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IIpoBeneH cpaBHUTEIBHBIN aHAJIN3 COOBITUI MOpdaiakcrca 1 auMopdo3a IMpu pereHeparuu 1 6ecrio-
JIOM pa3MHOXeHUM y aHHeauI. [TokasaHbl MepecTporKU Ha MOJIEKYJISIPHOM, KJIETOYHOM U CUCTEMHOM
VPOBHSIX YK€ Ha cCaMbIX paHHMX 3TaraxXx BOCCTAHOBUTEIbHBIX MOpGhoreHe30B. OTMeueHa TPUHINITHATbHAS
HEeo0X0AMMOCTh Mopdasuiakcrca IUisl UHUIIMAIIMU, TTPOTPecca U 3aBepllieHNsT COOBITUI TTO TUITY SITUMOP-
$o3a B xoIle MOJIHOIIEHHOM pereHepaly 1 (HOpMUPOBAHUS HEAOCTAIONINX YaCcTeil Y HOBBIX 300MI0B TIpU

0ecrnoJioM pa3MHOXKEHUU.
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CnocoOHOCTh pa3IMYHBIX OpPraHM3MOB BOCCTa-
HaBJIWBaTh yTpauyeHHbIE TKAHU, OPraHbl U Jaxe I11e-
JIble YyacTu Tejla (pereHepalusi) u3BecTHa M3[aBHA.
OnHako BOCCTAaHOBJICHHME HEeIOCTAIONINX YacTeil Tena
nan opMUPOBAHME MX de novo Yy XKMBOTHBIX HAOJTI0-
JaeTcsl U MpU pa3sIMYHBIX CIIOCO0AX OECIIoJIoro pas-
mHoxeHus (MBanosa-Ka3zac, 1977; Koporkona, 1997;
Bely, Wray, 2001; Xapun u ap., 2006; Bely, Sikes, 2010;
Stocum, 2012; Kocriouenko u ap., 2016). Dtu nsa
¢deHoMeHa, MpeAacTaBIIsIIoNIe co00i (OPMBI MOCT-
SMOPHMOHAIBHOTO Pa3BUTHSI, UMEIOT MHOTO OOIIIETO.
B yactHoCTH, 1 pereHepalius, U 6ecroioe pa3MHOXKe-
HUE OOXOmITcs 0e3 ydJacTusl CHelUaTIM3UpPOBAHHBIX
MOJIOBBIX KJIETOK, HO TPEOYIOT aKTMBHOI'O Pa3MHOXKeE-
HUS COMAaTUYECKMX KJIETOK, IPUBOISIIETO K OpMU-
POBaHMIO BpeMeHHBIX CKOIUIeHNI HeauddepeHIpo-
BaHHBIX KJIETOK (3rmuMopd03) 1/WiIn peopraHu3aluu
cTaphbIX TKaHel (Mopdaiakcuc). Hepeako >XKMBOTHBIE,
pa3MHOXKaloIIecss OeCIIONIbBIM CIIOCOO0M, XapaKTe-
PU3YIOTCS BEJIMKOJIEITHBIMU PETeHEePaTUBHBIMU CIIO-
cobHocTsiMU. OgHAaKO naxe y OJIM3KOPOICTBEHHBIX
BUIOB CIIOCOOHOCTM K TaKOTO pola II0CTIMOpPHUO-
HaJIbHBIM MOp(OreHe3aM MOIYT KapAWHAJIbHO Pa3iu-
yartwcst (MBaHoBa-Kazac, 1977; Kopotkosa, 1997; Bely,
1999, 2006; Bely, Nyberg, 2010; Zattara et al., 2019).

M3BecTHO, YTO TUIIBI pereHepalui U GopMbI Oec-
I1I0JIOT0 Pa3MHOXKEHUSI KOPPEIUPYIOT C OpraHU3al-
el XKNBOTHBIX U MOTYT OBITh, KaK U CAMU XKNBOTHBIE,
BeCbMa pa3HOOOpa3HbIMU. Tak, HapsIaAy ¢ TUITUIHOMN
pereHepanueil, IpuBOASsIIEil K ITOJIHOLIEHHOMY BOC-
CTaHOBJICHNIO (POPMBI M (PYHKIIMM OpraHa MM YacTH

TeJia, HO MO-pa3HOMY MpoTeKaliei mpyu aMnyTaluuu
WJIM aBTOTOMMU, YACTO BCTPEUAIOTCS BApUAHTHI aTU-
MUYHOU pereHepauuu (agauluu, TUIepTpodpuun, re-
TepoMopdho3bl U HEIOJIHOLIEHHAs pereHepaius)
(Vorontsova, Liosner, 1960; KopotkoBa, 1997). Oco-
OCHHOCTM aHATOMUYECKOTO CTpOEHMSI (CIAUSIHUE Cer-
MEHTOB, (hOpMUPOBaHUE KECTKOIO BHEIIIHETO CKeJleTa
U T.1.), HAIpUMEDP, Y HACEKOMBbIX IPUBOISAT K PE3KO-
MY OTPAaHUYEHUIO CITOCOOHOCTEN K de novo oopa3zoBa-
HUSM. XapakTep pereHepaiuu Y MHOTUX XHUBOTHBIX
MOXET KOppeaupoBaTh CO cnelnduKoin CTpoeHUs
HepBHOM cuctembl (KopoTkosa, 1997).

Ene 6oJiee mprHUIMIHAATBHO pa3InyalonInecs oc-
HOBHBbIE TUITIbI OECIIOJI0r0 pa3MHOXCEHUS (IeIeHUeE,
MMOYKOBAaHME, arperauus KIETOK M IOJUdIMOpHO-
HUSI), XOTSI MU KOPPETUPYIOT C OCOOEHHOCTSIMU aHATO-
MUYECKOTO CTPOCHUSI, HO B MEHbIIIEH CTEIIEHU, YeM
pereHepanus. Tak, cpeny MpeacTaBUTeIeii OTHON 1
TOI Xe TPYIIIbl XKUBOTHBIX, OMHOTO BUIA U JaXe Ha
YPOBHE OTHOII 0CO0M MOXKHO HaOJII0AaTh pa3INnYHbIE
BapMaHThI PEHIPOAYKIIMH O€CITOIBIM IIyTeM B 3aBUCH-
MOCTH OT YCJIOBUI OKpyxXaloleit cpeapl, pru3noso-
TMYECKOTO COCTOSIHMS 1 3Tara XXKM3HEHHOrO IUKIIA.
BwMmecTe ¢ TeM HapymeHus MopgoTeHe30B B Xoj¢e Oec-
MOJIOTO PAa3MHOXEHUSI y XWBOTHBIX BCTPEYaAIOTCS
KpaifHe pedko 1M HOCST ciydaiiHblii xapakrep (MBa-
HoBa-Ka3zac, 1977; Xapun u ap., 2006; KocTioueHKO
u ap., 2016).

OueBUIHO, YTO JIJTs1 TOHUMAaHUST MEXaHU3MOB MOCT-
SMOPMOHAIBLHOIO Pa3BUTHS KMBOTHBIX HYKHBI MO-
JIeIM CXOXWE, HO IeMOHCTPUPYIOIIME TOHKHE WU
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MPUHLUINAIbHBIE PA3INdUs. DTO MOTYT OBITh KakK
GIM3KOPOIACTBEHHbBIE TPYIIIBLI WJIW BUABI, pa3addalo-
II1ecsl CBOUMHU CITOCOOHOCTSIMU, HAIIPUMED, K pere-
Hepaluu, TaK U CXOOHbIE TI0 CBOUM OCHOBHBIM Xa-
paKTEepUCTUKAM SIBJICHUsI. Takoil IOAXoHm CIoco0-
CTBYET pACKPBITUIO YHUBEPCAIbHBIX MEXaHU3MOB,
3HAHWE KOTOPHIX TTO3BOJISIET B 3KCIEPUMEHTABHBIX
YCIOBUSIX CTUMYJIUPOBATh BOCCTAHOBJICHUE YTpadeH-
HBIX YacTeil TeJla Jaxe KUBOTHBIX C OTPaHMYECHHBIMU
pereHepaTuBHBIMU CIOCOOHOCTIMU. OTIIMIHBIA TTPU-
Mep 3TOT0 — BUIBI IJIaHAPUIA, HE CITIOCOOHBIE B HOpME
pereHeprpoOBaTh MOTHOLIEHHBINM TOJIOBHOM OTAEH, HO
BOCCTaHABJIMBAIOILIME TOJOBY TIPU BIUSHUU Ha 3JIe-
MEHTBI KAHOHMYECKOro Wnt-CUTHAJIMHTA B OKCIIEPU-
meHTe (Liu ef al., 2013; Sikes, Newmark, 2013). Takoii
MOIX0M, 6€3yCIIOBHO, BAXKEH M IJIS CO3IaHUST MOACeiA
IIJTSI UICCIIEOBAHUST SBOJIIOLIMM MEXaHU3MOB ITOCTIM-
GpPUOHAIILHOTO PAa3BUTHSI, BBISIBJICHUSI, BO3MOXHO,
CYIIECTBYIOIINX YHUBEPCATbHBIX KOMIIOHEHTOB 3TUX
MexaHnsMoB (XapuH u ap., 2006; Bely, Sikes, 2010;
Stocum, 2012; KocTtioueHko u ap., 2016).

B nHacrosmieit paboTe Ha mpuMepe aHHEIUA, O -
HOH M3 KJIIOUEBBIX OIS 3BOJIOLIMOHHOU OMOJIOTUM
pa3BuTus rpyn Bilateria, MBI paccMOTpUM O0COOEH-
HOCTH MOP(dOreHe30B INpu pereHepaluu 1 6ecro-
JIOM Pa3MHOXEHHNM C TOYKU 3PESHUS TUIIA KJIETOYHO-
ro moBedcHMs, Mopdaiakcuca W 31ImuMopdo3a.
Kak u gpyrue crmpaibHble XUBOTHBIE, aHHEIWIbI
JIEMOHCTPUPYIOT KOHCEPBATUBHEBII ITATTePH SMOPH -
OHAJIBHOTO Pa3BUTHS, XOTS U C DJIIEMEHTAMHU PETyJs-
uuu (Koctiouenko, Jdonmya, 2006, 2017; Schneider,
Bowerman, 2007; Nakamoto et al., 2010; Ko3ux u ap.,
2013; Wanninger, 2015; Ko3un, KoctioueHnko, 2016;
Kozin et al., 2016; Carrillo-Baltodano, Meyer, 2017;
Lanza, Seaver, 2018). ITpu aT0M B3pocibie (hOpMBI, 3a-
METHO pa3Inyaloliiecsl Mo CTPOCHUIO, XKN3HECHHOMY
LIMKJTy ¥ 3KOJOTMYECKHM YCJIOBUSIM OOUTAHMS, B IIe-
JIOM XapaKTepU3YIOTCSI BIPAXKEHHBIMU CIIOCOOHOCTSI-
MU K pereHepalyy 1eJIbIX YacTell Tela 1 4acTo K Oec-
noJioMy pa3MHoXeHn1o. HecMoTpst Ha 6ob11oe pas-
HOOOpa3re BOCCTAHOBUTEIBHBIX MOPGOTEHE30B,
aHHEJIMOBl MMEIOT IIPEUMYIIECTBEHHO CXOMHBINA Xa-
paKTep IMOCTIMOPUOHATBLHBIX COOBITHIT HA OCHOBE ITO-
MEPEYHOro JeJeHUsI C COXPaHEHUEM MCXOIHBIX OCEIA.
DTO B COBOKYITHOCTH C JIJINTEIBHOM MCTOPUE MCCITe-
JIOBaHUI 1 HAJIMYMEM COBPEMEHHBIX pa3pabOTOK Ae-
JIaeT aHHEIU[ YPe3BbIYAiHO TMEPCHEKTUBHOMU MOIe-
JIBIO JIJISI U3YYEHUS KaK MOJIEKYJISIPHBIX U KJI€TOUHBIX
MEXaHN3MOB pereHepaluu U OeCIIoJIOTo pa3MHOXKe-
HHS, TaK U 3BOIOINH TTporpaMM pa3sutus (Iwanoff,
1928; Herlant-Meewis, 1964; MBanosa-Kasac, 1977,
Kopotkosa, 1997; Bely, 1999, 2006; XapuH u ap.,
2006; Bely, Sikes, 2010; Zattara, Bely, 2011; Novikova
et al., 2013; Kozin, Kostyuchenko, 2015; KocTioueHKO
u 1ap., 2016; Kosun u 1p., 2017; de Jong, Seaver, 2018).
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PETEHEPALIMA U BECITOJIOE
PASMHOXEHUE ¥ AHHEJINA;:
PASHOOBPA3UE U AHUECTPAJIbHOCTb
OOPM

V npencrasureneit Tuna Annelida, Kak u y 1pyrux
JKUBOTHBIX, CITOCOOHOCTH K pereHepaiu u 6ecroso-
MY Pa3sMHOXEHUIO KOPPETUPYET ¢ OCOOEHHOCTIMU
AHATOMUYECKOI'O CTPOSHUSI M OPraHU3alu TeJ1a XU~
BoTHOro. Ilpu sTOoM ycumieHue cIienuaau3alud 1
BTOPUYHOE YMIPOIIECHNE MPUBOIAT K CXOIHBIM 3(-
¢dekraM, a UMEHHO K OTrpaHMYCHUIO BOCCTAHOBU-
TeJIbHBIX IIPOLECCOB WIN UX IPUYPOYEHHOCTH JTUIID
K ONpeaesieHHbIM yJacTKaM Tena. Takue crienuanm-
3UpOBaHHBIC (POPMBI, KaK MUSIBKU U TMHODUIIIUIBI,
JIEMOHCTPUPYIOT OUEHb OTPAaHMYEHHBIN XapaKTep pe-
reHepaluy, IIaBHBIM 00pa3oM 3aKUBJIEHUE PaHBI
(KopotkoBa, 1997; Bely, 2006; KocTioueHko u mp.,
2016; Zattara, Bely, 2016). B To ke BpeMsI TIOJTUXETHI C
penylurpOBaHHBIMY MEPEropoOaKAMMU MEXKAY CETMEH-
TaMU, HaTIpuMep Arenicola marina, B cliydae aMIyTa-
LI JaXe OJHOrO CerMeHTa IMOrubaroT, He MPUCTY-
nas K 3axkuBieHuto paHbl (Iwanoff, 1928; Bely, 2006).
OnHako O0JBIIMHCTBO aHHEIW CIIOCOOHBI K 3aIHe
pereHepanuu, T.e. BOCCTaHABJIMBATb YTpayeHHBIN
XBOCTOBOI OTJieN. be3yclioBHO, 3aHSIS pereHepanys —
aHllecTpaJbHbIiA Mpu3HaK Bcero tuna Annelida. T'o-
JIOBHAsI WJIM TIepeHsIsl pereHepalns (BOCCTaHOBJICHUE
TOJIOBBI M TIEpEIHUX CETMEHTOB) XapaKTepHa ISt
MEHBIIIETO YMCJIa BUIOB, HO B HEKOTOPBIX CIIydasix
BO3MOXHO BOCCTaHOBJICHME BCEX yTpauyeHHBIX Ya-
cTeil XKUBOTHOTO AaXKe U3 OYeHb MaJIeHbKOTro par-
menTa Tena (Berrill, 1952; Herlant-Meewis, 1964;
Kopotkosa, 1997; Bely, 2006; Ozpolat, Bely, 2016).
dunoreHeTUYECKUIA aHANIU3 PACIIPOCTPAHEHHOCTH
Pa3IUYHBIX BUAOB pereHepalu Cpear MPeaCcTaBUTe -
Jielt aHHeIu I MoKa3ajl aHLeCTPaJbHOCTh U MepeaHe
pereHepanuu, KoTopasi B CUIy IIPUYKWH, B TOM YHUCIIe
OIMMCAHHBIX BhIIIE, OblJIa BTOPUYHO yTpaueHa cpeaun
3amMeTHoro uucia BuagoB (Bely, Sikes, 2010; Zattara,
Bely, 2016). PasymeeTcsi, aHHEeIUALI CITOCOOHBI K
GOpPMUPOBAHUIO de novo He TOJBKO OTCYTCTBYIOIINX
yacTeil Tejaa, HO M OTIAEJIbHBIX OPraHOB, TaKUX KakK
Mapanoany, pa3IudHble MPUAATKU U JaXKe TOHAIbI
(Berrill, 1952; Herlant-Meewis, 1964; Koporkosa,
1997; Tadokoro et al., 2006; Ozpolat et al., 2016; Boilly
etal., 2017). OgHaKO BO BCEX CIIy4yasx pereHepanus
MMPOMCXOAUT C YYETOM ILIEJIOCTHOCTU MEPEOHETO U
3aHETO KOHIIOB, KOTOpbIC HOJLKHBI OBITH BOCCTa-
HOBJICHBI, €CJIM 3TO BO3MOXHO, B TMEPBYIO o4yepedb
(Kopotkosa, 1997; KoctioueHko u ap., 2016).

Bce anHemuabl, pasMHOXAIOIIUECS OECIOJIbIM
CITOCOOOM, KaK MpaBUIIO, 001aJal0T BEIMKOJICITHBI-
MU pereHepaliOHHBIMU CIIOCOOHOCTSIMHM, HO B He-
KOTOPBIX CITyJasiX BOCCTAHOBUTEILHBIE peaKlIuU, Be-
POSITHO, BTOPUYHO OTpaHUYEHBI JIMIIb OTACIbHBIMU
yuyactkamu Tteja (Bely, Nyberg, 2010). becnojioe pa3-
MHOXEHUE Y aHHEIWI BCTpeYyaeTcsl IIUPOKO, HO
TOJIBKO CPEIM TOJUXET U OJIUTOXET, MPUIEeM HepaB-
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Puc. 1. CxemaTnueckoe n3obpaxeHue JIOKaIn3aly pereHepallmoOHHbIX TEPPUTOPUIA TIPU perapaTUBHOMN pereHepauy U 30H
KOMIIETEHIIMY TIPY O€CIT0JIOM pa3MHOXEHUN Y aHHEJIN]L. a — pereHepanus, 6 — apXuToMusi, B — mapatoMusi. / — TOJIOBHOI pe-
MOH U 1ieaIoreHHast 4acTb 30HBI eJeHUs! (MePeTsSKKN), 2 — COMATOreHHAast YacTh NMEPETSIKKU U ee NMPOU3BOAHbIe, 3 — Tro-
JIOBHASI peTeHepallioHHast TEPPUTOPUN, 4 — 3amHsIs (“XBOCTOBas”) pereHepallOHHAsI TePPUTOPUSI, 5 — 30HA KOMITETEHIINH
CErMEHTOB, TJIe BO3MOXHO pa3/iesieHUe XXMBOTHBIX TTPY O€CIT0JIOM pa3MHOXEHNHU, 3p — 30Ha pocTa; ['c — roJloBHbIE CETMEHTHI,

3n — 30Ha naparomuu, [Ir — nuruaumii.

HOMEPHO B pa3/IMYHbIX ceMeiicTBax. Kak rmpaBuio, oHO
MIpeACTaBIIsIeT coboit nmomnepeuHoe aeneHue. Ecau cHa-
yajia MPOUCXOAUT JeJICHUE MATepUHCKOTO 300MIa Ha
JIOYEepHUE, a 3aTeM JIOCTPOIKa HEIOCTAIOIINX CTPYKTYD,
TO CUUTAIOT, YTO 3TO CBUAECTEILCTBYET 00 apXUTOMUM.
OnmHako ¢popMUpOBaHME HOBBIX TOJIOBHOTO U 3aIHE-
ro OTEJI0B MOXET IIPOUCXOAUTh U 10 (PU3UIECKOTO
pasaesieHUsT UCXOJHOrO0 MHAVBUAYYMa Ha IBa U 00-
Jiee 300U10B. Takoe siBJieHUEe HAa3bIBAIOT ITApaTOMM-
eil. [lapaToMusi OTHOCUTEIBHO Yallle BCTpevaeTcs y
OJIUTOXET, a apxuTomust — y nonuxeT (MiBaHoBa-Ka-
3ac, 1977; Zattara, Bely, 2016). JI1st HEKOTOPBIX BU-
JIOB MOJMXET U OJIMTOXET MOJ0BOE Pa3MHOXEHUE HE
OIMMCAHO U TIPEANojaraeTcs, 4YTO BOCIIPOM3BOICTBO
OOIMYJISIUUI TaKUX BHUAOB MHPOUCXOOUT MCKITFOUU-
TeJIbHO OECITOJIBIM CITOCOOOM. J1J1s1 00BIINHCTBA BU-
JIOB XapaKTepHa perpeccus MoJ0BbIX MPOAYKTOB MpU
nepexoze K 0ecroioMy pa3MHOXKeHUI0. B To ke Bpe-
Ms y TToauxeT u3 ceM. Syllidae Gecrionoe pa3MHOXKe-
HHE TIPUBOIUT K (DOPMHUPOBAHUIO TTOJIOBBIX 0COOEIA
(MBanoBa-Kaszac, 1977; Ribeiro et al., 2018). Cnenyet
TaKXKE€ OTMETUTD, YTO IJIsA OTACJIBbHBIX I'PYIIIT NJIW BU-
JIOB aHHEIVJ MOTYT OBITh XapaKTePHBI YCIOXKHEHHbIE
GOPMEI ITAapaTOMUU U ApXUTOMMWU, BIUIOTH 10 (POpM,
onu3Kux K moukoBaHuto (MBanosa-Kaszac, 1977; Ko-
CTIOUEHKO U 1p., 2016; Ribeiro et al., 2018).

CHEUM®UKA IMTPOLIECCOB
BIOJIb OCEU TEJIA

HecMoTpst Ha cXOXecThb BO MHOTUX AacCIeKTax,
MIpoLIeCChl pereHepaluu U 6eCIIoIOro pa3MHOKEHUS
XapaKTepU3YyIOTCsSI OCOOCHHOCTSIMU B Mpeaesiax ocei
Teja, TPeXIe BCEro BOOJb IepeaHe3agHel ocu. DTo
KacaeTcsl M TOJHOLICHHOCTU MpoLecca, M MPOCTpaH-
CTBEHHOTO OTPaHMYEHUS CITEIM(UIHOCTA BOCCTAHOB-
JICHUSI HEJOCTAIIINX CTPYKTYp. Tak, y KMBOTHBIX C
TarMu3alueil 30Ha IMMapaTOMUU C HOBBIM TOJIOBHBIM
KOHIIOM 3aKJIagbIBaeTCs B MOCJIEIHEN TPEeTH Tea. Y
JKUBOTHBIX, HE UMEIOIINX B CBOEM CTPOECHUM BhbIpa-
KEHHBIX TarM, MecTo (DOPMMPOBAaHUS 30HBI ITOIC-
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pEUYHOTrO JeJeHUsI MPU 0eCIIoIOM Pa3MHOXEHUU Ha-
OrogaeTcs 1100 B OIIpelleICHHOM CeTMEHTe, I100 B
npeneaax J1000ro U3 CErMEHTOB MPEeUMYIIIECTBEHHO
cpenHeii yactu tena (puc. 16, B). Hanpumep, y Dero
digitata 3axyiaiKka 30HbI TTAPaTOMUU TIPOUCXOIUT Ha
ypoBHe 38-To cerMeHTa, y BUnIoB u3 pona Ophidonais —
Ha ypoBHe 35-To cermMeHTa. B xone crooHuzanuu y
nonuxeT u3 ceM. Syllidae popMupyeTcss 0coObIi ITPo-
JMdepUpyIONINii CETMEHT, KOTOPHEI pa3BUBaeT HO-
Bble cTosoHbl (MBaHoBa-Ka3zac, 1977; KocTioueHKO
u ap., 2016; Ribeiro et al., 2018). B To ke BpeMst y Nais
communis IMHON 21—41 cerMeHT 30Ha IeJICHUS 3a-
KJIagbIBaeTcs B npeaesiax 12—23 cermeHnTa. Y Pristina
longiseta nepBoe MecTo pa3iesieHUs 300MA0B IOSIBISIET-
csi Ha cerMeHTe ¢ 14-ro mo 18-i1 (mpu JiMHe XKUBOTHOTO
21—29 cerMeHTOB), TIpU 3TOM MOCJIEeIYyIOIIAsl 30Ha Ma-
patroMun (POPMUPYETCSI IIOCIICAOBATEIBHO, KaXKIbIiA
pa3 Ha CErMEHTe BIlepeaud OT mpenabinyleid. JIummb
rcyeprnaB HaboOp KOMITETEHTHBIX K 00pa3oBaHMUIO Me-
PETSIKKM CETMEHTOB, KMBOTHOE IIpeKpallaeT pas-
MHOKATbhCSI M PACTET 10 JOCTYKEHUS HY>KHOM JJIMH-
HbI (XapyH u ap., 2006). B ciaydae apxuToMuM Kak y ro-
JIMXET, TaK W y OJUIOXeT TeJI0 pacHamercs JImbo
TIPUOJIM3UTENILHO TTOCEpEeIMHE Ha IBE YacTH, JIMOO Ha
HECKOJIbKO (hparMeHTOB, COCTOSIIIUX M3 OIHOTO WJIU
HECKOJIBKMX CETMEHTOB, KaXIIbIii 13 KOTOPKIX, COXpa-
HSISI CBOIO MOJISIPHOCTD, BOCCTaHABIMBAET HEAOCTAIO-
mure yactu (MUBanosa-Ka3zac, 1977).

BHe 3aBUCMMOCTM OT HAJIW4YWS WU OTCYTCTBUS
TarM Tejay IMoJUXeT U y OJIMTOXET CIIOCOOHOCTS K T1e-
pemHeit pereHepally, €CJIM U UMEeeTCs, TO, KaK Ipa-
BUJIO, OTpaHWYEHA JIMIIb TIepeaHeil JacTbio Tejia
(puc. 1a). Pa3Mep roiloBHOTro pereHepara, Xxapakrep 1
TOJTHOIICHHOCTh TOJIOBHOI pereHepaiy CUILHO Me-
HSTIOTCS TI0 Mepe YIaJIeHMST MeCTa OIlepalliy OT TOJI0-
BbI B 3aJIHEM HaIlpaBJICHUU, BILIOTH JO BOCCTAaHOBJIC-
HUSI Ha paHEBOM ITOBEPXHOCTU “XBOCTOBOIO” KOHIIA
BMecCTO rojioBHoro. Tak, y Autolitys pictus camasi Kpym-
Hasl pereHepallOHHas MoYKa, 1arollasi IPOCTOMUYM,
TepeCTOMUYM U BOCEMb F'OJIOBHBIX CETMEHTOB, (hOpPMU-
pyeTcs TIpU aMITyTallii Ha YpOBHE BOCBMOTO CETMEHTA.
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IIpu mpoBeneHMM orepany Mexmy 9-m u 13-M cer-
MEHTaMM 00pa3yeTcsl Ha YeThIpe TOJIOBHBIX CETMEHTA
MEeHblIIe, a Mpu yaajieHuu 14—42 cerMeHTOB BOCCTa-
HaBJIMBaeTCs TOJIbKO nmpoctomuyM (Koporkosa, 1997).
T'onoBHas pereHepallMOHHasi TEPPUTOPUS Y KaXIOro
BUAA OrpaHMYcHa BUOOCIICHU(PUIHBIM HAaOOPOM Cer-
MeHTOB. OmHaKO IpY NOJHOLIEHHOM pereHepaim, Kak
U TIpY OECITOJIOM pa3MHOXEHUU, HEPEIKO 3aeiiCTBO-
BaHbI M CTapble CETMCHTHI, IIPUMBIKAIOIINE K paHE.
HMMeHHO B HUX IPOUCXOOUT TpaHCHOpMaIUs COOT-
BETCTBYIOIIMX OTIAEJIOB KMIIKWA B XKEJYIOK. 3aITHs
pereHepanus ASMOHCTPUPYET MEHbIIE cHeIUu(PUKHI
BIOJIb IIepeaHe3anHeit ocu. OHa He TOJIBKO HMpUCYIa
ropasno OOJbIIeMy YMCIYy BUIOB, HO U BO3MOXHA,
KakK IIpaBUJIO, IPU IIPOBEACHUY aMITyTalli B IIpe/Ie-
JIaX TIOYTH BCEM IIMHBI Y€PBsI, 32 UCKIIIOYCHUEM TO-
JIoBHBIX cerMeHTOB (KopoTtkoBa, 1997; KocTioueHKO
u ap., 2016).

OTMeTuM, 4TO rerepoMopdHast pereHepanus npu
aMIIyTallMM MepeIHero WIN 3aJHeTO KOHIIA WIX IIpU
0eCII0JIOM pa3MHOXEHUH ITyTEM ITOIIEPEUYHOro Aejie-
HUSI HaOJrogaeTcsl KpaiiHe penko. Yaile Bcero oHa
COCTOUT UMEHHO B (hOPMHUPOBAHUU BTOPOTO “XBO-
CTOBOTO” BMECTO TOJIOBHOI'O KOHIIA M HAOOOpOT B
cllydae TIpOBEACHUS ollepalluy 3a MmpeaeaaMu COOT-
BETCTBYIOIE pereHepalMoHHO# Tepputopuu. I[lo
HaIIuM HaOJIIOACHUSIM, B X0 MapaTOMUM BO3MOXK-
HO 00pa3oBaHME SKUBOTHOTO C pa3BOCHHBIM 3aJHUM
KOHIIOM TeJia. DTO OYEHb PeIKOe COObITHE, BOZHUKA-
folllee BCJICACTBUE HapYIIEHMS pa3BUTHS 30HBI AejIe-
Hus. B aToM ciydyae gopmupyercs JUIIb HOBBIN
“XBOCTOBOI1” KOHEll IIepeaHEero 300Maa, pacTyIIni
oA, YIJIoOM K IlepeaHe3amHeil OCU Tejla XWBOTHOTO
(KocTioueHKo, HeoIyOIMKOBaHHbIE JaHHBIE).

BoccraHoBiieHe yTpaueHHbBIX 4yacTeil 1o Aopco-
BEHTPAJIbHOI OCU MMEET CBOIO CIEUM(pUKY U CBUIEC-
TEJIbCTBYET O BAXKHOCTU TOTIOJIOTUYECKH TTPABUIBHOU
KOMOMHAIIUM CUCTEM W TKaHEM, BKJIOUYask HEPBHYIO
CUCTEMY, KUIIIKY U CTEHKY TeJjla, UMEIOLIMX BEHTPAJIb-
HYIO U 1OPCAJIbHYIO UIEHTUYHOCTb. DTO MOATBEPXKIA-
€TCsl SKCIEPUMEHTAMHU TI0 Tepecaike Maparnonuii u
YYaCTKOB CTEHKHU TeJia OT JOHOPA B SKTOMUYECKOE T10-
JIOXKEHUWE Ha TIOBEPXHOCTU Tesa Xo3simHa. B pe3ynbra-
Te (POpMUPYIOTCS NONOJTHUTENbHbBIE MTaparoiuu TaM,
rae AOopcalibHasi U BEHTpalibHasl TKAHU HaJIOXEHBI
OfHa Ha Apyryw. Takum o0pa3oM, €ciiv TpaHCIIJIaH-
TaT U MECTO TPAHCIUIAHTALMM UMEIOT MPOTUBOIO-
JIOKHBIE JTOPCOBEHTPAJIbHbBIE TIOJSPHOCTU, HaIpuU-
MeEp, KOTIa YYacTOK IOPCAIbHOU CTEHKU TeJla Mepe-
CaXKMBAETCSl Ha BEHTPAJIbHYIO CTOPOHY U Ha060poT,
WHOyLMpyeTcss MopdoreHes, MpUBOISIIMI K o0pa-
30BAHUIO HOBBIX MAapariovii 1o BCEW IJIUHE TPaHC-
riaHraTta. Eciu nocie ycneirHoi nepecagkyu 4acTu
OpIOLIHOM HEPBHOM LIEMOYKU BMECTE CO CMEXHOM
CTEHKOI TeJla Ha MOPCATbHYIO0 00JIACTh HOPMATBHOTO
KMNBOTHOTO-PELIMITUEHTA ITPOBECTHU TTOTIEPEYHYIO AMITY-
TaIMIO Yepe3 00JIacTh Teja, COAepKallyIo 1Ba HEPBHBIX
TsDKa (HOpPMAaJIbHbBIII BEHTPAJIbHBII U IIepeCakeHHBIN
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koHua. [1pu 3ToM Takoii pereHepaT MMeeT IMUTUINIMA C
YABOCHHBLIM YHMCJIOM aHaJbHBIX HUPP U CEIMEHTHI C
YIBOECHHBLIM HaOopoM mapanoauii. CiienoBaTeabHO,
OpIolIIHasI HepPBHA 1IEMTOYKA 1/ MJIN T10JI0OCA COOTBET-
CTBYIOIIEH OpIONIHOIM CTEHKM Tejla JOCTATOUYHBI OISl
WHAYKLWN BTOPOA JOPCOBEHTPAIbLHOI OCU B pereHe-
pate (Boilly et al., 2017).

Yepsu ¢ “xBocTamMmu”, KOTOPEIE UMEIOT TBOMHYIO
HEPBHYIO 1IETIOYKY, MHOIIa BCTPEUYaloTCs B IPUPOJIE.
Kak monaraer boitnu ¢ coast. (Boilly et al., 2017), Ta-
KWe XHUBOTHBIE TOSIBJISIIOTCSI B pe3yJibTaTe pereHepa-
1IMU, TIOCKOJIbKY BO BCEX CiIy4yasX UX 3aJHUE KOHIIbI
TeJla IEMOHCTPUPYIOT Te Ke MOpP(OJIOTUUYECKUE Xa-
PaKTEPUCTUKU, YTO U Y XKUBOTHBIX C IBOMHBIM HEPB-
HBbIM TSIKEM, TMOJIYYEHHBIM TpU Tiepecanke. Takum
00pa3oM, IJisl MPOXOKASHUS TIOJTHOLIEHHOM pereHe-
pauuu TpedyeTcsi MpaBUJIbHOE COeIMHEHUE TKaHEM!,
UMEIONINX Pa3HYI0 UAEHTUYHOCTb. OUeBUIHO, YTO U3-
MEHEHHEe HOPMAJIbHOTO TaTTepHa BIOJb JTOPCOBEH-
TpaJibHOI OCH TIyTeM €ro HaJlOXKEeHUs WIM WHBEPCUU
MPUBOJUT K aJIULIUSM, TeTepoMopdo3amM 1 MpounM
HapymeHusiM. OQHaKO cpear aHHEeIUI UMEIOTCsl He-
MHOTOUMCJIEHHbIE BMIbI, 11 KOTOPbIX XapaKTepHa
3aKjanKa HOBbIX ocobeil mpu OecriojioM pa3MHOXe-
HUU MUMEHHO B Mpeesiax BTOpUYHoii ocu. Takue crno-
COOBbI YCIIOXKHEHHOI CTOJOHM3alMu OOBIUHO Ha3bl-
BalOT MoykoBaHUeM. I[Ipyu BEeHTpaJibHOM IOYKOBa-
Huu y Trypanosyllus asterobia Ha OGpPIOIIIHON CTOpPOHE
3aJHell YacTu XXKUBOTHOI'O 00pa3yeTcsl 60JIbIIOe YrC-
JIO MHOTOCETMEHTHBIX 3aJIHUX KOHIIOB, KaXIblii Ha
OCHOBE OTIEJBbHOTO CerMeHTa MaTepUHCKOIo Opra-
HusMa. I[Ipu BEHTPOTEPMUHAJIBHOM MOYKOBAHUU Y
HECKOJIbKUX BUIOB Trypanosyllus MHOTrouucIeHHbIE
CTOJIOHBI 00pa3yloTcs Ha 0a3e 1—2 3aJHUX CETMEHTOB.
BbokoBbie, T.e. pacrosiokeHHbIE B JOPCOBEHTPAIbHOM
IJTIOCKOCTHU Naparonii, CTOJIOHbI (hOPMUPYIOTCS B XOJIE
JlaTepaJbHOro nmouykoBaHus y Syllus ramosa (MIBaHoBa-
Kaszac, 1977; Ribeiro et al., 2018). Takum o6pa3zoM, Boc-
CTaHOBUTEJIbHbIE MOp(oOreHe3bl Mpu U3MEHEHUU,/Ha-
PYLIEHUY TOPCOBEHTPAIBbHOM MOJISIPHOCTH TIPUBOIAT K
pPa3HbIM MOCJEACTBUSIM: MIPU pereHepalu — K ypol-
CTBaM, a Tpy OECII0JIOM Pa3MHOXEHUN — K YCHEITHOM
PENPONYKTUBHOM CTpaTETUH.

INpencraBiaeHHBbIC BhIIEC TaHHBIE HE OCTABISIOT
COMHEHUI B TOM, 4TO IIpU GECOJIOM pa3MHOXEHUU
MOJIEKYJISIpHAsI pa3MeTKa Tejla BAOJbL Oceil uMMeeT
cBoM ocobeHHOCTU. [1pu 3TOM Halllu 3HAHUST CBUIE-
TEJILCTBYIOT 00 aHLIECTPaJbHOCTU IOUYTU HEOTPaHU-
YEHHBIX pereHepallMOHHbBIX CLIOCOOHOCTEN, BO3MOX-
HOCTU BTOPUYHOTO OTPAHUYEHHUS BOCCTAHOBUTEIIb-
HBIX TIPOLIECCOB OMpeAeeHHBIMU yyacTKaMu Tejia 1
MHOTOKpPAaTHOM HE3aBUCUMOM BO3HUKHOBEHUU Oec-
IOJIOTO Pa3MHOXEHMsSI B pa3HbIX T'pyINax aHHEIUI
Ha OCHOBE MEXaHU3MOB pernapaTuBHOI pereHepaiumn
(Vorontsova, Liosner, 1960; MBanosa-Ka3zac, 1977,
Kopotkosa, 1997; Bely, Wray, 2001; XapuH u np.,
2006; Bely, Sikes, 2010; Zattara, Bely, 2011, 2016; Ko-
CTIOUEHKO U ap., 2016). B TakoM ciiyyae BO3HUKAET
BOIIPOC: KaKWe MPUHIUITNATbHbIE U3MEHEHUS B MO-
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JIEKYJISIPHOI OpraHU3alliy Tejla BIOJb OCEM BIIUSIOT
Ha YCIIEIIHOCTh BOCCTAHOBJICHUSI HEIOCTAIOIINX
cTpykTyp? CXOACTBAa M pasindusl pa3HOOOPA3HBIX
¢dopM pereHepaiv U 6ECITOJIOTO PA3MHOXEHUS U NX
MPEICTABICHHOCTh B PA3JIMYHBIX TPYIINAX MOJIUXET U
OJIUTOXET ITO3BOJIAIOT pacCMaTPUBATh aHHEIUI B Ka-
YeCcTBE UIOCATbHON MOIEIU IIsT TIOHUMaHus yHIa-
MEHTaIbHBIX MEXaHM3MOB MHUIIMALIMY pereHepaun
U OIpenesieHUs] KJIETOUYHBIX IMOTEHLI, SBOTIONUN
MIPOTpaMM IOCTAIMOPUOHAIILHOTO Pa3BUTHUS, B TOM
qHCIIe TIOAASPKAHUSI MU OTPaHUYEHUS pereHepar-
OHHBIX cIlocoOHOCTel. HecMOTps Ha MIUTENIbHBII
nepuoa n3ydeHus: GeHOMeHa KaK pereHepanyu, Tak
1 GECIIOJIOr0 pPa3MHOXEHMSI, TOJIydeHHbIE HaHHBIS
HEPEIKO OMMCHIBAIOT JIUIIL OOIIYI0O KApTUHY Ha MaK-
pPOaHATOMMYECKOM YPOBHE, OCOOEHHO €CJIM 3TO Kaca-
eTcsl mpobseM Gecnionoro pasMHoxkeHus: (Randolph,
1892; Herlant-Meewis, 1964; UBanoBa-Kazac, 1977;
Kopotkosa, 1997; Bely, 2006). INossBieHre HOBBIX
MOJIeJIeii U COBPEMEHHOE COCTOSTHUE TEXHUKM HCCIIe-
JOBaHUIA TTO3BOJISIIOT MTEPEUTH K KPUTUIECKOMY aHa-
JIN3Yy U3MEHEHMIA Ha KJIIETOYHOM U TKAHEBOM YPOBHSIX
B KIIOYE WHTEPIIPEeTaldii MOJICKYJISIPHBIX HTaHHBIX
(Xapun u ap., 2006; Tadokoro et al., 2006; Bely,
Sikes, 2010; Zattara, Bely, 2011; Novikova et al., 2013;
Kozin, Kostyuchenko, 2015; KocTiouenko u 1p.,
2016; de Jong, Seaver, 2016, 2018; Zattara et al., 2016;
Koszun u ap., 2017).

PAHHUE COBbLITHA PETEHEPALIM
M BECITIOJIOTO PASMHOXEHUWA

C caMoro Hayvajla aKTUBHBIX Hay4HBIX MCCJICIOBA-
HUIA pereHepary U GeCITONOoro pa3MHOXKEHUS Y aHHE-
JINI, KaK U Y OIPYTUX 3KUBOTHBIX, B LICHTPE BHUMAHUS
OKazaJluCh UMEHHO KJIETOUYHBbIE W TKAHEBBIC ACTIEKThI
(Randolph, 1892; Herlant-Meewis, 1964; KopoTko-
Ba, 1997; Bely, 2006; KocTioueHnko u ap., 2016). Mop-
¢doreHe3sl B X0Ie 3TUX ABYX (POPM ITOCTIMOPHUOHATB-
HOTO PasBUTHUsSI O0OECITEUUBAIOTCSI SMMUMOPEPO30M U
MopdamrakcncoM. Jag 3TMMMOpPQHBIX TPOIIECCOB
XapaKTepHO BOCCTAHOBJICHUE HEAOCTAIOIIMX 4JacTeid
3a cueT npomdepanni KJIeTOK, BOSHUKAIOLINX ITyTeM
nennddepeHIUPOBKY MMEIOIINXCS TKaHei, u/uin
0COOBIX Pe3ePBHBIX KJIETOK, B TOM YHMCJIE MUTPUPYIO-
mx. [Tpy 3ToM B HOOABIISTIOIIEM OOJIBIITMHCTBE CTyda-
eB obpasyeTcs pereHepalyioOHHasl GJlacTeMa — COBO-
KYITHOCTh HeanddepeHIIMPOBAHHBIX OSIISIINXCS KITe-
TOK, KOTOpbIE MO3[AHEE NAalT BOCCTAHABIMBAEMBIIA
opraH (4acth Tena). B xome Mopdaiiakcuca pa3BuTre
HOBOOOpAa30BaHMUII TIPOMCXOOUT 3a CYET M3MEHEHMIt
CTapbIX TKaHE 0e3 BhIpakeHHOM (asbl Mponudepa-
1y 1 B otcyTcTBUe 6i1acteMbl (Kopotkosa, 1997; Sto-
cum, 2012; Ko3un u ap., 2017).

3a 6oJiee YeM CTOJIETHE HAKOIUIEHO HeEMAJIO TaH-
HBIX O COOBITUSIX Ha KJIETOUHOM YPOBHE, TJIaBHBIM
00pa3oM OTHOCHUTEJIbHO pereHepallid U B ropasao
MEHbIIIE CTEIMeHW OTHOCUTEILHO OEeCIoioro pas-
mHoxeHus y anHeaund (Bely, 2014; KocrtioueHko u
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KOCTIOYEHKO, KO3UH

Ip., 2016). Drmmopdo3, Kak IIpaBUIo, HAOIIOOAETCS
B XOJ€ BOCCTAHOBJICHMSI HEIOCTAIOIIMX YacTeil Ha
OpPraHM3MEHHOM YPOBHE U HOCUT SIPKO BBIpAXKEH-
HBII XapaKTep, XOTs pa3Mephl 0J1aCTEMbI MOTYT CHUJIb-
HO pasnmuaTthes. Yaile Bcero 6actemMa KpyrnHasi Ipu
rnepeaHeil pereHepalni 1 ciabo pa3BuTa Mpu 3aaHeit
(Kopotkosa, 1997; KocTioueHko u ap., 2016; Ko3un
u ap., 2017). BoccraHoBlieHME TIEpEIHETO U 3aTHETO
KOHIIA Tejla aHHEIU I, TOJIBKO M0 MEXaHU3My Mopdai-
JIaKcuca, MOo-BUOIUMOMY, HeXapaKTepHO IJIsl TOJHO-
LHeHHOM pereHepaunu. OngHaKo Mopdalakcuc ode-
BUEH Npy GOPMUPOBAHUU de novo OTIETBbHBIX Opra-
HOB (Hampumep, TOHaJ BO BHOBb OOpa30BaHHBIX
CerMeHTaX, XeJyadKa 3a CUeT KMILIIEUYHUKA CTaphIX ceT-
MEHTOB) U IIPU peclieInPUKALIMYA paHee UMEBIINXCS
CETMEHTOB, NMPUMBIKAIOUIMX K PEr€HEPUPOBABILEMY
koH1y (Kopotkosa, 1997; Tadokoro et al., 2006; Oz-
polat et al., 2016; Boilly et al., 2017).

Kak npu amnyranmu 1 MocJeayIolleil pereHepa-
LIMU, TaK U TIpU GECTIOIOM Pa3MHOXKEHUU TpedyeTcst
MpenoTBpailleHue NOTepU KUJIKOCTHU Tejia. DTO Mpo-
HCXOAUT C y4acTUEM Pa3HOOOPa3HBIX TUIIOB KJIETOK
U 1o-pazHoMy. Kak mpaBujiio, BeJlMKa pojib KJIETOK
MBIIIEYHOI CUCTEMBbI, 0OECIIeunBaIOIIUX TTyTEM pe3-
KOTO COKpallleHUsI ObICTpOe 3aKpbITUE paHbI cpasy
rocJjie pas3pbiBa (pereHepauusi mocjae amIlyTaluu u
apxutomusi). Kpome TOro, MbIIIbI, MPEXIe BCETO
KOJIbLIEBBIE, IPUHUMAIOT YYacTHE B TIPOLIECCE CAMOTO
¢dusnyeckoro pasaesaeHust (aBTOTOMUSI WU TMapaTo-
Mus). Bmecrte ¢ TeM OJHUX MBILLIEUHBIX COKpallleHUM
HegocTaroyHo. Kulllka 3a cyeT HEKOTOpPOTo BBINajie-
HUs TI0CJIe aMITyTalluM WX MHOTAa ObICTPOTo cpacTa-
HUS C DIIUJIEPMUCOM TaKXe 00ecreyrBaeT 3aKpbITUE
paHbl. K MecTy paHbl U151 opMUPOBaHUS pereHepa-
LIMOHHOM TMPOOKW W1 OCYIIECTBIECHUS 3alllUTHOM
GYyHKIIUU yCTPEMIISIIOTCS pa3MyHbIE TUITIBI KJIETOK,
TOMOJIOTHIO KOTOPBIX HA OCHOBAaHUU Pe3yIbTaTOB I'M-
CTOJIOTUYECKUX HCCIIeNOBaHUN Ha (PUKCUPOBAaHHOM
MaTepuase yCTaHOBUTb O4eHb TpynHo. M HakoHell,
TOCTOSTHHOE 3aKPBITUE PAHbI OCYILIECTBIISETCS 32 CUET
KJIeToK paHeBoro amutenust (Herlant-Meewis, 1964;
Kopotkosa, 1997; Lesiuk, Drewes, 1999; Kawamoto
et al., 2005; XapuHn u ap., 2006; Bely, 2014; Kocrio-
YeHKO U Ap., 2016; Kosun u ap., 2017).

DnuTeau3alnus paHbl IyTeM oO0pa3oBaHMs paHe-
BOTO 3MUTENINSI WIV CPACTAHUS KpaeB Mepepe3aHHbIX
KUIIEYHOTO U IMOKPOBHOIO SIUTEIUS KPUTUUECKU
BaxkHa IS majbHeiileil pereHepanuu. 2JKMBOTHBIE,
He CIIOCOOHEBIE 3aKPBITh PaHY, MOTUOAIOT, HE TIPUCTY-
nuB K oopa3oBaHuio pereHepara (Koporkosa, 1997;
Stocum, 2012; KocTioueHnko u ap., 2016). Dnurenu-
3alUsI paHbl 3aBepllaeTCs, KaK MPaBUIO, B TeUEHUE
MEPBBIX CYTOK, OOBIYHO IO MOSIBJICHUSI TPU3HAKOB aK-
TUBHOTO AeJICHUs KJIETOK 3nuaepmuca. TakuM oopa-
30M, YXKe IepBbIii KPUTUYECKUII 3Tall percHepalnn
obecreunBaeTCs TJIaBHBIM 00pa3oM 3a CUeT M3MEHE-
HUSI (pOPMBI U ITOJIOKEHMSI KJIETOK CTAapbIX TKaHEH
(Hill, 1970; XapuH u ap., 2006; Paulus, Muller, 2006;
Zattara, Bely, 2011; Bely, 2014; KocTtioueHko u ap.,
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Puc. 2. AKTUBaLMs KCIIPEcCCU FeHOB Ha paHHMX CTalusIX pa3BUTUS 3alHETO pereHepara y NouuxeTsl Alitta virens, BbIsIBIIsIe-
Masi MeTOIOM rubpuausanuiu in situ. CTpeJIKM yKa3bIBalOT Ha jJokKanu3auuio curdHaia MPHK. PaHeBast moBepXHOCTh CIIpaBa.
a — Avi-twist Ha cTaauu 8 4 rnocjie aMIyTaluuu, BHyTpeHHUE KJIeTKU. 6 — Avi-foxA sKcnpeccupyeTcsl B pailoHe cpacTaHusl KpaeB
rnepepe3aHHbIX KAILIEYHOTO U OKPOBHOTIO 3MUTENMEB 1O Hayala nmpoaurdepaluu KieTok, 20 4 nocjie amnyrauuu. Maciurab:

50 MKM.

2016; Ko3uH u ap., 2017). UuTepecHo, 4TO IIpU moIre-
peYHOM JeJIeHWM aHHeIWI, Aaxe Mnpu Haubosee
OJIM3KOM K pereHepauuu (apXuTOMUM), M TEM Ooiee
py NapaTOMUU, COOCTBEHHO Mpoliecca 3aKUBJIEHUS
u (bOopMUPOBaHUSI paHEBOTO BMUTENMS He Habona-
ercst (Martinez et al., 2005; KocTioueHko u ap., 2016).
OnmHako 1 B 3TOM cjIydae Havajao pa3BUTHUSI HEOOXOIM -
MBIX TIOTPAHWUYHBIX OOpa3oBaHWM, MpPEeAOTBpAIAl0-
IIMX MOSIBJIEHUE paHbl MpU (DU3MYECKOM OTAECICHUU
OIHOTO 300MJa OT JIPYroro, MpOMCXOAUT Oyaroaapsi
U3MEHEHUIO MPEeACYIEeCTBYIOIIEH apXUTEKTYPbl MbI-
IIEYHOM CUCTEMBI 1 JIOKAJIbHOI MOAU(MUKAIINY KIIE-
TOK ITOKPOBHOIO 3MUTEUS B 30He AejeHus (MIBaHo-
Ba-Kaszac, 1977; XapuH u ap., 2006; babaxaHosa u ap.,
2012; KocTtroueHko u ap., 2016).

TxaHeBble MEPECTPONKU TIOCTE aMIIyTallUd CO-
MPOBOXIAIOTCS CYIIECTBEHHBIMU U3MEHEHUSIMU BO
B3aMMOICUCTBUU KJIETOK C BHEKJIETOUHBIM MaTPUK-
COM M MeXny KieTKaMu Bom3u paHbl (Coulon et al.
1989; Dupin et al., 1991; Stocum, 2012). Kpome Toro,
OTAEIbHBIE KJIETKM HAYMHAIOT MUTPUPOBATh K paHe
(MecTy 3aKjagku 30HbI AeneHus) uau ot Hee (Ko-
CTIOUEHKO U np., 2016; Zattara et al., 2016). Takum
obpa3oM, HanOoJiee paHHUE 3TAalbl pereHepalud U
GECITOJIOr0 pa3MHOXKEHUsI CBSI3aHBI C JIOKAJTBHBIMU
U3MEHEHUSIMU CTapbIX TKaHEH Mo TUITY Mopdalliak-
cuca.

BaxxHo oTMeTHTB, 4TO ¢ CaMOT0 Havajia IPOIeCChI
pereHepaly M OGECIIOJIOr0 Pa3sMHOXEHUs COIPO-
BOXIAIOTCA  “MOJIEKY/ISIPHBIM ~ Mopdaiakcucom”.
D10, TIpeXIIe BCETO, OTHOCUTCS K CUCTEMAaM ITO3UIIH-
OHHOI MHGOPMAaLMU ¥ U3MEHEHMSI MOJIEKYJISIPHOIO
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npodMIIsI KIeToK. Tak, KIEeTKHU B 30HE MapaTOMUN WJIN
B 00J1aCTM paHbl HAUMHAIOT 3KCIIPECCUPOBATh T'€HbI
MOJIOBBIX M MYJIBTUIIOTEHTHBIX KJIeTOK (vasa, pl10 n
piwi) ellie 10 NOsIBJIEHUS EePBbIX IIPU3HAKOB MPOJIU-
depamun (CmupnHoBa, Koctiouenko, 2007; Kozin,
Kostyuchenko, 2015). Ctoap Xe paHO HaOMIOmAeTCS
aKTUBALIUs 9KCIIPECCUU T€HOB, KOAUPYIOIIUX TPAHC-
KPUITLIMOHHbIE (haKTOPbl, B TOM YHCJIE MUOHEPHbIE
(puc. 2) (Kostyuchenko et al., 2019; Ko3un, Kocrio-
YeHKO, HeonyOJIMKOBaHHbIe JaHHbIe). Bce 310 1po-
TeKaeT Ha (hoHe TepecTPOMKU MOJIEKYJISIpPHOI pas-
METKM HEPBHOI CUCTEMBI M MOJIEKYJISIPHOM MOCH-
TUYHOCTU YYacTKOB Tejia, B TOM UMCJIe C y9acTUEeM
Hox-TreHOB U IpyruX roMeo0oKCcCcoAepXKallluX reHOB
(Steinmetz et al., 2010; Novikova et al., 2013; KocTio-
YeHKO U ap., 2016).

MNPOJIUDEPALIMA, POCT,
ANODEPEHIMALINA

B pesynbTare B3auMOIEHCTBUSI TKaHE B MecTe
paHeHUs WX B MeCTe 3aKJaJKU 30HbI AeJieHus, Te-
pEerpynnupoBKA M MUIpaAllMU KJIETOK CO3[al0TCs
YCJIOBUS Kak JiJIst anuMopdo3a c odpazoBaHueM O1a-
CTeMbl, TaK U JJIS1 JaJIbHEHIIMX UBMEHEHUIA TI0 TUITY
mopdannakcuca (Fontes et al., 1983; KopoTkosa,
1997; Boilly et al., 2017). 1151 pa3BUTUSI SNIUMOPGHHO-
ro pereHepara, BEpOsSITHO, HEOOXOAWMBbI CUTHAJIbI U3
IeHTpaJILHOI HepBHOM cucTeMbl. MI3BecTHO, U4TO 6E3
WHHepBalluM Pa3BUTUSI OJ1aCTEMbl Y MHOTMX BUIOB
He TpoUCXoauT. PaHeBoii KOHell OPIOITHO HepBHOI
LIEMOYKHY MOXET aKTUBUPOBATh pereHepaluio u npo-
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mmdepaTuBHYIO aKTUBHOCTh KieTok (Coulon, Thou-
veny, 1984; Muller et al., 2003). YacTb HepBHOI1 cUCTe-
MBI, PAcIIOJIOKEHHAasI HEITOCPEICTBEHHO B pailoHe pa-
HBI, IIpeTepreBaeT 0CoOble M3MEHEHUSI. Y IIOJIMXEThI
Alitta virens yxe B TIEpBbIe CYTKM IIOCJI€ aMIyTallliu
TepMHUHAaJIbHAsI 30HA TMOCJEOHETO TaHIJIMS, Iepepe-
3aHHOTO B IIEpeIHEeiT ero YaCTH U ITOKPBITOTO PAHEBBIM
SIUTENMEeM, HauMHAaeT nepecTtpauBaThes. [Ipu atom
IIPOUCXOIUT JIOKAJIbHOE PEMOJICIMPOBaHNE OpPIOII-
HOIT HepBHOM Hlenmoykn. Ha 3Toit ctammm HeHpUTHI,
OTXOISIINE M OT OOpYyOJIECHHOro KOHIIA OPIOLIHOTO
HEPBHOTIO TSDKA, U OT CyO3MUTEINAIBHOI CETU ITIepyr-
¢epruecKoii HEpBHOI CUCTEMBI IIOCIICTHETO CTapPOTO
CerMeHTa, HAaCKBO3b IIPOHMU3BIBAIOT PAaHEBOI AIIUTE-
quii (KosuH u ap., 2017). Pa3Butue ceTd HEpPBHBIX
BOJIOKOH, OXBaThIBaloIllleil BCiO OJlacTemMy, €Ie 1o
MPOSIBJICHUST BCEX OCTaJIbHBIX pereHepaTuBHBIX ITPO-
LICCCOB OBLIO ITOKAa3aHO W Ha ojiroxetre Enchytraeus
japonensis, pa3MHOXAaIOIIEHCSI IIyTEM apXUTOMHUU
(Yochida-Noro ef al., 2000). BeposiTHO, CTpyKTyp-
HBIE, OMOXMMMUYECKUE U (PyHKIIMOHAIbLHEIC U3MEHEe-
HUSI HEPBHOM CHCTEMBI IpU (DOPMUPOBAHUM HOBBIX
300MI0B CBUIETEIbCTBYIOT B MOJIb3Y BEAYIIEl poiu
HEPBHOM CHUCTEMBI IIpU OCECIIOJIOM pa3MHOXCHUU
(Martinez et al., 2005; Xapun u ap., 2006; Zattara,
Bely, 2011; KocTtioueHko u ap., 2016). BoamoxHo, u
JIPyrye CUCTEMbI OKa3bIBaIOT BJIMSHIE HA IIPOLIECCHI
JIOKAJIbHOTO PEMOACIMPOBAaHUS M 3aKjIagKu OJjiac-
teMHbIX Macc (KopoTtkosa, 1997; KocTioueHko u ap.,
2016).

Ha ¢popMupoBaHue 6acTeMbl MOTYT BJIUSITH MO-
TOMKU OCOOBIX, KaK IIPEIrojaraeTcsi CTBOJIOBBIX,
KJIETOK, PACIIOJIOKEHHBIX Ha HEKOTOPOM yHaJeHUU
oT paHbl. TakuM oOpa3om, OiacTtema, XOTS ObI ya-
CTUYHO, MOXKET ObITh C(OOPMUPOBAHA 32 CUET MUTPU-
pytomux kietok (Koporkona, 1997; Bely, 2014; Ko-
CTIOUEHKO U 1p., 2016; de Jong, Seaver, 2018). Bmecte
C TeM €CTh MHOTO MOJEJei, Ha KOTOPKIX ITOKA3aHO,
yTo (hopMUpOBaHUE OIACTEMBI MIPOMCXOAUT 3a CUET
JIOKQJILHOTO Pa3sMHOXEHMSI KJIETOK U MOXET COIIPO-
BOXIAThCA NeauddepeHIIUPOBKON KIETOK, BXOISI-
IIMX B cOCTaB cTapbix TKaHel (KopoTkosa, 1997; Bely,
2014; Kozin, Kostyuchenko, 2015; KocTioueHKO
u ap., 2016; Hukanoposa, Koctiouenko, 2018; 1lla-
nmaeBa u nap., 2018a, 6; Planques ef al., 2019). Hammu
JIaHHbIE CBUACTEJILCTBYIOT B I10JIb3Y CYIIECTBEHHBIX
rnepeMelIeHN it 1 aKTUBHOI mpoandepaLiiy KJIeTOK B
paiioHe 30HBI ACJEHUST TIPU MapaTOMUM Y OJIMTOXET.
ITpy 5TOM OYEBHIHO, YTO TKAHU BCEX TPEX 3apOabIIlIe-
BBIX JINCTKOB MOTYT y4aCTBOBATh B PA3BUTUM O1aCcTEM-
HbIX Macc (XapuH u ap., 2006; CmupHoBa, KocTio-
yeHko, 2007; Zattara, Bely, 2011, 2013; babaxaHoBa
u ap., 2012; KoctioueHko u 1p., 2016).

HanpHeliliee pa3BUTUE pereHepara Wi 30HbI Je-
JIEHUsI CBSI3aHO C POCTOM M UM EpeHIIMPOBKOI
O01acteMbl. BHe 3aBUCMMOCTH OT HAYaJILHOTO IIPOMC-
XoXAeHUs1 HenuddepeHIIMPpOBaHHbIE KIETK!A Ojac-
TeMbl aKTWMBHO Tposindepupyot. IIponudepanus
Tak>Ke OTMEUEHA U B AMUTEIUATIbHBIX CI0SIX PAHEBOIO
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SIUTENNS, SIUAepMUCcaA 1 KullledHuKa. [1pu aToM sip-
KO BBIpaxKeHHBIe SITUMOpPQHBIE ITPOLECCHI TPOTEKAIOT
Ha (hOHE He CTOJIb 3aMETHBIX ITEPECTPOEK CTAPhIX TKA-
Heii. [Ipexme Bcero 3To KacaeTcsl MBIIIIEYHON U HEPB-
Hoit cucteMbl. MI3MeHsIETCSI CTPYKTypa MBIIIEYHOTO
KapKaca, KOTOPbIii CTAHOBUTCS OoJjiee pa3speskeHHbBIM.
OnmHako K MOMeHTY nuddepeHIIMPOBKI pereHepara
WJIM 30HbI TTAPATOMUM B HEM TIOSIBJISIIOTCS TOTIOTHU -
TeJIbHbIE BOJIOKHA KaK IyTeM BCTPaMBaHUSI HOBBIX
KJIETOYHBIX 3JIEMEHTOB, TaK U IYTeM BCTABOYHOTO
pocra. bmxaiiyve K paHe WM MeCTy MapaTOMHMU
CerMEHTHbBIE TAHIJIMU IPETEePIIeBAIOT U3MEHEHUS U
¢GOpMUPYIOT HOBBIE OTPOCTKM WJIU HEPBHBIE TSKU,
BpacTapllue B 6J1acTeMHbIE MAaCChl U TAIOIINe HOBbIE
TepMUHAJIbHbIE CTPYKTYPhI LEHTPAJIbHOM U TIepude-
pUYECKOM HepBHOM cuctembl (XapuH u ap., 2006;
Zattara, Bely, 2011; Koctiouenko u ap., 2016; Ozpolat,
Bely, 2016; Ko3uH u 1p., 2017).

Poct u nuddepeHumpoBKa 3MMMOPGHBIX HOBO-
00pa3oBaHUil COMPOBOXIAIOTCS UHTEPKATSLUSIMU U
npounMu opMaMu peapaH>KMPOBKU KJIETOK, U3Me-
HEHUEeM CTeNeHU KOMMAKTHOCTU KakK 3IuTelnab-
HBIX, TaK U ME3EHXUMHBIX CTPYKTYp. [To cyTu Bce 310
OTpaxkaeT ouepenHou atan MopdaiaKTUIECKUX CO-
OBITUI, TIPOTEKAIOIINX HA (POHE 00pa30BaHMUSI HOBBIX
CETMEHTOB U OTIEJIOB CYIIECTBYIOIIMX CUCTEM Opra-
Hu3Mma. OTMETUM, YTO TIPU 3aBEPIIEHUU TTPOLIECCOB
pereHepaliu U GECIOIOro pa3MHOXEHHUsI 4YacToO Ha-
OstofaloTCs CylleCTBeHHbIE MOpdallaKTU4ecKe u3-
MEHEHUS B Mpeaeax cTapbix cerMeHToB. Hanpumep,
KHUIlIeYHasl TpyOKa B CTapbIX CErMEHTaX, MPUMBbIKAIO-
IIMX K HOBOOOPa30BaHHOMY TepeaHEMY KOHILY XKUBOT-
HOro, nmpeoOpasyercsi B XKeJydoK, €C/id 3Ta CTPyKTypa
ObUla yTpaueHa B pesyjibTaTe aMmyTauuu. B mpyrux
clyJasix MeHsiercsi Mopdosiornyeckasi UAEHTUYHOCTD
HEKOTOPBIX CTApbIX CETMEHTOB U T.n. (XapuH M Op.,
2006; Zattara, Bely, 2011; KocTioueHko u ap., 2016;
Ozpolat, Bely, 2016; Ko3un u ap., 2017).

Pazymeercs, miporpecc pasBuUTHSI pereHepaTa WiIn
30HBI [JIEJICHUSI COIPOBOXKOAETCS CYILIECTBEHHBIMU
W3MEHEHUSIMU B DKCIIpeccuy TeHoB. B 3To Bpems Ha-
GmogaeTcsl 3aMETHOE pacIIMpeHHe IOMEHOB B3KC-
MPECCUM T€HOB TTOJIOBBIX Y MYJIBTUIIOTEHTHBIX KJIETOK
C TOCJICAYIOIIUM CY>KEHHEM U 3aMellleHUeM Ha JoMe-
HbI BKCIIPECCUU TE€HOB CIEeIU(MUKATOPOB TKAHEN U
KieTouHoil auddepeHInpoBKU. OTHOBPEMEHHO C
STUM IIPOUCXOIST 3aMETHbIE CUCTEMHBIC U3MEHEHUS
MOJIEKYJIIPHOTO NPOMUIISI HE TOJIBKO JIOKAJIBHO, HO U
B IIpeaesax Bcero opranusma (Steinmetz ef al., 2010;
Novikova et al., 2013; Kozin, Kostyuchenko, 2015;
KocTtiouenko u ap., 2016; de Jong, Seaver, 2016, 2018;
Kostyuchenko et al., 2019).

MOPOAIINTAKCUC versus DITMMOPDO3?

C tex mop kak T. Mopran (Morgan, 1901) pa3ne-
JIMJI BOCCTAaHOBUTEJIbHBIC MPOLIECCHl Ha JBA OCHOB-
HBIX THIIA IO “TIOBEIEHMNIO” KIJIETOK W COCTOSTHHUIO
ocTaTka opraHa (3numMop¢ o3 1 MopdaIaKkCuc) IIpo-
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Puc. 3. Cxema COOTHOILLIEHUSI COOBITUI 3IMMOPGh03a U MOpdalJIaKCHCca B XOe pernapaTUBHOM pereHepaly 1 0eCIIoIoro pas-
MHOXEHUSI T10 TUITY TTOTIEPEYHOTO JeJieHUsl y aHHeuI. HTEeHCMBHOCTD 11BeTa B TpanueHTHOi 3amnBke MOPDAJITIAKCUC
1 DITMMOP®O3 cooTBETCTBYET CTENEHU BIPaXXEHHOCTHU IIpoliecca OT Hayajla 0 ero 3aBeplueHusl. BepTuKaabHbIMU cTpes-
KaMU 0003HaUY€HO OTHOCUTENbHOE BpeMsI pa3esIeHHs XKMBOTHOTO Ha OTAEIbHbIe (PparMeHTHI IPU pereHepalui/apXuTOMUN

WJIN 300U bI ITPU IMapaTOMUHH.

1IUT0 HeMalto BpeMeHu. Kak nmpaBuiio, B yaeOHOIM JI-
TepaType 3T JBa TUIIa POTUBOIIOCTABIISIOTCS OIUH
npyromy. JlelicTBUTEbHO, MTPpU 3NUMOpd o3¢ HaOII0-
JaeTcs BCIUIECK MUTOTUYECKOM aKTUBHOCTU U (op-
MUpPYyeTCS  TIONMyasuust  HeauddepeHINPOBAHHBIX
KJIETOK, Ha3bIBaemasl 6JacTeMoil, a mpu Mopdaiak-
CHCe TIPOUCXOAUT MePEerpyHITMPOBKa KJIETOK B OCTAT-
K€ opraHa Wiy TeJia SKMBOTHOTO MOCJIe SITUTEIN3alNT
paHBbI, O0jacTeMa IpU 3TOM He oOpasyeTcsi. OgHAKO
HEKOTOpbIe MCCAEHOBATENN CUMTAIOT, YTO JACJICHUE
BOCCTaHOBUTEJILHBIX MOpP(OreHe30B Ha 3nuMopdo3
1 MopdalIaKCUC YCIOBHO, TIOTOMY YTO B HEKOTOPBIX
cllydasix 3T Ipolecchbl coderarorcs (KopoTkosa,
1997).

B Hacrosmieit pabote MBI MOKa3ajIn, 9TO ITPOILIECCHI
MopGaJIJIaKTUUECKUX MEePECTPOeK HAOMIOAAIOTCS ITPU
pereHepanuu U 6€CroJIOM pa3MHOXKEHUH Y aHHEU], C
caMbIX paHHUX cTanuii (puc. 3). UHunuumpyoime Me-
XaHU3MBbI, BEPOSITHO, pa3IM4alOTCs, IIOCKOIBKY IpU
GECIIOJIOM Pa3MHOXEHUU OHU OTPaXKaloT CUCTEMHYIO
peTyJISLIVIO Ha YPOBHE Bcero opraHnama. OTtnpaBHast
TOYKa IIpU pereHepaliyu — paHEeHUEe U CMEIIeHUE
TKaHell, mpuBosilee K JIOKATbHOMY W3MEHEHMUIO
WICHTUYHOCTU TTO3ULIMOHHON WHMOpMaUWU U T..I.
OueBUIHO, MOpdaIaKCUC — HEOOXOIUMOE YCIIOBUE
IJIsl JAJbHEUIINX COOBITUI MO TUIY 3MUMOpdo3a,
KOTOpbIE€ Y aHHEJIU UMEIOT SIPKO BbIPaXKeHHBII Xa-
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pakTep. BMecte ¢ TeM MopdamiakKTHIecKue MpoIec-
CBI, XOTsI ¥ HE CTOJIb 3aMETHBIE, TEIIephb Y>Ke Ha YPOBHE
JIOKaJIbHBIX MU3MEHEHUI B Mpenesiax OTACIbHBIX CHU-
CTEM OpraHM3Ma COIPOBOXIAIOT POCT OJIACTEMHBIX
Macc. Ha 3akimounTebHOM 3Tare BOCCTAHOBUTENIb-
HBIX MOP(OreHe30B y aHHe U MopdaliakKCUC BHOBb
CTAaHOBUTCST OYeBUIHBIM, TIOCKOJIBKY 3aTparnuBaeT OT-
JeJTbHbIE OpTaHbl 1 METaMEPHBIE CTPYKTYPHI. TakuMm
obpa3oM, MopdajlaKkCuC He MPOCTO COYETaeTcsl C
mpolreccaM 1MMopdo3a, HO U SIBIIIETCST HEOOXOmM-
MOI{ COCTaBHOM YacThIO Bcero MopgoreHesa, 6e3 KoTo-
poii HEBO3MOXKHBI MOJTHOLIEHHbIE MTHULIAALIYSI 00pa3o-
BaHUsI OJIaCTEMEI, ee pocTa U T depeHIaly 1 I1o-
SIBJIEHUE OTAETBHBIX HEOCTAIOIINX OPTAHOB.

HMccnemoBanus mpoBeAeHBI NpU (PUHAHCOBOM
noanepxke PODU 16-04-00991-a ¢ ucrioib30BaHU-
em obopymoBanusi PLI PMuKT CII6I'Y u mHDpa-
CTPYKTYpbl y4eOHO-Hay4yHoOil 6a3bl “bemomopckas”
(MBC) CIlorYy.
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The article addresses the question of the role for the morphallactic and epimorphic events in regeneration and
asexual reproduction in annelids. It was shown, that the tissue reorganizations and changes at molecular level
occur already at the very early stages of regenerative processes. These data indicate the requirement of mor-
phallaxis for all progressive stages of a full epimorphic regeneration, including initiation and completion, and
de-novo formation of missing parts in new zooids during asexual reproduction.
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