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Perenepaiiyst yrpaueHHBIX CETMEHTOB Y ITOJIUXET SIBJISIETCS HE TOJBKO SIPKUM TIPUMEPOM 3MUMOP(HOTO
BOCCO3/IaHUsI OPTaHOB U TKaHEM, HO U MEePCIEKTUBHBIM OOBEKTOM 11 U3yYEeHUS MO3UIIMOHHON MHMOP-
Malluy 1 MeXaHM3MOB MOIICPKaHMSI LIeJIOCTHOCTHU cocTaBa Tejia. C Le/Iblo co3naHust yIoOHO cCTaHIapTH -
30BaHHOI MOJEJIM HAMM ONMCaHa AMHAMUKA BOCCTAHOBJIEHNSI OCHOBHBIX aHATOMUYECKUX CTPYKTYP U pa3-
paboTaHa cucTeMa CTaIupoBaHus 3aaHeil pereHepauuu Alitta virens. B cpemHeM HOpMaJIbHOE CTpOSHUE 3a/1-
Hero KOHIIa TeJjila BoccTaHaBnuBaeTcs yepe3 10 nHeit mocie ammnyrauuu (ama). Bech mpoliecc pereHepaiuu
ObuU1 pasaeneH Ha 5 cranuit: (1) 3axkuBiaeHue panbl (0—1 ama), (2) dopmupoBaHue GiacteMbl (1—2 ama),
(3) matTepHUpOBaHUE U POCT OtacTeMsl (2—3 ama), (4) nnddepeHImanys mepBoro pereHeprupPOBaBIIIETO CeT-
MeHTa (3—5 ama), (5) popMmupoBanue u nuddepeHIraLys Mocaenyommux 5—6 cermeHToB (5—10 amna). Pere-
Hepauus MPeMMYIIECTBEHHO UAET 10 TUITYy 3MUMOpd03a, XOTS OTMEUYEHbI 3JIEMEHThl BCTABOYHOTO POCTa U
MopdasuiakTuyecKre rmpeodpazoBaHust KyabTh. Ha ctagusax 1—3 MosiBASIOTCS TEPMUHAIBHBIE CTPYKTYPbI
nuruaust (MbILILBI aHAJIBHOTO C(UHKTEPA, MOJIOCTh MUTUANS, TUPKYMITUTUAUAIBHOE HEPBHOE KOJIbLIO, TTH-
rUAvaIbHbIe IUPPHI), a 3aTeM (CO CTaauM 3) KIepeau OT Hero 3akjanblBaloTcsl HOBble MeTaMmephl. Jdudde-
PEHLIMPOBKA TIEPBOTO HOBOOOPA30BAHHOTO CETMEHTA CBSI3aHA C MEPECTPONKOI CTapbIX TKAHEH MOCIETHETO
cermeHTa. OGpa3oBaHue MOCEAYIOIINX CETMEHTOB MOI0OHO YCKOPEHHOMY TToCcT/IapBajibHOMY pocTy. HepB-
HbIE 2JIEMEHTBI pereHepara pa3BUBAIOTCS ObICTpee OKpYyXKaroluxX ux Mbii. Helputsl oT 00pyOsieHHBIX
IHHC u ITHC BbIXOIAT Ha MOBEPXHOCTh PAHEBOTO SMUTEIMNI yKe Ha ctanuu 1. [lajiee HepBHbBIE OTPOCTKU OT
LIHC ynnuHs1oTCs 1 yTONIIAIOTCS BMECTE C POCTOM pereHepallMoOHHOM Mouku. ['aHTmii, mapanoauaibHbie
HEPBbI, KOChIE MBILILIBI U 1IEJIOMBI TIEPBOTO CETMEHTA BBISIBJISIIOTCS YKe Ha cTtanuu 4. [1ponojibHbIe MBIIILIbI
pereHepupyloT B IIepeHe3aJHEM HalpaBJIeHU U, HETIPEPhIBHO KOHTAKTUPYSI C COOTBETCTBYIOLIMMHU BOJIOKHA-
MM CcTapbIX TKaHeil. OcTajibHbIE MBILIILBI TMMDOEPEHLIMPYIOTCS U3 KJIETOK 0J1aCTeMbl BHE CBSI3U CO CTApOii My-
ckynarypoii KynbTu. [lonyyeHHbIe maHHBIE TTO3BOJISIIOT MCMOMIb30BaTh PereHepalnio 3aJHero KoHlia Teia
A. virens B KaueCTBe SKCIIEPUMEHTAIbHON MOMIEJIN JJIsl pELLIEHUST aKTyaIbHbBIX TTIPO0JIeM OUOJIOTUY Pa3BUTHUSI.

Knwouesuie crosa: pereHepalivsi, BOCCTAHOBUTEIbHBIN MopdoreHes, nuddepeHmanus KJIeToK, Heilpore-
He3, OpIolllHasi HepBHAs 1IEMOYKa, MyCKyJIaTypa, alleTWIMPOBAHHBINA O-TyOYyaIuH, (aionanH, KoHdo-
KayibHast MUKpockonusi, Nereis, Polychaeta, Spiralia, Lophotrochozoa
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BBEAEHME

IMocTTpaBMaTHdecKkas pereHepalus SIBISEeTCS
Ba)KHEMIIIE MOMEIIbIO peaKTHBALIMK TIPOrpaMM pas-
BUTHS Y B3pOCHBIX ocobeit. [lpmMedarenpbHO, YTO
BOCTIOTHeHUE (DYHKIIMM He BCeraa IMPOMCXOIUT 3a
CYET ITOJTHOLIEHHOTO KOIMMPOBAHUS W3HAYAIBHOM
aHaToMH4ecKoit cTpykTypsl (Kopotkosa, 1997). 3Ha-
YUTETBHYIO TIACTUIHOCTD TIPY pereHepaIiuy IposiB-
JISTIOT W KJIETOYHBIE W MOJIEKYJISIDHbIE MEXaHU3MBI.
CpaBHUTENBbHBIC HaHHBIE 1O pereHepalluy KUBOT-
HBIX U3 Pa3HBIX TAaKCOHOB MAIOT IIPEICTaBICHUE O
CTEMEeHM 3TOM ITACTUMHOCTH U CO3IAI0T (yHIAMEHT
IUIST pa3paOOTKU TIPUKIIATHBIX 3amad pereHepaTUB-
HOU OMOMEIUIINHEI.

IMonuxeTel — ogHU U3 Haubosiee BHICOKOOPraHU-
30BaHHBIX JKMBOTHBIX, CITOCOOHBIX BOCCTaHABINBATH
MpPaKTUYECKH BCe TKaHU M opraHbl. OIHAKO Y pa3HBIX
BUJIOB Ha pa3HbIX 3TariaX OHTOIeHe3a pereHepaThuB-
Hble IOTEHIIMKA MOTYT CUJIbHO BapbupoBath (Kopot-
KoBa, 1997; Bely, 2006). DT 0COGEHHOCTH, a TaKXkKe
KOHCEpBaTU3M IaTTePHOB 3MOPUOHAJILHOTIO pPa3BU-
THS, SICHO ompedeciacHHOe (DUIOreHETUYEeCKOe IT0JI0-
KeHHEe, XOPOIIIo M3ydeHHOE YHUBEPCAITLHOE CTPOCHME
CErMEHTOB 1 OTHOCHUTEJIbHOE YI0OCTBO IJIsI SKCIEepU-
MEHTaJIbHOM pabOTHl AejlaeT IIOJIMXET Ype3BhIYaitHO
NpUBJIEKATETEHBIM OOBEKTOM MCCISIOBAHUIA.

HecMotpst Ha 6Goitee 4eM BEeKOBYIO UCTOPUIO U3Y-
YeHUs pereHepalny IOJINXET, 3TOT (peHOMEH ocTa-
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eTCSI MAJIONMOHSITHBIM M Ha OPTaHM3MEHHOM, W Ha
KJIETOYHOM, ¥ Ha MOJIEKYJIIPHO-TEHETUYECKOM YPOB-
He (Hyman, 1940; Herlant-Meewis, 1964; KoctioueH-
Ko u 1p., 2016; Ozpolat, Bely, 2016). 3auacTyio B onu-
caTeJIbHBIX paboTaxX MPONUILIX OECATUJICTUIl pa3HbIe
O0BEKTHI 1 METOIWKY TIPUBOAMINA aBTOPOB K IPOTU-
BOpPEUYUBBIM BEIBoJaM. [1osiBIeHME COBPEMEHHBIX TEX-
HUYECKUX CPEACTB, TAKMX KaK KOH(OKaJTIbHAsI MUKPO-
ckonust (Miiller, Henning, 2004) u npuXu3HeHHOE
HEWHBa3MBHOE MeUYeHHE C ITOMOIIBIO TpaHCreHes3a
(Backfisch et al., 2014) no3BoJjisieT COBEPIIIEHHO IO~
HOBOMY MOJONTU K ONMUCAHUIO COOBITUI U MEXaHU3-
MOB pEreHepaluu MOJTUXET.

AKTyalbHOM 3ajadeil SIBJISIETCSI BCECTOPOHHSS
pa3paboTKa Mopdeseil pereHepaliuy Ha OpraHu3MeH-
HOM ypoBHe. HepeunHble MOAMUXETHI, CIIOCOOHBIE K
BOCCTAaHOBJICHMIO 3aJHEr0 KOHIIA TeJla, UMEIOT BCe
MOIXOASIINE IJIST 3TOTO aTpUOyTHI. JIsT 3TUX YyepBeit
XOPOIIIO M3y4YeHbl aHATOMUSI, PETNPOAYKIIUS, M-
OpHMOrecHe3 1 HEKOTOpHIe AacIIeKThl pereHepanuun
(Smith, 1957; Mettam, 1967; Storch, 1968; Combaz,
Boilly, 1974; Fischer, 1999; Dorresteijn, 2005). 13-
BECTHO, YTO pereHepalus Hepeua BO3MOXHA JIIIb B
IOBEHIUILHBIN IIEpUOM pa3BUTHS U IIPY COXPAaHEHUH B
paHe OOpyOJIEHHOro KOHIIa OPIOIIHOW HEPBHOM 1ie-
nouku (BHII), 4ro cBsI3aHO C HAJIMYMEM CJIOXHOM
HeiiporyMmopanbHoii peryisiunn (Golding, 1967; Com-
baz, Boilly, 1974; KopoTtkoBa, 1997). Kpome Toro, B
BHII Hepeunn s3KcripecCUpPYIOTCS BaxKHbIE KOMIIOHEHTHI
CHCTEMBI ITO3UIMOHHON MH(pOpMalmu — Hox TeHBI.
IMocne ammyrauuuy 3agHero KOHIA TeJla OHU Kapau-
HaJIbHO MEHSIOT MaTTepHbI CBoeil akTuBHOCTHU (Pfeifer
etal., 2012; Novikova et al., 2013), 94TO TOBOPHUT O IIPOUC-
XOISIIIEM B CTaphbIX TKaHSIX MopdallJlakcHuce — IpaK-
TUYECKM HEONMWCAHHOMY SIBJICHUIO IJIs 3PPaHTHBIX
MOJINXET.

MplImegnasi cucteMa Takske CYIIeCTBEHHO TIepe-
cTpamBaeTcs B mpolecce percHepaumm (Herlant-
Meewis, 1964; Fontés et al., 1983; Weidhase et al.,
2014). Tak, y IutaHapuii MMEHHO MBIIIIIEI 00eCIIeY-
BaIOT CUCTEMY MOJICKYJISIPHBIX KOOPAWHAT, HEOOXO-
numMbix st pereHepanuu (Witchley et al., 2013). Ak-
COJIOTJIY ¢ MyTanueii short toes (s/s) IEeMOHCTPUPYIOT
YETKYIO KOPPEJISIINIO MEXKIY Te(UIITMTOM MBIIIIIL ¥ UX
CTBOJIOBBIX 2JIEMEHTOB M PE3KO OCJIA0JIEHHOM CITO-
COOHOCTBIO BOCCTAaHABIUBATh yTpauyeHHbIE KOHEYHO-
ctu (Sato, Chernoff, 2007). U3BeCTHO, YTO Y MHOTUX
BUOB IMOJIUXET MUOLIMTHI y4aCTBYIOT B CO3IaHUU pe-
reHepallMoHHOM OJiacteMbl (mysia HeaudepeHI-
POBaHHBIX BHYTPEHHUX KJIETOK). TeM He MeHee, IS
HEpEeUI 10 CUX MOP HE BHITIOJHEHO MOAPOOHOTO OMK-
CaHUS pereHepallni ¢ pEeKOHCTPYKIIUE TpeXMepHOM
CTPYKTYPBI HEPBHOM M MBIIIEYHOM cucTeMbl. Hemns-
BECTHBI CTPOTHE BpeMEHHbIE ITapaMeTpbl BOCCTAHOB-
JICHUSI aHATOMMYECKUX CTPYKTYP W ONTHUMAaJIbHbIC
YCIIOBUS IUISI CTaHmapTU3alnu Tipoiiecca. C Iebio
co3fgaHusl ynoOHOIM Molesiu HaMu pa3paboTaHa CU-
cTeMa CTagupoBaHMSI 3amHeil pereHepaumu Alitta
virens (paHee Nereis virens) Ha OCHOBE BBISIBIICHUS
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HEWPOTIWJISI U MBIIIEYHBIX BOJOKOH TKaHECHelr-
¢duyHBIMU (DIYOPECHIEHTHBIMU MapKepaMu.

MATEPUAJIBI U METObI

HepecTtsiuyxcst aMUTOKHBIX ocobeit A. virens oT-
JIaBJIUBAJIU B JIETHUI TIEpUO B OKPECTHOCTSIX Mop-
ckoit ouonorunveckoit cranuuu CII6IY Ha benom
Mope. JIabopaTopHYIO KyIbTYypY 3apOAbIIIeii IToIyda-
JIU C TIOMOIIbIO UCKYCCTBEHHOTO OTJIOAOTBOPEHMUS
(Honmya, 1975). 2KUBOTHBIX BbIpallIMBaJIN B TEUCHUE
2—3 Mec. B HEOOJBIINX aKBapuyMax ¢ HaTypajbHOM
WJIA UCKYCCTBEHHOIT MOpCKOI Bomoii. KOBeHMILHBIX
A. virens Takxke coOMpaii Ha WINCTO-TICCYaHOM JIN-
TOpaju, MPoMbIBasi TpPYHT cUToM 0.5 MM.

V ocobeii mmHOoI 15—25 cerMeHTOB JIe3BUeM OpUT-
Bbl aMITyTHPOBAJIM 3aHIOI0 TpeTh Teja. 2KMBOTHBIX
MpeaBapUTEIbHO AaHECTe3UpOBaIM B pacTBope 7.5%
MgCl,, cMelIaHHOM C UCKYCCTBEHHOM MOPCKOIt BOIOM
(1 : 1). Onepauuio IMMPOBOAWIM MO KOHTPOJIeM OMHO-
KYJISIPHOM JIYIIBI TaK, YTOOBI pa3pe3 IMIPOXOAMI IO MEXK-
CEerMeHTHOI1 6opo3ae. PereHeprnpoBaBIINX KXKMBOTHBIX
conepxxanu npu 18°C B 1utacTMKOBBIX 4aiikax Iletpu
no 5—10 wr. ITo mocTrkKeHn HEOOXOIMMOIO CpOKa
ocobeit aHecTe3upoBaIn U (hruKcupoBanu B 4% dopma-
JuHe Ha 1.75X% ¢docdarHoMm Oydepe B TedeHHME HOYU
ipu 4°C. ITocyie oTMBIBKM B (hochaTHOM Oyepe maTe-
puan nepeBomi B 70% staHom 1 Xpanum ipu —20°C
WIM Cpa3y UCIOIb30BaIM IJIs1 OKpacKu (QaJJTIOUIUHOM.

MMMyHOIIMTOXMMHUYECKOE BBISIBJIEHHE TYyOYyJIMHAa
n okpacky JIHK ¢ momompio DAPI ipoBonninm, Kak
omnucaHo paHee (Kozin et al., 2016). [TepBudHbIe MBI~
IIMHBIE aHTUTENIA K alleTUIMPOBAHHOMY (I-TYOYJIUHY
(Sigma T6793) pasponunu 1 : 200, BTopuuHBIe TIPO-
TUBOMBILLIMHBIE, KOHBbIorupoBaHHbIe ¢ Cy5 (Jackson
ImmunoResearch 715-175-150) — 1 : 400. 1 meue-
Hus F-akTrHa Mcnonb30Baii KOHBIOTUPOBAHHLIN €
AF488 damnouaun (Molecular Probes) B KOHIIEH-
Tpauuu 5 eqyHuUL Ha MJI. OKpacKy ITPOBOIUIN B Te-
yeHUe 2 9 IpU KOMHATHOI TeMItepaType, Mocje 4eTro
OTMBIBAJIU KaK OT BTOPUYHBIX aHTUTEN U 3aKTI0YaIn
B 90% rimuepuH.

OOBEKThl MOHTUPOBAIM MEXIY JIBYX MOKPOBHBIX
CTEKOJI 1 aHAIM3UPOBaIM Ha KOH(POKATEHOM MUKPO-
ckorre Leica TCS SP5. [l Kaxkmoit cTagil 1 OKPacKy
OBLJTO MpOaHAJIM3MPOBAHO He MeHee 15 oobekToB. T1o-
JIydEeHHbIE N300pakKeHUsI 00padaThIBaIUCh B IIPOrpam-
max Adobe Photoshop, Adobe Illustrator u ImageJ.

PE3YJIbTATbI
Cmpoenue 3a0Hezo konya meaa A. virens

Ha npotsckeHuM 10BEeHUJIBHOTO IIepHuoaa XXU3HU
A. virens 3aTHUI KOHEII TeJ1a YePBSI IIPEACTABIISIET CO-
00if IeHTp 0O0pa3oBaHMs HOBBIX ceTMeHTOB. Pazmep
CErMEHTOB U CTEIIEHb Pa3BUTOCTU X NPUAATKOB I'pa-
JIyaJlbHO YMEHBIIAETCS B 3aHEM HAIIpaBJICHUU, TaK
YTO caMble TEPMUHAJIBHBIE 3a9aTKU CETMEHTOB ILIO-
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pmc

KO3UH u np.

Puc. 1. AHaToMus 1OBeHWIbHBIX 20-TH CETMEHTHBIX A. Virens. B 3ToM M clienyrolnX puCcyHKax MepeaHuii MOoJIIoC clieBa, eciin
He 0003HaYeHO MHoe. (a—a) — 3aHUI1 KOHell Tesaa; (€) — CEerMEHThI CepeINHbI Tea. (a) — CBeTOBasi MUKpocKonus; (6—e) —
MaKcUMaslbHasl Mpoek1us KoHdoKanbHoro Z-cTeka: (0) — okpacka saep DAPI; (B, 1) — okpacka mMbllil halIOUINHOM;
(1, €) — oKpacka HeIpOIWIIsi aHTUTEJIAMU K alleTHJIMPOBAaHHOMY OI-TyOYJIMHY. (a—B, 11, €) — BUJI C BEHTPAJILHOM CTOPOHBI; (T) —
BUI ¢ nopcanbHoii ctopoHsl. I, 11, 111, IV — cermenTHbie HepBel BHII; an — aHajbHOE OTBEpPCTHE; CM — KOJIbLIEBBIC MBIIIILIBI;
dlm — nopcayibHBIE TPOIOIBHBIE MBIIIIIBI; dV — JOPCATbHBIN KPOBEHOCHBIN COCYI; gZ — 30HA POCTAa; OM — KOCHIE MBIIIIIIBI;
pC — NUTMIUAJIBHBIC LMPPBI; Pg — MUTUAWI; pmMC — KOJIbLEBbIE MBILILBI TUTKAMS; pMV — BEHTpaJbHAasl MbILIEUHAasl CEThb M1~
TUAMST; ppm — TMapanoauaibHble MBIIILbI; S — CETMEHTBI C TApanoausIMU; Sp — 3a4aTKM CETMEHTOB; mlm — BeHTpaJibHast Me-
nuanbHas npoponbHas mbima; VNC — BHLL; 3Be3nouka — aBTOdITyopeclieHIINST 9K30KPUHHBIX Xeje3; CIUIOIIHAS BepTH-
KaJibHasl JIMHUS — TPaHULIa MEXIY CETMEHTaMU, BIIOJIb KOTOPOi MPOBOAMIACH aMITyTallUsT; TyHKTUPHAsI BEPTUKATbHAS TMHUST —

rpanuia mexnay ranrmsiMu BHIL. Macmta6 50 Mkwm.

XO pa3MYMMBl M HE 00pas3yloT BHEITHUX OOpo3.
(puc. 1). IIIOTHOCTB KJIETOK 37eCh HanboJsiee BbICOKa
(puc. 16). MenuanbHo 3aknanbiBatotcs ranraiu bHII,
JaTepajbHee — 3a9aTKy naparoanii. KietouHsrii Mmarte-
puan st GOpMUPOBAHUS CETMEHTOB MPOAYLIUPYETCS
30HOI POCTa, PACMOJIOKEHHOI cyOoTepMUHaIbLHO. B
9TOM YYacTKe IUIOTHOCTb KJIETOK 3aMETHO MEHBIIIE,
yeM crepenu oT Hero (puc. 16). TepmuHaabHO K 30HE
pocTa TPUMBIKAET NWUTHMAWNA, pa3NesieHHbIA C BEH-
TpaJIbHO CTOPOHBI ITPOIOILHO O0PO3IKOIi Ha IBE JIO-
nactTu. B muruauy mjioTHOCTh KJIETOK ellle MEHbIIIE,
YeM B 30HE POCTa, YTO CBSI3aHO C HAJIMYMEM B HEM
KPYITHBIX 9K30KPUHHBIX Xejie3. TepMUHaNIbHO MUTU-
MU HECEeT HUTEBUIHbBIE MPUIATKU — MUTUIUATIbHBIE
muppbl. C 1OpcaJIbHOM CTOPOHBI MUTUANI OTKPHIBACT-
csl aHAIbHBIM OTBepcTHEM. OHO OKPYXXEHO MOIIHBIM
CJI0OEM KOJIBLIEBBIX MBIIILL (pUC. 1T), KOTOPBIi MO JaH-
HbM CtapyHoBa u JIaBpoBoii (2013) cocTaBiIsIeT CTEHKY
MOJIOCTY MTUTHAMS, BBITIOJIHSS POJib C(PUHKTEPA.

CrpoeHure HEPBHOI CUCTEMBI, BBISIBJIEHHOE C IO~
MOIIbIO aHTUTEJI K allETUJIMPOBAHHOMY (-TyOYJIMHY,
COOTBETCTBYET KJIACCUIECKIM OITMCAHMSIM IIJIsI HEPEH/I -
HbIx roiuxeT (Hamaker, 1898; Smith, 1957). BHII pac-
MOJIOXKEHA CyOSNUTEIMAIbBHO U COCTOUT U3 TaHIJIVEB,
CBSI3aHHBIX IIPOAOJBHBIMM KOHHeKTHBaMu (puc. 1m).
LleHTpasbHYIO YaCcTh FAaHIJIUS 3aHUMAET HeMpONuib, a
TeJla HEMPOHOB PACIIONIOXKEHBI TI0 mepudepun — Ha
BEHTpaJILHOM U naTepaibHbIX cTopoHax bHII. Ot raH-
[JIMEB JIaTepaJIbHO OTXOAUT IO YeThIpe Mapbl HEPBOB,
0003HaYaeMbIX pUMCKUMU Imdpamu. I1o HOMeHKITa-
Type Cmuta (Smith, 1957) Hymepaiiusg HauMHaeTcs: OT
rpaHUIIbI CETMEHTa, HO ITOCKOJIBKY HeOOJIbIasl 4acTh
Kaxpgoro raHrivdsg BbHIIL jmexut B mpeninecTByOLIEM
cermeHTe, I'V mapa HepBoOB (ITOC/IEIHSISI B CETMEHTE) SIB-
JIsIeTcsl caMoii mepeaHeld, cuuTasi OT Havyajla FaHTJIUS
(puc. le). Haubosee MOIIHBIMU SIBJISIIOTCSI MIaparo-
nuanbHble HepBbl (11 mapa). DTH HepBbI BBISIBIISIIOTCS
B 3aUyaTKaxX CETMEHTOB ellle 10 Hauajia 0Opa3oBaHUs B
Hux napanoauii (puc. 1a). TepmunansHo BHII pa3z-
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JIensieTcsl Ha I1apy IPOHOJIbHBIX HEPBHBIX CTBOJIOB
(narepajbHBIX HEPBOB), MAYIIUX B NUTMANAJIbLHBIC
nuppsel. Ctporo B 3agHeM HamnpasiieHuu oT BHII or-
XOIUT MEAUAIBbHBIA HEIapHbIA HEPB, KOTOPBIU 1O-
XOJIUT 10 YPOBHS 30HBI pocTa. BOM3u nepeaHeii rpa-
HULIBI TTMTUOWS TIPONOJIbHBIE HEPBHBIE CTBOJBI CO-
eIMHEHBI Ha OpIOIIHOM CTOPOHE NUTMANAIHLHOM
KOMMCCYpPOM, a JaTepajbHO U HAa CIMHHOM CTOPOHE
HX CBSI3BIBACT LIMPKYMITUTUINATIBHOE HEPBHOE KOJIb-
o (He mokaszaHo), omnucaHHoe paHee (CTapyHOB,
JlaBpoBa, 2013). C 3TUM KOJBIIOM U CETMEHTHBIMU
HepBaMM CBSI3aHa CyOlNMTEIMAalIbHAsL CETh HEMpHU-
TOB, OTHOCSIIAsICS K IepudepuIecKoii HEpBHOM CH-
creme (ITHC).

OCHOBHBIE 3JIEMEHTBI MBIIIIL CTEHKH TeJIa, BHISIB-
JIeHHbIe (haUIOMAMHOM, BKJIIOYAIOT JBE IMaphbl IpO-
JOJIBHBIX JIEHT (BEHTpaJIbHbIE U IOpCAJbHBIE), BEH-
TPaAJIbHYIO MEIHWAIbHYIO IIPOIOJBHYIO MEIIIILY, OTXO-
JSIIIKE OT Hee B CTOPOHBI KOCHIE MBI, KOJIbIIEBbIC
MBIl W MBIIIIBI MapariogualbHOIO KOMILIEKCA
(puc. 1B, 1r). CaMble Hapy>KHbIE — KOJIbLIEBbIE MBbIIII-
LI — XOPOIIIO BUIHBI B JOPCAIbHOM MPOSKIINH, JIaTe-
paJIbHO OHM OrM0AaIOT HapanoAry U UAYT IO TPaHUIIaM
CETMEHTOB, a Ha BEHTPAJIbHOM CTOPOHE 3TU MBbIIIIIIBI
JIOXOISIT MO MEIUAJIbHOI TpaHMIILI HPOMOJIBHBIX
mbIi 1 npepbiBatoTcss bBHII. TTox cnoemM KosblieBoii
MYCKyJaTyphbl 3ajeraloT IIPOJIOJIbHbIE MBbIIIEUYHbIE
JIEHTbI, OKAHUMBAIOILIMECS €331 HA YPOBHE 30HBI PO-
cta. Ha BeHTpaJIbHOII CTOpOHE OHU JieXXaT Mo 6oKaM
ot BHII n mocreneHHo cyxaiorcs k3anu (puc. 1B).
JopcaabHO IPOAOIbLHBIE MBIIIIEI TOPa3/I0 HINPE 1 OT-
JIeJIEHBI IPYT OT IpyTra 10pCaIbHBIM COCYIOM (puc. 1T).
ITyuyky KOCBHIX MBIIII MapKUPYIOT TPAHUIILI CErMeH-
ToB. K3anu ot mociaegHero cerMeHTa ¢ 3a4aTKaMu Ma-
paronuii MOXXHO HacyuTaTh elne 3—4 mMeramepa, OT-
rpaHUYCHHBIX KOCBIMU MBIIIIIAMHU (puc. 1B).

MBllIeYHBIE 3J1€MEeHThI ITUTUANS TIOMUMO YIIOMSI-
HYTBIX KOJBLIEBBIX MBIIII[ aHAJIbLHOIO C(MUHKTEpa,
BKJIIOYAIOT pa3HOHAIIPaBJI€HHbIC MyYKW B IEpeaHENR
BEHTpaIbHOI yacTu nuruaus (puc. 1B). [TocnenHue
COYJIEHEHBI C BEHTpPaJbHOM MeAUATbHOU IPOIOIb-
HOI1 MBIIIIIEN, HO HE KOHTAKTUPYIOT C MPOAOIbHBIMU
MBIIIIEYHBIMU JIeHTaMU. [lo-BuauMomy, BeHTpasib-
Hasl MBbIIIEYHas CETh B OCHOBAHWM MUTUAWATbHBIX
LHUpp NpeaHa3HauyeHa i1 MaHUIyassuuii umu. Ksa-
IV OT YKa3aHHOI CETU B NOPCAJIbHOM HaIlpaBJICHUU
OTXOJIUT OBOMHOM CJIOM KOJbLEBBIX MBIIIL, OXBAaThI-
BaIOIIMX 3aHIOI KUIIKY (puc. 1T). DTOT aHaIbHBIA
cuHKTEpP MMeeT PopMy Topouia, 6ojiee MHTEHCHUB-
Hasl oKpacka (paJUIOMIMHOM HaOJIIogaeTcsl B HapyK-
HOM ero JucTke. [IIOTHOCTh KOJIbLIEBBIX MBIIIILL TH-
TUa1sI HECOM3MEPUMO BbIIIIE, YEM B CETMEHTAaX Tea.
Cnepenu K aHaJlbHOMY C(OUHKTEPY BIJIOTHYIO TIOJI-
XOOST JOPCATBbHBIE MBIIIIEYHBIE JICHTHI.
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Cmaoduposanue u mopghonoecuueckue ocobeHHoCmu
3a0Hell peceHepayuu

IMpoananmu3npoBaB cOOLITHS 3aIHEN perecHepalnun
Y MOJIOOBIX IOBEHWJIBHBIX A. Virens, Mbl BbIICIUIU
IISITh cTaauii. B cpemHeM BoccTaHOBJIEHUE HOPMaJib-
HOTO CTPOEHMSI 3aJHETO KOHIIA TeJIa TPOUCXOIUT Ye-
pe3 10 gHeit mocne ammytauuu (amna). IlpumepHo ¢
CcepeaUrHbI 3TOro Iepuroaa (¢ mIToro amna) Habdoaa-
eTCsI CYIIeCTBEHHAsI BapuabelIbHOCTb 3pEJIOCTU pere-
HepaTa, YTO BepOSITHO 3aBUCUT OT (DU3MOJIOTUYECKO-
IO COCTOSTHUSI UHIUBUIYYMOB.

Cranust 1 (0—1 ama) — 3axkuBiaeHue panbl. Cpasy
IocJjie aMIyTalliy IIPOUCXOIUT COKpaIlleHUE KOJIb-
LIEBOI MYCKYJIaTyphl IOCJEIHETO COXPaHUBIIETOCs
cermeHTa. OOPYOIEHHbBIN KOHEel KUILIKW BbIBOpaYr-
BaeTCs HApYKy, HEMHOI'O BBHITISTYMBASICh U3 paHbI HA
JIopCcaJIbHOM 1 JaTepajibHBIX CTOpOHaX. TaK mpoucxo-
IUT TIEPBUYHOE 3aKpbITUE paHbl. OTBEpCTUE KMUIIKU
pacrioyiaraeTcst 0JIKe K CIMHHOM MOBEPXHOCTH, T.K.
Ha OPIOIITHOI CTOPOHE KOJIbLIEBBIE MBIIIIIIBI IIPEPhIBa-
1o1cst BHII, u cxkaTtust CTeHKU Teja 3IeCh HE ITPOUCXO-
nuT. K KoHIly mepBoro Ara MOXHO HabJonaTh, 4To
BIUAEPMUC KOJIbLIEOOPAa3HO CPaACTAeTCsI C KUIIEUHOM
BBICTWJIKOI, TaK YTO 00pa3yeTcsl CIUIOLIHON paHeBOM
srmTenuii (puc. 2a, 20). Ha mopcaibHOIi CTOpOHE U I10
KOHTYpPY pPaHbl OTMEUEHa IPOJ0JIbHasl CKJIaa4aTOCTh
KYTUKYJIbl U TIOKPOBOB TIOCJEAHEr0 cerMeHTa, Io-
CKOJIbKY KOJbLIEBasi MYCKyJaTypa 3IeCh OCTaeTCs B
COKPAILIEHHOM COCTOSTHUU.

Cragusa 2 (1—-2 nma) — dopMupoBaHue 0JaCTEMEIL.
Bo BpeMsi BTOpBIX CYTOK pereHepaluu HavyWlHaeTCsl
SIMMOP(PHOE HOBOOOpa30BaHUE CTPYKTYP pereHepa-
Ta — IIOKPOBHOTO AIIUTEINS U JIeXKAIIei oI HUM OJ1a-
crembl. Ko BropoMy /ma Ha MecTe paHbl (DOpMUPYETCS
HeOoJIbInas pereHepalMoHHasl Imodka (puc. 2B, 2T).
IMToxkpeIBaromuii ee OMHOCIOMHEBIN KTONECPMAaTbHBIN
SIUTEINI TOJHOCTBIO 3aMelllaeT BBHIMSTUCHHYIO B
MIPOLIIOM CTeHKY KMIIKU. ITOKpoBHBIN 3muTEeINiA
CYIIECTBEHHO YTOJIIIAETCS U CUHTE3UPYET KyTUKYILY.
HebGonbiioe BHYTpeHHEe MPOCTPAHCTBO pereHepa-
UOHHOM MOYKM 3alOJHEHO IUIOTHO JeXKaIluMU
KJIeTKamMu OacteMnl (puc. 2r). biacremHbie Macchl B
OCHOBHOM (bOPMUPYIOTCSI BEHTpaJIbHEe U 110 60KaM OT
kmiky. Kak moka3zaHo HaMu paHee, B 3TO BpeMsI B pe-
reHEepallMOHHOM IT0YKe aKTUBHO IPOMUCXOIUT KJIETOY-
Has mipompepanmsi (Kozin, Kostyuchenko, 2015).
Hau6oee nHTEeHCMBHO JEJISITCSI KJIIETKM ITOKPOBHOTO
SIIUTEINS 3aHEI YaCTU pereHepara.

Cramusa 3 (2—3 ama) — marrepHUpPOBaHME U POCT
OnacteMbl. TpeTbu CyTKM pereHepalvy 3HaMEHYIOTCS
pa3BUTHEM TeTEPOTeHHOCTH BIOJb IepeaHe3aHe OCcH
Ha (hoHE MPOITOITKAIOIIETOCS POCTA PeTeHePAITMOHHOM
nmouku. K TpeM ama pereHepar HEMHOTO YIUIMHSIETCS
(puc. 2n1—23). ILIOTHOCTB KJIETOK B 3aqHEIT TpETH pere-
HepaTa HECKOJIBKO MeHbIIIe (puc. 2¢). 3nech hopMupy-
eTCs 11IeJIeBUIHAs ToJIoCTh uruaus. ITo 6okam ot aHy-
ca GiKe K OpIOIITHOM TTOBEPXHOCTH TTOSIBIISTIOTCS KO-
POTKME OTPOCTKM — 3aYaTKW MUTHIAATBHBIX ITUPp. Y
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Puc. 2. Mopdonorndyeckoe CTpoeHUE pereHepaToB Ha pa3IMIHbIX cTanusX. (a, 6) — cranus 1, 1 ana; (B, T) — cTaaud 2, 2 Ara;
(n—3) — craaus 3, 3 ana; (u—c) — crangus 4: (M—o) — 4 ana; (n—c) — 5 ana; (r—u) — cragus 5: (1,y) — 6 ana; (o) — 8 nma; (x, 1) —
10 ama. (a, B, O, X, U, I, T, X) — CBeTOBas MUKpockonwus; (0, T, e, 3, K—o, p, ¢, y, d, 1) — okpacka simep DAPI: (0, e, k, 1, p, c,
y, &, 1) — MakcUMaJbHast MPOEeKIINsS KOH(MOKaIbHOTO Z-cTeKa; (T, 3, M) — OTHeIbHbII KOH(hOKAJIbHBII CHUMOK; (H, 0) — Op-
TOrOHaJIbHAasl MPOEKLUS KOH(POKaAILHOTo Z-cTeKa (J1) Ha YPOBHSIX, OTMEUYEHHBIX CTpeJIKaMu Ha (M): (H) — BUPTYaJIbHBII ITOIe-
peYHBIii cpe3, TopcalibHasi CTOpOHA clieBa; (0) — BUPTYalIbHBIN MPOIOJIbHBIN Cpe3, JopcabHasi CTOpOHa CBepxy. (a—e, U, K, D,
T—I1) — BUJI C BEHTPAJIbHOI CTOPOHBI; (K, 3, JI, M, T, C) — BUJI C IOPCAJIbHOI CTOPOHBI. an — aHaJIbHOE OTBepcTUE; b —Os1acteMa;
C — XeThl; Cp — LeJIOMUYeCKM i MellokK; dpa — ana; dv — qopcaibHblii KPOBEHOCHBIM COCYI; 86 — MECTO CpacTaHUsl KUILIEYHOTO
U MOKPOBHOTO BMUTENNS; gl — MPOCBET KUILIKK; Z — 30HA POCTa; PC — MUTUANATbHBIE LIMPPbI; Pg — MUTUANIA; S — CETMEHTHI,
orpaHn4yeHHble BHelIHUMU 6opo3namu; VNC — BHLI; 3Be3n0uka — 9K30KpUHHbIE XKeJe3bl; MyHKTUPHAasi BEpTUKaJIbHAsI JI-
HUsI — yPOBEHb aMITyTallM K ; HAICTPOUHbBIE LIM(PPBI — HOMEpa pereHeprpPOBaBILMX CETMEHTOB, KOTOPBIM ITPUHAJIeXaT 0003Ha-
YeHHbIe OyKBaMM CTPYKTYpBl. MacmTad 50 MKM.
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HanboJjiee TPOIBUHYTHIX pPereHepaToB OTMEYEH IOp-
caJIbHBIN COCY/I 1 MepBasi nmapa LeJOMUYECKUX MEIIIKOB
C HEOOJIBILION TOJOCThIO (PUC. 2K, 23).

Cranug 4 (3—5 nma) — nuddepeHLIaLMs IEPBO-
ro pereHeprMpoOBaBIIEIO CEeIrMEHTa. 3a YETBEPThIE U
MSIThIe CYTKM pereHepaluu IIPOUCXOauT Mopdosio-
rudyeckoe o60ocobJieHrEe TTIepBOTO0 HOBOOOPa30BaHHO-
ro mMeraMepa u muddepeHumranmns ero HEPpBHBIX U
MBIIIEYHBIX JIEMEHTOB.

K yerBepromy nma pa3mepbl pereHepalMOHHOM
MOYKM MOTYT BapbMpOBaTh, HO OHA BCEraa 3aMETHO
OoJibllle U B JUIMHY, U B IIIUPUHY, YeM CyTKaMu paHee
(puc. 2u—2m). TepmuHaIbHO 0GOPMISETCS MUTUINM,
KOTOPBIA XOPOIIO OTJIMYMM ITOHMXKEHHOU IUIOTHO-
CTBIO KJIETOK M OTHEJEH OT OCTaJbHOTO pereHepara
noyioroii 6oposnoii (puc. 2k, 21). IlurunmaabHbIC
LIMPPBI 3HAYUTEbHO YIUHsII0TCS. KiteTku 61acTeMbl
KIepeau oT NMUruausl auddepeHMpyroTcs B Me30-
JNepMaJIbHOM HarpaBieHuu. [logBisIlOTCS TiepBbie
CErMEHTHbIE MBIIILIBI (CM. HIDKe). 1o 6oKaM OT KuIlI-
KU B MEPEIHEN YacTy pereHepaTa MOXXHO OOHAPYXUTh
1—2 mapsl HeJIOMUYECKIX MEIIKOB (puc. 2u). I1lo me-
JUaJIbHOM TUHUU pereHepaTta Xopolo IpocMaTpuBa-
€TCS1 NOpPCAJIbHbIA KPOBEHOCHBIM COCYJ, KOTOPBIA
T-o0pa3Ho pacuiupsieTcsl Ha 3aJJHEM KOHIIE U, IO-
BUIMMOMY, BIIaJaeT B TEPMUHAIbHBIN CUHYC Ha rpa-
Hulle nuruaus (puc. 2M—20).

Ha nmaTelil ina pereHepaliMoHHAasl ITOYKa IIpruoodpe-
TaeT KOHUYECKYIO (DOpMY, IJIABHO CYXKAsICh K 3aIHEMY
KoHI1y (puc. 2rn—2c¢). Ha cnuHHO# NOBEpXHOCTH ITMTH-
JIAST TIOSIBIISIETCSI IIPOMIOJIbHAS CKIIaq4aTocThb. I1ponon-
2KaeTcs yIIMHEHNE Y YTOHUYeHNE ITUTUANAIbHBIX ITAPP.
B ux ocHOBaHMM MeIUaIbHO U JlJaTepabHO 3aKJIaabIBa-
FOTCSI 9K30KPHUHHBIE KesIe3bl. MexXny KUIITKOM Y BHYT-
PEeHHEI CTEHKOI MOJIOCTU MUTUINS IIPOXOIUT TePMU-
HaJIbHBIII KPOBEHOCHBIII CUHYC, COCOUHSIOLIUICS C
JopcaJibHBIM cocynoM. Ha BeHTpaibHOI1 1 JIaTepaib-
HOM CTOpOHax pereHepaTra obpa3yeTcsl MHoliepedyHasi
Oopo3ma, OTHOeNsIoNniasi TepPBBIA HOBBIA CETMEHT
(puc. 2p, 2c). C3anm oT Hee HamedaeTcsl BTOPOil HO-
BBIIA CETMEHT, 3HAYMTEJIBHO y2Ke epBoro. B cermeHT-
HOI YacTu pereHepara mpocMaTpuBaeTcsl 2—3 Taphl
LICJIOMOB C OTIEIbHBIMU KJICTKAMU BHYTPU.

Cranug 5 (5—10 nma) — dopmupoBanue u nudode-
peHIHaLMs nocienylomux 5—6 cermeHToB. C Ime-
CTBIX ITO TECSTHIE CYTKM PereHepalny 3a cueT paboThl
30HbBI POCTa MPOAOJIKAETCS YIJIMHEHUE U MOCIeI0Ba-
TeJbHAasl CETMEHTALINS pereHepalliOHHOM MOYKH, CO-
3MaeTcs MepeaHe3anHU TPaTueHT 3peJIOCTH MeTaMe-
POB, XapaKTepHBIi 1JIs HOPMAJIBLHOTO MOCTIapBaIbHO-
ro pa3BuTHs. Ha IrecToit ama Krepeau oT IMUTUAANS 10
TTOHVMDKEHHO# TITIOTHOCTH KJIETOK CTAHOBUTCSI XOPOIIIO
pasnnyrmMa 30Ha pocta (puc. 2y). IToBepxHOCTHBIE 60-
pO3IBI OIMOSICHIBAIOT CHAYajla IBa HOBBIX cerMeHTa. B
TIePBOM M3 HUX JIaTepaIbHO B CTCHKE Tesia (BHYTPH Xe-
TOHOCHBIX MEIIKOB) TOSIBSIIOTCSI KOPOTKUE ALIUKYJIbI
(puc. 21). ITo 6oKkaM 1 ¢ HOpCaTbHOM CTOPOHBI K KUIIIKE
MMPYUMBIKAIOT TPU Taphl IEJTOMUIECKUX MEIIKOB. Mx
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00BbEM BO3pACTaeT, a BHYTPU CKAIUIMBAIOTCS CBOOOMI-
HbIe MAJIOYKOBUIHBIC KJIeTKU. K BochMOMYy Aria oopa-
3yeTCsI O YEeThIPEX CETMEHTOB C BHELITHUMU 60pO31aMU
(puc. 2¢). B mepBoM cermeHTe pereHepara Ha9YMHaeT-
cs1 (hopMUpoBaHMe MapaItoanii, ITy4KU XeT He BHIXOAST
3a uX npenebl. UHOrma XeThl TAKKE IIPOCMAaTPUBAIOT-
Csl BO BTOPOM HOBOM CETMEHTe. Y IeCATUIHEBHBIX pe-
reHepaToOB MOXHO HACUUTATh A0 MSITH 000COOJIEHHBIX
0opo31aMK CerMEHTOB, B IepeIHUX 3—4 3aKiagbiBa-
FOTCsI TTApaIIOaNH U XeTHI (pUc. 2X, 211). XeThbl IIEPBOIO
CerMeHTa BBIPACTalOT 3a MpeAeibl CTEHKH TeJla. DK30-
KPUHHBIE KeJle3bl pa3pacTaloTcs IO BCEMl BEHTPAllb-
HOIl MOBEPXHOCTU TUTUAMS, YTO MNPUAACT €My HH-
TaKTHBIIA BUI. B cpenHeM K KOHIYy IeCATUIHEBHOIO
IepruoIa pereHepar ITOJIHOCTBbIO BOCCTAHABJIMBACT
BCE OCOOEHHOCTH CTPOEHMS 3aJHETO KOHIIA Tejla, Tak
YTO OTJIMYUTH €r0 OT CTApPhIX CErMEHTOB MOXKHO
JIMIIB 110 3aMETHOM pa3HUIIE B pa3Mepax.

,ZZL!HLZML{K(Z 60CCMAHOBACHUA HepBHOﬁ cucmemaol

Ha cranuu 1 paHeBoii anutenuii (hoopmMupyercst He-
IOCPEICTBEHHO Ha 00pybseHHoi noBepxHoctu bHII.
K nepBomy Ama TepMUHaIbHBINM Y4acTOK IMOCEIHETO
TaHIJIMS, TIepEPEe3aHHOTrOo B MepeaHEe ero 4yacTh, Hauu-
HaeT repecTpauBaTbcsi. PaBHOMEpHOE pacnpenesieHe
WMMYHOPEAKTUBHBIX K TYOYJIMHY HEPBHBIX BOJIOKOH
CMeHsIeTcs 0oJiee AMCIEPCHOI 1 MHTEHCUBHOI OKpac-
Kol (puc 3a), 4YTO TOBOPUT O JIOKAJTbHOM PEMOJIEIHTE
BHII. Muorma, B CBSI3M ¢ HETOYHBIM IPOBEICHUEM
onepauuu, B BHII coxpansiercst 1 mapa cerMeHTHBIX
HepBoB (puc. 3a, 3B), KOTOpas IIO3MHEee AerpaaupyeT.
Ve Ha ctanum 1 HaMK OTMEYEHO, UTO paHEeBOIi MUTEe-
JINii HACKBO3b MPOHU3BIBAIOT HEUPUTHI, OTXOISIINE U
ot 0opyosreHHOoro koHna bHII v oT cyGanurenanbHoM
cetu ITHC mocienHero craporo cerMeHTa, BKJIIodast
otpocTku oT IV nmapsl HepBoB (puc. 3a, 30).

Ha ctanuu 2 napasieasHo ¢ popMupoBaHUeM OJ1a-
CTEeMbI HEpBHBIC BOJIOKHA U3 CTAPhIX TKAHE BpacTaloT
B pereHepaT. Ko Bropomy mmma or BHII B 3agHeM Ha-
MPaBJICHUU OTXOMAST OTIE/IbHbIE HEPBBI: MOII[HAS T1apa
JIaTepaJIbHbIX, OMVH MEIVAIbHBIN 1 ITapa TOHKUX ITapa-
MenuaiabHbIX (puc. 3B, 31, 3e). JlocTUrHyB Oa3ajIbHOM
MOBEPXHOCTU TMOKPOBHOIO 3MUTENIUSI, BCE 3T HEPBbI
BETBSTCS, HAIIPABJISISI HEMPUTHI CKBO3b HETO K ITOBEPX-
HOCTH Tesa. B MecTax BbIxoda OTPOCTKOB JIaTepaIbHbIX
HEPBOB 3aKJIaIbIBAIOTCSI HEOOJIbIIINE OYTOPKU — MECTO
pa3BUTHS IUTUINAILHBIX HUpp (puc. 3e). Ha mopcanb-
HOI CTOPOHE BOOJIb 3aHEN IPaHULIbI TOCJIEIHETO CEeT-
MEHTa BBISIBJISIETCSI CYORINUTETUAIbHBIN TOMEepeYHbIiA
MMy40K HeiiputoB (puc. 3m). C3amy OT HETO OTXOHST
MHOTOUYMCJICHHBIE MPOIOJIbHBIE OTPOCTKH, MHHEPBU-
pylollMe pereHepar.

Ha ctaguu 3 nponoszkaeTcs pocT 1 nuddepeHImn-
alys HOBBHIX IIPOBOMSINMX HEPBHBIX ITyTeii. Ha 1re-
peoHeM KOHIIE pereHepara MeXIy JaTepaJlbHbIMU
HepBamu BHII pa3BuBaeTcst mI0THASI CETh TPOAOb-
HBIX M IIOIEePEYHBIX (KOMMCCYpPaIbHBIX) HEUPUTOB
(puc. 3x, 3u). Camu naTepaabHble HEPBBI CTAHOBSIT-
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Puc. 3. PereHepaiiust HepBHOI cucTteMhl. (a, 6) — ctagus 1, 1 amma; (B—e) — cragus 2, 2 nna; (K—u) — cragus 3, 3 ana; (Kk—y) —
cragus 4: (k—o) — 4 nna; (n—y) — 5 ana; (b—1u) — cragus 5: (¢, x) — 6 ana; (1) — 8 ana. (a—K, H—I1, T—I1) — OKpacKa HeNpOITUIst
AHTUTEJIAMU K alleTWJIMPOBAaHHOMY O-TYOYJIMHY, MaKCUMaJbHas TPOeKIInsI KOHGOKaIbHOTO Z-cTeka; (J1, M, p, C) — OKpacka
saep DAPI: (11, p) — oTnenbHBI KOH(MOKAIBHBIN CHUMOK; (M, C) — BUPTYaJIbHBII MOIepEeYHbI cpe3 KOH(MOKATBbHOTO Z-CTeKa
Ha ypOBHE IepBoii mapbl mapanonuanbHbex Hepsos (I11), ypoBeHb oTMeueH cTpenkoil Ha (J1, p), BEHTpasibHast CTOPOHA CIICBA.
(a, B, T, €, X, U—1, H, T, P, T, ®, I1) — BUI C BEHTPAIBHOI1 CTOPOHHI; (0, 1, 3, 0, Y, X) — BUI C AopcayibHOI cTtopoHsl. I, 11, IV —
cermMeHTHBIe HepBbl BHLI; an — aHanbHOE OTBepCcTHE; CNr — LIMPKYMITUTUANAbHOE HEPBHOE KOJIbLO; dpa — ana; gl — mpocseT
KMIIKM; In — naTepanbhbiii HepB BHLL; Ine — okoH4YaHwMs1 1aTepaibHOro HepBa; Inp — rponosnbHbie Heliputsl [IHC perenepara;
mn — MeauaabHbINi HertapHbiii HepB BHLI; ne — HepBHBIe oKOHUaHUsI; nf — MeTaHePUINii; pCO — MUTMIUAIbHASI KOMUCCYPA;
tn — nonepeuHblit myyok HeiiputoB; VNC — BHLI; 3Be3nouka — aBroduryopecueHIsi 9K30KPUHHBIX XKeJle3; MyHKTUPHas Bep-
TUKAJIbHAS IMHUSI — YPOBEHb aMITyTallMy; HAJACTPOUYHbIE LIMPPBI — HOMEPA PereHepupOBaBIIMX CETMEHTOB, KOTOPBIM TpH-
HaIexaT 0003HaYeHHbIe OYKBaMU CTPYKTYPBI; TOACTpodHas o B 1, 11, IV, 0603HauaeT nmpruHanIeKHOCTb HEPBOB K CTapbIM
TKaHSM KyJIbTh. Macirab 50 MKM.
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cs1 00JIee MOITHBIMM, HAITOMWHASI IIPOIOJIbHBIE HEPB-
HbIE€ CTBOJIBI Ha 3agHeM KoHlle MHTakTHou BHII. JIa-
TepaJibHbIC HEPBBI BXOAST B 3a4aTKU ITUTUIUATBHBIX
Upp, rae oomIbHO BeTBATCA (puc. 3k, 3m). CyoTep-
MUHAJIbHO IIOJ JIUTEJIMEM Oyayllero MUIuAusi OT
JIaTepaJIbHBIX HEPBOB OTXOIST ITOIIEPEYHBIE OTPOCT-
ku (puc. 3:xx). HelipuThl, HanpaBjieHHbIE JIATEPaIbHO,
3aMBIKAIOTCSI Ha OOpCajibHON CTOpPOHE, (hopMUpPYs
LIUPKYMIOUTUANATIBHOE HEPBHOE KOJIbIIO (puc. 33). C
9THUM KOJIBIIOM CBsI3aHa obimpHas cetb ITHC, oTxo-
JdIiasi oT IONepeyHOoro mydka Ha mepemaHeil Jop-
caJIbHOM TpaHMlIe pereHepara. B peakux ciaydasx Ha
CpOKe TpeX MIa MeauajJbHble BCTPEYHO HAIlpaBJICH-
HbIE€ OTPOCTKU IMTPOAOIbHBIX HEPBHBIX CTBOJIOB TAKKE
CMBIKAIOTCS, JaBasi TEpPMUHAILHYIO (IIMTUINAILHYIO)
Komwuccypy (puc. 3m).

Ha cramum 4 mosBIISIIOTCS KJIIOYEBbIE HEPBHEBIS
BJIEMEHTBI IIEPBOI'O PereHepPUPOBABIIIETO CErMEHTa. Y
YeThIPEXTHEBHBIX PETEHEPATOB OT IIPOAOJILHBIX HEPB-
HBIX cTBOJI0B BHLI B CTOpOHBI OTXOIAT TOHKME TTapa-
noauanbHble HepBol (II mapa) mepBoro gopmupyio-
merocst cerMeHTa (puc. 3K). OT ypoBHSI aMITyTalllyd
npuMepHO 1o cepeanHbl pereHepata BHII oborama-
eTcsl KOMUCCYpaJbHBIMU CBsI3sIMU. Kriepeau oT Ko-
petikoB Il mapsl HEPBOB BEHTpPAJIbHEE U TI0 OOKaM OT
aevipormmig BHILL ¢opmupyeTces TioTHOE KitleTogHOE
CKOIUICHUE — 3a4aTOK HOBOTO TraHrius (puc. 311, 3M).
Ks3zagu ot aToro 3auatka BHILI mpomoikaeTcs TeMu ke
OTHEIbHBIMY HEPBAaMU, YTO 1 THEM paHee. Y BceX 00b-
€KTOB K UeTBEPTOMY AI1a MPUCYTCTBYET MUTUAUAIbHAS
KOMUCCYpa, Y Hanbosiee IPOABUHYTHIX B MEpeaHE
nonosuHe BHII o6Hapy:kmBaroTCsT JOMOJTHUTEIIBHBIC
KOPOTKME JIaTepaJIbHbIE OTPOCTKHU — (POpMUPYIOIIIE-
csi cerMeHTHbIe HepBbl 11 u IV maps (puc. 3H).

B TeueHme derBepTOro M IISITOrO AIla pereHepar
MPOJOJIKAET HACBIIIATHCS CyORMNUIePMaIbHOM CETHIO
ITHC (puc. 30, 3y). Ha nisaTe1it ieHb pereHepaiu B 00-
JIACTU TaHIJIMSI TIEPBOTO HOBOTO CETMEHTA 3aMETHO YBe-
ymauBaetcs mmpuHa BHI (puc. 3m—3T). Bo3pocmmmit
00BEeM HelpomuIst 3aHMMAaeT OOJIBIIYIO YAaCTh TaHTJINS,
TOIJIa KaK MOIIHOCTh KJIETOYHOTO CJIOS IT0 TIepudeprn
ocraetcs npexxHeilt (puc. 3p, 3¢). HepBsl mepBoro cer-
MeHTa Il u IV mapel ymmHsIoTCsI, a maparoadajibHble
HEPBBI YTOJIIAIOTCS 1 HAYMHAIOT BeTBUThCS. MIHOrma B
3agHell TmojioBuHe pereHepuposanieit BHII mmossns-
eTCs1 BTopasl Tlapa IaparoauaibHbIX HEPBOB, OTHOCS-
IIasics K CeayIoneMy cerMeHTy (puc. 311, 3T1).

Ha craguu 5 mpoucxomut mMeramepHasl 3akjiaaka
CTaHJIAPTHOTrO Habopa HeHpalbHbIX CTPYKTYP HOBBIX
cerMeHTOB. K 111ecTomMy irma MoXKHO HacuUTaTh 2—3 Mna-
pblI mapanonuaabHbixX (111) HepBoB, a Takke o 1—2 ma-
pe L u IV HepsoB (puc. 3¢d). KomuccypanbHble BOTOKHA
BHII pacnpocTpaHsoTcsl HEMHOTO AabIIe YPOBHS
BbIxona nociienHeil mapel 11 HepBoB. IlepBblii HOBBI
cermMeHT Hamoosee oorar cerbio ITHC. C nopcanpHoOM
CTOPOHBI BAOJIb €T0 3aHEN TpaHUIIbI IPOCMaTPUBAET-
CsI TIONIEPEYHBIN ITy4OK HeiipuTOB (puc. 3X), XapaKTep-
HbII 115 3penbix cerMeHToB. K BocbMOMYy /ina B cpen-
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HeM o00pasyeTcst O 4YeThIpeX MHap IaparrogvaibHBIX
HEPBOB C OTYETJIMBBIM IIepeOHE3aIHMM TI'paarieHTOM
3penoctu (puc. 31). B Mecrax ux BbIXOHa 3aMETHBI
yromuenus bBHII, yto HamoMuHaeT cTpoeHE TUTTY-
HOTO TaHTJINS.

,ZZLIHCIML[KQ 80CCMAHOBACHUSA MbIUEYHOU CUCTEMbl

Ha ctaguu 1 B mepBble CYTKU pereHepaliu pa3Bu-
BalOTCSI IECTPYKTUBHBIE TTPOLIECCHI B MBIIIIEYHON CH-
creMe KyabTU. TosmuHa THPOIOJbHBIX MBIIIEUYHBIX
JICHT B 3aJHEI ITOJOBHHE IMOCJIETHETO CTaporo cer-
MEHTA 3aMETHO YMEHBIIIAETCS, UTO YKA3bIBACT Ha JIe-
rpagaluio 4acTu oOpyOeHHBIX BOJIOKOH. CBOOOIHbBIE
KOHIIBI TIPOJOJILHBIX MBI TPUMBIKAIOT K pAHEBOMY
srmTenuio (puc. 4a, 40). MHTEHCUBHO KpacsImuecs
GaTTOMIMHOM KOJIBLIEBBIE MBIIILEI BOKPYT PAHBI CO-
KpallleHbl, UX KOHIIBI Ha BEHTPAJIbHOI CTOPOHE OJIN3-
KO TTOAXOMST APYT K APYTY.

Ha ctaguu 2 y IByXOQHEBHBIX pereHEpaTOB HAUMHA-
erca 1muddepeHIMpoBKa aHaJbHOTO CcUHKTEpa
(puc. 4B, 4r). Ha 3amHeM T10/I10Ce pereHepalOHHOM
G1acTeMBbI HEMOCPEACTBEHHO IO IIOKPOBHBIM 3ITUTE-
JmeM (aJTOUIVH BHISIBISIET OTASAbHbIE TOHYAMIIINE
MBIIIIEYHBIC BOJIOKHA, OKPY>KaIlOIINE CTCHKY KMIIIKHA.

ITo xony cragnm 3 mpomoirkaeTcss oboralieHne
pereHepata HOBBIMM MBIIIEYHBIMU BOJIOKHAMU
(puc. 4n, 4e). K TpeTbeMy MI1a KOJIMISCTBO KOJIBIIE-
BBIX MBIIII BOKPYT aHyCa YBEJIMUMBAECTCS TaK, 4TO
OHM paccjauBaloTCs Ha Ba JIUCTKA: BHYTPEHHUI
MPUMBIKAET K KUIIKE, a HApYXHBII MOICTHUIAET
MOKPOBHBIN 3NUTENNN. MeXIy STUMHU CIIOSIMHU 00-
pasyeTcs liejaeBUAHAs TOJOCTh MMUTUANSI, BHYTPU
KOTOPOI1 JIEXXAT s1iipa MBIIIIEYHBIX KJIeTOK. OT Ipo-
IOJIbHBIX MBI KyJIbTU B OJacTeMy HaYMHAIOT
BpacTaTb KOpPOTKME MbIllIeYHble Myuyku. Ha BeH-
TpaJbHOM CTOPOHE OHU JOXOAST J0 CePEANHBI TN~
HBI pereHepara, a Ha JOpCaJiIbHOM — JOCTUTAIOT TIe-
peIHel TpaHUIBl KOJbILEBBIX MBI MTATHUIUS
(puc. 4n, 4e).

Cragusi 4 xapakTepusyeTcsl IOSIBICHUEM IOYTHU
BCEX HEAOCTAIOIINX TUTIOB MBIIIIIT 3aTHETO KOHIIA Te-
Jta. Ha 9eTBepThIii A1a KOJIBIIEBBIC MBIIIIIIHI TTUTHIHST
ele OOJIbIIle pa3pacTaloTcsl BIOJb MepeaHe3amaHeit
OCH, B COBOKYITHOCTH (hOPMHUPYST aHATBHBIN C(UHK-
Tep KOHYCOBUIHOM (hOPMBI C Y3KUM 3aTHUM KOHIIOM
(puc. 4x, 43, 411, 4p). BHyTpeHHMII CJ10i1 KOJIbLIEBBIX
MBIIIII TTATUINST OOBIIHO TIOTHO CKUMAeT 3aTHIOK0
kuiky (puc. 4u). ITojIoCcTh IUTUAMS YBEIUINBAECTCS.
OHa MOXeT UMeTh 0oJjiee WIM MeHee paBHOMEPHYIO
TOJIIIUHY U KOJBILEBYIO (DOPMY Ha ITOIIEPEIHOM Cpe-
3¢, TM00 HECKOJIPKO PACIIMPSTHCS Ha TOPCAUTHHOM 1
JlaTepaJbHbIX cTOpoHaX (puc. 4k—40). B BeHTpaib-
HO# TIPOEKIIMY BIOOJb MEPEeIHEero GoJiee IMMPOKOTO
KOHIIa aHAJILHOTO C(OUHKTEPA BBISIBIASIOTCS OTIEb-
HbIe KOCO HampaBJieHHbIC MBIILIEUHbIE BOJIOKHA, (hop-
MUpYIOIIE PBLIXIyIo ceThb (puc. 4x, 4m). I'panuia
MEX]y KOCBIMU U KOJIbLIEBBIMU BOJIOKHAMM COOTBET-
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Puc. 4. PereHepariust mbiiieqHoii cuctemsl ¢ 1 1o 4 nna. (a, 6) — cranus 1, 1 ana; (B, ) — cramus 2, 2 ana; (1, €) — cragus 3, 3 ana;
(k—p) — ctagus 4, 4 arma. Okpacka MbILIL HaTIOUAUHOM: (a—3, I1, p) — MaKCMMaJlbHasl IIPOEKIIMs KOH(POKAILHOIo Z-CTeKa;
(1, K) — nocaenoBarebHble OTeIbHbIe KOH(MOKAIbHbIE CHUMKU U3 Z-cTeka (X); (JI—0) — BUPTYyalbHbIE MTOTIEPEUHBIE CPE3bI
KOoHbOKaIbHOTO Z-cTeka (k) Ha ypoBHE MUTHAMS (ITOCIe10BaTeIbHOCTb CPE30B UIET OT MEePENHEro K 3aHEMY TTOJIIOCY), BEH-
TpaJibHasl CTOpOHa cJjieBa. (a, 0, 1, X, 1, K, I1) — BUJ, C BEHTPaJIbHOI CTOPOHHI; (0, T, €, 3, p) — BUI C JOPCAJIbHOI CTOPOHBI. CM —
KOJIbLIEBBIE MBIIIIIBI; CP — MOJOCTh MUrKaus; dlm — nopcajibHbIe MPOIOIbHbBIE MBI, dpa — ama; mlm — BeHTpaJibHast Me-
IUaJIbHAsT TPOJIOJIbHAS MBILILIA; OM — KOChIE MBILILIBI; PMC — KOJIbLEBbIE MBILILbI TUTUANS; PMV — BEHTPaJbHash MbILLIEYHAsI
CeTh IMUTUAMS; pPPM — MapanoauajbHbIe MBILILBI; 3Be300YKa — aBTO(MIYOPeCLICHLINST SK30KPUHHBIX XXeJle3; IyHKTUPHAasl Bep-
TUKaJIbHAs! IMHUS — YPOBEHb aMITyTalluy; OACTPOYHas O B cm,,, dlm,, mlm,, om,, ppm,, vim, 0603HayaeT NpUHANIEKHOCTb

MBIIIIL K CTapbIM TKaHSIM KyJbTH. Maciitad 50 MKM.

CTBYET YPOBHIO ITUTUINATLHON KoMuccyphl. Criepeau
K CETU pa3HOHAMPABJIEHHBIX MBIIIILL TATUIAS TPUMbI-
KaeT HOBOOOpa3OBaHHBIM (parMeHT BEHTPATbHOI
MeIUaIbHOM IIPONOJIBbHOM MbIIILI (puc. 4m). Drta
MBIIIILIA Pa3BUBAETCI B TECHOM KOHTAKTE C HEITAPHBIM
MmenuanbHbIM HepBoM BHII, koTopblii JeXutr nu-
crajibHee (OJ1MKe K BEeHTpaJIbHOM CTeHKE Tesia). Y3Kue
MYYKU BEHTPAJTBHBIX MPOIOIbHBIX MBI YIIUHSIIOT-
csl BMECTE C pereHepaToM, HO He KOHTaKTHUPYIOT C
MbllIamMu nuruaust (puc. 4m). HampoTtus, Ha nop-
CaJIbHOM CTOpPOHE IPOMOJbHBIE MBIIILBI OCTAIOTCS
CBSI3aHHBIMU C aHAJILHBIM C(OUHKTEPOM Ha 3TOI U MO~
caenytonux cranusix. Ha nepenHeii rpaHulie pereHe-
paTta TIOSIBISIIOTCSI OujIaTepalbHO CUMMETPUYHBIE
MYyYKU KOCBIX MBIIIL, HampasjaeHHble oT BHII mop-
cojlaTepajibHO (puc. 411).

Ha cpoke nsiTh A1a riioTHOCTb BEHTPAJIbHOI CETH 1
KOJIbLIEBBIX MBI MUTUANUS BOo3pacTaeT (puc. 5a, 50).
BeHTpanbHast MenrambHast TPOIOIbHAS MBIIIIIIA COCTO-

WUT U3 OBYX IapaJUle/bHBIX OJIM3KO JIeXallInX ITy4KOB.
Criepeny OHU JOCTUTAIOT YPOBHSI aMITyTalluy U COeIV-
HSIIOTCSI C COOTBETCTBYIOIIIMMU BOJIOKHAMU KYJIbTU. B
00J1acTH NepBOI MEXKCErMEHTHOM OOPO3IbI pereHepaTa
OT BEHTPaAJbHOI MEIWaIbHOW MNPOJOJBHOM MBILILIbI
JIopcojaTepajbHO OTXOOUT IBAa HOBBIX ITydyKa KOCBIX
MBIIII; TOHKWI IIy40K HA 3agHEM KOHIIe IIEPBOIO
cerMeHTa M 0OoJiee MOIIMHBINA ITy4OK Ha HepemHeM
KOHIIE BTOpOTO cermeHTa (puc. 5a). BeHTpanabHbIe
MPOAOJIbHbBIE MBIIILBI 3aJIETal0OT OJIMKE K MTOBEPXHO-
ctu Tena nmo 6okaMm ot BHII u 3axongaT KaynaibHee
niepBoii 0opo3nbl. Hambonee nianmHHBIE BOJIOKHA 3TUX
MPOIOOJBHBIX MBIIIIL JIEXAT JIATePaJIbHO, TOIIa Kak
0oJiee KOPOTKHE MeIraIbHbBIE ITyYKM OKAHYMBAIOTCSI
B Ipenesax MepBoro pereHepupoBaBIIEro CErMeHTa
(puc. 5a). JonosHUTEIbHBIC TOHYAMIIIME BOJOKHA
COEIMHSIOT MECTa BXOJa BEHTPaJbHBIX ITPOIOJIbHBIX
MBILIIL B PEr€HEPAT C BEHTPOMEAUAIbHOM TOYKOM y
TpaHUIbl IIMTUAMS, TOe OKAaHYMBAETCs BEHTpajbHas
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Puc. 5. PereHepanust MpILIe4HO# cucTeMbl ¢ 5 o 14 ana. (a, 6) — cragus 4, 5 ana; (B—K) — craaus 5: (B—ux) — 6 ama; (e—3) —
8 nmna; (1, k) — 10 nma; (J1, M) — HOpMaJIbHBIN MOCTIAPBAJIbHBIN pOCT, 14 nna. Okpacka MbIIL HATOUIUHOM, MAKCUMaJIbHAsI
npoeKkins KoHgokaibHoTOo Z-CcTeka. (a, B, T, €, X, 1, JI) — BUIl C BEHTPAJIbHOU CTOPOHHI; (O, I, 3, K, M) — BUII C TOPCATTbHOM
CTOPOHBI. CM — KOJIbLIEBbIE MBIIIIbI; dlm — nopcaibHbIe MPOAOIbHbIE MBILIILBI; dpa — Ara; mlm — BeHTpaibHasi MeauaabHast
MPOAOJIbHASI MBIIILIA; OM — KOCHIE MBIIIILbI; PMC — KOJIBLIEBbIC MBIIILIbI TUTUIMS; PMV — BEHTpaJbHasi MbIIIIEYHAs! CEThb M-
TUAMST; ppm — MaparnoauaibHble MBIIIIbI; 3Be3004Ka — aBTO(IIyOpECLeHIINS 9K30KPUHHBIX XXeJjle3; MyHKTUPHAsT BEPTUKAIb-
Hasl JIMHUSI — YPOBEHb aMITyTalluM; MOACTPOYHasl O B cm,, dlm,, om,, vlm, 0603Ha4aeT MPUHAAJIEXKHOCTb MBILIL] K CTapbIM

TKaHSIM KyJabTu. Macitab B (a—3) 50 Mxm, B (u—M) 30 MKM.

MenuaiabHas MpoaoibHasg Mbla. Ha mopcanbHoit
CTOpPOHE BOJIM3U 3aIHEM IPaHUIIBI TIEPBOTO CETMEHTA
MOSIBJISIETCSI MyYOK KOJIBLIEBBIX MBI (pUcC. 50).

Ha cramum 5 3aBepimaercst (hpopMHpOBaHME BCEX
OCHOBHbBIX MBIIIEUYHBIX 3JIEMEHTOB MEPBOIO BOCCTA-
HOBJICHHOT'O CETMEHTa, U II0CJIeI0BaTEIbHO MOSIBJISI-
FOTCSI MBIIILIBI TOCTIEAYIOINX MeTaMepoB. K 1rectomy
JINa CTPYKTypa MBI MATUIUS OCTAETCS IPEXKHE.
BeHTpasibHbIE MPONOJBHBIE MBIl KOHYCOBUIHO
CcyXaloTcsl K3aay 1 3aXOIST 32 TPaHMILy BTOPOTO HOBO-
ro cermeHTa (puc. 5B, 5r). Ha ypoBHE MeKCEerMeHTHBIX
0opo3I pereHepaTa BBISIBIISICTCS 4—5 map My4KoOB KO-
CBIX MBIIIIIL. Y TIEPBBIX IBYX CETMEHTOB KOCHIE MBIIIILIBI
JiexXaT U Ha TiepeaHei U Ha 3aJHel TpaHulle, a UHOraa
BCTpeUaeTcs ellle OIHA Mapa ITy9KOB Ha 3aJHEM IpaHu -
1Ie caeayoIero (TpeTbero) (popMupyroIerocss MeTa-
Mmepa (puc. 5B, 51). Ha mopcaibHOIT CTOpoHE XOpOIIIo
BUIHO HECKOJIBKO ITyYKOB KOJIBLIEBBIX MBIIIII, pac-
MPOCTPAHSIOIINXCS B PEIKMX CIydasix K3aau OT BTO-
poro cermeHra (puc. 5m).
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K BocbMoMy 1I1a B pereHepare pasBuBaeTcs 6—7
nap MyYKOB KOCHIX MBIIIIL M 7—8 KOJIbILIEBBIX MBIIIILI
(puc. 5e—53). DTH MBIl MapKUPYIOT TPaHUIILI
NPUMEPHO YEThIPEX 00OCOOIEHHBIX 0OPO3TaMU Cer-
MEHTOB, a UHOT/IAa BBISIBJISIIOTCS U KaynaibHee. B BeH-
TpaJIbHOM MPOESKIIMHU aHATLHBIN COUHKTEP MpHUodpe-
TaeT (popMy KOPOTKOro mminHapa (puc. Se, x). Cre-
peoy K HeMy NOpPUMBIKAeT IIUPOKUI KOPOTKUIA
Y4aCTOK KOCO W MPOAOJBLHO HAIpaBI€HHBIX BOJIO-
KoH. Ha pecateiii nma B cymMMe A0 12-Tu KOCBIX U
KOJIBIIEBBIX MBIIIIII JIeXKaT Ha TpaHMUIIaX IIeCTU MeTa-
MepoB. B riepBoM pereHepupoBaBIlleM CeTMEHTE O
BEHTPaJIbHBIMU NPOIOJIbHBIMI MBIIIIIAMU 1 B TOJIIIIE
3a4aTKOB Mapanoanii pa3BMBaIOTCS MBIIILIBI TTaparno-
IvaJibHOTO KoMmIuiekca (puc. 5u, 5K). IIpogonabHbie
MBIIIEYHBIC JIECHTH CTAHOBSTCSI BCce Gojiee IMPOKU-
MU. Y IBYXHEIETbHBIX peTeHEePaTOB KOChIE U KOJIbIIE-
BbI€ MBILIIBI OTTPAHUYUBAIOT 0 AEBITH METAMEPOB
(puc. 51, 5m). ITapanoanaabHbIe MBIIIIBI OTCYTCTBY-
0T B HanboJjiee MOJIOABIX (3amHux) 4—6 MeTaMmepax.
KomnblieBble MBIIIIBI TTUTUANUST TTPOCMATPUBAIOTCS
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Puc. 6. CxematnuHoe u3obpaxkeHue rpoiecca pereHepauyu. [locienoBatebHOCTb CTaAUIA pereHepalluy pacIioyiokeHa ciieBa
HarpaBo. [Tosockl ¢ TpaIMeHTHOW 3aJMBKOW OTpaXkaloT BPEMEHHYIO MPUYPOYEHHOCTh U OTHOCUTEIbHYIO UHTEHCUBHOCTD
anMUMOPOHBIX U MOpGaJUIAKTUYECKUX TTPOLIECCOB. BepxHuii psii KOHTYPOB — BOCCTAHOBJIEHUE HEPBHOI CUCTEMBbl, HUXHUMN
psIL — pa3BUTHME MBILLILL; BUJ C BEHTPAJIBHOM CTOPOHBI. CM — KOJIBLIEBBIE MBILIILbI; CNT — LIMPKYMITUTUINAJIBHOE HEPBHOE KOJIb-
110; In — marepanbHbii HepB BHII; Ine — okoHYaHMS JaTepaJibHOTO HepBa; mlm — BeHTpajJbHas MeAualbHas IIPOIOJIbHAs
MBILLLA; MN — MeIUaJIbHBII HerapHblit HepB BHLL; om — Kockle MBILILBI; PCO — MUTUAXAJIbHASI KOMUCCYPa; pmC — KOJIbLie-
BbI€ MBIl TUTUAMS; PMV — BEHTPaJIbHAsI MbIILIEUHAs! CETb TUTUIMST; S — CETMEHTbI, OrPaHUYEHHbIE BHEILIHUMU OOPO3JaMU;
VNC — BHI1I; 3Be3m0uKka — 9K30KpUHHBIE XKeJIe3bl; HAACTPOUHbIe IM(MPBI — HOMEpa pereHeprupoBaBIIMX CETMEHTOB, KOTOPBIM
TIpUHAaIeXXaT 0003HaYeHHbIE OyKBaMU CTPYKTYpBI; moacTpoyHast o B 11, IV, cm,, dlm,, mim,, om,, vim, o603HauyaeT npu-

HaJJIEXXHOCTb CTPYKTYP K CTApbIM TKAHSIM KYJIbTHU.

JIMIIIb C JAOPCAJbHOM CTOPOHBI, Kyda OTKPbIBACTCS
aHyc. BeHTpasibHas ceTh pa3HOHAIIPAaBICHHBIX BOJIO-
KOH TIMTHINST OKa3bIBaeTCsT MPUOIIKEHHON K OCHO-
BaHUIO MUTUAMATIBHBIX UMPp (puc. 51). PereHepar
OTJIMYMM OT MHTAKTHOTO 3aTHETO KOHIIA Teja JIUIIb
pasMepaMy M TIepernamoM B IUPUHE BEHTPATBHBIX
MPOJIOJBbHBIX MBIIILI.

OBCYXIEHUE

B xone mocTrpaBMaTU4YeCKOI pereHepaluy moav-
xeta A. virens ITeMOHCTPUPYET MOJHOLIEHHOE BOCCTa-
HOBJIEHME BCEX aHATOMUYECKUX CTPYKTYpP 3aHETO
koH1a Tena. [lepBbiMu (Ha ctanusx 1—3) mosIBASIOTCS
TepMUHAJIbHbIE CTPYKTYPbl: MBIIIIbBI  aHAJIBHOTO
cUHKTEpa, TMOJOCTh NUTKMAUS, TUPKYMIOUTUAAAIb-
HOE€ HEPBHOE KOJIBIIO, MUTHIUAIBHBIE IIUPPHI (pHC. 6).
Co ctanuu 3 3a c4eT BOCCTAHOBJIEHHOM 30HBI poCcTa U
aktuBHoit mpoiudepamuu (Kozin, Kostyuchenko,

2015) xmepeay OT NMUIMOMS 3aKJIaabIBalOTCS HOBEIC
cerMeHThl. K yeTBepTOMY MI1a MOSIBISIOTCS 3a4aTKU
ranrivsa bHIL, HepBOB 1 MBIIIIL IEPBOTO CETMEHTA.
HuddepeHImpoBKa 3TOro cerMeHTa TECHEUIITNM 00-
pa3oM CBsI3aHa KakK C 3MUMMOPGHBIMU MpollecCaMu
BHYTPU pEreHEpallMOHHOM IIOYKM, TaK M C IIepe-
CTPOMKOI CTapbIX TKaHEH MOCeTHEro cerMeHTa (T.€.
MopdaJUTaKTUISCKUMU SIBACHUSIMM). ['aHTIImMit mep-
BOr0 BOCCTAaHABJIMBAEMOIO CETMEHTAa YaCTUYHO CO-
XpaHsIeTCs TI0CJie olepaly, TaK YTO €ro Bocco3aa-
HUE CYIIECTBEHHO OTJaMYaeTcs. BojokHa mpomoiab-
HBIX MBIIIL, KOTOPbIE B HOpPME IIPOCTHPAIOTCS Ha
IMHY 00Jiee OMHOIO CeTMEHTa, JOKHBI BOCCTaHAB-
JIMBaThCSl OMHOBPEMEHHO U B IOCJIEIHEM CTapOM U B
nepBoM HOBOM cerMeHTe. OOpa3oBaHue MOCIIEIYIO-
IIIUX HOBBIX CETMEHTOB OOJIbIlIE HAIIOMUHAET YCKO-
PEHHBII MTOCTIapBaJIbHbII POCT.

Baxwueiiinme stanbl  3amHell  pereHepalnuu
A. virens — 3aXXUWBJICHUE paHBI, (GOPMHPOBAHUEC W
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mddepeHIManng 6J1acTEMBI C ITOCICOYIOMIEI TTO-
CJIEAOBATEJIbHOM cerMeHTalueil — KoHcepBaTUBHBI
st anHennn. CpaBHEHUE MJIMTEIbHOCTU 3TUX 3Ta-
OB Y BUJOB C pa3paboTaHHOM CUCTeMOIi CTaaupo-
BaHus (Myohara, 2004; Zattara, Bely, 2011; Jong,
Seaver, 2016) mo3BOJISIET BBISIBUTh TPU OCHOBHEIC
rmapaMeTpa, OTBETCTBEHHBIE 3a CKOPOCTD Mpoliecca.
Bo-nepBhIX, omnpenensgioiiee BIMSIHUE Ha MeTaboO-
JIU3M HMeEeT TeMIiepaTypa. I1omomBITHBIX 4epBeil
OOBIYHO KyJbTUBUPYIOT npu 10—25°C. Mcnoib3o-
BaHME TEMIIEpaTypPHBIX YCJIOBUI Ha rpaHUIIaX 3TOTO
JIrara3oHa MOXeT U3MEHSITh IJIMTEJIbHOCTh pereHe -
pauuy Ha IOpsSAoK. Bo-BTOphIX, HEMaIOBaXKHBIM
dakTopoM sBiseTCs pa3Mep (M OOBIYHO KOpPpEeIu-
pYIOLIUIi ¢ HUM BO3pacT) XKMBOTHOTO. KpynHbIe K-
3eMIUISIpHI Yallle TeMOHCTPUPYIOT OoJjiee IINTEIb-
Hbl€ paHHUE CTaAUU 3aXKUBJIEHUS paHbl U (popMu-
poBaHus O0i1actemMbl. HakoHel, OoJibllioe 3HaAYEHUE
MMEIOT BUAOCIIEHU(PUIHBIE 0OCOOCHHOCTA MEXaHM3-
MOB pereHepaluu, CBI3aHHbIE B T.4. CO CITIOCOOOM aM-
nyTanuu, W (QU3UOJIOTUYECKOE COCTOSIHUE OCOOMU.
TiarenbHBIA KOHTPOJIb IIEPBBIX IBYX MapaMETPOB
MO3BOJIMJI MUHMMM3UPOBATh €CTECTBEHHYIO Bapua-
6eJIbHOCTh. McIToJIb30BaHHBIC HAMU YCIOBUS DKCIIC-
PUMEHTOB Ha A. Virens BBIIJISIAAT YIOOHBIMU M ONTH-
MaJIbHBIMU JIJIsI IIOJTy4€HMST CTAaHIapTHOTO pe3yJ/ibTara.

Kaxkux-1m60 MopdonormuecKinx M3MeHEHUIT B CTa-
PBIX ceTMEHTaX A. virens, KpoMe TI0CJIeTHET0, OTMEUECHO
HE OBUIO. DTO CBUAETENILCTBYET O IIPEUMYIIECTBEHHO
SMMUMOP(HOM XapaKTepe BOCCTAHOBJICHUSI HEPBHOM U
MBIIIIEYHOM cUCTeMbl. TeM He MeHee, M3HAYalIbHO
(ctaguu 1—3) HEpBHEIE 3JIEMEHTHI pereHepara oopasy-
IOTCS 3a CYET HEMPUTOB M3 CTAPhIX CETMEHTOB (pHC. 6).
MHuHepBalusi pereHepalioHHON MOYKU TPOAOJIbHbI-
mu orpoctkamu 13 BHII turmmuna ms anaemin (Her-
lant-Meewis, 1964; Kopotkosa, 1997; Ozpolat, Bely,
2016). o MHOIMX BHMIOB OMNMCAHO (PpOpMUPOBAHUE
HEPBHOI IIeT/IN, COeIUHSIONIEH 3T oTpocTKU. Cxom-
HBIM 00pa3oM y A. virens Ha cTanun 3—4 MOSIBIISIOTCS
LUPKYMITUTUANATEHOE HEPBHOE KOJIBLIO U MMUTUINAITb-
Hast Komuccypa (puc. 6). ['opasno pexe y aHHEIIUI OT-
MedeHa MHHepBanus pereHepara co croponsl [THC. ¥V
A. virens veviputsl ITHC, unyiiye u3 ctapblx TKaHeEl,
BBISIBJISIFOTCSI B paHE yKe B IIEPBhIC CYTKM pereHepalyn
(puc. 3). Eme no mosienenus u3 BHII cermeHTHBIX Hep-
BOB ITIPOMCXOIUT aKTUBHOE oOOOrailieHue pereHepara
cyosnutenuanbHoit ceTbto [THC. YuuTbiBast TaKCOHO-
MUYECKOE pa3HOOOpa3re aHHEIN C BCECTOPOHHEHN NH-
HepBalLMell pereHeparta (A. virens, celeHTapHasl T10JIU-
xeta Capitella teleta, BomHbIe Y TIOYBEHHbBIE OJIUTOXETHI),
BEPOSITHOII TPEICTABISICTCS HEIOJHOLIEHHOCTh pe-
3yJIBTAaTOB, YKa3bIBAIOIIMX TOJIBKO Ha HelpuThl 13 BHLI
Y OCTaJIbHBIX UCCIICAOBAHHBIX BUIOB.

ITonydyeHHBIE HAMU JAHHbIE O PAHHEM IOSIBJIEHUU
HevipuroB, uayimux ot BHII u ITHC ckBo3b paHeBoii
SITMTENNI K TIOBEPXHOCTH TeJa, 3aCTaBJISTIOT IT0O-HOBO-
MY OLICHUTbh BOCCTAHOBJICHHME HEPBHOI CUCTEMBI aH-
Heua. B paborax mo orBeaeHuto bHII ot Mecta am-
MyTallMy HaOJIogajach aHOMabHAS pereHepaiys,
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WHOTHAA OTpaHMYEHHAS JIMINDb 3aKWBJICHUEM paHBI
(Herlant-Meewis, 1964; Combaz, Boilly, 1974; Miiller
et al., 2003). ITonHoOLIEHHAs1 pereHepalys ObUIa BO3-
MOXHA, TOJIbKO €CJIM HePBHBIE OTPOCTKHU ITOCTUTAIN
pereHepara. bbl1 caesiaH BBIBOM, YTO HEMPUTHI JOJIK-
HBI B3aMMO/JICIICTBOBATh C OJIACTEMOI IJISI €€ pocTa U
mddepeHImpoBKU. MBI 00HAPYXKWIN, UTO y A. virens
IepBOHAYILHO BOCCTAHABIMBAIOTCSI HEPBHBIE OKOH-
YaHMsI Ha IOBEPXHOCTU paHbl. CKopee BCero, 3To 3a-
nmaet it BHII HoBBIe TpaHUIIBI TEJIA V2Ke Ha cTagnu 1,
YTO IMOATBEPKAAETCS JAaHHBIMU I10 TIEPECTPOIKE I1aT-
TePHOB 3KcIpeccurt Hox TeHOB B CTaphIX CETMEHTaX B
nepBbie CyTkmM Itocie ammytauuu (Novikova et al.,
2013). HJanbHeiImii pocT 0JacTeMbl, OTMEUEHHBIN Y
Hepeun U B orcyrcTBrue bBHII, conpoBoxnaercs ymim-
HEHHEM IIPOIOJbHBIX HEPBHBIX OTPOCTKOB. Takum
obpazoMm, BHII coBceM HeoOs3aTeIbHO HAIIPSIMYIO
BBITIOJIHSIET “TPO(PUIECKYIO M OPTaHU3YIOIIYIO (DYHK-
10", Kak mmocTyaupoBaiioch paHee (Combaz, Boilly,
1974). Bosnee BeposITHOI Mbl CUMTAaeM POJIb HEPBHOM
CUCTEMBI B oOOeCIleUeHMU TIJ100aJIbHOIO0 MaTTepHAa
BIIOJIb IEpeaHE3aHEI OCH.

Hamu BriepBbIe HaIISIMHO MOKAa3aHO, YTO Y ITOJIM-
XEeT OIEPeXKaIIMMU TeMIIaMU Pa3BUBAIOTCS HEPB-
HbIE BJIEMEHTHI pereHepaTa o CpaBHEHUIO C OKpYyXa-
oMU UxX MbinaMu (puc. 6). HenapHsbrili Mmenu-
aJIbHBIM HEPB BBISIBIISICTCS YK€ Ha CTaauM 2, TOTIA
Kak Mpuiexkalasi K HeMy BeHTpaJibHasi MeIuajibHasi
IIPOAOIbHAS MBIIIILIA TTOSIBJISISTCS JIUIIb Ha CTaguu 4.
laarmmit 1 HepsbI, otxomsgmne oT BHII B mepBoM
HOBOM CerMeHTe, OTMEUYEHBI y>Ke Ha YeTBepThIi AII1a,
KOCHI€ MBIIIIILI OTAC/SIOT IIEPBBIA CETMEHT Ha CJie-
IYIOIIWKA IEHb, a MBI HapalloauaJIbHOIO KOM-
TJIeKca o0pa3yloTcsl 31eCh TOJBKO K ASCSITOMY AIa.
IToxoxuMm o0Opa3oM pa3BUTHE HEPBHOM CHUCTEMEI
npeauecTByeT auddepeHIMPOBKE MBIIIL B ITOCTIE-
NIYIOIIMX CerMeHTaX. B xone aMOpuoreHe3a HepeuI-
HBIX MOJMXET 00¢ Ie(pUMHUTUBHEIC CUCTEMEI Tejla
dopmupytorca napawienbHo (Fischer et al., 2010),
XOTs ellle 0 MX IOSIBJICHUsI pa3BUBAIOTCSI IMUOHEP-
Hble Heliponbl [THC, BhimomHsIONmIME pojib OCTOBA
mrst  muddepenumpokn  ITHC  (BopoHnexckas,
MeamikuH, 2010). O0bsICHEHUEM TeTEPOXPOHUU pe-
reHepallMOHHBIX MOP(OIreHe30B Mbl CUMTaeM pa3-
JIMYHBIE KJIETOYHBIE MICTOYHUKYN HEPBHBIX U MBIIIICY -
HBIX CTPYKTYp. Ecliu nepBble pa3BUBAIOTCSI HA OCHO-
BE HEPBHBIX OTPOCTKOB U3 CTAPbIX TKAHEH, TO BTOPEIC
o OoibIIIeif yacTh oOpas3yioTcs n3 HeanddepeHIN -
POBaHHBIX KJIETOK OJIaCTEMBI.

ITo HaIMM TaHHBIM BCE MBILIEYHBIE BOJIOKHA PE-
reHepalMOHHOM MOYKHU, 3a UCKIIOUEHUEM TIPOI0JIb-
HBIX MBI, (POPMUPYIOTCS BHE CBI3M CO CTAPOIA My-
cKyJatypoii. U3BecTHO, 4TO Me30aepMabHbIE ITPO-
U3BOIHBIE OEpyT HaYaJio OT OJacTeMHBIX Macc,
BapbUPYIOIINX IO ITPOMCXOXIEHUIO Y Pa3HbBIX BUIOB
(Boilly, 1969; Bely, 2014; KocTioueHko u ap., 2016).
BpacTtanue npomoibHBIX MBILLIEYHBIX ITYYKOB U3 CTa-
pOro CerMeHTa XapakKTepHO I aHHEJIUI W WHOTIIa
TPaKTyeTCs B TOJIb3y BO3MOXKHOTO HE3aBUCUMOIO
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KJIETOYHOTO WCTOYHUKA IIPOIOJIHLHOM M KOJIBIIEBOM
MycKynatypbl (Zattara, Bely, 2011; Weidhase et al.,
2014). IMonoOHbBIe MPEeAIONOKEHUS SIBJISIIOTCS TIep-
CTIEKTUBHBIMHU TS TIPOBEPKU Ha A. virens. binaromaps
cIeTaHHBIM HaMM ONHCAHUSIM DEIlleHHe BTOTO BO-
Mpoca U MHOTUX APYTMX aKTyaJdbHbIX MPOOIEM MOp-
doreHe30B 1 npPepeHINPOBKI KIETOK B XOIE pe-
reHepalyu cTajao 06oJjiee TOCTYITHBIM TP MCTIOIb30-
BaHUM HEPEUIHBIX MOJUXET B KaUeCTBE MOACIbHBIX
OOBEKTOB.

HccnenoBanust mpoBeleHbI IIpU  (UHAHCOBOI
noaaepxke rpanta CII6TY 1.38.209.2014 u PODU
16-04-00991 -a ¢ ucnons3oBaHueM obopynoBanus Pl
PMuKT CII6I'Y u undppacrpykrypst MBC CIIOIY.
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Regeneration of the Nervous and Muscular System after Caudal Amputation
in the Polychaete Alitta virens (Annelida: Nereididae)
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Regenerating segments in polychaetes offer a vivid example of epimorphic recovery of the lost organs and tis-
sues. It is also a promising object for studying positional information and the mechanisms maintaining the
body integrity. With the aim to develop a convenient standardized model, we described the dynamics of re-
covery of the major anatomical structures and created a staging system for the caudal regeneration in Alitta
virens. In average the normal organization of the posterior body end is restored within 10 days after amputa-
tion (dpa). The whole regenerative process was divided into 5 stages: (1) wound healing (0—1 dpa), (2) blas-
tema formation (1—2 dpa), (3) patterning and growth of the blastema (2—3 dpa), (4) differentiation of the first
regenerated segment (3—5 dpa), (5) formation and differentiation of the subsequent 5—6 segments (5—10 dpa).
The regeneration is carried out mainly by epimorphosis, although the elements of intercalary growth as well
as the morphallactic transformation of the stump have been noted. Terminal structures of the pygidium (mus-
cles of the anal sphincter, pygidial cavity, pygidial ring nerve, pygidial cirri) appear at stages 1—3, and then
(from stage 3) the formation of new metameres begins in front of the pygidium. Differentiation of the first
newborn segment is associated with the tissue remodeling in the last old segment. Formation of the next seg-
ments resembles accelerated postlarval growth. The neural elements of the regenerative bud are developing
faster than the surrounding muscles. The neurites extending from the CNS and PNS come to the surface of
the wound epithelium at stage 1. Later, nerve fibers from the CNS lengthen and thicken along with the growth
of the regenerative bud. Ganglion, parapodial nerves, oblique muscles and coeloms of the first segment are
detected at stage 4. Longitudinal muscles regenerate in anterior to posterior progression, being constantly in
contact with the corresponding fibers of the old tissues. All other muscles differentiate from blastemal cells in
isolation from the old musculature of the stump. Our data promote the further using of the posterior body end
regeneration in A. virens as an experimental model for resolving crucial problems of developmental biology.

Keywords: regeneration, reparative morphogenesis, cell differentiation, neurogenesis, ventral nerve cord,
body wall muscles, acetylated o-tubulin, phalloidin, confocal microscopy, Nereis, Polychaeta, Spiralia, Lo-
photrochozoa
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