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HenaBHue paboThl MoKa3aau, YTO, HECMOTPSI Ha CTEPEOTUITHOE MPOOJIeHNEe, aHHEIUIbl IEMOHCTPUPYIOT
CMOCOOHOCTH K SMOPHOHAIBHBIM PETYIISILIMSAM, B TOM YUCIe PU (GOPMUPOBAHUY JTUHUHU TTOJTOBBIX KIETOK.
BMmecTe ¢ Tem Hanbosiee IIMPOKO MPOLIECChl PETYJISIIUM MPEACTaBIeHbI B X0/ TTOCTIapBAILHOTO Pa3BUTHUS
a"HHenua. CITocoGHOCTh K pereHepalni, SIBIISIIoIeics, BEepOSITHO, aHIIECTPATbHBIM MTPU3HAKOM, ITPOSIBIISI-
€TCsl MO-Pa3HOMY CPelM STUX KUBOTHBIX. HeKOoTOpbie BUIBI HE CITIOCOOHBI pEreHepUPOBaTh YTpaueHHbIE
cerMeHThI. OTHAKO GOJBITMHCTBO BUIOB BOCCTAHABIMBAIOT 3aIHIE YaCTHU Tejla, MHOTHE CITOCOOHBI BOC-
CTaHaBJIMBATh FOJIOBHBIE CETMEHTBI M CTPYKTYPhI, @ HEKOTOPbIE Pa3BUBAIOT BCE TEJIO de novo Naxke Ha OCHO-
BE OIHOTO-IBYX CETMEHTOB. BoJibllasi yacTh BOCCTaHABIMBAEMBIX CTPYKTYp (popMUpyeTCs 3a c4eT Habopa
HeaudepeHIIMPOBAaHHbBIX KJIETOK, BOZHUKAIOIIUX TIpU AeJeHUU aeauddepeHIIUpOBAaHHBIX U/UIU CTBO-
JIOBBIX KJIETOK. [Ipu 2TOM TIpoliecc pereHepaly 4acTo IPUBOIUT K TTepecTPOiiKe CTapbIX (pparMeHTOB Te-
Jia, U MOXKET, TAKUM 00pa3oM, ObITh CBSI3aHHBIM HE TOJILKO C IOKATbHBIMU U3BMEHEHUSIMU, HO U TpeOOBaTh
peakIMy Ha ypOBHE BceTo opraHu3ma. B aTom 0630pe MbI 0606111aeM MHOTHE COBPeMEHHBIE MCCIIeTOBAHUS
OTHOCHUTEJIbHO MOJIEKYJISIDHBIX M KJIETOYHBIX MEXaHU3MOB pereHepanuu y aHHenaun. Ocoboe BHMMaHUE
yIeJIeHO BOCCTAHOBJICHUIO TTUIIIEBAPUTEIBHON M HEPBHOM CHUCTEM, IIOKPOBOB, a TAKXKE YUYACTHIO CTBOJIO-
BBIX U HenuGdEepeHIIMPOBAHHBIX KJIETOK B pa3BUTUM OJacTeMbl M B BOCCTaHOBJIIEeHUU ToHan. HakomnieHue
U aHaJIM3 COBPEMEHHBIX 3HAHWI O Pa3HOOOPA3UM KIIETOYHBIX UCTOYHWKOB U MEXaHU3MOB pereHeparuu
aHHeIUJ MOTYT MPOJIUThH CBET Ha HanboJiee BOJIOLIMOHHO KOHCEPBAaTUBHBIE MPOTrpaMMBbl MTOAAEPKAHUS
CMOCOOHOCTH K pereHepalliy M Ha MPOoILIeCChl, BeAyIue K ImoTepe (OrpaHUYeHUI0) OHOTO M3 aHIIeCTPpab-
HBIX CBOCTB KMBOTHBIX.

Karouesoie crosa: perenepanusi, neaddepeHanus, MyJbTUTTOTEHTHBIE KJIETKU, CTBOJIOBBIE KJIETKH, TT0-
JIOBBIE KJIETKU, 9KCIPECCUsI TeHOB, MUIIeBapUTEIbHAS CUCTEMA, HEPBHAsI CICTeMa, IEPEeCTPOiiKa TKaHE,
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BBEAEHWE

Perenepaiiisg — mpoiiecc BOCCTAHOBIIEHUSI yTpa-
YEHHBIX KJIETOK, TKaHEM, OpraHOB U YacTeM Tejla U UX
GyHKUMI — gBiasgeTcsd (yHIaAMEHTaJIbHBIM CBOM-
CTBOM KMBBIX cHCTeM. Jlaxke XXMBOTHBIE, JJISI KOTO-
PBIX XapaKTEPHO TTOCTOSTHCTBO KJIETOYHOI'O COCTaBa
(ayTenust), CIIOCOOHBI K OrpaHMYEeHHON (DU3MOJIOTH -
yeckoil pereHepauumn (Kopotkosa, 1997; Stocum,
2012). BMecTe ¢ TeM, BOIIPOC O TOM, OYEMY Y OTHUX
BUJIOB HaOIIONAIOTCS IOYTH Oe3rpaHUYHbIC BO3MOXK-
HOCTH K BOCCTAHOBJIEHMIO YTpadyeHHBIX YacTeii, a y
UX OMVKaMIIUX POOCTBEHHMKOB — HET, OCTaeTCsd
HanboJiee MHTPUTYIOLIUM U JAJIEKUM OT PEIIeHUS.

CyirecTByeT HeMaIo MOJEIbHBIX OOBEKTOB, C IC-
MTOJIb30BaHNEM KOTOPHIX aKTUBHO BEIETCS ITIOMCK pe-
IIeHWs TIpo0JIeM pereHepaui. DTo TaKue MPOCThIe
JKUBOTHBIEC KaK TUAPHI M TUTAHAPWUH, WY O0JIee CITOXK-

HO YCTPOCHHbLIC aHHC/INAbI, UTJIOKOXHNE, aCHUINN U
MO3BOHOYHBIE, BKITtoYas yesioBeka (Kopotkona, 1997;
Stocum, 2012; Koctiouenko, Kosun, 2020). CoBpe-
MEHHBIE TEXHOJIOTUM TI03BOJISTIOT IIPOBOAUTE UCCIIEIO-
BaHUS Ha KIJIETOUYHBIX KYJIbTYpaxX, YTO 3HAYMTEIHLHO 00-
JIerJaeT co3IaHue KOHTPOIUPYEMBIX YCIOBHiA. OIHAKO
OYEBHIHO, UYTO ITOJHOLIEHHOE pelleHue (pyHIaMeH-
TAJbHBIX Y MTPAKTUYECKUX ITPODJIEM pereHepaiii Bo3-
MOXHO TOJIBKO Ha OpraHM3MeHHOM ypoBHe (Stocum,
2012; HoBukosa u mp., 2020).

HecMoTps Ha mpucTtajabHOe BHUMaHUE UCCISIO0-
BaTeJieli K (beHOMEHY pereHepalu, MHOTHME MeXa-
HU3MBI 3TOTO Ipollecca I0 CHX IOp He PAaCKPBITHI.
Cpenyt HUX — TIpUpoAa KJICTOYHBIX UCTOYHUKOB,
BHOCSINIMX BKJam B (opMHpoBaHUE pereHepara.
OCHOBBIBasICh Ha JTAHHBIX 10 pereHepaliii MHOTUX
MOIEJIbHBIX OO0BEKTOB, MOKHO MPEAITONOXKHUTDb, YTO
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178 HUKAHOPOBA u np.

Hanbojiee 4acTO BCTPEYAIOTCS YeThIpe MeXaHU3Ma
BOCCTAHOBJICHUSI TKaHEW: IOBTOPHBII POCT KJIETOY-
HBIX YacTel, TaKNX KaK HepBHbIE aKCOHBI; IIpoJmde-
pauus nuddepeHIMPOBAHHBIX KJIETOK, IIpeTepIieBa-
IOIIMX WIM He MpeTepIieBaiIInX aeaudhepeHITInpOB-
Ky; TpaHcauddepeHIIMPOBKA 1 aKTUBALIUST B3POCIIBIX
CTBOJIOBBIX KJIETOK. BMecTe ¢ TeM snmuMopdHast pere-
Hepauusi, 11 KOTOPOM XapaKTepHa BbICOKAsl TIPOJIU-
¢depaTuBHAasl aKTUBHOCTb Pa3IWYHBIX KJIETOK, COMpPO-
BOXKIAeTcsl MpU3HaKaMu Mopdauiakcuca. Mopdaii-
JIAKCHUC, TIPOLIECC BOCCTAHOBIICHMSI YTEPSTHHBIX YacTeil
3a CYET TEePEeCTPONKM CTapbhIX TKaHEW 0e3 aKTUBHOI
npoandepaliy KJIETOK, MOXET ObITh BEIPAXKEH B pa3-
HOI CTeTIeHW. B HEKOTOPHBIX CITydasix pereHepamyst Mo-
XKET OCYIIECTBIISITHCS UCKIIOUUTEIBLHO II0 TUITY MOpP-
damiakcuca (Stocum, 2012; Koctiouenko, Kozum,
2020). OueBuOHO, YTO coueTaHMue AearnhdepeHIIIPOB-
KM, aKTUBALIMK CTBOJIOBBIX KJIETOK, IIpoJudepaliny u
peopraHu3alu ocTaTka (TKaHU, opraHa 1 T.11.) CyIIe-
CTBEHHO YBCJIMYUBACT CJIOKHOCTb MEXaHM3MOB NHU -
LIMAIU U PETYJISILAM MTPOIIECCOB pereHepalu. BHe
BCSIKOTO COMHEHMUSI, MCITOJIb30BaHME Pa3INnUYHbIX MO-
JIeJIei JKUBOTHBIX ITO3BOJIUT ITOJIYYUTh MaKCUMAJIbHO
MOJIHOE TIPEeACTaBJIEHME O IIpolieccax pereHepalu U
HMCIOJIb30BaTh 3TU 3HAHUS B IIPAKTUYECKUX LIETISIX.

B Hacrosiiem 0630pe Mbl 0000111aéM MHOTME JaH-
HBIE O MOJIEKY/ISIPHBIX M KJIETOYHBIX MEXaHU3MaX pere-
Hepalry y aHHEIN, OMHOM 13 KJITIOUEBBIX JIJISI 9BOJIIO-
LIMOHHOIT OMOJI0TMY pa3BUTHSI TPYIIIT OMjIaTepaIbHBIX
XKMBOTHBIX. AHHENIUAbI, KaK W IOpyryue CIHpaabHbIC
XKMBOTHBIE, TEMOHCTPUPYIOT CTEPEOTUITHOE 3MOPHO-
HaJIbHOE Pa3BUTHE, XOTS U C 3JIEMEHTaAMM PeTYJISILNI
(Koctiouenko, Jdonmya, 2006, 2017; Nakamoto et al.,
2010; Ko3uH u ap., 2013; Wanninger, 2015; Kozin et al.,
2016; Lanza, Seaver, 2018). OgHako B3pOCbIe KUBOT-
HbIe, 3aMETHO Pa3JIMYalolIiecs 110 CTPOEHUIO, K13~
HEHHOMY LIMKJTY Y 9KOJIOTMYECKUM YCJIOBUSIM OOMTa-
HUSI, KaK IIpaBWJIO, BOCCTAHABIMBAIOT yTpayeHHEIC
TKaHU M 9aCTU Tejla, JeMOHCTPUPYS B psiAe ClIydacB
IIOYTH HEOrpaHWYEHHBIE CIIOCOOHOCTH K pereHepa-
UM, B TOM YKCJIe U IpHU OECHOJIOM pa3MHOXCHUU
(KopoTtkosa, 1997; Xapun u np., 2006; Bely, Sikes,
2010; Zattara, Bely, 2011; KocTtioueHko u ap., 2016;
de Jong, Seaver, 2018; Koctouenko, Kozun, 2020).
Bce 310 menmaer aHHenUI MEePCHEKTUBHOKM MOIEIbIO
JUIST U3YYEeHUSI KaK MOJIEKYJISIPHBIX M KJIETOUHBIX Me-
XaHU3MOB pereHepaluu U 0eCII0J10ro pa3MHOXKEHUS,
TaK 1 BOJIIOLIMU ITPOTPpaMM Pa3BUTHSI.

BIIACTEMA: KIIETOYHbBIE NCTOYHUKHA
N CIIEULUDPUYHAA SKCITPECCHA TEHOB

IMoctTpaBMaTUueckast pereHepalusi OOJBIIUH-
CTBa aHHEJU MPOUCXOIUT MO TUITY AMMMOpdo3a, TO
eCcTh ¢ (OPMHPOBAHUEM pereHepallMOHHOM ITOYKH,
COCTOSIIIEN U3 AaKTUBHO MNpOIUMEepUpYIONINX, He-
nuddepeHIMPOBaHHBIX KIIeTOK. OOIIEIPUHATO, YTO

KJIETKU, BXOISIINE B COCTAB BCEX TPEX 3aPOABIIIECBBIX
JIMCTKOB, YY4aCTBYIOT B BOCCTAHOBJICHUH yTPauyeHHbBIX
yaacTkoB Tejia (Paulus, Miiller, 2006; Bely, 2014; Ko-
CTIOUEHKO U Ap., 2016). BoablIMHCTBO paboT IOMI-
TBEPKIAET UICI0 O HE3aBUCUMBIX KJIIETOUHBIX MCTOY-
HUKaX 3KTO-, ME30- 1 SHTOAEPMAIbHBIX CTPYKTYP BO
BpeMsl pereHepalyu, MO3TOMY HMMEET CMBICJI pac-
CMOTpPETh UX O OTAeAbHOCTU. BoccTaHOBIIEHUE MTPO-
M3BOAHBIX Me30J1epMbl (LISIOMUYECKUN DITUTEINIA,
roHaabl, KPOBEHOCHBIE COCYIBI, MeTaHepUINU) U
9KTOAEepPMbI (HEpBHAsI CUCTEMa, IIOKPOBHI Tejla) TeC-
HBIM 00pa30M CBsI3aHO ¢ (hOPMUPOBAHUEM pereHepa-
LIMOHHOM MOYKU.

B cocTaB pereHepallMOHHOI TTOYKM BXOAUT GJ1ac-
TeMma (Macca BHYTpeHHUX HeauddepeHIUPOBaHHbBIX
KJIETOK) ¥ TIOKpbIBawIuii ee anutenuit. HeomHo-
KpaTHO OBLJIO MOKAa3aHO, YTO PaHEBOM 3SMUTEIMNIA
dopMupyeTcs 3a CUET peapaHKMPOBKU KIJIETOK I10-
KPOBHOTIO 3ITUTENNS, a HE 3a CUET UX NpoJirdepalin.
BTOoT (haKkT OBLT NOATBEPKICH KaK C MCIIOJb30BaAHM-
eM rucrojiormdeckux MetomoB (Turner, 1934; Fontés
etal., 1983; Dupin et al., 1991), Tak 1 METOTOM BKJTIO-
yenust BrdU u EdU (Zattara, Bely, 2011; Planques
et al., 2019). Kpome Toro, uHrubupoBaHue npoude-
pauMy UTOCTATUYECKUM MpernapaTtoM THAPOKCH-
KapbaMuIoM He MPUBOAMIIO K HapylIeHUIO (hOpMU-
poBaHus paHeBoro snutenus (Planques et al., 2019).
Tem He MeHee, mposudepalysi KJIETOK MTOKPOBHOTO
SIIUTENINS MOXET IMPOMCXOAUTH Ha 0ojiee ITO3THUX
CTagusIX.

Hanpotus, KjieTKu 6jacTeMbl aKTUBHO ACJISITCS.
IIponudepannsi BHYTPEHHUX KJIETOK pereHepaly-
OHHOI MOYKY MOATBEPKIAeTCs BKIIOUEHUEM TIpeli-
mectBeHHUKOB JHK: EdU wunu BrdU (Zattara,
Bely, 2011; Sugio et al., 2012; Kozin, Kostyuchenko,
2015; de Jong, Seaver, 2018; Planques et al., 2019). B
HeJaBHEM HCCJIEIOBAHNM aKTUBHOE JeJIeHNE KJIETOK
0J1acTeMBI OBLIO II0KA3aHO C MCITOJIb30BaHUEM MOJIe-
KynsipHbIx MapkepoB. CyclinB1, cyclinB3 v pcha — te-
HBI, 0EJIKOBBIE IPOAYKTHI KOTOPHIX yYaCTBYIOT B IIPO-
necce permmkanu JHK, m MoryT ciry>kuth Hamex-
HBIMM MapKepaMHu TIpoandepupyolmx KiIeTok. B
JIOTIOJIHEHME K 3TOMY ObLI MpOBeAeH U (PYyHKIIMO-
HaJIbHBIM aHAJIM3: MHKYOalMs YepBeil B MTHTUOUTOpE
npojaudepaly ruapoKcuKkapoaMuae npuseiia K Ha-
pyuieHuo (GOpMUPOBAHUS 3adHE 30HBI pOCTa U
BOCCTaHOBJICHMIO yTpauyeHHBIX cerMeHTOB (Planques
etal., 2019). Takum o6pazom, nposindepanus KIeToK
OJ1acTeMBl SIBJISICTCS HEOOXOOUMBIM COOBITUEM JISI
pereHepanuu.

BoisicHeHUE TIPOUCXOXKISHMS KIIETOK, (DOPMUPYIO-
X 61acTeMy, HEOOXOAUMO UIsI TIOHUMAaHMSI UCTOY-
HUKOB BOCCTAHOBJICHUSI CTPYKTYP ME30- U IKTOAECP-
MaJibHOM Tpupoabl. C 0IHOI CTOPOHBI, OOIBIITNHCTBO
KCCIIEIOBaHUI TTONNEePKUBAET Uaeo o aeauddepeH-
LIMPOBKE KJIETOK C TTocenyoleii penuddepeHINPOB-
Koii. C Ipyroit CTOPOHBI, MHOTHE aBTOPHI IIPEIIOoJiara-
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PETEHEPALIMA Y AHHEJINA:

IOT HAJIM4Me CIIeNaIN3UPOBAHHOM JIMHUM COMaTUYE-
CKMX CTBOJIOBBIX KJIETOK. V1 B TOM 1 B IpyroM clIydae
KJIETKW MOTYT JINOO MUTPUPOBATh U3 OTHAJICHHBIX CET-
MEHTOB, J'[I/[60 N3HAYaJIbHO HAaXOOUTHCS B CEIMEHTE
psimoM ¢ paHoi. TakuM o6pa3oM, eCTh BCETO YEThIpe
TUITIOTETUYECKNE BO3MOXHOCTU THPOUCXOXICHUSI
KJIETOK OJacTeMbl: MUTPalMs yOadeHHBIX CTBOJIO-
BBIX 3JIEMEHTOB, MUTrpauus aeauddepeHunpoBaH-
HBIX KJIETOK, JIOKaJibHas aeauddepeHInpoBKa, JIo-
KaJIbHOE MPOUCXOXIEHME CTBOJIOBBIX Ki1eToK (Plan-
ques et al., 2019). OgHako UX KOMOMHUPOBAHUE B
Pa3IMYHBIX COYETAHUSIX MOXET 3HAYMTEIILHO MEHSITh
YCJIOBUSI B3aUMOJECMCTBUS MEXKIY KIIeTKaMU, B TOM
4ucJie Ha YPOBHE HUIIM CTBOJIOBBIX KJIETOK. OTIMYM-
TEJILHOM 0COOEHHOCTHIO CTBOJIOBBIX KJIETOK SIBJISIET-
cs1 X npoyurdepanus 10 Hadyajla pereHepaluu, B TO
BpeMs Kak aennddepeHInpoBKa KIJIIETOK ITPOUCXO-
IUT B OTBET Ha amnyTtauuio. Kak m3BecTHO, HamexK-
HBIMA MapkepaMu HeauddepeHIIMPOBaHHOIO CO-
CTOSTHUSI KJIETOK Y O€CITO3BOHOYHEBIX SIBJISIFOTCSI IIPO-
JIYKTBI TEHOB IPOTrpaMMEI ITOIePXXaHMsS MOJOBBIX U
MYJbTUITOTEHTHBIX KjeToK (Germline/Multipotency
Program genes) (Juliano et al., 2010). Dkcrnpeccust
de novo 3THX TEHOB B COCTaBe pereHeparlOHHOI
0J1acTeMbI OyIET TOBOPUTH O JIOKAJIbHOM ITPOMCXOXK-
JIEHNM KJIETOK OJlacTeMbl, TOraa Kak oOHapyKeHHe
KJIETOK C IOJOOHBIM IIPO(MIeM 3KCIPECCUN B UH-
TaKTHBIX CErMEHTax MOXET CBUIECTEJILCTBOBAaTh B
MOJb3y MUTpaluu. TakuM oOpa3zoM, N3y4yeHHE IPo-
JudepaTuBHONM aKTUBHOCTHY 1 aHAJIM3 ITaTTEpHA 3KC-
npeccur reHoB GMP no3BonstT otimmunTh nenmudde-
PEHIIUPOBKY OT YIaCTHSI CTBOJIOBBIX KJIETOK Y MUTpa-
IO OT JIOKAJbHOM aKTUBALMU MpoardepaTUBHON
aKTUBHOCTHU.

Hcrnonb3oBaHUE 3TUX ABYX METOIOB ITO3BOJUIIO
YTBEPKIATh O TIPeBaIUPYIOLIEi POJIY MPOILIECCOB JIie-
I OEpeHIMPOBKY KJIETOK, PACHOJOXEHHBIX pSI-
JIOM C paHOI B Xofe 3amHeit pereHepanuu Platynereis
dumerilii (Planques et al., 2019). ABTOpbl UHKYOUPO-
Banu yepBeli B pactBope EAU o nmposeneHust onepa-
I TI0 yOAJICHUIO CETMEHTOB, C 1IEJIbIO BbISIBJICHUS
CTBOJIOBBIX KJIETOK, ITOCTOSIHHO HaXOJSIIIMXCS B KJIe-
touHoM 1ukie. [TogaBnsroliee OONMBIIMHCTBO KJIETOK
01acTeMbl OBLIO CBOOOAHO OT METKM, YTO TOBOPUT O
HEe3HAYUTEeJIbHOM BKJIa[e MUTPaLlI B (hopMUpOBaHUE
61acreMbl. OgHAKO, CXeMa 3TOr0 3KCIIEpUMEHTa HeE
MO3BOJISIET BBISIBUTH CTBOJIOBBIE KJIETKHW, HAXOMSIIIHAEC-
cs B (paze 1okos1 10 MoMeHTa ammyTraiuu. [TpoBene-
HUE 9KCIEPUMEHTA 110 MOAM(UILIMPOBAHHOI cxeMe (C
npeaBapuTeIbHOM aMITyTallMeil, IPU3BaHHOI CTUMY-
JIMPOBATh ITOKOSIIIIUECS CTBOJIOBBIE 3JIEMEHTHI K JeJIe-
HUIO) MO3BOJIWIO HNOATBEPAUTH, YTO OjlacteMa op-
MUpPYETCS] B OCHOBHOM M3 KJIETOK ITPWJIETaloIIero K
paHe cerMeHTa, 0e3 MUIpalluK OTIAJIEHHBIX JIEMEH-
toB (Planques et al., 2019). B nmonb3y aenuddepeHiim-
POBKM KJICTOK CBUIETEIILCTBYET OOHApYy:KeHHE de novo
askcnpeccuu reHoB GMP (Pdum-piwiA, Pdum-piwiB,
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Pdum-vasa, Pdum-nanos, Pdum-pl10, Pdum-myc) BO
BHYTpeHHUX KjieTKax omacteMnl (Planques et al., 2019)

(puc. 1).

11 GONMBIMMHCTBA IPYTUX MOJIUXET TaKKe ObLIa
MoKa3aHa IJIaBeHCTBYIOILAsl POJIb IIPOLIECCOB Ieanud-
(depeHIMPOBKY KJIETOK, PACIIOJIOXEHHEIX PSIAOM C
panoii (Paulus, Miiller, 2006; Kozin, Kostyuchenko,
2015). HenaBHsia pabora Ha nonuxete Alitta virens
yOenuTeIbHO TIPOAEMOHCTPUPOBAJIa, YTO B XOMAE 3all-
HEl pereHepaly IPOMCXOIUT de novo SKCIIPECCHsI Te-
HOB-MapKepOB CTBOJIOBBIX M MYJIBTMIIOTEHTHBIX KJIe-
TOK vasa, piwi u pl10, accolimrupoBaHHasI C TIOKPOBHBIM
SIUTEJIMEM U BHYTPEHHMMM KJIETKAMM percHepara.
ABTOpPBI yKa3bIBalOT HAa OTCYTCTBUE MUTPALIUU KJIETOK C
MogO0OHBIM IpOoGUIeM SKCIIPECCUM, YTO COINIACYETCS
c uneeit o nennddepeHrpoBke. ConocTanisisl JaH-
HBIe TUOPUIM3ALNU N Situ 1 KapTUHBI BKIIOYCHUS
kietkamu BrdU, aBTopbl 0TMEUYaroT HEKOTOPOE HECOB-
najeHue MeToK. B yacTHOCTH, B a1MTe MM OOHAPYKM-
BalOTCsI NEJISIIMEeCs KIETKU, He SKCITPeCCUpYyIoIne re-
eI GMP, a B 61acTeMe HanpoTUB — OOHapPYyKEHBI
GMP-1n103uTHBHEIE KJIETKM, HE HaXoAsIIrecs B pa-
3¢ MUTO3a. TakuM oOpa3oM, aKTUBALIMSI IKCIIPEC-
CUM M3y4YeHHBIX TeHOB 13 uynciaa GMP He gBisgeTcs
HEOOXOAUMOM I MoAAepKaHUs TposndepaTUuB-
Hoit aktmBHOCTU KieTokK (Kozin, Kostyuchenko,
2015). CnenyeT, oIHAKO, OTMETUTb, UTO METOIbI
aHanu3a (pyHKIUN pa3InIHbIX TEHOB Y aHHEIMI Ha-
Yajy pa3BUBaThCs JIMIIB B mocaeaHee BpeMsi. OOHa-
PYXeHHBbII y E. japonensis TeH grimp sIBASIETCS €IUH-
CTBEHHBIM, Ybsl POJIb B (pOpMHUPOBAaHUU OJIACTEMBI
NOoATBepXKIAeHa (QYHKIIMOHAIBHO: MCII0JIb30BaHUE
nByuenodyeyHoii PHK storo rena B xone PHK-uH-
TepdepeHIMU MPUBEIO K IOAABJICHUIO Ipoliecca
dopmupoBanus oiactemsul (Takeo et al., 2010).

Ha Gosiee mo3mHMX cTagusix pereHepalyu 3KC-
npeccust reHoB GMP HabmonaeTcs B KJIeTKax BHOBb
00pa3oBaHHOI 3aMHEei 30HBI pocTa. MOJIEKYISIPHBIIA
npoduib 3aHE 30HBI POCTAa BapbUPYET Y Pa3HbBIX
BunoB aHHeaun. s momuxetol Capitella feleta moka-
3aHa 9KCIpeccusi TOMOJIOTOB piwi, vasa U nanos B 3ajl-
Hell 30He pocTa 1oBeHWIbHBIX yepBeit (Dill, Seaver,
2008). B xone pereHepalu KJIETKHU 3aIHEI 30HbI PO-
CTa HaKaIUIMBalOT TpaHCKpunThl piwi (Giani et al.,
2011). Platynereis dumerilii neMOHCTPHUPYET 3KC-
Mpecculio TOMOJIOTOB piwi, vasa, pl10 v nanos B 3a1-
Hell 30He pocTa IOBEHWJIbHBIX U PeTeHEPUPYIOIINX
yepseit (Planques et al., 2019). KineTku 3agHei 30-
Hbl poCTa OJUroxetwl E. japonensis HaKamnjiuBaloOT
TPAHCKPUIITHI vasa B XOAe HOPMaJbHOTO pocTa U
pereHepauuu (Tadokoro et al., 2006). Hampotus,
9KCIIpEeCcCHsl vasa OTCYTCTBYET B 3alHell 30He pocTa
oyiuroxeTsl Tubifex tubifex (Oyama, Shimizu, 2007).
BeposTHO, pyHKIMIO OTCYTCTBYIOIIEro 6eaka Vasa
BBINOJIHSAET poacTBeHHast eit PHK-xenwnkasza p68
(Oyama et al., 2008).
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HepCI[HHH PETrCHEpallMOHHAaA ITo4YKa

SagHss pEereHEpallMOHHAadA Io4YKa

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, sfipl1/2/5, brachyury, dix,
¢s1, pax6, neurogenin, slit, elav, prdm 3/ 16

4 N
BOkronepMma (6e3 30HbI POCTa)
bnacrema (Me3omepma)

Kuiika (3HTONEpMA)
- 3amHsst 30Ha pocTa
o %

Puc. 1. IuddepeHnnanbHast 3KCOpeccusi TeHOB B X0JlIe pereHepaliy aHHEeIUI Ha OCHOBE TaHHbBIX TMOpUan3anuu in situ. Ha
cxeMe TiepeHU I KOHEIl Tejla HalpaBJIeH HaJIeBO, 3aHUI — HalipaBo. CxeMa cocTaBjieHa Ha OCHOBE CJICIYIOIINX UCTOYHUKOB:
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. HeGoJib110it HA60p reHOB, SKCIIEPCCUPYIOILIUXCS
MPU 3aMEeILIEHUU HEOCTAIOIIEro roJIOBHOTO KOHIIA, OTPaXKaeT JIUIIb c1adyio MU3y4eHHOCTb MOJIeJiel C MepeHelt pereHepauuein
METOIOM THOpUAN3aLNU in situ. JIOTIOJHUTEIbHYIO MH(MOPMAILINIO cM. B pasaeie “IlepCcrieKTUBBI: MOJIEKYJISIPHBIE TTOIXOMbI”.

B reHomax OOJBIIMHCTBA U3YYEHHBIX aHHEIWI
0OHapyXeHO IT0 IBa TOMOoJIoTra reHa piwi. @uitoreHe-
TUYECKUId aHalu3 MOKa3bIBaeT, YTO OHU O0Opa3oBa-
JIUCh B pe3yJibTaTe AYIUIMKAIlMM Ha 3ape 3BOJIOLUU
ounarepuii (Giani et al., 2011). dyrmkaiys reHa u
rnocjeayoas IMBEPreHIus KOuii OObIYHO CBsI3a-
HbI ¢ pasnesieHueM pyHkui. JeficTBUTENbHO, NaT-
TepH 3KCIPECCUM MapaoroB piwil v piwi2 pa3nuJa-
eTCsl B pereHepallMoHHON nouke A. virens. Avi-piwil
9KCIIPECCUPYETCsl Ha paHHUX CTaAusIX B KJIeTKaxX pa-
HEBOTO 3MUTENS U BO BHYTPEHHUX KJIeTKax OJacre-
MbI, a TakKXe€ MapKUpyeT BHOBb C(HPOPMUPOBAHHYIO

3aJHI0I0 30HY pocTa. TpaHCKpUNITHI Avi-piwi2 oOHa-
PYXEHbl UCKIIOUUTEILHO BO BHYTPEHHUX KIIETKAX
6j1acTeMBl, HO HEe B KJIETKaxX 3adHEW 30HBI POCTa
(Kozin, Kostyuchenko, 2015). C npyroii CTOpOHBHI,
HECMOTPsI Ha TaBHIOIO TUBEPreHIINIO, Mapajioru piwil
u piwi2 'y C. teleta TpaHCKpUOUPYIOTCS B OTHUX U TEX
K€ CTPYKTYypax B XOAe BCEro KM3HEHHOTro LYKJIa U
pereHepanuu (Giani et al., 2011). Takum obpa3om,
HECMOTpPSI Ha BBICOKMIA YPOBEHb FOMOJIOTUM MEXIY
OpPTOJIOTAaMU piwi, OHU MOTYT CIEUUATIU3ZUPOBATHCH
Ha BBITTOJIHEHUU pa3HBIX (DYHKIIMIA Y pa3HBIX BUIOB.
B uienom, Bapuanuu B Habope reHoB GMP, BoBie-
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YCHHLIX B ITPOLIECC BOCCTAHOBJICHUA 3a0HEN 30HBI
pocTa 1 YyTpad€HHbIX CCTMECHTOB Y pa3HbIX aHHCJIN,
MOTIYT T'OBOPUTH O TOHKHMX PA3/IMYMAX B PCTYIALINN
BO3MCIHICHUA YTPAYCHHBIX 3aJHNX CTPYKTYP.

E1re mo o6oco0iieHnsI 30HbI pOCTa KJISTKY 3agHel
qyacTth OyacteMbl P dumerilii sKCcTIpecCHpyIOT TKaHe-
crrenmUIHBIE TeHBI, HanpuMep Pdum-twist, oTBeT-
CTBEHHBIH 3a TP epeHIIMPOBKY B MBIIIICYHBIE KIIET-
ku (Planques et al., 2019). ITocie hopmupoBaHus 30-
HBI pocTa twist+ KJIeTKA oOHapyKXeHBlI B TiepeaHeit
YacTU OJIaCTEMBI, UTO TOBOPUT O Oynylieil nux nudde-
PEHIIUPOBKE B MBIIIIEYHbIE 3JIEMEHTEI HOBOT'O CETMEH -
Ta. Okcnpeccust Pdum-prdm3/ 16 B KileTKax 61acTeMbl
MO3BOJISICT MPEAIIONIOXUTh MX KOMMUTHpPOBaHUE B
CTOPOHY IIPEAIIECTBEHHUKOB KPOBEHOCHBIX COCYIOB.
Havano 3akmamku crenraam3vpoOBaHHBIX KOHEYHO-
CTel MONINXET — Mapanoauii — 3HaMeHYeTCsI 9KCITpec-
cueit Pdum-dix. Hakonel, o popMupoBaHUM HOBBIX
SJIEMEHTOB HEPBHOI CUCTEMBI MOXKHO CYIUTh IO DKC-
npeccu TeHoB Pdum-pax6 n Pdum-neurogenin. Ta-
KMM 00pa3oM, KJIETKM OJacTeMbl KOMMUTHUPOBAHEI K
MPUOOPETEHUIO OIIPeNeICHHON KIIETOYHOM CYIbhOBI
ellle Ha caMbIX paHHUX cTaausx pereHepauuu. CTojb
paHHsIS crneluduKanus KISTOK OJjlacTeMbl MOXKET
CBUJIETEJILCTBOBATH B TOJIb3Y COXpaHeHUs nenudde-
PEHILIMPOBAHHBIMM KJIETKAMM OJacTeMbl HpHUHAI-
JIEXXHOCTHU K OIIPEeAcICHHOMY 3apOAbIIICBOMY JIUCT-
Ky. DTO TaKXe MOXET CBUAETEILCTBOBATH O MYJIbTH-
MOTEHTHOM, a He IUTIOPUIIOTEHTHOM CTaTyce KJIETOK
0J1aCTEMEL.

Wnest o TpaHc- wim neanddepeHIUPOBKE JT0KAIb-
HBIX KJIETOYHBIX 3JIEMEHTOB ObLIa He pa3 ITOATBEp-
XKIIeHa U C TIOMOIIBIO KJIACCUYECKUX METOIOB OMOJIO-
ruu pa3Buthsl. BoccTaHOBIEHME MBIIIEYHBIX KJIETOK
MPOUCXOINUT, COMIACHO THCTOJIOTMYECKOMY UCCIIEH0-
BaHMIO 3aHEll pereHepaluu noauxetbl Owenia fusi-
Jformis, 6naronapsi nenuddepeHIMPOBKE, aKTUBHOMY
JIeJICHUIO U TTocieytolieit penuddepeHIIMPOBKE MUO-
uutoB (Dupin et al., 1991). OnurenouunTsH HA BEH-
TpaJbHOM CTOpOHe Onactembl y Limnodrilus hoffineis-
teri, Ophidonais serpentina n Lumbriculus inconstans
CHOCOOGHBI MUTPUPOBATh BHYTPh U Y4aCTBOBATh B 3a-
Kianke HepBHBIX raHriaweB (Turner, 1934; Bilello,
Potswald, 1974; Cornec et al., 1987). Bonee Toro, B
psiae paHHUX paboT omvucaHo GOpMUPOBAHUE ME30-
JIepMaJIbHBIX TTPOU3BOIHBIX UCKITIOUMTEIBHO 34 CUET
CTPYKTYp 2KToaepmasibHol nipupoasl (Hepke, 1897;
Michel, 1898; Abel, 1902; Wagner, 1906, nutupoBaHO
no Bilello, Potswald, 1974). Ha ocHOBe JaHHBIX, I10-
JIyYEHHBIX B Hallleil JlJabopaTopuu, ObLIO MPEAToo-
KEHO BEpPOSITHOE BBICEJICHHE KJIETOK AenuddepeH-
LIMPOBAHHOTO MOKPOBHOIO AMUTENMS U 00pa3oBaHUe
MMM MaTepuajia 0jacTteMbl B Xoae Oecrojioro pas-
MHOXeHUs y onuroxeT Pristina longiseta u Nais com-
munis (XapuH u ap., 2006). KieTku ITOKpPOBHOIO
SIIUTEINUS HE TOJIbBKO MMEIOT CXOOHOE C KJIETKAaMU
61acTeMBl TOHKOE CTPOEHHME, HO, KaK W MOCJeIHYE,
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9KCIIPECCUPYIOT TeHbl vasa, pl10wn piwi. Takum obpa-
30M, Oj1acTeMa TIpu 6eCIToJI0M pa3MHOXEHHWH Y O~
TOXET, MOXET OBITh chopMUpOBaHA, KaK MUHUMYM
YacTUYHO, 3a cueT neanddepeHIIMPOBAHHBIX KIIETOK
nokposHoro snurenus (KocrioueHnko u ap., 2016).

HecmoTpst Ha TO, 4TO IJISI TIOJIMXET B OCHOBHOM
okKa3aHo ydactue neanddepeHIIMPOBAaHHBIX KJIETOK
CTapbIX TKaHell B (popMHMpOBaHUHU pereHepara, UC-
clienoBaHue, TNpoBeneHHoe Ha Capitella teleta c wvc-
MMOJIb30BAHUEM [IBYX pa3HbIX IPEIIIeCTBEHHUKOB
JAHK (EdU u BrdU), neMoHCTpUpyeT aKTUBHYIO MU~
rpaliMio  KJIETOK B XOjAe 3aJHell pereHepailuu
(de Jong, Seaver, 2018). ABTOpBI II0Ka3aJii, YTO BO3-
MOXXHBIM MCTOYHUKOM MUTPUPYIOIINX Vasa-To31-
TUBHBIX KJIETOK SIBJISIETCSI KJIAaCTep MYJIbTUIIOTEHT-
HBIX cTBOJIOBBIX Ki1eToK (MPC), pacrionoxkeHHbI B
nsaToM cerMeHTe 4epBsa. C MCIOJIb30BAHUEM TOIIOJ-
HUTEJIBHBIX MOJIEKYJISIPHBIX MapKepOB Oblla IToKa3a-
Ha reteporeHHocTb Kiactepa MPC. Bce ero xkinerkmn
3KCIPECCUPYIOT TOMOJIOTHU vasa, piwi, nanos, OOHaKO
JIMIIb HEeOObIIask CyOnomyJIsiiusl KJIeTOK OKa3blBa-
€TCsI myc-TIO3UTUBHOMN. ABTOPBI XapaKTepU3yIOT KJia-
CTep KaK reTepOreHHYIO MOMYJISIIINI0 MYJIBTUIIOTEHT-
HBIX CTBOJIOBBIX KJIETOK, KOTOpas MOXET BHOCUTH
BKJIad B (popMUpOBaHMUE 3aJHEH pereHepalvoOHHOMN
omactemsl. [1py oTpe3aHuM OITU TIEPEIHUX CErMeH-
ToB (TO ecTb, BKIo4yass MPC) yepBu yTrpauuBaiu
CIIOCOOHOCTb BOCCTAHOBUTH 3aHUE CErMeHTHI. I1pu
OTCEUYEHMHU YEThIpeX ITePeIHUX CETMEHTOB TaK, UTO
MPC ocraBaincs B cocTaBe pereHepupylomiero ¢gpar-
MEHTa, 0CO0M BOCCTAHABIMBAJIMU OT OTHOIO JIO0 TPEX
yTpauyeHHBIX CerMeHTOB. KOHTpOJIIbHBIE XWUBOTHHIE,
MMEIOIINE BCE TOJIOBHBIE CETMEHTHI, pereHeprupoBa-
a1 go 12-tu 3agHMX cerMeHTOB. B obenx skcnepu-
MEHTAJbHBIX TPYIIax He HabII01aI0Ch BOCCTAHOBJIES-
HUE 3aJHEH 30HBI POCTA, YTO aBTOPHI OOBSICHSIIOT He-
CMOCOOHOCTBIO YepBell MUTAThCSA. AHAIM3UPYS ITU
pe3yJIbTaThl, aBTOPHI AEIal0T BEIBOA O TOM, YTO COXpa-
HeHre MPC cnocoGCTBYeT BOCCTaHOBJICHUIO HEKOTO-
pOro KOJMYECTBa 3aJHUX CETMEHTOB, KOMIICHCUPYS
orcyrcTBue 30HHEI pocta (de Jong, Seaver, 2018). Tak
KakK IIpolecC 3amHeil pereHepaliiy ObUT HapyllIeH B
000oMX CiTydasix aMITyTalluM IIePeIHMX CeTMEHTOB (C
nnn 6e3 xinactepa MPC), BctaeT BOIIpoc 0 pojiv ro-
JIOBHBIX CTPYKTYP B BOCCTAHOBJICHMHU 3adHEil 30HBI
pocta. M3BecTHO, YTO pa3BUTHUE 3aHETO pereHepara
y niosiuxetsl Alitta virens n onuroxethbl Tubifex tubifex
HE TIPOMCXOIUT B OTCYTCTBUE TroloBHOTO Mo3ra (Ko-
potkoBa, 1997; Bely, 2014). Bo3amoxHO, u B ciyyae
C. teleta KXpUTHUYECKYIO POJIb B 00ECIIEYEHUHU TTOTHO-
LICHHOM pereHepanyy urpaeT He oOHapy>KeHHBII aB-
TOpaMU KJIaCTep, a HEKWi1 HEU3BECTHBI CUTHAJI, MIC-
TOYHUKOM KOTOPOTO SIBJISIIOTCSI TOJIOBHBIE CETMEHTHI.

B otyinuyure oT noauxer, AJisl MOSICKOBBIX aHHEWT
(Clitellata) HEOTHOKpPATHO ObUIM OMMUCAHBI KIJIETKU
Me30IepPMaJTbHON TPUPOIBI, aCCOIMMPOBAHHBIE C
cenTaMM, KOTOpble MUTPUPYIOT K paHEBOM IOBEpPX-
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HOCTH U BHOCHAT BKJajd B (pOpMUpPOBAaHUE BHYTPEH-
Helt yactu 6macteMmbl (Randolph, 1892; Turner, 1934;
Bilello, Potswald, 1974; Cornec et al., 1987; Sugio et al.,
2012). Xsppuet Parmonbsd, aBTOp IIepBOTO OIIMCAHUS
TaKuX KiaeTok y Lumbriculus, Ha3Bama nx “Heobia-
cTamMmu”, TIoApa3syMeBasi MPUCYIINE UM CTBOJIOBBIC
noteHuu (Randolph, 1892). B HacTosiiee BpeMs
STOT TEPMUH IMPUMEHSIETCSI, TJIABHBIM 00pa30M, B OT-
HOILIEHMM JIMHUY TTIOPUTTIOTEHTHBIX CTBOJIOBBIX KJI€-
ToK y tutaHapuii (Newmark, Alvarado, 2001). Tem He
MeHee, MHOTHE aBTOPhI COXPAHSIIOT UCXOIHOE 3HaUe-
HUE JAHHOTO TEPMUHA U aKTUBHO MPOABUTAIOT UIECIO
HaJIA4Usl y OJUTOXET CHELUAIU3NPOBAHHON JIMHUU
AKTUBHO MPOIUMEPUPYIOIINX Y MUTPUPYIOLINX KIIe-
ToK (KocTioueHnko u np., 2016).

CnycTd MoYTH BEK MOCJe OTKPBITUS “Heobia-
ctoB” y Lumbriculus, y onuroxetsl Limnodrilus hoff-
meisteri GbLIa TAKKE OIMCaHa MUTPAIIs KIIETOK, acCO-
[IMMPOBAHHBIX C CENTaMU, M3 TIPEIIICCTBYIOIINX paHe
cermeHTOB (Cornec et al., 1987). Cyns no rucrosornye-
CKOMY OITMICAHWIO 3THX KJIETOK, OHU UMEOT ITPU3HAKI
HemmddepeHIIMPOBAHHBIX KIICTOYHBIX 3JIEMEHTOB: Be-
pPETEeHOBUIHYIO (DOPMY, BBICOKOE SIEPHO-IIUTOILIA3-
MaTIeCKOE COOTHOIIIEHHE, KPYITHOE SIIPO, MHTEHCHUB-
HO OKpallvBalollylocsl LIuToriasmMy. MHoOrue aBTophbl
TMPEeANoJIaraloT, YTO MUTPaLIMS KJIETOK JIMHUM HeoOIa-
CTOB TPOUCXOAUT TIO0 OPIOLIHOKM HEPBHOI I1IETOYKE
(Bilello, Potswald, 1974; Cornec et al., 1987).

WNurnbupoBanue KIETOYHONH MUTpPAlUA MMETIO
pa3Hble TOCAEACTBUSA MJIS TIEpeaHEN U 3aaHEU pere-
Hepauuu Lumbriculus variegatus. OKa3ajioch, 4YTO He-
OouiblIast G1acTeMa OPMUPYETCS Ha MepedHeit pa-
HEBOIi TOBEPXHOCTH, TOTJA KaK 3aIHsIsI pereHeparust
MOJIHOCTBIO TIofaBsieTcsl. Takum oOpa3oM, aBTOPHI
JIeJIaloT BEIBOM O TOM, YTO B IIpOLecCe MepeaHeil pe-
TeHepaluy IIPOMCXOIUT KaK MUIpaALUs KJIIETOK, TaK
U JIoKaibHas nenuddepeHiMpoBka, Toraa Kak 3aj-
HsIsl pereHepalys IOJIHOCThbIO 00eCIIeYnBaeTCs MU-
rpanueii (Tweeten, Anderson, 2008).

HenaBHue paboThl SIMOHCKWX HCCIenoBaTeaei
JIEeMOHCTPUPYIOT HAIMYUE Y OJIUTOXEThl E. japonensis
“HeobsiacToB”, BKCIIpeccupyomx vasa (Sugio et al.,
2008; Sugio et al., 2012). C ncnoiab30BaHNEM THUCTO-
JIOTUYECKUX METOJAOB COBMECTHO C METOJIOM BKJIIO-
yeHns BrdU, aBTopnl yOemamTenbHO MOKa3ald, 4TO
9TU KJIETKU pacliojiaratoTcsl Ha 3aHeil ToOBEPXHOCTU
CETIThI OPIOIIIHBIX CETMEHTOB, AKTUBHO JEISTCS B OT-
BET HAa aMIyTallMIO U MUTPUPYIOT BHYTPU LIEJIOMUYE-
CKOI1 MOJIOCTU K MECTY paHeHUs1, GOpMUPYs 3HAYU-
TeJbHYI0 4yacTh OnacteMbl (Tadokoro et al., 2006;
Yoshida-noro, Tochinai, 2010). Murpauusi, oqHaKo,
MMPOUCXOAUT HE MO OPIOIIHONM HEPBHOM lieToYkKe, a
BHYTPH LIEJIOMUYECKOM TOJIOCTU, YTO NMPOTUBOPEUYUT
paHHUM paboTtam. bosee Toro, KJIEeTKA JUHUU “He-
obJjracToB” pacrioyiaralorcs y E. japonensis He TOJIBKO
Ha BEHTPaJbHOW CTOPOHE, HO W Ha JiaTepajbHbIX U
JIopcaIbHOI 4YacTsix cenTbl. KpoMe o4eBHMIHOIO 10

MHEHUIO aBTOPOB BKJIana “Heo0J1acToOB”, OHU OTMeE-
YaloT, YTO B pEereHepalMOHHOM IMOYKe MPOVCXOIUT
JIeJIeHWe KJIETOK B TOKPOBHOM 3IIUTEINM, a TAKXKe B
CTeHKe KUIIKU. M3 3TOro oHM 3aK/II04YaroT, 4TO BOC-
CTaHOBJICHUE YTPAYeHHbBIX YACTCH TeJla IPOUCXOAUT
3a CUeT KJIETOK, BXOASIINX B COCTAB ITPOM3BOIHBIX BCEX
TPeX 3apOJIBILICBBIX JJUCTKOB, TIPU 3TOM Me301epMalb-
HbI€ ITPOM3BOIHbIE BOCCTAHABJIMBAIOTCSI TOJIBKO 33 CUET
“HeobsiacToB”. HecMOTpst Ha CTOIb MPO3pavyHbIii BbI-
BOJI, HE3aMeHIMMasl poJjib “He00J1acTOB” ObljIa HEIABHO
OIPOBEPIrHYTA Y POACTBEHHOIO BUJIA.

BbL10 TpOM3BeIcHO CpaBHEHUE pereHepaTUBHBIX
criocobHocteil E. japonensis, pa3sMHOXKAIOIIErocs
¢dparmeHTauueii u E. buchholzi, npakTUKYIOIIETO TTO-
JIOBOE Pa3BUTHE U HE UMEIOLLIETO KJIETOK TUIMA “HE00-
nmactoB” (Myohara, 2012). Oka3anock, 4To 0ocoou BUaa
E. buchholzi criocoOHBI K BOCCTaHOBJIEHUIO IIOJIHO-
LIEHHOTO 3aJHETO KOHIIA TeJla M TUIIOMOP(MHOro Iie-
penHero KoHIa. BeIto yctaHoBIeHO, 4TO 3(hPEKTUB-
HOCTb MepeIHel pereHepalii 3aBUCUT OT MeCTa MPO-
BeJIeHUsI aMITyTalluW: KOJIMYECTBO BOCCTAHOBJICHHBIX
CerMEHTOB yMEHbIIaeTcsl MO0 Mepe MPOABUKEHUS
BIIOJIb TIepenHe3anHeit ocu. Y E. japonensis, Hanipo-
TUB, MPU OTPE3aHUU JIIOOOTO KOJIMYECTBA OPIOLIHBIX
CerMEHTOB BCeTJa IMPOUCXOIUT BOCCTAHOBJIEHUE Ce-
MU TOJIOBHBIX cerMeHTOB. OQHaKO MpU paspe3aHuu
yepBsl Ha YpOBHE TOJIOBHBIX CETMEHTOB, B COCTaBe
KOTOPBIX HEeT “Heo01acToB”, Ha MepelHell paHeBOM
MMOBEPXHOCTH BOCCTAHABIMUBAIOTCS JIUIIb yTpadyeH-
HBbIe TIepeTHUEe CEeTMEHThI. B TO ke BpeMsl, Ha 3agHeil
paHeBO ITOBEPXHOCTU IMMPOMCXOAUT BOCCTAHOBJICHIE
0O XBOCTOBBIX CETMEHTOB, MO0 HECKOJBKUX TO-
JIOBHBIX, UTO MPUBOIUT K (POPMUPOBAHUIO IBYXTOJIO-
BOif ocoou. TakuM oOpa3oM, Jaxe He comepxKallue
“Heo0J1acTOB” TOJIOBHBIE CerMEHTHI E. japonensis crio-
COOHBI BOCCTAHOBUTH yTpauyeHHbIC MEPEAHUI U 3a/-
HUI KOHIIBI T€J1a, a 3HAYUT, UCTIONb3YIOT Ipyrue Kie-
TOYHbIC UICTOYHUKU. AHAJIM3UPYSI Pe3yIbTaThl, aBTO-
pbI TIPUXOIST K BBIBOAY, YTO “HE00JaCThbl” HYXKHBI
CKopee IUIS TOHKOM HAaCTPOMKU Mpolecca pereHepa-
o1y, obycioBiuBas GOPMHUPOBAHUE BCEX CEMU TO-
JIOBHBIX CerMeHTOB. Takast HacTpoiiKa MPOMCXOINT,
IO MHEHMIO aBTOPOB, TTOCPEICTBOM TOTO, 9TO “HE00-
JIacThl” TIPUAAIOT CETMEHTaM TeJjla ITIO3UILIMOHHOE 3Ha-
YyeH1e BOCbMOTO cerMeHTa. COOTBETCTBEHHO, IIPH aM-
MyTallMy Ha YPOBHE JIIOOOTO TYJOBUIIIHOTO CerMEHTa,
COTJIaCHO TIOJIyYEHHOM MO3UILIMOHHOI MHGbOpMaIK,
OsacTema Bceraa oyneT opMUpPOBaTh CEMb I'OJIOBHBIX
cerMeHTOB. OcTaeTcsl HETIOHATHBIM B TaKOM cJlyyae,
yeM oOyCJIOBJIEHA pa3HUIIA MEXAY TepeaHei 1 3ai-
Hel paHEBOI MOBEPXHOCTHIO, KOTOPAast 00eCIIeunBaeT
COXpaHeHUe TepeaHe3aaHeil OCU B XOle pereHepa-
uunu (Koporkosa, 1997).

JIis1 BBIICHEHUSI BO3MOXHOM NPUYUHBI, IIOYEMY
ocobu E. buchholzi crtocOOHBI BOCCTAHOBUTD JUIID
TUNOMOP(MHBII TOJTOBHOM KOHEL, aBTOPBI CPaBHWIIN
npoandepaTUBHYIO aKTUBHOCTb KJIETOK B XOJIe Ie-

OHTOI'EHE3 Ne 3

TOM 51 2020



PETEHEPALIMA Y AHHEJINA:

penHeii pereHepauun y E. buchholzi n E. japonensis
(Myohara, 2012). Ucrions3ys BrdU, aBrops! 1mokasa-
JIM, 9TO JENSIINECS KJISTKH IOSBIISIIOTCS B OOJIBIIIOM
KOJIMYECTBE JIMIIIb Ha 4-11 IeHb pereHepanuu y E. bu-
chholzi, Torna xak FE. japonensis dopMupyetr KpyIi-
HYyIO OJlacTeMy YK€ Ha MepBbIi IeHb. B pesynbrarte
OBIJIO BBICKA3aHO TIPEATIOIOXEHNUE O BIUSIHUU “He-
oby1acToB” Ha IpoarudepaTUBHYIO aKTUBHOCTD KJIE-
ToK OsacteMmbl. UTak, 0OHapy>XK1B HOBbIE BO3MOX-
Hble (YHKIMU “HE0O0JacTOB”, aBTOPbI OCTaBIISIIOT
OTKPBITHIM BOIIPOC O KJICTOYHBIX MICTOYHHMKAX, (DOp-
MUPYIOIINX BHYTPEHHIOIO YaCTh OJIAaCTEMEL.

Takum o6pa3zoM, HECMOTpPS Ha OOJIbIIIOE KOJIUYE-
CTBO TIOAPOOHBIX MCCJIEIOBAaHUI ITpoliecca pereHe-
palyu, BOIPOC O KJIETOYHBIX MCTOYHUKAX BOCCTa-
HOBJICHUST Me30JIepMaJIbHBIX TPOU3BOIHBIX OCTAETCS
OTKPBLITEIM. MHOTrMe aBTOPhI IIPUMIKUCHIBAIOT OCHOB-
HYIO POJIb KJIETKaM JIMHUY aHHEJIMIHBIX HE00JIaCTOB,
OIHAKO, HEKOTOPBIE 13 HUX OMUCHIBAIOT 3TU KJIETKU B
accouuanuy ¢ OpIoIIHOM HepBHOI 1enodykoi (Ran-
dolph, 1892; Turner, 1934; Bilello, Potswald, 1974), To-
raa Kak apyrue HaOJromaloT UX MUTPALIMIO B LICJIOMM-
YecKoit moysocTu. BriojHe BO3MOXKHO, UTO, MCHOIb3YSI
OIIH U TOT XK€ TePMMH “Heo0J1acT”, aBTOPHI OITUChIBA-
IOT pa3HbIe KJIETOUHBIE TTOMYJISIIIUN.

BOCCTAHOBJIEHHME KHIIIKN
B XOAE PETEHEPALIUN Y AHHEJIN

Kuiika Konb4aThIX YepBeil COCTOUT U3 MEPETHETO,
cpenHero u 3amgHero otaesioB. IlepenHsiss u 3amHsIsT
KUIIKa (OPMUPYIOTCSI B OMOPUOTEHE3E U3 SKTOJIEPMBI,
TOTJa KaK CPEeIHSISl YaCTh KMIIKYA UMEET SHTOAePMalb-
HOE MPOUCXOXICHNE. DMOPUOHAIBHOE MTPOUCXOKIIE-
HUE OTAC/IOB KUIICYHMKA OIpenelisieT YPOBEeHb IUIa-
CTUYHOCTHU KUIIKHK B XOIe pereHepalny aHHema. B
LIEJIOM, JIJISI TIOJIMXET MOKa3aHO BOCCTAHOBJICHUE SH-
TOJIepMaIbHOI KUIIKY 32 CYET MHTAKTHOM YaCTU KM -
IIeYHNKA, a SKToAepMalbHasl IJI0TKa BOCCTaHABIM-
BaeTCsd OOBIYHO IOCPEACTBOM WHBAarMHAIIMU IIO-
KpoBHOTrO 3nuTesvs B 6i1actemy (Berrill, 1952).

Bo Bpems 3amHeill pereHepalliil TepMUHATBHBI
YYaCTOK KHMIITKH OOBITYHO BXOIUT B COCTaB pereHepa-
IMOHHOM TToYKr. Cpasy Iocjie aMITyTallii ITPOUCXO-
AT pe3Koe COKpallleHWe MBIIIIL B MpuiexkalieM K
paHe CerMeHTe, YTO 00ecCIeunBaeT 3aKPhITUE PaHBI.
V nonmxeTsl A. virens HEMOCPEIACTBEHHO IIOCJE CO-
KpaIleHWsI MBIIIIEYHBIX BOJIOKOH ITPOMCXOIUT HEKO-
TOpOe BBITIaZieHWEe KUIIKU. [lepepe3aHHble Kpas Ku-
IIEYHOTO U TIOKPOBHOTO SIUTEINEB CMBIKAIOTCSI IPYT C
JIPYrOM, TaKUM 00pa3oM, 4TO LeJIOMUYECKasl TTOJIOCTh
MPEIIIEeCTBYIOIIECTO PaHe CETMEeHTa OKa3bIBAETCSI U30-
JIMPOBAHHOIT OT BHEIIIHEH cpebl. B To ske BpeMs CBSI3b
KWIIIEYHWKA ¢ BHEIITHe# cpemoii He yrpaunBaetcst (Ko-
3uH " ap., 2017). 1o TakoMy ke MeXaHU3My IIPOHCXO-
JIUT 3aKPBITHE PaHbI HA 3aHEM KOHIIE Tejla y OJINTOXe-
THI E. japonensis (Myohara et al., 1999). Takoii Turm 3a-
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JKMBJICHUSI paHBI HA3bIBAIOT “OTKPHITHIM” . 3aKPbIThIi
THII SIBJISIETCS O0Jiee pacIpOCTPaHEHHBIM U TIPEACTAB-
JIIeT co0oii onocpeaIoBaHHOE MBIIIEYHBIM COKpallle-
HUEM CTSITUBAaHUE KpaeB paHbl K LICHTPY, YTO TIPUBO-
JINT K CMBIKQHUIO OTIEJIBHO MTOKPOBHOTO U KUIIIEYHOTO
srmTeNMs. B pe3ynbprare KuieuyHast TpyoKa oKa3bIBa-
ercsa cieno 3aMkHyToi (Kopotkosa, 1997). Hekuii
MPOMEXXYTOUHBIM BapuaHT C BBIMMaJACHUEM YacTH
KUIIIKW, HO TTOCJICAYIOIIMM €€ BTAITUBAHUEM U CMBbI-
KaHMEM KpaeB IMTOKPOBHOIO 3MUTENIMS Hall Heil onu-
caH mia Dorvillea bermudensis (Paulus, Miiller, 2006).

ITpoliecc 3aKpbITHS paHbl MOXET ObITh ACCOLIUMPO-
BaH ¢ MOp(daNTaAKTUIECKUMMU MePEeCTPOiKaMM, KaK 3TO
ObLIO TI0Ka3aHO Wisl nonuxeT P dumerilii n A. virens.
TpaHckpuntbl foxA (TeHa, KOAZUPYIOIIETO CIICLU-
GUYHBII IS pa3BUTUS KUMIIKY TPAHCKPUILIMOHHBIMA
¢akTop) OBLUIM ITOKA3aHbI HA CTAAVM 3aKPbITUSI PAHBI
B KJIETKAaX TePMUHAILHOTO, CJErKa BhbINAJaloIIero
ydacTKa KHUIIeuyHoro snuteanst. CToab paHHSIS 3KC-
Mpeccusi B MHTAKTHBIX TKAHSIX CBHUIETEILCTBYET O
MopdaIaKTUYeCKUX TMepecTpoitkax. OCHOBBIBAsICh
Ha pe3ysIbTaTax UCCIIeIOBaHMS, aBTOPHI PpeAIioiara-
IOT BO3MOXHYIO CUTHAJIbHYIO POJIb TEPMUHAIBLHOTO
yJacTKa KUIIKHU. B manbHelileM skcropeccust foxA
COIIPOBOXJIAET BOCCTAHOBJIEHUE IUILEBAPUTEIbHOM
CHUCTEeMBI y 00oux uccienoBaHHbIX BUIOB (Kostyu-
chenko et al., 2019).

IMocnenyroniee BoCCTaHOBIIEHME KMIIIKA B COCTa-
BE 3aJlHETO pereHepara CBsI3aHO B IIEPBYIO OYEPEIb C
npoJindepanueii CTBOJOBBIX 3JICMEHTOB KUILIEUHOTO
snuteausi. C Leblo BbISIBJCHUS KJIETOK CTBOJIOBOI
JIMHUM, ObLJIa MIPOBelicHA MpeaBapuTeIbHasI MHKYOa-
st yepBeit P. dumerilii B pactBope EAU. BoisiBiieHue
CUTHaJIa Ha MSITBIA IeHb pereHepaluy MPUBEIo K He-
OXUIAHHBIM pesyiabraTaM. (OKa3ajaoch, YTO IIOYTU
BCE KJIETKA BHOBb C(OPMHUPOBAHHOTO KHIIEYHOTO
srmtenus cogepxanu Metky EdU. DTu pesyiabTarhl
MOATBEPKIAIOT UASIO O TOM, YTO B KUIIIEYHOM SIIUTE-
JIMM UMEIOTCSI CTBOJIOBBIE KJIETKM, B HOPME HEO0XO0-
MBI U1 PU3MOJIOTUIECKOM pereHepaliy KUIey-
Horo anutenus (Planques et al., 2019). BepositHo,
9TU KJIETKM MOTYT y4acTBOBAaTh B IIOCTTpaBMaTuye-
CKOI pereHepalyyd KMIIKKA B OTBET Ha aMITyTal[UIO
YacTU CErMEHTOB. AKTUBHOE pa3MHOXEHUE KJIETOK
MHTAKTHOI'O KUIIIEYUHUKA B OTBET Ha aMITyTaLIAIO ObI-
JIO HEOJTHOKPATHO J0Ka3aHO MEeTOdaMu aBTOPAIUO-
rpaduu u ructonoruu (Hill, 1970).

Hamraue omnpenesieHHOTO OTesa KUIITKA B COCTa-
BE PereHeprpyoIeil 0COOM MOXET UMETh KpUTUIEe-
CKOe 3HaYeHUe JJISI TIpoliecca 3aaHel pereHepalyu.
Hanpumep, 11 Takux BUIOB MOJUXET, Kak Autolitus
pictus, Procerastea halleziana v Syllis sp. nokazaHa He-
00XOIMMOCTh IPUCYTCTBUS B COCTaBE pEreHEePUPYIO-
1ero oparMeHTa SHTOIepMaJIbHOM (CpelHei) KUIll-
Kku. ['0JI0BHBIE CEerMEHTHI, ComepKallie TOJIBKO III0T-
Ky, UMEIOIIYIO 9KTOIepPMaJIbHOE IMIPOMCXOXKICHHE, HE
MOTYT pereHepupoBaTh 3aTHUE CETMEHTHI, B COCTaB
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KOTOPBIX BXOAUT KUIIKA SHTOAEPMAJIbHOMI IIPUPOIBI
(Berrill, 1952).

BoccraHoBieHMe KUIITKY BO BpeMS MiepeIHel pere-
Hepalu UMEET psii OCOOEHHOCTE!, CBI3aHHbBIX C TEM,
YTO 3aXMBJIEHWE PaHbl B OOJIBIIMHCTBE CIYy4YaeB Mpo-
HWCXOIIUT TI0 “3aKpBITOMY” THITY, TO €CTh OOpe3aHHBII
Kpaidi KUIIIKM CTAaHOBUTCS CJIENO 3aMKHYTbIM. boiee
TOT0, aKTUBHO TPOoJI(epUpyrolIne KJISTKN 0JIaCTEMBbI
3aHMMAIOT BCE MPOCTPAHCTBO MEXKIY MHTAKTHOM KUIII-
KOI U TMTOKPOBHBIM 3IUTEIUEM, TTIO3TOMY POTOBOE OT-
Bepctue opmupyetcst de novo (Hill, 1970). ITonuxetsl
Syllis gracilis v Procerastea halleziana BocctaHaBIVBaIOT
pPOTOBOE OTBEPCTHE, TJIOTKY U TpeKeNyI0K ToCpeI-
CTBOM WHBarvHaiuu MOKPOBHOTO 3MUTENUs] BHYTPb
61actembl. PacTy1init BHyTpb 3a4aTOK HOBOM KUILIKU
BCKOpE COEAMHSETCS C MHTAKTHBIM KUIIEYHUKOM
(Berrill, 1952). O6a Buaa cnocoOHbI K TTOJHOLIEHHOM
rnepeaHei pereHepalu: OHU BOCCTAHABJIMBAIOT BCE
yTpayeHHbIE MEPEIHUE CETMEHTHI JaxXe U3 HeOOJIb-
1moro parMeHTa Tejia. BONBIIMHCTBO XXe MOJIUXET
0o0J1alaeT OrpaHUYEHHOI CITOCOOHOCTHIO K MepeTHe
pereHepainiuu. MHOTOYUCIEHHbIE MOJUXETHI CeMeli-
ctBa Syllidae BoccTaHaBIMBaIOT He O0Jiee YeThIpeX ro-
JIOBHBIX CeTMEeHTOB. IIpu 3TOM He TIPOUCXOIUT MHBA-
TMHAllUM CTOMOJEYMa M BOCCTAHOBJIEHMSI TJIOTKM, a
poToBOe OoTBepcTUe (hOPMUPYETCS 3a CUET CIAUSTHUS
CTapoii KMIIKU C MOKPOBHBIM 3MUTENEM, JIMOO KUIII-
Ka He BOCCTaHaB/IuBaeTcsl BoBce. Tem He MeHee, (hop-
MUpOBaHUE KUIIKHU IaXe B Mpejeaax BCero Julllb ye-
TBIPEX CETMEHTOB TIPEANOaraeT yBeJuueHue Koamye-
CTBa KJETOK. JIeCTBUTENbHO, KJIETKM WHTAKTHOIO
KUIIEYHOTO anuTenus Sabella melanostigma BKto4aoT
panMoaKTUBHYIO MeTKy H3-TMuanHa, 4to roBopuT 06
nx nponudepatnBHoit aktuBHocTH (Hill, 1970). ®op-
MUpOBaHWE TJOTKMU TIOCPEACTBOM WHBarvHauuu
STUTEINS MOXET NPOUCXOJUTDH B COOTBETCTBUU C TTE-
peNHEe3aHUM TpaiueHTOM Tena. HekoTopble BUABI,
HanpuMmep Autolytus pictus, 0Ka3bIBalOTCSI CITOCOOHBI
K BOCCTAHOBJICHMIO TOJIBKO MPU aMITyTallu HEOOIb-
IIIOTO YKCJIa TIEpeIHUX CETMEHTOB. TakuMm obpas3om,
¢opMuUpoBaHUE TJIOTKU MyTeM WHBarvHauu sIBJIsi-
€TCsl KpUTUUECKM MOMEHTOM MepeaHell pereHepa-
LIMU TIOJIUXET U MOXKET OINpPeNeisiTh KOJUYECTBO BOC-
cTaHOBJIEHHBIX cerMeHTOB (Okada, 1929).

Ha ocHoBanum stux manubix beppmmr (Berrill,
1952) nenaet ciaenyroliye BIBOALI O BOCCTAHOBICHUN
KMIIKHU B XOJI¢ pereHepaiy IToJimxeT. Bo-TiepBhIX, 9K-
ToAepMaIbHAs TIEpemHsIsl KUIIKa (pOTOBasI IIOJIOCTh U
IJIOTKA) MOXET ObITh BOCCTAHOBJIEHA TOJIbKO ITyTEM
WHBarvHalMU TIOKPOBHOTO SIIUTEINS BHYTPh Oj1acTe-
Mbl. MHTaKTHasE KUIIKA 3HTOIEPMAabHOM ITPUPOIbI
HEe MOXeT obecneunuTh popMupoBaHue TIIoTKU. Bo-
BTOPBIX, B XOJI¢ 3adHEI pereHepald SHTOACPMallb-
Hasl KAIIIKAa He MOXET OBITh BOCCTAHOBJIEHA 3a CUET
KJIETOK 3KTOIEePMAalIbHBIX CTPYKTYpP (B T.4. IJIOTKH).
CorylacHO aBTOpPY, SHTOIEPMAaJIbHASI KMIIKA CIO-
COOHA YyIIMHSITBCS TOJBKO B 3aJHEM HaIIpaBJIeHUU
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(Berrill, 1952). OTuMm, Mo-BUANMOMY, OTYACTU OOb-
SICHSTIOTCSI pa3iIJus TepeaHeit 1 3amHell pereHepa-
ITUY TIOJTUXET.

Ilo cpaBHEHMIO C TTOIMXETaAMU, KMIITKA OJINTOXET
o0GyramaeT GOMBIIEH TIACTUYHOCTBIO B XOIIE percHe-
pauuu (Kopotkosa, 1997). B uactHoctH, nis Eisenia
Jfoetida, Tubifex rivulorum, Lumbriculus variegatus n He-
KOTOPBIX IPYTUX MpeAcTaBUTeNel ceMmeiictBa Lumbri-
cidae TToKa3aHO BOCCTaHOBJICHVE TJIOTKH 3a CUET CTa-
po¥ KUIIKKM SHTOoAepMalibHOM Tipuponbl. Ilpm sTom
POTOBOE OTBEPCTHE M POTOBASI ITOJIOCTH (hOPMUPYIOTCS
3a cueT nokpoBHoro anutenus (Berrill, 1952). Cxon-
HBIM 00pPa30M ITPOUCXOANT BOCCTAHOBJICHUE KUIITKU U
y TIouBeHHOI onuroxetol E. japonensis (Takeo et al.,
2008).

YV Lumbriculus inconstans nepeaqHne OTHEIbI KU-
IIEYHOM TPYOKM BOCCTAaHABIMBAIOTCS 3a CYET MHBA-
TMHAlLIMM TTOKPOBOB, OJHAKO, WHTAKTHBIM KUIIEY-
HBIA STIUMTEIUNA pacTeT B MEpeAHEM HAIlPaBJICHUU —
HaBCTpeuy 3a4aTKy IJIOTKU. TIIaTeJbHbINA TMCTOJIO-
TMYECKWI aHAIM3 TTOKa3all, YTO YIUIMHEHUE KUILIKYU B
repeaHeM HaIlpaBJICHUM IIPOMCXOAUT 3a CUET IIPOJI-
depanmu riiaBHbIX KJIeTOK Kuiliky (principal cells). B
X0/ HOPMAaJIbHOM XU3HEAESATEIbHOCTA 3TU KIICTKU
o0ecreynBaloT BHEKJIETOYHOE MUIlleBapeHNUE 1 BCa-
ChIBaHUE IMUTAaTEJILHBIX BelllecTB. B oTBeT Ha amITyTa-
IO OHU YTPAauYMBaIOT PECHUYIHBIN amIiapar, TepsIoT
KOHTAKT ¢ 0a3aJbHON MeMOpaHOIl M IPUCTYITAIOT K
aKTUBHBIM MUTOTUYECKUM ASJICHUSIM. ABTOP CIIEIN-
aJIbHO TOJYEepKUBAET, YTO Oa3aibHble KiieTku (basal
cells), oTBeuaroiye 3a GU3NOJIOTNIECKYIO pereHepa-
LU0 KJIETOK KUILEYHOro SIUTEIUS, He TPUHUMAIOT
y4acTusl B X0OJe¢ MOCTTpaBMaTUUYECKOI pereHepaluun
(Turner, 1934). Takum obGpa3oM, B XoJie pereHepaluu
Lumbriculus inconstans tipoucxomuT neauddepeH-
POBKa KJIETOK KMIIIEYHOTO SIUTEIINS, UX AKTUBHOE pa3-
MHOXeHHUE 1 Ttocienyolas peaiddepeHIIMpoBKa.

UccnenoBanue Oau3kopoacTBeHHoro Lumbricu-
lus variegatus moka3ajo, 4YTO OCHOBHYIO POJIb B pereHe-
pauyy IepeaHUX OTIEJIOB KMIIKM WUTpacT MUTPALIMS
InddepeHIUPOBAaHHBIX KJIETOK KUIIKU. [lpuskus-
HEHHOEe HaOII0NeHME 3a IIepeMelleHUEM BSHTOAEp-
MaJIbHBIX KJIETOK B XOJE¢ pereHepanuu ObUIO OCY-
LIECTBIIEHO C MCIOJb30BaHUEM (DIyOpeCeHTHOM
METKHU K CEpUHOBBIM MpoTeaszaM. OKa3ajaoch, YTO 3TU
KJIETKHM ocTaloTcst nuddepeHIIMPpOBaHHBIMM, TIPON3-
BOJISIT CEPMHOBBIE ITPOTEa3bl B MEMOpPaHO-CBI3aHHOM
dopme, TIepeMeIIaloTcsl B COCTaBe ANMHOTO KJIETOU-
HOTO IuTacTa U (pOpMUPYIOT IIIOTKY. Mcroib3oBaHue
MHTUOMTOpPA CEPUHOBBIX MPOTEa3 MPUBEJIO K TOJTHOMY
YTHETEHMIO TIepeHell U 3aaHell pereHepalu. ABTOPbI
MPEIoJIaraloT, YTO CEPUHOBBIE IIPOTea3bl MOTYT OCY-
LIECTBJISATh TIEPECTPOIKY M JIOKAJIBHOE pa3pylIeHUE
BHEKJIETOYHOTO MaTpUKCa, 4TO 00eCreunBaeT MUTPa-
LIMIO KJIETOK B OJacTeMy, a TaKKe MPopacTaHue HEPB-
HBIX OKOHUaHW. CyMMUPYS IOJTyYeHHbIE PE3Y/IbTATHI,
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Ilepennssa
pereHepallMOHHasT TToYKa

Syllis gracilis

Pristina leidyi

Lumbriculus inconstans
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I:I [ToKpOBHBII 3TTUTENNIA (IKTOIEPMA)
I:l bracrema (Me3omepma)

Kwumika (aHTOmEpMa)

Puc. 2. Crioco6bl BOCCTAaHOBJICHUSI KUILIKU B X0l TIepeIHel pereHepaly aHHeaun. Ha cxeme rnepeaHuil KoHell Tejia Harpas-
JieH HasieBo. [1o BepTUKaiu cxeMaTUYHO U300pakKeHbl 3Tallbl BOCCTAHOBJIEHUS KUILKU B Xone pereHepaiuu Syllis gracilis (Er-
rantia), Pristina leidyi (Sedentaria, Clitellata), Lumbriculus inconstans (Sedentaria, Clitellata). 1751 Bcex aHHeIUI OOIINM TTPU-
3HAKOM SIBJISIETCSI BOCCTAHOBJIEHUE POTOBOTO OTBEPCTUSI TOCPEACTBOM MHBAarMHALIMU nUTeNus. Y nonuxer (S. gracilis) riioTka
Tak>Ke BOCCTAaHABIMBACTCS 3a CUET MHBAarMHALIMY 3KTOJAEPMAJIbHOTO MOKPOBHOTO 3NUTe M. J1Jist GOIBIIMHCTBA OJIMTOXET Xa-
pPaKTEpHO BOCCTAHOBJICHUE TJIOTKH 3a CYET SHTONEPMAIbHOU cpenHent kumku (L. inconstans). Ans P. leidyi onucano BoccTa-
HOBJICHUE IJIOTKU 32 CUET KJIETOK OJ1acTeMbl, 6€3 yTOUHEHUS UX ITpoucxoxaeHusi. CxeMa cocTaBjieHa Ha OCHOBe 1aHHbIX Berrill
(1952) (S. gracilis); Bely, Wray (2001) u Zattara, Bely (2011) (P. leidyi); u Turner (1934) (L. inconstans).

aBTOPBI OITUCHIBAIOT BOCCTAHOBJICHUE TJIOTKU KaK MOP-
damnaktrueckuii mpouecc (Tweeten, Reiner, 2012).

V Pristina leidyi opMupoBaHUe KUIIIKU HAYMHA-
€TCSI C TIOSIBJICHUSI TIEPEAHUX €€ OTIIEJIOB B LIeHTpaJlb-
HoIi yacTu 6;1actemMbl. [1pu 3TOM poTOBOE OTBEpCTUE
dopMupyeTcss TIyTeM WHBarvHAIIMA TTOKPOBHOTO
srmrtenus (Zattara, Bely, 2011). He3aBucumoe Boc-
CTaHOBJICHUE TJIOTKH M POTOBOIA ITOJIOCTH B XOMIE pe-
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reHepaluy ObUIO TTIOATBEPXKIEHO C UCITOJb30BaHEM
MoJiekyasipHoro mapkepa Orx (Bely, Wray, 2001).

Takum 06pa3oM, BOCCTAHOBJIEHUE KUIIIKU B XOJI€
3a7Hell pereHepaluy MPOUCXOAUT B LIEJIOM CXOTHBIM
00pa3oM y pa3HbIX IIpeACTaBUTENIEH aHHEIUI U 00ec-
MeYNBAETCS KIIETKAMU MHTAKTHOTO KUIIIEYHOTO 31U~
tenus. [lepenHsss pereHepanusi, HaIIPOTUB, OTINYA-
eTcs1 00JIBII0M BapradeabHOCTEIO (puc. 2). I1pu aToMm
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OYEBHMIHO, UYTO IIPOM3BOAHEIC 3SHTOAEPMBI MOTYT
BOCCTAaHABJIMBAThCS 3a CYET Pa3HBIX KJIETOYHBIX MC-
TOYHMKOB JIaXe B Mpeaeaax oJHoi ocobu, obagaro-
e CITOCOOHOCTHIO U K MepeaHeld, U K 3aIHell pere-
Hepauuu. Tak, HarpuMep, B XoAe IepeaHeit pereHe-
pauumn P. leidyi kuilika BOoCCTaHABJIMBAETCS 3a CUET
KJIETOK OJIaCTEMBI, a B XOJI€ 3aIHell — 3a CUET PO~
depalnm KJIETOK MHTAaKTHOM KMIIKM (Zattara, Bely,
2011). OT1o yka3bpiBaeT Ha (hyHIaMEHTaJbHbIE pa3iv-
yusl B MEXaHU3Max IepeaHell 1 3aJHel pereHepauumn
aHHenua. Takuwe pasiuuusl OEUCTBUTEIbHO ObLIU
BBISIBJIEHBI ¢ McIioab3oBaHueM PHK-cekBeHupoBa-
HUS 1 ITOCJIeayIolIero aHaau3a nuddepeHIInaaIbHOM
skcrnpeccuu reHoB (Ribeiro et al., 2019).

BOCCTAHOBJIEHUE
IMTPON3BOIHBIX D9KTOIEPMBbI
(HEPBHOHM CHUCTEMBI 1 TTOKPOBOB)

AKTUBHO mpojudepupylonie KIeTKU TTOKPOB-
HOTO 3MUTEUST OKOJIO PaHbI SIBISIIOTCS UCTOYHUKOM
dopmMupoBaHus HOBBIX ITOKpoBOB (Bely, 2014; Ko-
CTIOUeHKO U np., 2016). HepBHast cuctema BoccTa-
HaBJIMBAETCS Kak 3a CYET KIETOK ITOKPOBHOTO SITUTE-
JINST, TaK M 3a CYET KJIIETOK MHTAKTHOM HEpBHOM CH-
CTEMHBI.

B xone pereHepaliuu onuroxetsl P. leidyi anemeH-
Thl HEPBHOI CHUCTEMBbI pereHepaTa MMEIOT pa3HOe
MPOMCXOXAEHNE: HEPBHbIE TaHIIUU (POPMUPYIOTCS
U3 KJIETOK OJlacTeMbl, TOTJa KaK HEpBHbIE BOJOKHA
¢dbopMUpYyIOTCST 13 BBIPOCTOB MHTAKTHOW HEPBHOI
nenoukwu (Zattara, Bely, 2011). B xone perenepanmu y
onuroxeTsl E. japonensis ObIJI0 OKa3aHO, YTO el111e 10
MPOSIBJIEHNS BCEX OCTAJIbHbIX peTeHepaTUBHbBIX MPO-
1IECCOB, OJlacTEMY OXBAaTbhIBAE€T CETh HEPBHBIX BOJIO-
koH (Yoshida-noro et al., 2000). ABTOpbI COOTHOCSIT
9TU JAHHBIE C VK€ CYILIIECTBYIOIIEH TUIOTe301 00 aKTH-
BUPYIOIIEM BIMSIHUM HEPOHOB Ha mpolecc neaudde-
PEHILIMPOBKU KJIETOK, KOTOpbIE, pa3MHOXasich, (op-
mupytoT omactemy (Thouveny, 1998). ITogobHoe siBIE-
HUE OTMEUYEHO M B XONl¢ pereHepalyu y OJUTOXEThl
Stylaria lacustris 1 monuxetbl A. virens (Miiller, 2004;
Kosun u mp., 2017). IlpsiMast 3aBUCUMOCTh MEXIY
HaJlM4yueM aKCOHAJIbHBIX BBIPOCTOB U TIpoJudepa-
TUBHOM aKTMBHOCTBIO KJIETOK 0J1aCTeMBbI ObLJIa OTME-
YyeHa Mpy U3YYEeHUU 3aHel pereHepaluu y nojuxe-
Thl C. teleta (de Jong, Seaver, 2018). ABTOpBI OTMeEYa-
IOT JIBE€ BEPOSITHblE (DYHKIIMM HEPBHBIX BOJOKOH B
omacteme. Bo-11epBBIX, HEHPOHBI MOTYT BBIACISITh HE-
Kue Tpodudeckue pakTopbl, CTUMYIUPYIOIINE KIIET-
KU K JeJeHUsIM. BO-BTOPBIX, TT0 aKCOHAM MOXET ITpO-
HUCXOAUTb MUTpalUsl KJIETOK, (hOpMUPYIOIIUX Ojac-
TeMHble Macchl. O (hopMUPOBaAaHUN HOBBIX 2JIEMEHTOB
HEPBHOI CUCTEMBI U3 KJIETOK 0acTeMbl MOXHO Cy-
JIIUTh MO 3KCIIPECCUU TeHOB pax6 u neurogenin (Plan-
ques et al., 2019). TTosiBieHue HEPBHBIX OKOHYAHU
Ha MOBEPXHOCTU PaHbI y A. Virens MOXeT ObITh CBUIE-

TEJILCTBOM TOTO, UTO B OPIOIIHOII HEPBHOI LIETIOUKE
HOBBIE TPaHUIIBI TeJIa YCTAHABIMBAIOTCS yXKe Ha Iep-
BBI 1eHb pereHepannu (Ko3un u ap., 2017). Takum
00pa3zoM, poIb HEPBHOI CUCTEMBI MOXET COCTOSITh U
B o00ecIleYeHMM TJIOOAJLHOTO ITATTEPHUPOBAHUS
BIOJIb MEpEeAHE3aIHEN OCH.

B MHOTrOuMCIeHHBIX UCCIETOBAHUSIX OTMEYEHA pe-
TYJITABHAsSI pOJIb MTHTAaKTHOM OPIOIIHOM HEPBHOI 11e-
MOYKHM B Xoie pereHepaiiuu. M3BecTHO, 4TO OproliHas
HEpBHas LIEM0YKa MOXET OMPENEJISITh MECTO 3aKJIaAKH
pereHepanroHHoi 61actembl (Bely, 2014). brimo mo-
Ka3aHo, YTO MPU OTBEIEHUU HEPBHOIO TsKa K JlaTe-
paJIbHOI CTOpPOHE TeJjia IOJUXEThl Spirographis spallan-
zanii, TPOUCXOIUT (POPMUPOBAHUE SKTOIMNYECKOTO Io-
JIOBHOTO WJM XBOCTOBOTO OTAENa, C COXpPaHEHUEM
nonsipHoctu (KopotkoBa, 1997). IlarrepHupoBaHue
Os1acTeMbl BIIOJIb JOPCOBEHTPAIbHOI OCU MOXKET ObITh
obecrneyeHo curHajlaMu OpIOITHON HEPBHOM 1ierou-
KM, TaK KakK IMpU HapylleHUM KOHTaKTa HEPBHOTO
TSIKa C MECTOM paHeHMUsI, OJacTeMa COCTOUT U3 A0P-
canbHBIX TKaHeit (Boilly et al., 2017).

KJIIETOYHBIE UCTOYHUKHA
OOPMHUPOBAHUA TOHAL
B XOAE PETEHEPALIUU
N BECITOJIOT'O PASMHOXEHUWA

HexkoTtopsie aHHEIUABI CITOCOOHBI BOCCTAHOBUTH
TOHaJbl B XOJI€ pPEreHepaliui U OECIoJIOTO pa3MHO-
xenwusi. st E. japonensis, pa3MHOXaro1ierocs gppar-
MEHTalMel, MoKa3aHo, YTO 3TOT HpOoLecC 00yClI0oB-
JIEeH MUTpalMeil Mo OpIOIIHOW HEpBHOI IeIrouYKe
KJIETOK, 3KCIIpeccupyoomux romoJior piwi (Tadokoro
et al., 2006). DTH KIETKU UMEIOT MOP(MOIOTUIO HEe-
I depeHIIMPOBAaHHBIX KJIETOYHBIX 3JIEMEHTOB M
BHEIIIHE TTOXOXM Ha HeobOysacTel. B MHTaKTHOM X1-
BOTHOM OHU pacIiojlararoTcsl Ha BEHTPaIbLHOI CTOPO-
HE TeJia BIOJIb HEPBHOTO Tsi>ka. ABTOPBI paOOThI MOKa-
3aJI1, YTO PiWi-TIO3UTUBHbIE KJIETKUA HE BHOCST BKJIa/l B
dhopmupoBaHUe OJIacTeMbl, a MUTPUPYIOT B COCTaB Tie-
penHero pereHepara Ha Oosiee mo3nHel ctaauu. [lo-
rnagasi B HOBOOOpa3oBaHHBIE 6-if U 7-11 cerMEHT, OHU
JIensaTcss U oOpa3yloT 3a4aTKu roHan. HegaBHO ObLIO
MOKAa3aHO, YTO JUHUU HeOOJIACTOB, piwi-TIO3UTUBHBIX
MPEAIIeCTBEeHHUKOB IIEPBUYHO IIOJIOBBIX KJIIETOK U
KJIETOK, BXOJISIIIIMX B COCTaB 30HBI POCTa, Pa3aeiIsioT-
¢S cpagdy mocjie SMOpPHUOHAJIBHOTO pa3Butus E. japon-
ensis (Sugio et al., 2008).

BoccranoBieHre TOHaAA GBUIO TTOKa3aHO TaKKe B
XoJie OGECITONIOr0 pa3MHOXKEHUs OJIMTOXEThI Pristina
leidyi (Ozpolat, Bely, 2015). MexaHU3M 3TOro Mpo-
Iecca CXOIeH C TaKOBBIM Y FE. japonensis M TaK Xe
00YCJIOBJIEH MUTPAIINEit piwi-TIO3UTUBHBIX KIIETOK.

Kpome Toro, popmMupoBaHue roHaa B HOBOoOpa-
30BaHHBIX 3aJHUX CETMEHTaX MOKa3aHO Yy MOJUXEThI
Capitella teleta, xoTopasi pa3MHOXKAETCSI MCKITIOYM-
TeabHO NoaoBEIM ItyTeM (Giani et al., 2011). B otim-
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uue oT E. japonensis, y Capitella teleta piwi-T103UTUB-
HBIE KJIETKH B OOJTBIITOM KOJIMYIECTBE MIPUCYTCTBYIOT B
OracteMe, HaYMHAs C CAaMBIX paHHUX CTaadil ee 3a-
KJIaIKMH.

CTOUT OTMETHTD, YTO U3 IPUBEICHHBIX IIPUMEPOB
ToJIbKO ¥ E. japonensis 6bl1a mokazaHa BO3MOXKHOCTh
CTAHOBJICHUsI TOHAIl de nOVO B pereHepupylolemM
¢dparMeHTe, He coAepKalleM CEMEHHUKOB U STMYHU-
KoB. B ciyuyae P. leidyi ojioBble OpraHbl BXOAWJIU B
COCTaB MaTepUHCKOM ocobu, a y C. feleta aMIyTUpO-
BaJIM HE BCE CETMEHTHI, HECYIIIEe TOHAIBI.

HHTepecHO, 4TO, HECMOTPS Ha CTEPEOTUITHBIM Xa-
paKkTep 3MOPUOHATIEHOTO Pa3BUTHS, IIJIsI HEKOTOPBIX
MOJINXET ITOKA3aHa CITOCOOHOCTb K SMOPUOHATBHOM
peryisinun. B HemaBHeM nccnenoBannu (Dannenberg,
Seaver, 2018) mporeMOHCTPUPOBAHO BOCCTAHOBJICHUE
JIMHUU TIOJIOBBIX KJIETOK MOCJIE YIaJeHUS X TIpele-
CTBEHHMKOB Ha CTaauu paHHUX 3aponsieit C. teleta.
HeoxunanHo, ynajieHHMe COOTBETCTBYIOIIUX KJIETOK
KBagpaHTa D mpuUBOAMIIO K 9KTOIMMYECKON 3KCIIpec-
cuu reHoB Capl-vasa u Capl-nanos B ApyTux TKaHSIX
JIMYMHOK. boiee Toro, yepe3 aBe Heaen IIOCIe MeTa-
Mopdo3a Bce XKMBOTHBIC, pPA3BUBIIHECS U3 IIPOOIICPH-
pPOBaHHBIX 3apONBIIIEi, MMeIu CHOPMUPOBAHHBIE
KJIacTepbl MYJBTUIIOTEHTHBIX KJIETOK, W ITOUTH BCE,
JOCTUTHYB B3POCJIOrO COCTOSIHUS, TIPUCTYITAIU K I10-
JIOBOMY pa3MHOXeHUI0. TakuM o6pa3oM, KOMITEHCa-
WS TIPEIIISCTBEHHUKOB TaKOM OCOOOM KJIETOUHOM
MONYJISILUN KaK TEPBUYHO TTOJIOBBIC KIETKH BO3MOX-
Ha B pe3yJibTaTe SMOPHUOHAIBHOM PETyISILIMU — Ppa3HO-
BUIHOCTH pereHeparuu.

MOP®DAJIVIAKCUC KAK BJIEMEHT
PETEHEPATUBHOTO ITPOLECCA

HecMoTps Ha 3HAYMTENBHYIO poOab Ipoandepa-
LIMM KJIETOK B XOJI€ pereHepaui aHHEeJINa1, MHOTUMU
aBTOpaMM OITHCaH IIpolecc Mopdaiiakcuca. B xome
MopdalIaKCHca aKTUBHBIX KJIETOYHBIX ACJICHUN HE
MMPOUCXOIUT, OJacTeMa He oOpasyeTcsi, a BOCCTAaHOB-
JIEHUE YTPaYeHHBIX Y4aCTKOB Tejla IIPOUCXOIUT IyTeM
peopraHmuzaium yxe nMmewimxcs ctpykryp (Kopot-
KoBa, 1997). B GonblIMHCTBE ciiyyaeB HabJtomaercs
couyeTaHue sruMopdo3a U MopdaUIaKTUIECKUX TIe-
pecTpoeK, IMO3TOMY HEKOTOpHIE aBTOPHI OTMEYalOT
YCIIOBHOCTh TAKOTO pa3lejieHUs] BOCCTAHOBUTEIbHBIX
npoiieccoB (Koporkosa, 1997). Mopdaurakcuc Mo-
KET MPOUCXOAUTh Ha Pa3HBIX YPOBHSIX (MOJIEKYJISIP-
HOM, TKaHEBOM, OPraHHOM WJIM Ha yYPOBHE LIEJIBIX
YYaCTKOB TeJia) M, BEPOSITHO, SIBJISIETCS HEOOXOIM-
MBIM YCJIOBHMEM IOJIHOLIEHHOU pereHepauuun (Ko-
cTioueHko, Kosun, 2020).

Mopdatakcuc Ha MOJIEKYJIIPHOM YPOBHE 00ec-
TIeYNBACT IBa BaXKHBIX COOBITHSI: BOCCTAHOBJICHUE IO~
3ULIMOHHON MHGOPMAIIMH TTOCIE TTPOBEACHUS aMITy-
TallU W, COOTBETCTBEHHO, 3aITyCK aIeKBaTHOTO ITO-
BPEXKICHUIO PEreHEepallMOHHOIO OTBETa; MHTeTpallys

OHTOTEHE3 Ne 3

TOM 51 2020

cOpMUIPOBAHHOTO pereHepaTa B CYIIECTBYIOIIYIO CH-
CcTeMy KOOpIMHAT.

BeposiTHBIMU ydacTHMKaMU Mpollecca Moaaepxa-
HUSI MU BOCCTAaHOBJIEHUS MO3ULIMOHHOM MH(MOpMAIIUN
nocjae amnytauuu sBisitotrcss Hox-reHbsl (Novikova
et al., 2013). Bo Bpems pocTa IOBEeHWIbHBIX YepBeil
A. virens KOOpAMHUPOBAHHBIN MAaTTEPH SKCIIPECCUU
Hox-reHoB He MPUBOAUT K crieUdrKalUU CeTMEH-
TOB (TaK Kak Telo A. virens He IMEET TarM), a obecre-
YUBAET MO3ULIMOHHYIO MHDOPMALIUIO BAOJIb TIepeaHe-
3agHeit ocu (Kulakova et al., 2007). Bo BpeMs1 3amHeit
pereHepanuy TpaHcKpuniusi Hox-reHoB MPOUCXOIUT
B IIBa aTana. Bo Bpems1 paHHeli a3bl (HaunHas ¢ 48-mu
4yacoB 10 ctaauu auddepeHLIMPOBKHY 01aCTEMbI) TIPO-
WCXOIUT peopraHu3aius cylecTBytonero Hox-xona B
COOTBETCTBUU C HOBOM 3amHell rpaHulieil Tena. Bro-
pasi (paza aKCIpeccuu cBsi3aHa ¢ MaTTepHUPOBAHUEM
OacteMbl U (DOPMUPYIOLIUXCS CETMEHTOB. ABTOPBI
TakXe MpeaiaraloT MeXaHu3M 3allycka MOJIeKYJIsIp-
HO-KJIETOYHBIX COOBITMII B OTBET Ha amIlyTalluio.
TxaHeBbIM COOBITUEM, UTHULIMUPYIOILLIUM TIPOLIECC pe-
reHepanyu, Mo UX MPEeArnojoXKEeHUIO SBJISeTCS KOH-
TaKT KUIIEYHOTO (3HTOAEPMAILHOTO) M TIOKPOBHOTO
(3KTOMEPMAJIbHOIO) 3MUTEIMEB, MPOUCXOISIINI BO
BpeMsl 3aKMBJICHUS paHbl. MeCcTo KOHTaKTa ABYX KJie-
TOUYHBIX TJIACTOB CTAHOBUTCSI CBOETO poOjJia OpraHu3a-
TOPOM, TTOCBhUIAIOIIUM MOPGhOTeHETUYECKU CUTHAI.
OTOT curHal UHAYLUUPYET peOopraHU3alUIO TTO3UIIU-
OHHOM MH(pOPMalIUK, YTO 3aMyCKaeT KJIETOUHBINA OT-
BeT pereHepanmu (aenuddepeHIMPOBKa KIIETOK, UX
npoaudepanusi, BOCCTAHOBJIEHHWE 30Hbl pOCTa U He-
JIOCTAIOIINX CErMEHTOB). ABTOPBI MpearoJaraior,
YTO TOMOJIOT TeHa caudal SABASIETCS MO3ULIMOHHBIM
MapKepoM, YyBCTBUTEIbHBIM K CUTHAJTy OpraH13aTo-
pa U UHULMUPYIOIIMM TIEpECTPOMKY pa3MeTKH Tesa
Bnoab nepenHesamHeir ocu (Novikova et al., 2013).
Taxkoii cuieHapuii corjacyercs ¢ JaHHBIMU O BaXKHO-
CTU B3aUMOJIEMCTBUSI KHUIIEYHOTO U TTOKPOBHOTO
SIUTENMEB IJIsl penaTTepHUPOBaHUS Tejla B XOJe pe-
reHepaluu, MOJy4eHHbIMY B 3KCIIEpUMEHTaX Ha aH-
HeJmaax u apyrux XknBoTHbIX (Koporkosa, 1997).

Pesynpratel, momyuennnsie E.JI. HoBukoBoit u
koJuteramu (Novikova et al., 2013), oTyacTu moarsep-
JKIAIOTCS aHAJIOTUYHBIM UCCIIeIOBAaHUEM, TIPOBEACH-
HOM Ha pojacTBeHHOM Tonuxete P. dumerilii (Pfeifer
et al., 2012). ABTOpbI 3TOIi pabOTHI MpOaHATU3UPOBA-
JIV IaTTepH 3Kcnpeccuu Hox-TeHOB TOJbKO BO BHOBb
chopMUpoBaHHBIX TKaHSIX. OHU MpPeAroaaramT, YTO
aHcaM0J1b reHOB Hox-KiacTepa B TKaHsIX pereHepara
P. dumerilii obecnieunBaeT IMaTTepHUPOBAHUE HEPB-
HOIi CUCTeMbI HOBBIX CETMEHTOB.

TeM He MeHee, MEXaHN3M BOCCTAHOBJICHUS TTO3W -
LIMOHHOM WHMOPMAaLMU MOCPEACTBOM reHoB Hox-
KJlacTepa He SBIISIETCS] YHUBEPCATbHBIM. AMITYTALINS
3aHUX CErMEHTOB TTonuxeThl C. feleta He TIPUBOIUT K
CIOBUTY TPAHUIIL SKCIIPECCUM GONbITUHCTBA Hox-TeHOB
B MHTAKTHBIX cerMeHTax. IlepemHue TpaHUILI KC-
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peccuu ToJIbKo Tpex reHoB (Capl-lox2, Capl-lox4 n
Capl-Post2) coBuraiorcsl Ha OOWH CETMEHT BIIEpen.
IMTo-Bunumomy, pasmeTka tena C. telefa octaercs cra-
OuIbHOI1 B Xo1e 3aaHei pereHepanuu (de Jong, Seaver,
2016).

3HayuTeIbHbIe MOP(MAILUIAKTUISCKHE IIEPECTPONKI
KMIIIKH B XOJIe TIepeIHel 1 3aaHell pereHepaliy oOHa-
pyXeHbl y onuroxethl E. japonensis. C UCIIOJb30BaHM -
€M MOJIEKYJISIPHBIX MApKEPOB fuba, mino u horu aBTOPbI
MOKa3aJii, 4YTO MOCJe pereHepalui yTpauyeHHBIX cer-
MEHTOB II0 TUITy 3IMMOp@03a, MPOMCXOIUT BOCCTa-
HOBJIEHHWE MCXOIHBIX MPONOPLMIA KUIIIEYHOTO TpaKTa
BCEro XXWBOTHOTO, TO €CTh Mopdautakcuc. TakuMm 00-
pa3oM, pereHepaT OKa3bIBaeTCsl MHTETPUPOBAH B €M~
Hyio cuctemy opranu3ma (Takeo et al., 2008). B Toxe
BpeMsI, y OJIMTOXeT M3 poja Pristina TOJbKO 4YacTh
KMIIKY, PaCIOI0XKEeHHAasI B IBYX OKAMIINX K paHe
CTaphIX CEerMEHTaX, IpeTepIieBacT TpaHCHOPMAaIIIO
B HOBBI XEJIYyJIOK B XOlIE€ IEepEeaHE pereHepaluu
(Zattara, Bely, 2011; Koctiouenko u ap., 2016).

Mopdaniakcuc MOXKET 3aTparuBaTb HE TOJBKO
CUCTEMBI, HO M OTACJbHBIE MeTaMepHbIE OpraHbl B
xolle pereHepanuu. Hampumep, B IBYX WHTAKTHBIX
CerMeHTax Teja OJUroxeThl P. leidyi, mpunexaimx K
BOCCTAHOBJICHHBIM I'OJIOBHBIM CETMEHTAaM, ITPOUCXO-
IUT Aerpagauus MeTaHedpumueB. BeposiTHO, 3To
CBSI3aHO C MIPUOOPETEeHUEM STUMU CETMEHTAMU HO-
BOI'O MO3MIIMOHHOTO 3HaueHus (Zattara, Bely, 2011).

CyIecTBYIOT, OTHAKO, U TIPUMEPhl 3HAYNTETHHBIX
IepecTpoeK CErMEHTOB B Xofe pereHepanu. Boccra-
HOBJICHUE TIEpeIHUX CETMeHTOB Sabella melanostigma
MIpOTeKaeT ¢ 00pa3oBaHMEM pereHepaIlMoOHHON O1ac-
TEMBI, N3 KOTOPOit (GOPMUPYIOTCS IIPOCTOMUYM, TIEPU-
CTOMMYM U JIBa TIEPEIHUX IPYAHBIX cerMeHTa. OcTalb-
HbIE TPYIHBIE CETMEHTHI BOCCTAHABIMBAIOTCS 3a CYET
MepecTPOMKN OPIOIIHBIX cerMeHTOB. [Ipormecc mMop-
danmakcuca B JaHHOM cllydae MOXHO OITMCaTh Kak
CMEHY JOPCOBEHTPAJIbHOMN TOJSIPHOCTH CETMEHTOB.
Dra TpaHchOopMaIIrs 3aTparuBacT IPOU3BOIHBIE BCEX
TpeX 3apONBIIIEBHIX JIUCTKOB: KUIIIEYHUK TpaHCHOP-
MUpYETCSl B XKEJIYIOK, TapanoavabHbIe CTPYKTYPbI
TepecTparuBalOTCsI B COOTBETCTBUM CO CMEHOIT TOpCOo-
BEHTPAJILHOM OCH, a KpOME TOTO, TTOSIBIISIIOTCS] CBOM-
CTBEHHBIE TPYAHBIM cermMeHTaM MeTaHedpuauu. [Tpu
5TOM BOCCTaHOBJICHHUE CETMEHTOB B XOJI¢ 3aHei1 pere-
Hepaluy ITPONCXOINT TI0 TUITY SrmmMopdo3a, 6e3 sSIB-
HBIX TIpU3HAKOB Mopdamakcuca. [locne ammyrammm
Ha ypOBHE TPYIHBIX CETMEHTOB CHaYaJla BOCCTAHABIIM-
BalOTCSI HEJOCTAIOILIME TPYIHbIE CETMEHTHI, a 3aTeM —
OpIOITHBIC. YUMTBIBAsI aHTUIIAPAJUICIIBHOCTh TOPCO-
BEHTPAJIbHON OCU TPYJHBIX U OPIOIIHBIX CETMEHTOB,
€CTECTBEHHO MPEANOJIOXUTb YHUKAIbHbIN IJIs1 cabet-
JINI MEXaHU3M WHBEPCHUU 3aJIHEI 30HBI POCTa B XOIE
pereHepanuu (Berrill, 1978).

IEPCITEKTHBDI:
MOJIEKVIIAPHBIE ITOAXOAbI

HecMoTps Ha 3HaUNTEIBHBIN IPOTrpecc B OOHApY-
KEHUU MOJIEKYJISIPHBIX YYACTHUKOB, ITOMCK MOCTIEI-
HUX TIPOU3BOJIUTCS, KaK MPaBUIO, METOAAMU UMMY-
HOLIMTOXUMUWW WIW TUOPUOW3ALVU in Situ, 4TO HE
MO3BOJISIET TTOJTyYaTh MACCUBHEIE JaHHbIe. OgHOIT U3
caMbIX paHHUX pabOT, UMEBILIUX LIEJIbIO MOJIyYeHME
nHGOPMAIIMU O OOJILIIIOM KOJIMYECTBE T€HOB, 3KC-
MIPECCUPYIOLINXCS B Xole pereHepauun y E. japonen-
sis, OBIJIO ucclieqoBaHMe Mwuoxapa ¢ KoJjjeraMu
(Myohara et al., 2006). Ha ocHoBe kJIHK nmu 66110
KJIOHMPOBAHO OOJIbILIOE KOJMYeCTBO TeHoB. Cpenu
3TuX 165 reHoOB OKa3aJloch HEMAJIO (PePMEHTOB, OJI-
HAKO MOYTH JIJISI ITIOJIOBUHBI TEHOB He OBLIIM Haliie HbI
OpTOJIOTH.

OueBUIHO, MEPEXO] K HOBBIM TEXHOJIOTUSIM, Ha-
MPUMED, K CPABHUTEJbHOU TPAHCPUIITOMUKE, MOXKET
CYLIECTBEHHO YCKOPUTD Hallle TOHMMaH1e OCHOB pe-
reHepaluu. Tak B HeTaBHO OITyOJIMKOBaHHOI paboTe
(Ribeiro et al., 2019) noka3zana nuddepeHInaIbLHas
9KCITPEeCCUs] TEHOB TIPU pereHepalvy ABYX BIOB aH-
Henuna: Sphaerosyllis hystrix (4771 reHoB) u Syllis
gracilis (1997), cnocoOHBIX K OrpaHUUYEHHOMN U TMOJI-
HOLIEHHOM TepenHeil pereHepaliu, COOTBETCTBEH-
Ho. /111 o6oux BUIOB CPaBHUTENbHbBIM TPAHCKPUII-
TOMHBI aHaJIU3 TOKa3aJl CXOACTBO 3KCIPECCUM Te-
HOB BO BpeM$ 3aJHEll pereHepaluvu U perysipHOro
pocTa, Torna Kak nepeHsisl pereHepalus xapakTepu-
30BajJlaCh aKTUBAlUeil HECKOJIBKUX WMHBIX T€HOB.
ITpuiienbHBINA MOUCK OBLT ITPOBEIeH Mo 71 TeHy, 9KC-
Mpeccust KOTOPhIX Oblla paHee MoKa3aHa Mpu pere-
Hepaluu Apyrux aHHeaun (cM. BhIle). BojabInnH-
CTBO U3 3TUX T€HOB ObLUIM WAEHTUDUIIUPOBAHBI B
TpaHckpunToMax (57 mis S. hystrix v 54 nna S. graci-
lis). KpomMe Toro, Obut oOHapy>KeHbI MHOXECTBEH-
Hble 130(hOpMbI T€HOB, Hampumep, paics v slit pis
S. hystrix nim even-skipped, FGFR, gcsla, glutamine
synthetase, hedgehog, JNK, Msx, piwil, sfipl/2/5 n
Wht nns S. gracilis, 9T0 MOXET CBUAETEIHLCTBOBATD O
HaJIMYUM HECKOJIbKUX ToMOoJIOTOB. JNK, rup2 n paics
y S. hystrix, a Takxe B-catenin, cycB3, glutamine syn-
thetase, paics, pll0, brat, elav, FGFR, gcsla, slit,
Hox7, Lox2 y S. gracilis oxa3aiucb cpeayd T€HOB,
InddepeHIaIBHO SKCIPECCUPYIOLIUXCS B Xo#Ae
nepenHeil pereHepauuu. Takum oOpa3oM, B Xolne
rnepenHell pereHepalMv y [ABYX IpeacTaBUTeNei
Syllidae iokazaHO yJacTue 1I€JI0T0 Habopa reHoB, OT-
BETCTBEHHBIX 3a KJIETOUHYIO Tposudepaliyio, Momi-
JIep>XKaHUe CTBOJIOBOTO U MYJIbTUMIOTEHTHOTO CTaTy-
ca KJIeTOK, pa3BUTHE HEPBHON cucteMbl U op-
MUpOBaHUE MO3UIITUOHHOM MHMOpMAIINH.

WHTepecHo, 9TO B 000MX TPaHCKPUNITOMAX OBLIN
uaeHTUGUIMpoBaHbl ToMonoru Ej-rup I—5 (TeHsl,
peryaupymoliue pereHepauuio E. japonensis (Myoha-
ra et al., 2006)). OmHaKO TOJILKO Y S. Aystrix OOVUH U3
HUXx (Shy-rup2) skcnpeccupoBajcs Ha 0ojiee BbICO-
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KOM YPOBHE B XOJIe IepeaHell pereHepauuu (B cpaB-
HEHUU ¢ HOPMAJILHBIM pocTOM). DYHKIMS 3TOrO reHa
He sICHa, HO Fj-rup2 0bu1 0OOHApy>KeH B SIIUIePMAaTbHBIX
KJIETKAax 6JTacTeMBI BO BpeMsl iepeaHeN pereHepaluy U
MOXKET OBbITh TEHOM, CITeLU(UIHBIM JIJII pereHepaLyn
(Myohara et al., 2006; Ribeiro et al., 2019).

B npyroii pabote Ha onuroxete Eisenia fetida Ob110
MOKa3aHo, YTO MEHee YeM CTO Te€HOB JEMOHCTPUPO-
BaJIY CYIIIECTBEHHYIO U hepeHIINaTbHYIO 9KCITpeC-
CHIO B XOJIe BCETO Nepuoia 3aiHei pereHepauu. Of-
HaKo TPU 3TOM, B CPABHEHUU C UHTAKTHBIMU TKaHSI -
MU, B TKaHSIX pereHepara 3HaYuTeJTbHOE KOJITMUYECTBO
TeHOB TIpeKpallajiu 3KchpeccupoBaTbesi. [1o MHe-
HUIO aBTOPOB, TAKOE COKpallleHUE Habopa aKTUBHBIX
TeHOB CBSI3aHO C HeauddepeHINMPOBAHHBIM COCTOSI-
HUEM OOJIBIIMHCTBA KJIETOK PEreHEepallMOHHON MOYKHU
(Bhambri et al., 2018). TpaHCKpUTITOMHBII aHAJIU3 ITO-
KazaJl He TOJIbKO CYIIIECTBEHHBI YPOBEHb TPAHCKPHUII-
ToB, komupywimux SOX4, Brachyury, Even-skipped,
y4acTHUKOB curHaibHbIX IyTeit (FGF, BMP2, WNT),
daxkTopbl LMIMOreHe3a, pa3BUTHSI HEPBHOM CUCTEMBbI
M pOCTa aKCOHOB, HO K Hekoaupyromx PHK, Bkiro-
yast MukpoPHK (Bhambri et al., 2018).

Hrak, corlacHO mMpUBeIeHHBIM U3 JUTEPaTyphl
CBEIIEHUSIM, aHHEIUIbI B OOJBIIMHCTBE CBOEM 00JIa-
JaroT BbIpa’>kKCHHBIMU PETCHEPAaTUBHBIMU CHOCO6HO-
ctamMu. OJHAKO MeXaHU3Mbl BOCCTAHOBJICHUS yTpa-
YEeHHBIX YacTell Tejla MOTYT CYILIECTBEHHO OTIMYAThCS
Jaxe y OJM3KOpPOACTBEHHBIX BuAoB. HecmoTpss Ha
OOJIbIIIOE KOJIMYECTBO MOAPOOHBIX WCCIIeTOBaAHUIA
Mpoliecca pereHeparny, BOMPOC O KIIETOYHBIX UCTOU-
HUKAaX BOCCTAHOBJICHUSI ME30€PMAaTbHBIX IIPOU3BO/I-
HBIX OCTAeTCS OTKPBITHIM. OUEeBUIHO, UTO JJIsT TIOJTHO-
IO PacKpbITUS MEXaHU3MOB pereHepalyuud C y4eTOM
BCETrO pa3HoOOpa3uss OWOJIOTMYECKMNX ITPOIIECCOB,
CIHOCOOCTBYIOIINX KaK COXPAHEHUIO, TaK U OrpaHUYe-
HUIO CIIOCOOHOCTEM pereHepupoBaTh pa3INnYHbIC TKA-
HU, OpraHbl U YacTU Teja, TPEOYIOTCS KOMIUIEKCHbBIE
ucciaeaoBaHus. TexHuyeckue ycaoBuUs 1151 peain3a-
UM TaKMX IPOEKTOB YyXKe co3maHbl. [IpuBiaecueHue
COBPEMEHHBIX METOJI0B MOP(OJIOrMYECKOro aHaIu-
3a, B TOM YKCJIe Ha OCHOBE TPAHCT€HHBIX MOZEICH,
METONOB T€HOMUKM, TPAHCKPUNTOMUKHU, CEKBEHU-
POBaHUS OTACABHBIX KJIETOK M Pa3IMYHBIX CIIOCOOOB
(GYHKIIMOHAILHOTO aHAJIM3a MOTYT MO3BOJIUTh yKE B
GmKaiileM OyaylIeM OTBETUTh HA MHOTHE BOIIPOCHI
OTHOCHUTEILHO pereHepalnu.

HccnenoBanusi mpoBelneHbl Mpu (UHAHCOBOI
nonaepxke rpaHToB POPU 19-04-01111-a u 18-34-
00962-moi1-a.

COBJIIOAEHUE STUYECKHUX CTAHIAPTOB

HacTtostiiast cratest He COAEPKUT OIMUCAHUST BbI-
MOJIHEHHBIX aBTOpPAaMM HCCIAEHOBAHUN C ydacTUEM
JIIONEN WJIM MCIIOJIL30BAHUEM 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!- *
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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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