCCTAHABIMBAIOTCS TOJILKO 3a CUET
“HeobnactoB”. HecMoTpsi Ha CTOJIb MPO3payHbIii BbI-
BOII, He3aMeHMMasl poJjib “Heo0J1acTOB” ObLIa HETaBHO
OIPOBEPIHYTA Yy POACTBEHHOIO BUJIA.

bruto mpousBenecHO CpaBHEHUE pereHepaTUBHBIX
criocobHocTeit E. japonensis, pa3MHOXAaIOLIETOCS
¢dparmenrauueii u E. buchholzi, mpaKTUKYIOIIETO I10-
JIOBOE Pa3BUTHE 1 HE MMEIOIIETO KJIETOK TUIIA “He00-
nmactoB” (Myohara, 2012). Oka3anoch, 4To 0cOOU BUAA
E. buchholzi criocoOHBI K BOCCTAaHOBJIEHUIO ITIOJIHO-
LIEHHOTO 3aJHEro KOHIIa Teja U TUIIOMOPGHOro Iie-
penHero KoHia. beuio yctaHoBiIeHO, UTO 3¢ (HEKTHUB-
HOCTb MepeHell pereHepaly 3aBUCUT OT MeCTa Mpo-
BEJIEHUSI aMITyTalluW: KOJNYECTBO BOCCTAHOBJIEHHBIX
CerMEHTOB yMEHbIIaeTcsl MO Mepe MNPOABUKEHUS
BIOJIb TiepenHe3anHeil ocu. ¥ E. japonensis, Hampo-
TUB, TIPU OTPE3aHUU JIIOOOTO KOJIUYECTBA OPIOIIHBIX
CEerMEHTOB BCeraa IIPOUCXOIUT BOCCTAHOBJICHUE Ce-
MU TOJIOBHBIX ceTrMeHTOB. OgHaKoO IIpu pa3pe3aHuu
yepBsl Ha YpPOBHE TOJIOBHBIX CETMEHTOB, B COCTaBe
KOTOPBIX HET “HeobacToB”, Ha TIepemHe paHeBOM
MMOBEPXHOCTU BOCCTAHABIMBAIOTCS JIMIIb yTpauyeH-
HbIE IIepeIH1e CerMeHThI. B To ke BpeMsi, Ha 3aaHei
paHeBOI TTOBEPXHOCTU IMTPOUCXOIUT BOCCTAHOBJICHHUE
JINGO XBOCTOBBIX CETMEHTOB, JIMOO HECKOJIBKUX TIO-
JIOBHBIX, UTO IIPUBOIUT K (DOPMUPOBAHUIO JBYXTOJIO-
Boii ocodbu. Takum oOpa3om, Jaxe He colepKallue
“He00JIacTOB” TOJIOBHBIE CETMEHTHI E. japonensis cIio-
COOHBI BOCCTAaHOBHUThH yTpauCHHbIC MEPSOHUI U 3aMd-
HUI1 KOHIIBI TeJIa, a 3HAYMT, UCIOIB3YIOT IPYyTHUe Kile-
TOYHBIC UCTOYHUKU. AHAJIM3UPYSI pe3yIbTaThl, aBTO-
pPBI TIPUXOIAT K BBIBOAY, YTO “HEO0JACTBI” HYXKHBI
CcKopee IS TOHKOM HAaCTPOMKHU Mpoliecca pereHepa-
MM, OOyCOBIMBasl (hOPMUPOBAHUE BCEX CEMU TO-
JIOBHBIX cerMeHTOB. Takasi HacTpoiika MpOMCXOIUT,
IT0 MHEHUIO aBTOPOB, IIOCPEACTBOM TOTO, YTO “HE00-
JIacThl” TIpUAAIOT CErMEHTaM TeJla TMIO3ULIMOHHOE 3Ha-
YyeH1e BOCbMOTOo cerMeHTa. COOTBETCTBEHHO, IIPU aM-
MyTallMy Ha YPOBHE JIIOOOTO TYJOBUIITHOTO CErMEHTa,
COIJIACHO TTOJIyYEHHOM MO3UIIMOHHOI MH(OpMaIInH,
61actema Bcerma OyaeT ¢hopMUPOBATh CEMb TOJIOBHBIX
cerMeHTOB. OcTaeTcst HEMOHSITHBIM B TAKOM ClIy4ae,
yeM OOyCJIOBJIEHA pa3HMIA MEXIy NepemaHeil 1 3am-
Hell paHeBOIi TOBEPXHOCTHIO, KOTOpast 00ecreunBaeT
COoXpaHeHHMEe IepemHe3agHel OCH B XOlIe pereHepa-
uuu (Kopotkosa, 1997).

st BRIICHEHUSI BO3MOXHOM MPUYMHbBI, TOYEMY
ocobu E. buchholzi crtocOOHBI BOCCTAHOBUTD JIUINb
rUIIOMOP(MHDIN TOJIOBHOIT KOHEL, aBTOPbI CPaBHUINA
npoandepaTUBHYIO aKTUBHOCTb KJIETOK B XOje Iie-
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penHeii pereHepauun y E. buchholzi n E. japonensis
(Myohara, 2012). Ucrtonbs3ys BrdU, aBTops! 1mokasa-
JIM, 4TO NENSIINECs KJISTKH IOSBIISIIOTCS B OOIBIIIOM
KOJIMYECTBE JIUIIB Ha 4-1i feHb pereHepauuu y E. bu-
chholzi, Torna xak E. japonensis dopMupyeT Kpyr-
Hylo OJlacTeMy yXe Ha TIepBblii JeHb. B pe3yiibTare
OBLIIO BBICKA3aHO IPEAIIOI0XEeHNE O BIUSIHUU “He-
oby1acToOB” Ha IpoJudepaTUBHYIO aKTUBHOCTh KJIe-
TOK O1acteMbl. UTak, 0OHapy>kKUB HOBbIE BO3MOX-
Hble (DYHKIIUU “Heo0JacTOB”, aBTOPbl OCTABJSIIOT
OTKPBITHIM BOIIPOC O KJICTOYHBIX MCTOYHMKAX, (DOp-
MUPYIOIINX BHYTPEHHIOIO YaCTh OJIACTEMEIL.

Takum 06pa3omM, HECMOTPSI Ha OOJIbIIIOE KOJINYe-
CTBO MOAPOOHBIX MCCICAOBAaHUIA Mpolecca pereHe-
paluu, BOIIPOC O KJIETOYHBIX MCTOYHMUKAX BOCCTA-
HOBJICHUST Me30J¢PMaIbHBIX IPOU3BOTHBIX OCTACTCSI
OTKPBLITEIM. MHOTrMe aBTOpPhI IIPUIKUCHIBAIOT OCHOB-
HYIO POJIb KJIETKAaM JIMHUY aHHEJIMIHBIX HE00JIaCTOB,
OIHAKO, HEKOTOPhIE 13 HUX OMUCHIBAIOT 3TU KJIETKU B
accoluanuu ¢ OprolIHoi HepBHOI 1enodykoi (Ran-
dolph, 1892; Turner, 1934; Bilello, Potswald, 1974), To-
rlla KaK JIpyrue HaboIaioT UX MUTPALIMIO B LIEJIOMU-
YeCKOIi MoJIocTU. BrioHe BO3MOXKHO, UTO, UCTIONb3YS
OIVH U TOT XK€ TePMUH “Heo0J1acT”, aBTOPHI OITUCHIBA-
IOT pa3HbIC KJIETOYHBIC TTOITYJISILIAM.

BOCCTAHOBJIEHUE KUIIIKHN
B XOAE PETEHEPALIMN ¥V AHHEJIN

Kuinka KonbyaThiX YepBeil COCTOUT M3 MEPEIHETO,
cpenHero u 3amHero otaesioB. IlepenHsit M 3amHsIs
KMIIKa (DOPMUPYIOTCS B SMOPUOTreHe3¢e U3 9KTONEPMEI,
TOIa KaK CPeaHsIsI YaCTh KUIIIKY UMEeT SHTOIepMalb-
HOE IIPOUCXOXKACHNE. DMOPUOHATBLHOE ITPOUCXOXKIIC-
HUE OTIEIOB KUIIEUHHMKA OIpeIessieT YPOBEHb IUIa-
CTUYHOCTU KHMIIKU B XOIE pereHepaluu aHHenua. B
LIEJIOM, IIJIsI TTOJIMXET TOKA3aHO BOCCTAHOBIIEHUE DH-
TOAEPMAaIbHOM KUIIKHY 32 CYET MHTAKTHOM YacTU KU~
LIEYHNKA, a DKTOJAepMajibHas IJIOTKA BOCCTAHABIIM-
BaeTCs OOBIYHO IIOCPEICTBOM WHBAaruHallUM II0-
KpoBHOTro 3nuTenus B 61actemy (Berrill, 1952).

Bo BpeMst 3agHeil pereHepallii TepMUHAJIbHbBII
YYaCTOK KUIIKN OOBIYHO BXOIUT B COCTaB pereHepa-
LIMOHHOI TTouky. Cpa3sy Mocje aMIIyTaliy IPOUCXO-
IUT PEe3KOoe COKpaIlleHWE MBIIIL] B IIpUjIeXKalleM K
paHe CerMeHTe, YTO 00ecneuynBaeT 3aKPbITUE PAaHBI.
V nonuxeTsl A. virens HEIMOCPEIACTBEHHO ITOCJIE CO-
KpalleHUsI MBIIIEYHBIX BOJIOKOH ITPOMUCXOIUT HEKO-
TOpoe BbINafeHUe KUIIKU. [lepepe3aHHbIe Kpasi K-
ILIEYHOT'O 1 MTOKPOBHOT'O 3MUTEINEB CMBIKAIOTCS APYT C
JIPYTOM, TAKMM 00pa30M, YTO LEIOMMNYECCKAS MOJIOCTh
MPEILIECTBYIONIETO PAaHE CETMEHTA OKA3bIBAETCS U30-
JINPOBAHHOI OT BHEIIIHEH cpelbl. B To ke Bpemst CBI3b
KHMIIeYHNKA ¢ BHEIIIHEH cpenoii He yrpaunBaeTcs (Ko-
3uH " ap., 2017). I1o TakoMy ke MexaHM3My IIPOMCXO-
JIAT 3aKPBITHE PaHbl HA 3aJHEM KOHIIE TeJla Y OJIMTOXe-
Tl E. japonensis (Myohara et al., 1999). Takoii Tun 3a-
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KUBJICHUS paHbl HA3BIBAIOT “OTKPBHITHIM . 3aKPBITHINA
THII SIBJISIETCS OOJIee pacIIpOCTPaHEHHBIM U IIPEICTaB-
JISIET cO0OI OIOCpPEeIOBAaHHOE MBIIIEYHBIM COKpallle-
HUEM CTSTMBaHME KpaeB paHbl K LIEHTPY, YTO MPUBO-
JIUT K CMBIKQHUIO OT/I€JIbHO [IOKPOBHOI'O U KUIIIEYHOTO
anuTenus. B pe3ysbraTe KuilieyHas Tpyoka oKa3biBa-
ercsa ciuerno 3amkHyToil (Koportkosa, 1997). Hekuii
MPOMEXYTOUYHbIIi BapuaHT C BbIMNAAeHUEM 4YacTu
KMIIKW, HO MOCJIEAYIOIINM €¢ BTSITUBAHUEM U CMBbI-
KaHMeM KpaeB MOKPOBHOIO SIMUTENINS Hal HEM OIMr-
can st Dorvillea bermudensis (Paulus, Miiller, 2006).

ITporiecc 3aKpbITHST paHbl MOXET ObITh ACCOLIMMPO-
BaH ¢ MOpdalIaKTUIECKUMU MepecTpoitkaMM, KaK 3TO
ObUIO MOKa3aHOo I moauxeT P dumerilii i A. virens.
Tpanckpunrbl foxA (reHa, KOOUPYIOLIETO CHEU-
(UYHBII ST pa3BUTUS KUIIKWA TPAaHCKPUILIMOHHBIA
¢axTOop) OBUIM ITOKA3aHbI HA CTAAWM 3aKPBITUS PAHBI
B KJIeTKaXx TEePMUHAIbHOIO, CJerka BbIIIamalollero
yJacTKa KHUIIedHOoro aruTtenus. CToab paHHSS 9KC-
Mpeccusi B MHTAKTHBIX TKAHSIX CBUIETEIBCTBYET O
MopdautakTudecknx Iepectpoiikax. OCHOBBIBAsICh
Ha pe3yJibTaTax UCCIeA0BaHMsI, aBTOPHI MPeIoiara-
I0T BO3MOXHYIO CUTHAJIBHYIO POJIb TEPMUHAJIBHOTO
yyacTka KUIIKU. B manbHeiimem skcnpeccus foxA
COMPOBOXIAaeT BOCCTAHOBJICHUE MUIIIEBAPUTEIbHO
cUCTeMbl Y 00oux ucciaenoBaHHbIX BUIOB (Kostyu-
chenko et al., 2019).

IMocnenyrolliee BOCCTAHOBJIEHUE KUIIIKY B COCTa-
Be€ 3aJIHEr0 pereHepara CBSI3aHO B IIEPBYIO oUepellb C
npojudepanueii CTBOJIOBBIX 3JIEMEHTOB KUILIEUHOTO
snutenans. C Leblo BbISIBJECHUS KJIETOK CTBOJIOBOI
JIMHUMU, Obl1a MpOBeeHa MpeaBapuTeIbHasi UHKyOa-
1us uepBeit P. dumerilii B pactBope EdU. BrisiBieHue
CUTHAaJIa Ha STl IeHb pereHepalui IIPUBEJIO K He-
OXUIAHHBIM pesyiabraTaM. OKa3ajaoch, YTO IIOYTU
BC€ KJIETKA BHOBB C(OPMHMPOBAHHOIO KUIIEYHOTO
srmTesms comepskanu MeTky EdU. Dtu pesynbprarsl
MMOATBEPKIAIOT UACIO O TOM, YTO B KUIIIESYHOM DITUTE-
JIMM UMEIOTCSI CTBOJIOBBIE KJIETKH, B HOPME HEO0XO0-
JIMMBbIe U151 PU3MOJIOTUYECKOM pereHepaliiy K1Iey-
Horo snutenus (Planques et al., 2019). BeposiTHo,
STU KJIETKM MOTYT y4acTBOBaThb B MOCTTpaBMaTU4e-
CKOi1 pereHepallMd KMUIIIKM B OTBET Ha aMITyTallliO
YacTU CETMEHTOB. AKTUBHOE pa3MHOXEHHE KJIETOK
MHTAKTHOTO KMIIIEYHMKA B OTBET Ha aMITyTallUIO ObI-
JIO HEOOTHOKPATHO JOKa3aHO METOomaMHU aBTOPaanO-
rpacdum u rucronoruu (Hill, 1970).

Hanuuue onpenesieHHOTO OTAeJ1a KUIIIKU B COCTA-
BE pereHepupyoleil 0coou MOXeT UMETh KpUTUYe-
cKoe 3HaueHue ISl TIpoliecca 3aHeil pereHepaluu.
Hanpumep, mist Takux BUAOB MOJIUXET, Kak Autolitus
pictus, Procerastea halleziana n Syllis sp. TToKa3aHa He-
00XOIMMOCTB TIPUCYTCTBUS B COCTABE pereHEePHUPYIO-
mero oparMeHTa SHTOAEPMAJILHOM (CpeaHE) KUIII-
ku. ['0JT0BHBIE CETMEHTHI, COIepXKaIllie TOJIBKO IJI0T-
Ky, IMEIOIIYIO 9KTOIepPMaTbHOE IIPONCXOXKICHIE, HE
MOTYT pereHeprpoBaTh 3adHUE CETMEHTHI, B COCTaB
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KOTOPbIX BXOOAUT KHIIIKa 3HTOI[CpMa.TIbHOI>i IIpUpOabl
(Berrill, 1952).

BoccraHoBeHME KUIIIKK BO BpeMsI MepeHel pere-
Hepaluu UMEET Psiil OCOOEHHOCTEM, CBI3aHHbBIX C TEM,
YTO 32KUBJIEHUE PaHbI B OOJIBIIMHCTBE CIydyaeB Mpo-
HUCXOIUT MO “3aKPBITOMY”’ TUITY, TO €CTh OOpe3aHHBIM
Kpaii KMUIIIKM CTAaHOBUTCS CJIETNIO 3aMKHYThIM. boiiee
TOT0, aKTUBHO TPpOoanGeprpyoIIre KIeTKU 0J1acTeMbl
3aHUMAIOT BCE ITPOCTPAHCTBO MEXITy UHTAKTHOM KUIII-
KOI U TMOKPOBHBIM 3MUTEEM, [TO3TOMY POTOBOE OT-
BepcTue opmupyercs de novo (Hill, 1970). ITomuxeTsl
Syllis gracilis n Procerastea halleziana BoccTaHABINBAIOT
pOTOBOE OTBEPCTHE, TJIOTKY U TPEIKeTyI0K MoCpei-
CTBOM WHBarvHaiuu MOKPOBHOTO 3MUTENUS BHYTPb
o0nactembl. PacTyiuii BHyTpb 3a4aTOK HOBOI KMIIIKHA
BCKOPE COEAWHSETCS C UHTAKTHBIM KUIIEYHUKOM
(Berrill, 1952). O6a Buaa cnocoOHbBI K MOJHOLIEHHOM!
repeaHeil pereHepallMi: OHU BOCCTaHABIMBAIOT BCE
yTpauyeHHbIC MEepeIHUEe CETMEHTHI JaXKe U3 HeOOJIb-
moro ¢parMeHTa Tejia. BOJIBIIMHCTBO Xe TMOJUXET
00J1agaeT orpaHUYEHHOM CIIOCOOHOCTHIO K NepeaHe i
pereHepanuu. MHOTOUMCIEHHbBIE TTOJIUXETHl CEMEN-
crBa Syllidae BoccTaHaBIMBAIOT HE OOJIee YEThIPEX IO~
JIOBHBIX CeTMeHTOB. IIpu 3TOM He NMPOUCXOIUT MHBA-
TMHAllUM CTOMOAEYMa M BOCCTAHOBJIEHUS TJIOTKM, a
poToBOEe OTBepcTHe (hOpMHUPYETCS 3a CUET CIUSHMUS
CTapoii KUILIKU C TOKPOBHBIM MUTEIUEM, JIMOO KHIII-
Ka He BOoCcCTaHaBJIuBaeTcs BoBce. TeM He MeHee, (hop-
MMPOBaHUE KUMKW JIaXe B MPeaeaax BCero Julllb ye-
TBIPEX CErMEHTOB IIPeANnoaraeT yBeJuueHe KOoamJe-
CTBa KJIETOK. JIeCTBUTENBHO, KJIETKM WHTAKTHOIO
KUIIeYHOTo anuTeus Sabella melanostigma BKIro4aroT
pPaaMOaKTUBHYIO MeTKY H3-TuMUIMHA, 4TO FOBOPUT 00
nx npojmdeparuBHoit aktuBHocTH (Hill, 1970). ®@op-
MUPOBaHUE TIJIOTKHA TMOCPEACTBOM WHBarMHallUU
SIIUTEINSI MOXKET MPOUCXOAUTH B COOTBETCTBUM C TIe-
penHe3aaHUM TpalueHTOM Tena. HekoTopbie BUABI,
Hanpumep Autolytus pictus, 0Ka3blBalOTCSI CIIOCOOHBI
K BOCCTAHOBJICHUIO TOJIBKO MPU aMITyTallui HEOOIb-
LLIOrO YKCiIa epeIHUX CeTMEHTOB. TakuMm o06pas3om,
¢opMurpoBaHUE TJIOTKU MyTeM WHBarvHaluu SiBJIsi-
€TCsl KpUTUUECKMM MOMEHTOM MepeaHell pereHepa-
LIUU TIOJIUXET U MOXKET OINPENeisiTh KOJIMYECTBO BOC-
cTaHoBJIeHHbIX cermeHToB (Okada, 1929).

Ha ocHoBanum stux manHbix beppumn (Berrill,
1952) nenaet ciaenyroliye BbIBOAbI O BOCCTAHOBICHUN
KHUIIIKH B XOJIe pereHepaliy IojuxeT. Bo-TmepBhIx, K-
ToACpMaJibHasd NMEPCaHAA KMUIIKa (pOTOBaﬂ ITOJIOCTh U
IJIOTKA) MOXET OBITh BOCCTAHOBJIEHA TOJIBKO ITyTeM
WHBarMHaLMK [TOKPOBHOIO 3IUTEINS BHYTPh OJIacTe-
MbI. VIHTaKTHasl KMIIIKA 3HTOAECPMAJIbHOM IPUPOIbI
He MOXET 0becIieunTh (OpMUPOBAHUE TTIOTKU. Bo-
BTOPBIX, B XOJie 3aJHEI pereHepaluy SHTOAePMAab-
Hasl KUIIIKA HEe MOXET ObITh BOCCTAHOBJICHA 324 CYET
KJIETOK 3KTOACPMAIbHBIX CTPYKTYp (B T.4. TJIOTKHU).
CorjacHo aBTOpYy, BSHTOAEpMajibHasi KUIIKa CIO-
COOHA YIIMHSITBLCS TOJIBKO B 3aJHEM HAIlpaBJIICHUU
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(Berrill, 1952). OtuM, no-BUAMMOMY, OTYaCTU O0b-
SICHSIIOTCS pas3/inyus nepenHeil U 3agHeil pereHepa-
LIUY TTOJIAXET.

ITo cpaBHeHUIO C MOAMXETaMU, KUIIIKA OJIMTOXET
o01agaeT 6oJbliieii MIAaCTUYHOCTBIO B XOlle pereHe-
pauuu (Kopotkosa, 1997). B wactHoctu, misa Eisenia
Jfoetida, Tubifex rivulorum, Lumbriculus variegatus u He-
KOTOPBIX APYIUX IpeacTaBuTesieit cemeiictea Lumbri-
cidae moka3zaHO BOCCTaHOBJIEHUE TJIOTKM 3a CUET CTa-
POl KMIIIKM 3HTOAEpMaibHOI Tipuponbl. ITpu aTom
POTOBOE OTBEPCTHE 1 POTOBAS MOJIOCTh (hOPMUPYIOTCS
3a cueT nokpoBHoro anutenus (Berrill, 1952). Cxon-
HBIM 00pa30M MPOUCXOIUT BOCCTAHOBJIEHNE KUIIIKU U
y TlouBeHHOi1 onuroxeThl F. japonensis (Takeo et al.,
2008).

YV Lumbriculus inconstans nepeaHue OTACIbI KU-
IIEYHOM TPyOKM BOCCTAHABIMBAIOTCS 3a CUET MHBA-
FMHAIMU TIOKPOBOB, OAHAKO, WHTAKTHBINA KHIIEY-
HbII BTIUTEINI pacTeT B MepeaHeM HaIpaBJIeHUN —
HaBCTpevy 3a4aTKy I0TKU. TIIaTeabHbI T'MCTOJIO-
TMYECKU aHaJIN3 MOoKa3all, YTO YUIMHEHNE KUIIIKU B
rnepeaHeM HarpaBJIeHUU TPOUCXOUT 32 CYET MPOJIH -
¢depauu TIaBHBIX KIETOK KUK (principal cells). B
X0JlIe HOPMaJIbHOMW XXKU3HEAESATEIbHOCTU 3TU KJIETKU
obecrneynBaloT BHEKIIETOUHOE TTUILeBapeHue U Bca-
ChIBaHUE MUTATEJIbHBIX BELIECTB. B OTBET Ha ammyTa-
LIMIO OHU yTPAuYMBaIOT PECHUYHBIN arrapar, TepsIioT
KOHTAaKT ¢ 0a3aJibHOI MeMOpaHOI M MPUCTYIIAIOT K
AKTUBHBIM MUTOTUYECKUM JASJCHUSIM. ABTOP CHEIIM-
aJIbHO MOJUEPKUBAET, UTO Oa3aibHbIe KJIeTKU (basal
cells), orBevalomye 3a (PU3UOJTOTMYECKYIO pereHepa-
LIMIO KJIETOK KUIIEYHOTO 3MUTENMsI, HE MPUHUMAIOT
y4acTusl B XOJie MOCTTpaBMaTUUECKOI pereHepaluu
(Turner, 1934). Takum obpa3om, B Xolie pereHepaluumn
Lumbriculus inconstans tipoucxomut nenrddepeHII-
POBKa KJIETOK KMILIEYHOTO SMUTENMS, UX aKTUBHOE pa3-
MHOXEHUeE 1 Tiocienytoiias penvddepeHImpoBKa.

HccnemoBanue 6au3KopoacTBeHHOTO Lumbricu-
lus variegatus oka3ajo, YTO OCHOBHYIO POJIb B pereHe-
palyy IIepegHUX OTIEJIOB KUIIKW WUTpaeT MHUIPALIMS
TddepeHIIMPOBAHHBIX KJIETOK KWIIKHW. [Iprkm3-
HEHHOE HaOJIIofeHNEe 3a NepeMelleHMeM SHTOIep-
MaJbHBIX KJIETOK B XONIE pereHepalyu ObLIO OCY-
IIECTBJICHO C HCIOJb30BaHUEM (JIyOpPEeCLIEHTHOM
METKHU K CEpMHOBBIM NpoTeazaMm. OKa3aaoch, YTO 3TU
KJIETKHU OCTaroTCcs AU depeHIIMPOBAaHHBIMU, ITIPOU3-
BOJSIT CEPUHOBEIE IIPOTEa3bl B MEMOPAHO-CBSI3aHHOM
dopme, IepeMelIalnTCs B COCTaBe €AUHOIO KJIeTOU-
HOTO I1acTa U (opMUPYIOT II0TKY. Mcrionb3oBaHue
MHTUONTOpA CEpUHOBBIX IIPOTEa3 IIPUBEJIO K IIOJTHOMY
YITHETeHMIO IIEpEIHEeN U 3aIHel pereHepai. ABTOPEI
MIPEIIoJIaraloT, YTO CEPUHOBBIE IIPOTEea3bl MOTYT OCY-
IIECTBISATh IIEPECTPOMKY M JIOKAJbHOE pa3pylIeHNe
BHEKJIETOYHOTO MAaTpUKCa, YTO OOECIIeurMBaeT MUTpa-
LIMIO KJIETOK B OJIacTeMy, a TaKKe IpopacTaHre HepB-
HbIX OKOHYaHU#. CyMMUpPYsI ITOJTy4YeHHbIE Pe3YyJIbTaThI,
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[Nepennss
pereHepallMOHHAas ITovYKa

Syllis gracilis

Pristina leidyi

Lumbriculus inconstans

_BeE

[TokpoBHBIT snIUTEINIT (3KTOAEPMA)
bnacrema (Me3omepma)

Kuiika (sHTOAEpMA)

~RRE

Puc. 2. Crioco0Obl BOCCTAaHOBJIEHUsI KUIITKY B XOJIe TIepeAHe pereHepaiuu anHeaua. Ha cxeMe riepe il KOHelI Tejia HarpaB-
JieH HasieBo. [1o BepTuKaau cxeMaTUYHO M300paKeHbI ATallbl BOCCTAHOBJICHUSI KMIIIKU B Xoze pereHepauuu Syllis gracilis (Er-
rantia), Pristina leidyi (Sedentaria, Clitellata), Lumbriculus inconstans (Sedentaria, Clitellata). JI;1s1 Bcex aHHeIUI OOIIUM TIpU-
3HAKOM SIBJISIETCSI BOCCTAHOBJICHME POTOBOT'O OTBEPCTHSI IIOCPEICTBOM MHBATMHAIIMY SMUTENIUS. Y TionuxeT (S. gracilis) TmoTka
Takke BOCCTAHABJIMBAETCS 3a CUET MHBAarMHALIMU IKTOJAEPMaAJIbHOTO MOKPOBHOTO aNUTeusl. J1Jisi GOJIbILIMHCTBA OJIMTOXET Xa-
PaKTepHO BOCCTAHOBJIEHUE TJIOTKU 32 CUET DHTOAEPMaJbHO cpenHeit kutiku (L. inconstans). [Ans P. leidyi onucaHo BoccTa-
HOBJICHUE TJIOTKM 3a CYET KJIETOK OJ1acTeMbl, 6e3 yTOUHEeHUS NX ITpoucxoxkneHus. CxeMa coctaBiieHa Ha OCHOBe naHHBIX Berrill
(1952) (. gracilis); Bely, Wray (2001) u Zattara, Bely (2011) (P. leidyi); v Turner (1934) (L. inconstans).

aBTOPBI OIMUCHIBAIOT BOCCTAHOBJIEHUE TIOTKU KaK MOP-
damnaktrueckuii npouecc (Tweeten, Reiner, 2012).

Y Pristina leidyi dopMupoBaHue KMIIIKY HAYMHA-
€TCSI C MOSIBIICHUSI TIEPEAHMUX €€ OTIEJIOB B IEHTPaJlb-
HOI yacTu 61acTeMbl. [1py 35TOM pOTOBOE OTBEpPCTHE
dopmupyeTcs TMyTeM WHBaruHallMyd ITOKPOBHOTO
srmtenus (Zattara, Bely, 2011). He3aBucumoe Boc-
CTaHOBJICHUE IJIOTKU M POTOBOII MOJIOCTU B XOJ¢ pe-
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reHepaluy ObUIO TTIOATBEPXKAECHO C UCITOJb30BaHEM
MoJieKyJsipHoro Mapkepa Orx (Bely, Wray, 2001).

Takum 06pa3oM, BOCCTAHOBJICHUE KUIIKU B XOIE
3aHel pereHepaly NPOUCXOIUT B LIEJIOM CXOIHBIM
006pa3oM y pa3HBIX ITpeACTaBUTEICH aHHEIUI 1 06ec-
MeYUBAETCS KJICTKAMU MHTAKTHOTO KMIIIEUHOTO 3ITH -
tenus. [lepenHsiss pereHepalus, HAIIPOTUB, OTJIWYA-
eTcs1 00JIbIIoN BapuabeabHOCThIO (puc. 2). ITpu atoMm
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OYEBHIHO, UYTO IIPOM3BOAHBIE SHTOAEPMBI MOTYT
BOCCTaHABJIMBATbHCS 332 CUET Pa3HBIX KJIETOYHBIX MC-
TOYHUKOB Jaxke B IIpelieaax OgHoif ocodu, obragaro-
IIIei CITOCOOHOCTRIO M K MepeaHeit, U K 3aaHell pere-
Hepauuu. Tak, HarIpuMep, B XOAe MepeHeit pereHe-
pauuun P. leidyi kuiliKa BOCCTaHABJIMBAETCSl 3a CUET
KJIETOK OJIacTeMBbl, a B XOJ¢e 3aIHE — 3a CUEeT MPOJIv-
depauumn KJIETOK MHTAaKTHOM KMIIKU (Zattara, Bely,
2011). Bro yka3biBaeT Ha yHIaMEeHTaJbHbIE Pa3Jiu-
yus B MEXaHM3MaXx IIepeaHel 1 3aAHEeN pereHepalun
aHHemmn. Takue pa3auuusl OeMCTBUTEIbLHO ObLIU
BBISIBIIEHBI ¢ ucrionb3oBaHueM PHK-cekBeHupona-
HUS U ITOCJIeayIoNIeTo aHann3a nuddepeHnnaaIbHON
aKkcrpeccuu reHoB (Ribeiro et al., 2019).

BOCCTAHOBJIIEHUE
IMPOM3BOJIHBIX SKTOIEPMbI
(HEPBHOUM CHUCTEMBI 1 ITOKPOBOB)

AKTUBHO Npoiaudepupylolie KiIeTKU ITOKPOB-
HOTO SITUTEJINSI OKOJIO PaHbI SIBJISTIOTCS NICTOYHUKOM
¢dopmupoBaHus HOBBIX ITOKpoBOB (Bely, 2014; Ko-
CTIOUeHKO U np., 2016). HepBHast cuctema BoccTa-
HaBJIMBAETCS KaK 3a CYET KJIETOK ITOKPOBHOTO 3ITUTE-
JIUsl, TaK M 3a CYET KJIETOK MHTAKTHOM HEPBHOM CHU-
CTEMBI.

B xone pereHepauuu onuroxetsl P. leidyi anemeH-
Thl HEPBHOM CHUCTEMbI pereHepaTa MMEIOT pa3sHOe
MMPOUCXOXIEHNE: HEPBHbIE TAHIIMHU (DOPMUPYIOTCS
U3 KJIIETOK GJIacTeMBl, TOTJAa KaK HEepBHbIE BOJOKHA
¢dopMUpYIOTCST 13 BHIPOCTOB MHTAKTHOII HEpPBHOI
nenoykwu (Zattara, Bely, 2011). B xone perenepanuu y
onuroxethl E. japonensis ObLI0 TOKa3aHO, YTO EIIIE 10
MPOSIBJICHUS BCEX OCTAJIbHBIX pereHepaTuBHbIX TIPO-
1IeCCOB, 0JacTeMy OXBaThIBaeT CETb HEPBHBIX BOJIO-
koH (Yoshida-noro et al., 2000). ABTOpbI COOTHOCSIT
9TU JAHHBIE C y3Ke CYILIECTBYIOIIEH TMITOTE30ii 00 aKTU-
BUPYIOLLIEM BIMSIHUM HEPOHOB Ha Ipoliecc aeaudde-
PEHILMPOBKU KIIETOK, KOTOpBIE, pa3MHOXascCh, (op-
mupytot osacteMy (Thouveny, 1998). ITono6Hoe siBiE-
HUE OTMEYEHO U B XOIE pereHepalyu y OJIUTOXEThI
Stylaria lacustris n momuxetbl A. virens (Miiller, 2004;
Kozun u ap., 2017). Ilpsmass 3aBUCUMOCTh MEXIY
HaJIUYMEeM aKCOHAJIbHBIX BBIPOCTOB U Tpojudepa-
TUBHOI aKTUBHOCTBIO KJIETOK OJIacTeMbI ObliIa OTME-
YyeHa IpU U3YYeHUHU 3aIHe pereHepaluu y Imojnxe-
ThI C. teleta (de Jong, Seaver, 2018). ABTOpBI OTMeYa-
I0T JB€ BepOSITHbie (bYHKIIMU HEPBHBIX BOJOKOH B
6nacteMe. Bo-TiepBbIX, HEMPOHBI MOTYT BBIACISITh HE-
Kue Tpoduyeckue (hakTopbl, CTUMYJIUPYIOIINE KIEeT-
KU K JejieHusIM. Bo-BTOPBIX, IT0 aKCOHAM MOXKET MPO-
HUCXOOUTh MUTPALUS KJIETOK, (hOPMUPYIOIIUX OJ1ac-
TeMHbIe Macchl. O (POpPMUPOBAHUY HOBBIX 2JIEMEHTOB
HEPBHOI CUCTEMbI U3 KJIETOK GJacTeMbl MOXKHO CY-
JINTH IO IKCIIPECCUM TEHOB pax6 v neurogenin (Plan-
ques et al., 2019). ITosBeHne HEPBHBIX OKOHYAHUMA
Ha MOBEPXHOCTHU PaHbl Y A. Virens MOXeT ObITh CBUIE-

TEJIBCTBOM TOTO, UTO B OPIOIIHOI HEPBHON IIETIOYKE
HOBBIE T'PaHUIIbI TEJIa YCTAHABIMBAIOTCS yXKE Ha Mep-
BbIii neHb pereHepanuu (Kos3un u ap., 2017). Takum
00pa3oM, poJib HEPBHOM CUCTEMbI MOXET COCTOSITb U
B obecrieueHUU TIJI00aJIbHOIO TATTePHUPOBAHUS
BIIOJIb MIEpEIHE3aqHEN OCH.

B MHOTOYMCIEHHBIX MCCICTOBAHUSIX OTMEUEHA pe-
TYJISITUBHAS pOJIb MHTAKTHOM OPIOITHOM HEPBHOM 1Ie-
MOYKM B Xo1e pereHepaumn. M3BecTHO, UTO OpromrHast
HepBHas LIETT0YKAa MOXET OIPEeeIsTh MECTO 3aKJIaIKH
pereHepanroHHoi 6i1actemsl (Bely, 2014). bsuio mo-
Ka3aHoO, 4YTO IIpMN OTBCACHUUM HEPBHOI'O TAXKa K JIaTC-
paJIbHOIT CTOpOHE TeJla MOAUXeThl Spirographis spallan-
zanii, TPOUCXOIUT (POPMUPOBAHUE SKTOITMIECKOTO TO-
JIOBHOTO WJIM XBOCTOBOIO OTHAENIA, C COXpPaHCHHEM
noJisipHocti (KopotkoBa, 1997). TlarrepHupoBaHue
6J1acTEMBI BIOJIb TOPCOBEHTPATTLHOI OCH MOXKET OBIThH
obecIieueHo CUTHAIaMU OPIOIITHOM HepBHOM 1IeToY-
KW, TaK KaK TpW HapyIIeHWW KOHTaKTa HEpPBHOTO
TsIXKa C MECTOM paHeHUsI, O6j1acTeMa COCTOUT U3 J0P-
canbHBIX TKaHei (Boilly et al., 2017).

KIIETOYHBIE NICTOYHUKHA
OOPMHUPOBAHUA TOHA/L
B XOAE PETEHEPALINU
1 BECITIOJIOTO PASMHOXEHMUA

HexkoTropble aHHEIMABI CIIOCOOHBI BOCCTAHOBUTH
rOHaAbl B XOJIe pereHepaly U OSCIIOIOTO pa3MHO-
xenus. s E. japonensis, pasMHOXarolierocs gpar-
MEHTallMel, MoKa3aHo, YTO 3TOT HPOLEecC 00yCI0B-
JIEeH MUTpalueit 1o OpIONIHOW HEPBHOI IEIoYKe
KJIETOK, 3KCIIpeccupyroimx romoJior piwi (Tadokoro
et al., 2006). DTH KIETKU NUMEIOT MOPHOJIOTHUIO He-
I depeHIMPOBAaHHBIX KJIETOUYHBIX 3JIEMEHTOB U
BHEIITHE TTOXOXXM Ha HeoOJacThl. B MHTaKTHOM XU-
BOTHOM OHH pacIiojiaratoTcsi Ha BEHTPaJIbHOI CTOPO-
He TeJla BIOJIb HEPBHOTO TsKa. ABTOPbI pabOTHI ITOKa-
3aJI1, 4TO piwi-TTIO3UTUBHBIC KJIETKU HE BHOCSIT BKJIaJ B
¢dopMmupoBaHue 61aCTEMBI, a MUTPUPYIOT B COCTAB TIe-
pemHero pereHepara Ha Ooiiee 1mo3gHeil cramuu. Ilo-
rnagast B HOBOOOpa3oBaHHEIE 6-i1 M 7-11 CErMEHT, OHU
JIeJISITCS M 00pa3yloT 3a4aTKu roHan. HemaBHO ObLIO
MMOKa3aHO, YTO JUHUU HEeODJIACTOB, piwi-TIO3UTUBHBIX
MPEAIIeCTBEHHUKOB IIEPBUYHO IIOJIOBBIX KJIETOK U
KJIETOK, BXOSIIIMX B COCTAB 30HBI POCTa, pa3aesIsioT-
csl cpagdy mocJjie aMOproHaibHOrO pasButus E. japon-
ensis (Sugio et al., 2008).

BoccranoBneHue roHan ObUIO MOKAa3aHO TaKKe B
Xome OeCITOJIOro pa3MHOXKEHUSI OJIMTOXETHl Pristina
leidyi (Ozpolat, Bely, 2015). MexaHU3M 3TOro Ipo-
1lecca CXOAEH C TakKoBbIM y FE. japonensis u Tak Xe
00yCJIOBJIEH MUTpaLMEN piwi-TTIO3UTUBHBIX KJIETOK.

Kpowme Toro, opmMupoBaHue roHaa B HOBOOGpa-
30BaHHBIX 3aJHUX CETMEHTAX MTOKAa3aHO Yy IMOJUXETHI
Capitella teleta, xoTOpasi pa3MHOXKAETCS MCKITIOYM-
TeabHO noaoBbIM ItyTeM (Giani et al., 2011). B oTu-
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une oT E. japonensis, y Capitella teleta piwi-T103UTUB-
HbIEe KJIETKHU B OOJIBIIIOM KOJIMIECTBE TIPUCYTCTBYIOT B
OracteMe, HAYMHAsI C CAMBIX pAaHHUX CTaIvil ee 3a-
KJIaJIKH.

CTOUT OTMETUTD, YTO U3 IIPUBEASHHBIX IIPUMEPOB
ToJIbKO ¥ E. japonensis Oblia ToKazaHa BO3MOXXHOCTh
CTAHOBJICHUsI TOHAll de MOVO B pEreHepupyloleM
dparmMeHTe, He comepKalleM CEMEHHUKOB U STHIHU-
KoB. B ciayuae P. leidyi 110JI0OBble OpraHbl BXOAWJIU B
COCTaB MaTepUHCKOM ocobw, a y C. feleta aMImyTHpO-
BaJIM HE BCE CETMEHTHI, HECYIITE TOHAIEI.

HMHTepecHO, 4TO, HECMOTpPS Ha CTEPEOTUITHBIN Xa-
paKTep 3MOPUOHAJILHOTO Pa3BUTHS, IJII HEKOTOPBIX
TIOJIMXET TI0Ka3aHa CIIOCOOHOCTh K AMOPHMOHAIBHOMN
peryisiiuu. B HenaBHeM nccinenoBanuu (Dannenberg,
Seaver, 2018) TIpoIeMOHCTPUPOBAHO BOCCTAHOBJICHHE
JIMHUMU TTOJIOBBIX KJIETOK ITOCJIC YAAJICHUA UX ITPCAIIC-
CTBEHHUKOB Ha CTaauM paHHUX 3apoppiiieit C. teleta.
HeoxunaHHo, ynajieHUe COOTBETCTBYIOIIMX KJIETOK
KBagpaHTa D IpuBOOMIIO K 3KTOIMMYECKOI 3KCIIPeC-
cuu reHoB Capl-vasa u Capl-nanos B Opyrux TKAHSIX
JIMYUHOK. bojee Toro, yepes nBe HemesM Mmocje MeTa-
Mopdo3a Bce XKUBOTHBIE, Pa3BUBIINECS 13 IPOOIIEPU-
pPOBaHHBIX 3apONBIIICi, WMeIU CHOPMUPOBAHHBIC
KJIacTepbl MYJIBTMUIIOTEHTHBIX KJIETOK, M TIOYTU BCeE,
JIOCTUTHYB B3POCJIOTO COCTOSIHUS, TIPUCTYIIAIN K I10-
JIOBOMY pa3MHOXeHHI0. TakuM oO0pa3oM, KOMIIEHca-
LUST TIPEIIISCTBEHHUKOB TaKOil 0CO0O0U KJIETOUHOM
MMonyJialnM Kak IEpBUYHO ITOJIOBBLIE KJII€TKHM BO3MOXK-
Ha B pe3yJibTaTe SMOPHOHAIbHOM PETy/IsILIMU — pa3HO-
BUIHOCTU pereHepanum.

MOPOAINIAKCHUC KAK SJIEMEHT
PETEHEPATHUBHOTI'O ITPOLECCA

HecMmoTpst Ha 3HAYUTEIBbHYIO POJIb TpoJudepa-
LIMM KJIETOK B XOJie pereHepaiuu aHHeJIUa1, MHOTUMU
aBTOpaMu OMHucaH Ipolecc Mopdaiakcuca. B xone
Mopdasiakcuca akTUBHBIX KJIETOUHBIX OeJIeHUi He
MMPOUCXOIUT, OJacTeMa He oOpasyeTcsi, a BOCCTAaHOB-
JIeHUe yTpadyeHHBIX YIYACTKOB TeJIa IIPOMUCXOIUT ITyTeM
peopraHn3ay yke UMelomuxcs cTpykTyp (Kopot-
koBa, 1997). B 6onblIMHCTBE ciiyyaeB HabJomaercs
codetanue anmMopdo3a n MopdaIaKTUIECKUX TIe-
peCTpoeK, ITO3TOMY HEKOTOphIE aBTOPHI OTMEYaloT
YCIIOBHOCTh TaKOTO Pa3leIeHNs] BOCCTAHOBUTEIBHBIX
npoueccoB (Kopotkona, 1997). Mopdaniakcuc Mo-
>KeT TIPOUCXOIUTh Ha Pa3HbIX YPOBHSIX (MOJIEKYISIP-
HOM, TKaHEBOM, OpPraHHOM WJIM Ha YPOBHE LIEJIbIX
YYaCTKOB Tejla) U, BEPOSITHO, SIBJISIETCSI HEOOXOIU-
MbIM YCJIOBMEM TIOJHOLIEHHOU pereHepauuu (Ko-
crioueHko, Kosun, 2020).

Mopdainnakcuc Ha MOJIEKYISIPHOM YPOBHE obec-
MEeYNBAET IBA BAXKHbBIX COOBITHSI: BOCCTAHOBJIEHHE T10-
3ULIMOHHOM MH(MOPMALIUU TIOCIe TIPOBEACHUST aMITy-
TallUM U, COOTBETCTBEHHO, 3aITyCK aJeKBATHOTO IO-
BPEXIECHUIO pereHepallMOHHOTO OTBETa; MHTErpalns
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c(OpMUPOBAHHOTO pereHepaTa B CyILIeCTBYIOIIYIO CH-
CTeMY KOOpIVHAT.

BeposiTHbIMY yyacTHUKaMU mpoliecca Mojaaepxka-
HUS U BOCCTAaHOBJIEHMS MO3UIIMOHHOM UH(bOpMaITUN
nocjie ammyrauuun sBisiiorcst Hox-rensl (Novikova
et al., 2013). Bo Bpemst pocTa IOBEeHWIbHBIX YepBeid
A. virens KOOpIMHUPOBAHHBIN MATTEPH 3KCIPECCUU
Hox-reHoB He MPUBOIMUT K CIIeU(PUKALINNA CETMEH-
TOB (TaK Kak TeJlo A. virens He UMEET TarM), a obecre-
Y1BaeT MO3ULIMOHHYIO MH(MOPMALIVIO BIOJIb MepeIHe-
3agHeit ocu (Kulakova et al., 2007). Bo Bpemst 3anHeii
pereHepaluy TpaHCKpunuusi Hox-reHoB MPpOUCXOIUT
B JBa aTana. Bo Bpemsi paHHeii ha3bl (HaunHasi ¢ 48-mMu
yacoB A0 ctaauu AuddepeHIMPOBKU 0J1aCTEMBbI) TTPO-
HWCXOIUT peopraHu3alys cylecTByoliero Hox-kona B
COOTBETCTBMM C HOBOI1 3agHel rpaHuLIeil Tena. Bro-
past (paza sKcripeccuu cBsI3aHa ¢ MaTTepHUPOBAHUEM
0acTeMbl M (POPMUPYIOIIUXCS CETMEHTOB. ABTOPBI
TakxXe MpeiaraloT MeXaHu3M 3allycka MOJIeKYIsip-
HO-KJIETOUHBIX COOBITMI B OTBET Ha aMIlyTalluio.
TkaHeBbIM COOBITHEM, MHULIMUPYIOIIMM MPOLIECC Pe-
reHepaluu, 1Mo UX IMPEaroJIoKeHUIO SIBJISIETCS] KOH-
TaKT KUIIEYHOTO (3HTOAEPMAJIbLHOTO) U TTOKPOBHOIO
(9KTOAEPMAJIBHOTO) BMUTEINEB, MPOUCXOASIINI BO
BpeMsI 3aXKMBJICHUS paHbl. MeCTO KOHTaKTa ABYX KJie-
TOYHBIX TJIACTOB CTAHOBUTCS CBOETO poOJa OpraHu3a-
TOPOM, TIOCHIJIAIOIIUM MOPGhOTeHETUUECKUII CUTHAIT.
OTOT CUTHAJI UHAYLIMPYET peopraHu3aluio Mo3uiu-
OHHOI MHGOPMalUU, YTO 3aMyCKaeT KJIETOUHbIN OT-
BeT pereHepanumn (nennddepeHInpoBKa KIETOK, WX
npoaudepalysi, BOCCTAHOBJIEHME 30HbI POCTa U He-
JIOCTAIONIMX CErMEHTOB). ABTOpPBI MpPEAIoJaraior,
YTO TOMOJIOT TeHa caudal SABASETCS MO3ULIMOHHBIM
MapKepOM, YyBCTBUTEJIbHBIM K CUTHAJIYy OpPraHU3aTo-
pa U MHULIMUPYIOIIMM TIepECTPOMKY pa3MeTKH Tesa
BIoAb TepenHe3anHeil ocu (Novikova et al., 2013).
Takoit cuieHapuii corjacyetcsl ¢ TaHHBIMU O BaXKHO-
CTU B3aUMOIEUCTBUSI KHUILIEYHOTO U TTOKPOBHOTO
BNUTEMEB [JIs1 penaTTepHUPOBAHMS Tejla B XO/e pe-
reHepaluu, MoJiydeHHbIMU B 9KCIIEpUMEHTaX Ha aH-
HeJmnaax v apyrux xXunBoTHbIX (Koporkosa, 1997).

Pesynbratel, nonyyenHsle E.JI. HoBukoBoit u
kosuieramu (Novikova et al., 2013), oTyacTu moaTBep-
KIAIOTCSI aHAJIOTUYHBIM UCCJIeIOBaHUEM, TIPOBEISH -
HOM Ha poiacTBeHHoi nonuxere P. dumerilii (Pfeifer
et al., 2012). ABTOpbI 3TOIi pabOTHI IPOAHATU3UPOBA-
JIM TIATTEPH 3KcIIpeccun Hox-TeHOB TOJIBKO BO BHOBb
copMrpoBaHHBIX TKaHsIX. OHU IIpeaIioaraloT, YTo
aHcaMm01b reHOB Hox-KJ1acTepa B TKaHsIX pereHepara
P. dumerilii obecrieunBaeT ImaTTepHUpPOBaHNE HEPB-
HOM CHCTEeMBbI HOBBIX CETMEHTOB.

TeM He MeHee, MEXaHU3M BOCCTAHOBJIEHUS [TO3U -
LIMOHHOM WH(MOPMaLUU MOCPEACTBOM TeHOB Hox-
KJlacTepa He SBIISICTCS YHUBEPCATbHBIM. AMITYTALIUAS
3aHUX cCerMeHTOB mouxeThl C. feleta He IPUBOIUT K
CIBUTY T'PaHMULL SKCIIPECCUU OOIbILIMHCTBA Hox-reHOB
B MHTAKTHBIX cerMeHTax. IlepenHue rpaHULbI KC-
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npeccuu ToJIbKo Tpex reHoB (Capl-lox2, Capl-lox4 n
Capl-Post2) caBuraiorcsl Ha OOWH CETMEHT BHEpes.
IMo-Buaumomy, pasmertka tena C. feleta octaercsi cra-
OWIBHOM B Xo#e 3amHeit pereHepaumu (de Jong, Seaver,
2016).

3HaYNTeIbHbIE MOP(PALIAKTUIECKHE IIEPECTPONKI
KMIIIKY B XO/¢ NIepeIHeN 1 3aIHei pereHepalmy oOHa-
pPYXeHbl y oiuroxeThl E. japonensis. C UCIIOb30BaHU -
€M MOJICKYJISIDHBIX MApKePOB fuba, mino u horu aBTOPbI
MOKa3aJii, YTO IIOCJIe pereHepaluy yTpadyeHHbBIX Cer-
MEHTOB II0 TUITy 3MMMopd03a, MPOUCXOIUT BOCCTa-
HOBJICHUE MCXOJIHBIX IIPONOPLMIA KMIIIEYHOTIO TPaKTa
BCET0 >KMBOTHOTO, TO €CTh Mopdautakcuc. Takum 06-
pa3oM, pereHepaT OKa3bIBa€TCSI MHTETPUPOBAH B €M~
Hylo cuctemy opraHusma (Takeo et al., 2008). B Toxe
BpeMsl, V OJIMTOXET W3 pona Pristina TOJBKO 4YacTh
KMIIKW, PACIOI0XKeHHAasI B ABYX OJVKAMIINMX K paHe
CTapbIX CErMEHTaX, MpeTepIieBacT TpaHCHOpMaIIIIO
B HOBBIM XKEJIYIOK B XOJlI€ TEPEIHEU pereHepaluu
(Zattara, Bely, 2011; KocTtiouenko u ap., 2016).

Mopdanmiakcuc MOXKET 3aTparuBaTb HE TOJIbKO
CUCTEMBI, HO M OTACJIbHbIE METaMepHbIE OpraHbl B
Xome pereHepauuu. Hampumep, B IByX MHTAKTHBIX
CerMEeHTax Teja OJIMroxeThl P. leidyi, ipunexaiimx K
BOCCTaHOBJICHHBIM I'OJIOBHBEIM CETMEHTaM, IIPOMUCXO0-
IUT Aerpagauus MeTaHedpumueB. BepositHo, 3TO
CBSI3aHO C IIPUOOPETEHUEM STUMM CEIMEHTaMU HO-
BOI'O TTIO3ULIMOHHOrO 3HaueHus (Zattara, Bely, 2011).

CyllecTBYIOT, OTHAKO, 1 IIPUMEPhl 3HAUMTEIbHBIX
IepPeCcTPOeK CETMEHTOB B Xojie pereHepaunu. Boccra-
HOBJIEHUE TIEpEeIHUX CETMeHTOB Sabella melanostigma
MIPOTEKaeT ¢ 00pa3oBaHUEM pPEreHepallMOHHOM OJac-
TE€MBbl, U3 KOTOPOii (GOPMUPYIOTCSI IIPOCTOMUYM, TIEPH-
CTOMUYM U JIBa IIEPESAHUX IPYIHBIX cerMeHTa. OcTallb-
HBIE TPYIHBIE CETMEHThI BOCCTAHABIMBAIOTCS 32 CUET
TepecTpoiiK OpIOIIHBIX cerMeHTOB. Ilporiecc mMop-
damakcuca B JAHHOM CJIydae MOXKHO OIMCaThb Kak
CMEHY HOPCOBEHTPAJIbHOM TMOJISIPHOCTH CETMEHTOB.
Ota TpaHcpopMaIs 3aTparuBaeT MPOU3BOIHBIE BCEX
TpexX 3apOAbIIIEBbIX JIMCTKOB: KMIIEYHUK TpaHchOop-
MUpPYETCS B 3KEJIyIOK, NapanoguaibHbie CTPYKTYPbI
IePECTPanBalOTCSI B COOTBETCTBUM CO CMEHOM T0PCO-
BEHTPAJILHOI OCH, a KPOME TOTO, MOSIBJISIIOTCS CBOM-
CTBEHHbIE TPYIHBIM cerMeHTaM MeTaHedpuauu. [Tpu
5TOM BOCCTAaHOBJICHHUE CETMEHTOB B XOJI¢ 3aIHEI pere-
Hepaluy MPOUCXOIUT I10 TUITY 3nuMopdo3a, 6e3 sIB-
HBIX NpU3HAKOB Mopdamiakcuca. ITocae amrmyranmm
Ha YPOBHE I'pYyIHBIX CETMEHTOB CHavajia BOCCTAHABIIM -
BalOTCSI HEIOCTAIOIINE TPYAHBIE CETMEHTHI, a 3aTeM —
OpIoNIHbIE. YUMTHIBasi aHTUIIAPAJUIEILHOCTD JTOPCO-
BEHTPAJIbLHOI OCU TPYIHBIX M OPIOLIHBIX CETMEHTOB,
€CTECTBEHHO IIPEANOJI0XUTh YHUKAJIBHBINI 17151 cade1-
JIMA MEeXaHU3M MHBEPCUM 3aTHEN 30HBI pOCTa B XOMIE
pereHepaiu (Berrill, 1978).

IMEPCITEKTHBDI:
MOJIEKVIIAPHBIE ITOAXObI

HecmoTpst Ha 3HaUUTEIBbHBIN MTporpecc B 00Hapy-
JKEHUU MOJIEKYJISIPHBIX YYaCTHUKOB, MOUCK MOCTEN -
HUX TIPOU3BOJUTCS, KaK MPaBUIO, METOAAMU UMMY-
HOLIMTOXUMUWU WIW TUOpUIMU3ALIMM in Situ, 4TO He
MO3BOJISIET MOJyYaTh MacCUBHbIE NaHHble. OgHO 13
CaMbIX paHHUX paboT, UMEBLIUX LIEJbIO TTOJyYeHUE
nHpoOpMaLIMU O OOJIBIIIOM KOJIUYECTBE T€HOB, IKC-
MpeCcCUpYIOIIMXCs B X0fe pereHepauuu y E. japonen-
sis, ObUIO wuccaegoBaHue Muoxapa C KoJjjleraMu
(Myohara et al., 2006). Ha ocnoBe kIHK nmu 6b110
KJIOHMPOBAHO 0OJbllIOe KOJAWYecTBO reHoB. Cpeau
THX 165 reHOB OKa3aJloch HeMaJlo (DEPMEHTOB, OI-
HaKO TOYTH 151 MOJIOBUHbBI TEHOB HE ObLIY HalIeH bl
OPTOJIOTH.

OueBUIIHO, TTEPEX0] K HOBbIM TEXHOJIOTUSAM, Ha-
MPUMEP, K CPaBHUTEIbHOU TPAHCPUTITOMUKE, MOXKET
CYLIECTBEHHO YCKOPUTD Hallle MTOHMMaH1e OCHOB pe-
reHepauuu. Tak B HeIaBHO OMyOJMKOBAHHOI paboTe
(Ribeiro et al., 2019) nokazaHa nuddepeHraTbHasS
9KCIIpeCcCUsi TEHOB TPpU pereHepainu IByX BIOB aH-
Hemun: Sphaerosyllis hystrix (4771 reHoB) u Syllis
gracilis (1997), cnocoOHBIX K OrpaHUYEHHOH U TOJI-
HOLIEHHOM TiepenHeil pereHepaiyvu, COOTBETCTBEH-
HO. /1151 000MX BUIOB CPAaBHUTEIBHBIN TPAaHCKPUII-
TOMHBI aHaJIM3 TTOKa3aJl CXOACTBO 3KCIPECCUM Te-
HOB BO BpeMmsl 3aJHeil pereHepalyu U PeryisipHOro
pocTa, Toraa Kak IepeIHsIs pereHepalus XapakTepu-
30BaJlaCh aKTHBallMeil HECKOJbKUX WHBIX TE€HOB.
IMTputienbHBIN MOUCK OBLT TTPOBENEeH MO 71 TeHy, 9KC-
Mpeccusi KOTOPbIX Obljla paHee MmokasaHa Mpu pere-
Hepaluu APYrux aHHeaua (CM. Bblllie). BoJibImuH-
CTBO M3 3TUX T€HOB ObLIM UAECHTU(UILIMPOBAHbI B
TpaHckpunrTomax (57 mns S. hystrix n 54 nnsa S. graci-
lis). Kpome Toro, ObUI 0OHapy>KEHBI MHOXECTBEH-
Hble 130(hOPMbI T€HOB, HAMPUMED, paics W slit s
S. hystrix i even-skipped, FGFR, gcsla, glutamine
synthetase, hedgehog, JNK, Msx, piwil, Sfrp1/2/5 n
Whnt nna S. gracilis, 4TO MOXET CBUIETEIbCTBOBATD O
HaJIMYMU HECKOJIbKUX TomoJjioroB. JNK, rup2 v paics
y S. hystrix, a Takxe B-catenin, cycB3, glutamine syn-
thetase, paics, PLI10, brat, elav, FGFR, gcsla, slit,
Hox7, Lox2y S. gracilis okazajiuch cpeay reHoB, Tu(d-
¢epeHIMaTBLHO 3KCIPECCUPYIOLIUXCS B XO[e Mepe-
Heli pereHepalu. Takum oO6pa3oM, B XoJie TepeaHei
pereHepanuu y AByX npeacrasureneii Syllidae mokaza-
HO yyacTue 11eJIoro Habopa reHOB, OTBETCTBEHHbBIX 32
KJIETOUHYIO TIposudepalivio, noaaepxxaHue CTBOJIO-
BOTO M MYJBTUIIOTEHTHOIO CTaTyca KJIETOK, pa3BU-
TUE HEPBHOI cucTeMbI 1 POPMUPOBAHUE TTO3ULIMOH-
HOIT HGOPMAIINH.

HMHTepecHO, 4TO B 000MX TPAaHCKPHUIITOMAaX ObUTH
UAeHTU(PULIMPOBaHbI ToMonoru Ej-rup 1—5 (TeHbl,
perynupymolire pereHepaunto E. japonensis (Myoha-
ra et al., 2006)). OmHAaKO TOJILKO Y S. Aystrix OIVH U3
Hux (Shy-rup2) sKcIipeccupoBalicsi Ha 0oJjiee BBICO-
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KOM YPOBHE B XOJI¢ IepeaHel pereHepalnu (B cpaB-
HEHUU ¢ HOPMAJIbHBIM pocTOM). MYHKIIMS 3TOrO reHa
He sICHA, HO Fj-rup2 ObU1 OOHAPYKEH B SIS PMAIBHBIX
KJIETKax 0JJacTeMBbI BO BpeMsl TIepeaHe pereHepaluy u
MOXKET OBITh TEHOM, CIICU(MUUHBIM 11 pereHepalin
(Myohara et al., 2006; Ribeiro et al., 2019).

B npyroii pabote Ha omuroxete FEisenia fetida 66110
MOKa3aHo, YTO MEHEE YeM CTO F€HOB IEeMOHCTPUPO-
BaJIy CyIeCTBEeHHYIO IuddepeHInanbHy10 3KCIIpec-
CHIO B XOJIe BCETO nepuojia 3aiHeu pereHepauu. On-
HaKo IMpPU 3TOM, B CPABHEHUU C UHTAKTHBIMU TKaHSI -
MU, B TKaHSIX pereHepara 3HauuTeIbHOE KOJIUYECTBO
FeHOB TpeKpallalu 3KcnpeccupoBaTbesi. [1o MHe-
HUIO aBTOPOB, TAKOE COKpallleHHe Habopa aKTUBHBIX
T€HOB CBSI3aHO ¢ HeauddepeHILIMPOBAaHHBIM COCTOSI-
HUEM OOJIBIIMHCTBA KJIETOK pereHepallMOHHON MOYKU
(Bhambiri et al., 2018). TpaHCKpUIITOMHBbII aHAJIU3 TTO-
KazaJl He TOJIbKO CYIIIECTBEHHbI YPOBEHb TPAHCKPUII-
ToB, Koaupytoumx SOX4, Brachyury, Even-skipped,
yJacTHUKOB curHaibHbIX ITyTeit (FGFE, BMP2, WNT),
daxkTopbl HMIIMOTeHe3a, pa3BUTHSI HEPBHOM CUCTEMBbI
¥ pocTa aKCOHOB, HO M Hekomupyromnx PHK, Bkiro-
yasg MmukpoPHK (Bhambri et al., 2018).

HMtak, corjlacHO MpUBEAEHHBIM U3 JUTEPATyphl
CBEIIEHUSIM, aHHEJIUbI B OOJIBIIIMHCTBE CBOEM 00J1a-
JIaI0T BBIPAXKEHHBIMU pEereHepaTUBHBIMM CIIOCOOHO-
cramu. OOHAKO MEXaHM3Mbl BOCCTAHOBJICHUS yTpa-
YEeHHBIX YacTeil Tejla MOTYT CYIIIECTBEHHO OTIMYAThCS
Jaxe y OJM3KOpPOACTBEHHBIX BuAoB. Hecmorps Ha
0OJIBIIIOE KOJHMYECTBO ITOAPOOHBIX MCCIEHOBAHMIA
mpoliecca pereHepanny, BOIIPOC O KJIIETOUHBIX MCTOY-
HUKaX BOCCTAHOBJICHUSI M€30IepMaJIbHbIX TPOU3BO/ -
HBIX OCTaeTCsI OTKPHITHIM. OYEeBUIHO, UTO JIJISI ITOJTHO-
rO pPacKpbITUsS MEXaHU3MOB pereHepalu C y4eToOM
BCEro paszHooOpa3usi OUOJOTMYEeCKUX MPOLIECCOB,
CMOCOOCTBYIOIIMX KaK COXpaHEHHWIO, TaK U OTpaHU4e-
HUIO CTIOCOOHOCTEN pereHeprupoBaTh pa3InyHbIC TKa-
HU, OpraHbl U YaCTU TeJjia, TPEOYIOTCSI KOMILJIEKCHEIC
uccaeaoBaHus. TexHuyeckue ycioBus 1151 peain3a-
UM TaKUX IPOEKTOB yxXKe co3maHbl. [IpuBieueHme
COBPEMEHHBIX METOJIOB MOP(OJIOTMYECKOro aHaIu-
3a, B TOM YMCJIE Ha OCHOBE TPAaHCT€HHBIX MOJIENICH,
METOJOB T€HOMMKM, TPAaHCKPUINITOMUKHU, CEKBEHU-
POBaHMS OTACIBHBIX KJIETOK 1 PA3JIMUYHBIX CLIOCOOOB
(YHKIIMOHATBHOIO aHaIM3a MOTYT ITO3BOJIMTh YK€ B
OmKaiieM OyayIieM OTBEeTUTh Ha MHOTHE BOIIPOCHI
OTHOCHUTEIbHO pereHepaluu.

UccnenoBaHust IpoBeleHbl INpHu (hUHAHCOBOM
noanepxke rpaHToB PO®U 19-04-01111-a n 18-34-
00962-mot-a.

COBJIIIOAEHUE OSTUYECKHUX CTAHIAPTOB

Hacrosiiiast ctathst He COAEPKUT OMMUCAHUST BbI-
MOJHEHHBIX aBTOPAaMM MCCIEOOBAHUI C y4acTHUEM
JIIONEN WJIM MCIIOJIb30BAHUEM KMBOTHBIX B KAUECTBE
OOBEKTOB.
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Regeneration in Annelids: Cellular Sources, Tissue Remodeling,
and Differential Gene Expression
D. D. Nikanorova!, E. E. Kupriashova!, and R. P. Kostyuchenko!- *

1St. Petersburg State University, Universitetskaya nab. 7/9, St. Petersburg, 199034 Russia
*e-mail: r.kostyuchenko@spbu.ru

Recent studies have shown that, despite stereotypical cleavage, annelids demonstrate the ability to embryonic
regulation, including the formation of germline cells. However, the widest variety of regulative processes is
presented in the post-larval development of annelids. The ability to regenerate, which is probably an ancestral
feature, manifests itself differently among these animals. Some species are unable to regenerate lost segments.
However, most species replace lost posterior body parts, many are able to re-establish missing head segments
and structures, and some develop the entire body de novo even on the basis of one or two segments. Most of
the regenerated structures are formed due to a set of undifferentiated cells arising from the division of dedif-
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ferentiated and/or stem cells. Moreover, the regeneration process often involves remodeling of surviving body
fragments, and may thus be associated not only with local changes, but also require a reaction at the level of
the whole organism. In this review, we summarize many recent studies on the molecular and cellular mech-
anisms of regeneration in annelids. A special attention is paid to the regeneration of the digestive and nervous
systems, integuments, the participation of stem and undifferentiated cells in the development of blastema and
in replacing of the lost gonads. Accumulation and analysis of recent findings about the diversity of cellular
sources and mechanisms of annelid regeneration can shed light on the most evolutionarily conserved pro-
grams for maintaining regeneration ability and processes leading to the loss (limitation) of one of the ancestral
features of animals.

Keywords: regeneration, dedifferentiation, multipotent cells, stem cells, germ cells, gene expression, digestive
system, nervous system, tissue remodeling, annelids
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