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PaszButne 1 cTpoeHrEe HEPBHOM CUCTEMBI TPAAUILIMOHHO UCIIONb3YEeTCs ISl (PUIIOTeHETUYECKOTO
aHaJIN3a U PeKOHCTPYKIIMHU 3BOJIIOLMOHHBIX cOObITHIT. MOpOHUIBI — HEOOBIYHAs TpyMIIa mep-
BUYHOPOTHIX XKUBOTHBIX, YbU YEPThI OPraHU3ALU U PA3BUTHUS CXOTHBI C TAKOBBIMU Y BTOPUYHO-
pPOTBIX XXUBOTHBIX. B HacToslIeit padoTe MIpUBOAUTCS KPATKOE OMMCAHUE PA3BUTUS U CTPOCHUS
HEpBHOU cUcTeMbl Y (POPOHUI Ha OCHOBAaHUM OITyOJIMKOBAHHBIX PE3yJbTaTOB. AHAINU3 UMeEIO-
IIUXCSI JAHHBIX MO3BOJIET MpeAIojiarath, YTo y oOIlero rpenka Bilateria HepBHast cucTeMa
BKJTIOUAJIa U HEPBHBIM LIEHTP, M HEPBHBIH TIEKCYC. BaXkHO OTMETUTH, UTO HEPBHBII LIEHTP IIpe/I-
Ka Bilateria romonorndeH abopajlbHOMY OpPraHy paauajibHO-CUMMETPUYHBIX GJIACTYNI U TacTPYI
COBPEMEHHBIX IIPEICTaBUTEICH IPYMIThI, TOTAA KAaK allUKaIbHbI OpraH OujiaTepaibHO-CUMMET-
PUYHBIX PECHUYHBIX IMYMHOK MOSIBJISIETCSI KAK HOBOOOPAa3oBaHUE IS X)KU3HU B IIJIAHKTOHE, CBSI-
31 C POAUTEIBCKUMU 0COOSIMU 1 MeTaMopdo3a. UMeHHO M03TOMY alMKaabHBIN OpraH ucue3aeT
B X0Ji¢ MeTaMOp(d03a y OONLIINHCTBA ITEPBUYHOPOTHIX U Y BCEX BTOPUYHOPOTHIX.

Knrouesnie crosa: abopabHBINA OpraH, alTMKAJILHBIN OpraH, peCHUYHbBIC IMUYMHKN, BOJIIOIMS, 00-

it mpenok Bilateria
DOI: 10.31857/S0044467721030114

BBEAEHUE

DopoHUIIbI — 3TO OTAEAbHBIN TUIT XKUBOTHO-
ro 1iapcTBa, B cCOCTaBe OOJIbIIOrO cTBoJIa Lopho-
trochozoa (Kocot et al., 2018). ®opoHuabl 06HUTA-
IOT B MOpe U UMeIOT OudasHbIil KU3HEHHbIN
LIMKJI: B3pPOCJIbI€ XKUBOTHBIE KMBYT B TpyOKax B
TOJIIIE cyOCcTpara, a INIaHKTOTPO(MHBIE TMYMHKA —
aKTMHOTPOXU — IPOAOJLKUTEIbHOE BpeMsl KU-
BYT B Touie Boabl. [IpeBpalieHre JMYMHKU BO
B3pOCJI0€ KMBOTHOE MPOUCXOIUT B pe3yabTaTe
KaTacTpodudyeckoro Meramopgosa. Bapocibie
GOpOHUIBI UMEIOT HEOOBIUHBIN MJIaH CTPOSHUSI,
U uzyyeHue ero ¢opMHpPOBAHUSI B OHTOTEHE3e
“MeeT OOoJIbIIIoe 3HAUYeHUE JJIsI PEKOHCTPYKLIMU
3TanoB paHHe# 3BoJitonuu rpynnbl (Temereva,
Tsitrin, 2014a), (Temereva, Malakhov, 2015). 13-
3a CXOJCTBA aHATOMMYECKOTO CTPOEHUSI U DM-
Opuogoruu (popoHUI TPAIULIMOHHO pacCMaTpU-
BaJld Kak TpyIIy, POACTBEHHYIO BTOPUYHOPO-
TBIM XUBOTHBIM. OJIHAKO MOJIEKYJIsipHas (hUI0-

reHeThKa Mokasajaa, YTo (OpPOHUIbI BXOOSAT B
COCTaB CTBOJIAa TEPBUYHOPOTHIX >KWBOTHBIX.
B cTpoeHnn HEpBHOM cUCTEMBI Y JIMUMHOK (hO-
POHUJT TPOSIBIISIIOTCSI XapaKTePUCTUKU, CBOW-
CTBEHHbIE KaK IMEPBUYHOPOTHIM (Santagta, Zim-
mer, 2002), Tak u BropuuHopoThiM (Temereva,
Wanninger, 2012), a B3pocibie GopoHUABI 00J1a-
JTAI0T UCKIIOYUTENBHO HEPBHBIM TIJIEKCYCOM W
JIMIIEHBI HACTOSIIINX FTAHTJIMEB Y HEPBHBIX CTBO-
JIOB, YTO SBJISIETCA MPU3HAKOM YpPE3BbIYANHON
NPUMUTUBHOCTU. [TOCKOJIbKY CTpOoeHUE W pa3-
BUTHE HEPBHOW CHUCTEMBI TPANUIIMOHHO WC-
MoJib3yeTcsl ISl (PUIOT€HETUYECKMX I10CTpOe-
HUH, TO aHaIU3 3TUX YePT y TaKO HEOObLIYHOI
IPYIIbl >KUBOTHBIX, KakK (OPOHUIBI, MOXET
BHECTU CYILIECTBEHHBIM BKJaJ B PEKOHCTPYK-
LIMIO 2TaroB paHHeu panuauuu Bilateria. Tak,
opraHusalus HEepBHOW cucteMbl Jjododopa y
dopoHua, Opaxuorion M MIIAHOK IT03BOJIMJIA
MPEIIoJ0XUTh ToMojioTuo Jododopa U BOC-
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CTaHOBUTb MOHoOMUINIO Kiaabl Lophophorata
(Temereva, Tsitrin, 2015; Temereva, Kosevich,
2016; Temereva, 2017a; Temereva, 2017b). B aT0ii
paboTe 0000IIeHBI CBEACHM S, UMEIOILIMECS B JIM-
TepaTrype 1 Kacalolluecsl CTPOeHUS U pa3BUTUS
HEPBHOM CUCTEMBI (POPOHMI OT pAaHHUX CTaOUN
OHTOreHe3a A0 B3POCJIbIX (KMBOTHBIX.

DmbpuoHanbHoe pazsumue HepeHoLl CUCMeMbl

PaszButiie HepBHOII crcTeMBI (DOPOHU, U3yYe-
HO y IIpeACTaBUTENICH TpeX BUAOB 3TOI TPYIIIHI,
JIEMOHCTPUPYIOLLUX pa3HbIe TUIIBI SMOPHUOHATb-
Horo pa3Butus: Phoronis ijimai (Phoronis vancou-
verensis), pa3BUTUE KOTOPOTO IMPOUCXOAUT B IM-
OpHOHAJILHBIX CKOIUICHMUSIX BILUIOTH OO CTaauM
MoOJIOnOM NAUYUHKU, Phoronis embryolabi, M-
OpHOHBI KOTOPOT'O Pa3BUBAIOTCS B IIOJIOCTHU TeJjla
MaTEpUHCKOIO OpraHM3Ma U KOTOPBIM Hepe-
cTutcsl MoJjionbiMu  audyuHkKamMu  (Temereva,
Chichvarkhin, 2017), u Phoronopsis harmeri, y
KOTOPOI'O BC€ CTaAWU PA3BUTHUS IIPOTEKAIOT B
tonue Boabl (Hay-Schmidt, 1990a; Temereva,
Wanninger, 2012; Temereva, 2012; Temereva, Mala-
khov, 2012; Temereva, 2015; Temereva, 2017c).
HecMmoTpst Ha pa3auuust B pa3BUTUU, HEpPBHAas
crucTeMa y U3y4eHHBbIX BUIOB pa3BUBAETCH B lie-
JIOM CXOIHBLIM oOpa3oMm. IlepBbie HEMPOHHBI MO-
SIBJISIIOTCSL Ha CcTaguy OuiaTepaibHO-CUMMET-
PUYHOI MO3AHEMN racTpyJibl. 3TO CEPOTOHUH-3P-
ru4yeckue rnepuKkapmm, KOTopble pacrojiararorcs
Ha repegHeM KoHI1le 3apoabiiia. Ha paHHux cra-
IUSIX JeTEKTUPYIOTCSI OT ABYX A0 YEThIPEX Mepu-
KapueB, KOTOpbIe 3aJIeraloT cpeau KJIETOK aIlv-
KaJIbHOM TJIACTUHKM — YTOJIUEHHOM 4acTH MO-
KpOBHOro osmnutenus. HanbHeiiliee pa3BuUTHE
CBSI3aHO C (POPMUPOBAHUEM CJIIOXHOIO allv-
KaJbHOIO OpraHa, KOTOpPBLIM COCTOUT M3 He-
CKOJIBKMX CEepPOTOHUH-3PIrU4eCKUX CEHCOPHBIX
KJieToK. OHM pacrnoJioxXeHbl Ha TpeopabHOM
JIONACTU JUYMHKU TTOJIYKPYTOM, M UX OTPOCTKU,
HaIlpaBJIeHHbIE K LIEHTPY 3TOro IIOJyKpyra,
dopmupytoT Heliponwib (puc. 1 (a-e)). Y P. har-
meri TIEPBBIM MOSIBJISIETCSI HEPBHBIM TPaAKT, IO -
CTWJIAIOIIUU TTOCTPOTOBOU PECHUYHBIN LIIHYD, a
MapruHajbHbIil HEPB, UHHEPBUPYIOLIUN TIpen-
POTOBOM PECHUYHBIN IIIHYP, MOSBIISIETCS MO3XKE.
HNutepecHo, yTo y IM4YuHOK P. embryolabi HepB-
Hble TpPaKThl, MOACTUIAIOIIME ITPEIPOTOBOMN U
MOCTPOTOBOII peCHUYHBIE IIHYpPhI, 3aKJIadblBa-
IOTCSI OMHOBPEMEHHO Ha CTaJIuK1 MOJIOAOMN aKTU-
HOTPOXMU.

VY 6-nHeBHOI TUUMHKU P. harmeri opajibHOe
rnoyie 60raTo MHHEPBUPOBAHO: BIOJb €r0 BEH-
TPAJIBHOW CTOPOHBI IIPOXOAUT BEHTPAJIbHBIN
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HEPBHBIN CTBOJI, aCCOLUMMUPOBAHHBIN C CEpUAIb-
HO pacnoJjioXXeHHBIMU nepukapusmu (Temere-
va, 2012). ITo Mepe pocTa IMYMHKH y HEE MOSIB-
JISIIOTCS 1IynaJiblia, BAOJb JIaTepalbHbIX CTOPOH
KOTOPBIX MNPOXOAUT ITOCTPOTOBOM PECHUYHBIN
mwHyp (puc. 1 (B, e)). ITocTpoTOBOIT HEPBHBIN
TPaKT IPUOOpPETAET CIOXKHYIO MOP(POJIOTHIO, TaK
Kak (opMHUpYyeT OTBETBJACHUSI B IIyNaJjblia.
VY IM4rMHKY NOSBISIETCS 4acTb Teja mofd Iy-
najabliaMy U TEJIOTPOX, C KOTOPBIM aCCOLMUPO-
BaH CEPOTOHMH-3PIrUYECKUii HEPBHBIM TPaKT
(pmc. 1 (B, €)). ¥ nBamuaTUIHEBHOM JTUYMHKHA
XOpOILIIO MWHHEPBUPOBAH MUILIEBAPUTEIbHbBIN
TPaKT: UMEIOTCSI HEPBHbBIE KOJIbLIA BOKPYT MUILIE-
BOJIa, cpenHei 1 3agHeil kumku (puc. 1 (B, €)).

CmpoeHue HepeHOLL cucmembl
Y KOMHNemeHmMHOU NUYUHKU

HepBHas cuctema JTUUMHOK (DOPOHUI U3yde-
Ha Ha pa3HbIX CTAAMUSX JUUMHOYHOTO Pa3BUTUS
METOJaMU TUCTOJIOTUYECKOW TEXHWUKU, TPaHC-
MHUCCUOHHOIW 3JIEKTPOHHOW MMKPOCKOIIMU U
uMMyHorutoxumun  (Zimmer, 1964; Hay-
Schmidt, 1989; Hay-Schmidt, 1990b; Lacalli,
1991; Santagata, 2002; Santagta, Zimmer, 2002;
Sonnleitner et al., 2014; Temereva, Tsitrin, 2014b;
Temereva, 2015; Temereva, 2017c). Ilepen meta-
MOp(dO30M HEpBHasl CcUCTEMa AaKTUHOTPOXU
yCTpOEeHa 04YeHb cJIOXHO (puc. 2 (a)). B xone nu-
YUHOYHOTO Pa3BUTHUS YCIOKHEHUE HEPBHOM CU-
CTEMBI CBSI3aHO B OCHOBHOM C MOSIBJIEHUEM HO-
BbIX HEPBHBIX 3JIEMEHTOB IMPEOPAILHON JOMa-
ctu. Cuurtaercsi, 4yTo Tiepen MeTamMopdo30oM
WMEHHO HEPBHBIE LIEHTPbI MPEOPAITBHOM JoMa-
CTH OTBETCTBEHHBI 32 BEIOOp cyOcTpara JJjIs oce-
naHus. XoTs oOIIMii MaaH OopraHM3allui HEPB-
HOIi CMCTeMbl aKTUHOTPOX CXOAEH, OH JOBOJILHO
CUJIBHO pas3jinyaeTcs B AETalsIX, YTO MO3BOJISIET
BbIIEJIUTh YEThIPE OCHOBHbBIX TUIIAa OpraHu3aluu
HEpPBHOM cucTeMbl TUYMHOK popoHun (Temere-
va, 2017c). DTy paznuuus KacaloTcs CTPOEHUS
anyvKaJbHOrO OpraHa, WHHEpBallUW Ilynajelr,
yucjia W PaCIIONIOXEHUS  JOMOJTHUTETbHBIX
HEPBHBIX LIEHTPOB B MpPEOpaJbHOI JOIMacTh
(puc. 3 (a—r)).

AnUKaJIbHBIN OpraH CTAHOBUTCS OYEHb KPYI-
HBIM 1 Y OOJIBIIIMHCTBA U3YYEHHBIX IUYMHOK CO-
CTOUT U3 HECKOJIbKUX TUIIOB IEPUKAPUEB: BbIIEC-
JIsitoT oT 2 1o 4 Tunos. HanboJiee MHOTOUMCIIEH-
Hbl€ — 3TO CEHCOpPHbIE OWUIIOJSIPbI, HECylUe
JUIMHHBIN KTYyTUK; uXx HacuuTbiBaeTcs 30—50
(puc. 3 (a—r)). Ilepukapuu c oKpyrjioi COMOM 1
KPYITHBIM SIAPOM 3aHUMAIOT 6a3aJIbHOE TOJI0XKE-
Hue uy P. harmeri opMUpyIOT ABE JaTepalbHbIE
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FMRF-amide

Puc. 1. Pa3zButue ceporoHuH-3pruueckoit (Bepxuuii psia) 1 FMRF-amun-spruyeckoil (HUXXHUE psi) HEPBHOM
CUCTEMBI B SMOpHOHAJIbHOM pa3Butum Phoronopsis harmeri. I1lo (Temereva, Wanninger, 2012) ¢ nu3MeHEHUSIMU.
(a, T) — MoJioast aKTUHOTpPOXa, (0, 1) — 6-THEBHAsI aKTUHOTPOXa, (B, €) 20-AHeBHast akTUHOTpoxa. OG03HAYEHUS:
AO — anukanbHbIi oprad, BJIH — BeHTpo-narepanbHbie HelipuTbl, BHC — BeHTpanbHbIi1 HEpBHBII cTBOI, B —
JIopcaJibHbIe BETBU IIYIIAILLIEBOIO HEPBHOTO KoJblla, 3H — 3amHuii TsSoK MapruHaibHoTro HepBa, KIT — Koiblie-
Bble HEHPUTHI NTUIlIeBOAA, JIP — 4yBCTBUTENbHBIE PECHUYKU MOCTPOTOBOTO PeCHUYHOTO 1IHypa, MAH — mapru-
HanbHbIN HepB, MH — menuanbHblii HepB, HAO — Heltponuinb annkaibHoro opraHa, H3K — HelipuTbl BOKpyr
3amHell kuinku, OB — opanbHast BeTBb MapruHajabHOro HepBa, I1 — muineBon, IIM — nepenHuii TS2K MapTuHaIb-
Horo Hepsa, I1JI — npeopanbHas sonacts, [TH — nepBeie FMRF-amun-spruueckue nepukapuu, IICK — nepu-
Kapuu B cpenHeit kuike, [10 — nepukapuu opaiabHoro mnoiisi, THK — nrynansuieBoe HepBHoO Konbio, TH —
HepBHOE KoJiblIo TesoTpoxa, TT — renorpox, I — mrymaneie.

Fig. 1. Schemes of several steps of development of SHT-like and FMRF-amide-like immunoreactive elements of the
nervous system of Phoronopsis harmeri. Based on (Temereva, Wanninger, 2012) with changes. (a, r) — young actino-
trocha, (6, o) — 6-days-old actinotrocha, (B, ) 20-days-old actinotrocha. Abbreviations: AO — apical organ, BJIH —
ventro-lateral neurites, BHC — ventral nerve cord, IB — dorsal branches of tentacular nerve ring, 3H — posterior
part of the marginal nerve, KIT — circular neurites of esophagus, JIP — sensory cilia of postoral ciliated band,
MAH — marginal nerve, MH — median nerve, HAO — neuropil of the apical organ, H3K — neurites around hind-
gut, OB — oral branch of the marginal nerve, I1 — esophagus, IIM — anterior part of the marginal nerve, I'1JI — preo-
ral lobe, ITH — first FMRF-amide-like immunoreactive perikarya, [ICK — perikarya in the midgut, ITO — perikarya
of the oral field, THK — tentacle nerve ring, TH — telotroch nerve ring, TT — telotroch, 11l — tentacle.
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YU

Puc. 2. Opranu3zauust HEpBHOU cuctemMbl y Phoronopsis harmeri Ha pa3HBIX CTaAWSIX XU3HEHHOTO LMKIA. (a) —
KOMITeTeHTHast TnunHKa (o Temereva, Tsitrin, 20146 ¢ u3MeHEeHUSIMU); MOKa3aHbl HEPBHBIE 3JIEMEHTHI, BbISIBJISI-
eMble UMMYHOLIMTOXUMHMYECKOI peakireil K alileTUJInpoBaHHOMY alibda-TyoynuHy, ceporoHnHy, FMRF-amuny,
a TaKKe METOJIOM TPAaHCMHMCCHUOHHOM 3JIeKTPOHHOI MUKPOCKONNH, (6) — IOBEeHIIbHOE XXnBOTHOE (110 Temereva,
Tsitrin, 2014a c U3MEeHEHUSIMU ) ; TTOKa3aHbl HEPBHbBIE JIEMEHTHI, BBISIBJISIEMblE UMMYHOLIMTOXUMUYECKOI peaKIiy-
eil K alleTUJIMPOBAaHHOMY ayib(a-TyOyJIMHY U CEPOTOHUHY, a TaKXKe METOIOM TPAaHCMMCCUOHHOM 3JIEKTPOHHOM
MHUKPOCKOITNH, (B) — FOJIOBHOI KOHEII TeJIa B3pOCI0ro XXuBoTHOro (1o Temereva, 2015 u Temereva, 2020 ¢ u3me-
HEHUSIMU); TOKa3aHbl HEPBHbBIE 2JIEMEHTbI, BbISIBJISIEMble UMMYHOIIMTOXMMUYECKOM peakiiueil K alleTUIMpOBaH-
HOMY abha-TyOyJIMHY U CEPOTOHUHY, (I') — cXeMa YJIbTPacTPyKTYPHOI OpraHu3aiuu y4yacTKa IIynaiblieBOTO
HepBHoOro Kojbla (o Temepea, Manaxos, 2009 ¢ usmeHenusimu). O603HaueHus1 (cM. Ha puc. 1): AK — aHab-
HBII KOJIbLIeBOiIT Heiiput, AP — abdpoHTanbHbIE HEPBHI HIymanel, B — BopotHuuok, BK — BcriomorarenbHast
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kiretka, BM — BHexieTouHsblid Mmarpukc, ' MII — rpynmbel MexinynaiableBeix nepukapueB, [HB — ruranTckoe
HepBHOe BoJIoKHO, III" — mopcanbHoe HepBHOe cruiereHue, JII'TI — mopcanbpHbie rpynmsl nepukapues, MH —
BCTaBOYHBIM HeiipoH, K — koMmuccypa, KB — kietku sanunepmuca, JIA® — narepo-adpoHTaIbHbIE HEPBHI 1I1Y-
nmastent, JI® — natepo-dbpoHTaNbHBIE HEPBHI IyTajel], MK — HeiipuThl 1 epuKapuu MeTacoOMaJIbHOTO KapMaHa,
MHK — manoe HepBHOe Kojiblio, MoH — MoTopHsIii HelipoH, MIIIH — mexiynanslessie HepBbl, HIIT — Heii-
puThl TMYMHOYHOrO Tena, [TK — nepukapwmii, [TICO — nepenHuii ceHcopHbIit opraH, [1® — nmpomexyTouHble Hu-
nmameHnThbl, CH — uyBcTBUTENbHBIN HelipoH, THIT — TynoBuiHEBIM HEpBHLI riekcyc, DH — ¢ppoHTaNbHBIE HEPBHI
1rynasetl.

Fig. 2. Organization of the nervous system at different stages of the life cycle in Phoronopsis harmeri. (a) — competent
larva; based on (Temereva, Tsitrin, 20146) with changes; elements detected by staining with acetylated alpha-tubu-
lin, serotonin, FMRF-amide, and by transmission electron microscopy are shown, (6) — juvenile; based on (Te-
mereva, Tsitrin, 2014a) with changes; elements detected by staining with acetylated alpha-tubulin, serotonin, and by
transmission electron microscopy are shown, (B) — the head of the adult; based on (Temereva, 2015) and (Temereva,
2020) with changes; elements detected by staining with acetylated alpha-tubulin and serotonin are shown, (r) —
scheme of ultrastructure of tentacle nerve ring; based on (Temereva, Malakhov, 2009) with changes. Abbreviations
(see Fig. 1): AK — anal circular neurite, A® — abfrontal tentacle nerve, B — collar fold, BK — helper cell, BM —
extracellular matrix, ' MII — groups of intertentacular perikarya, THB — giant nerve fiber, [II' — dorsal nerve plexus,
JATTI — dorsal groups of perikarya, MH — interneuron, K — commissure, KB — epidermal cells, JIA® — latero-ab-
frontal tentacle nerve, JI® — latero-frontal tentacle nerve, MK — neurites and perikarya of metasomal sack, MHK —
minor nerve ring, MoH — motor neuron, MIIIH — intertentacular nerve, HJIT — neurites of larval body, I1K — pari-
karyon, IICO — anterior sensory organ, I1® — intermediate filaments, CH — sensory neuron, THII — trunk nerve

plexus, ®H — frontal tentacle nerve.

CPYNIbI, OT KOTOPBIX O€PYyT HAYajl0 JOpPCAJIbHBIC
BeTBM mocTporoBoro Hepma (Temereva, Wan-
ninger, 2012; Temereva, Tsitrin, 2014b). C mop-
CaJIbHBIMM BETBSIMU CBSI3aHbI JOPCAJIbHBIC TPYII-
bl riepukapures (puc. 3 (a—B)).

Bnepen ot anvkajabHOTO OpraHa OTXOAUT Me-
NUaJIbHBI HEpPB, CTPOEHUE KOTOPOTO CUJIbHO
YCIIOXHSIETCS Tepen MeTaMop(d030M U CBSI3aHO C
nosiBJieHWEM (DPOHTAIBHOTO opraHa (puc. 2 (a)).
DpoHTABHBIM OpraH UMEeTCsl y BCeX JIMUYMHOK
(hopoHu 1 B OOIBILIMHCTBE CTydaeB pacriojaraeTcst
HelayieKo OT anMKaJbHOro oprana (puc. 3 (a—r)),
OTHAKO MOXeT ObITb CMellleH OJimke K Kpalo
npeopanbHoii jonactu (Temereva, Tsitrin, 2014b).
VY HeKoTOpbIX JUYMHOK Kpome (POHTaTbHOTO
opraHa MMEIOTCS IOPYTre€ HEPBHBIE LIEHTPBHI B
npeopajibHOM Jionactu. HanboJbliiee Ux 4UCiIo
OBLIO BBISIBICHO Y JMYUMHOK P. embryolabi (Te-
mereva, 2017c). O6uire HepBHBIX LIGCHTPOB Mpe-
OpajbHOI1 IoNacTu y IMYuHOK P. embryolabi, Be-
pOSITHO, CBSI3aHO C OCOOBIM 0O0pa3oM >KM3HU
B3pOCJbIX TIpencTaBuTesnieid 3toro Buaa. OHU
JKMBYT B HOpax pPOIOLIMX KPEeBETOK U IIJISI MPO-
XOXIEeHUsT MeTaMopdo3a NOJKHBI HAWTU Kpe-
BETKY (CM. HUKE).

MHuHepBanus 1iynaiel oCyuecTBIsIeTCs Mo-
pazHoMy (puc. 3 (a—B)). Y pa3HbIX JUUNHOK (ho-
POHUI onrcaHo 3, 5 1 6 HEPBHBIX TPAKTOB, MPO-
XOMISIIIMX B KaXKI0M IyTaiblie. Majnoe HepBHOE
KOJIBIIO JaeT (bpOHTalbHbIE, JIaTepo-adbhpPOH-
TaJIbHbIE ¥ B HEKOTOPBIX CiIydyasix JaTepo-(ppoH-
TaJIbHbIE IIIyTNaJblieBble HepBHbIE TpakThl. Llly-
MaJIbLEBOE HEPBHOE KOJIBLIO MOXET JaBaTh JlaTe-
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po-abdpoHTaNIbHbIE U A0(PPOHTAIILHBIE HEPBHBIE
TpakThl (puc. 3 (a—r)).

Memamopghos

IlocnenoBatenbHble cTaguu MeTaMopdo3a
¢opoHua M3y4yeHbl B OCHOBHOM THCTOJIOTHYE-
CKUMHU METOIAaMHU U TTOCBSIIIEHBI CyIb0€ OTIEIb-
HBIX cucTeM opraHoB. OaHakKo npeoOpa3oBaHUsl
HEPBHOM CHUCTEMBI HOJITO€ BPEMS OCTAaBAINCH
OpakTU4YeCKU HeuccaeaoBaHHbIMU. C MosBie-
HHUEM METOAO0B MMMYHOLIUTOXMMUU U KOH(DO-
KaJIbHOM JIa3€pHOM CKAHUPYIOLIEH MUKPOCKO-
OUA TI0SIBWJIACh BO3MOXHOCTh IIPOCIEIUTH
Ccynb0y OTAEAbHBIX HEPBHBIX 3JIEMEHTOB JTUYMH-
K1 B Metamopdose (Santagata, 2002, 2004; Te-
mereva, Tsitrin, 2013, 2014a).

Haubonee netanbHO NpeodbpazoBaHUE HEPB-
HOIi cUCTeMbl MpyU MeTaMopdo3e aKTUHOTPOXU
U3y4YEHO TOJILKO Ha OIHOM BuAe (opoHud —
P. harmeri (Temereva, Tsitrin, 2014a). Metamop-
(o3 HauMHaeTcsl ¢ pe3KOoro CokKpallleHus TeJia
JIMYUHKU: €€ IJIMHA YMEeHbIIIaeTCsl MTPUMEPHO B
3 pa3za 3a cueT COKpallleHUs 3aJHUX U TTIePETHUX
MBI peTpakTopoB. CokpallleHue MPUBOIUT K
MOBBIIIEHUIO JaBJIEHUSI BHYTPU TYJOBMUILHOTO
1eJoMa JUYMHKU, YTO UHUILIMUMPYET BbIBOpAYM-
BaHHe MeTacoMajibHoro kapmaHa (Temereva,
Tsitrin, 2013; Temereva, Malakhov, 2015). Mera-
COMaJIbHbIM KapMaH — 3TO IIIyOOKO€ BIsSTYMBa-
HUE TTOKPOBOB TeJjla Moj LIyIajlbliaMu, KOTOPOe
MOSIBJISIETCS Y TMYMHKM 3aJ10JIT0 10 MeTaMopdo-
3a, pacTeT U 3aHMMaeT BeCb 00beM TYJIOBUIIIHOTO
Hesioma (puc. 2 (a)). MertacoMaabHbIli KapMaH
XOpOIIIO MHHEPBUPOBAH TYCTOU CEThIO CEpPOTO-
Ne 3
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Puc. 3. YerbIpe THIIa OpraHU3alMi HEPBHOM CUCTEMBI Y KOMITETEHTHBIX JIMYMHOK popoHu (o Temereva, 20178
c UBMeHeHusIMun). (a) — TII- 1, onucanHbiil y Actinotrocha D u Actinotrocha C (310 1TM4nHKM (hOpOHUI, BUITOBYIO
IPUHAIJIEKHOCTb KOTOPBIX IO CUX IIOp HE YIAaeTCsI yCTaHOBUTHD), (0) — TUM-2, ONMCAHHBINA Y IUIYUHOK Phoronis
pallida, P. vancouverensis u P. hippocrepia, (B) — CTpOSHUE HEPBHOM CUCTEMBI Y KOMIIETEHTHBIX JIMMUHOK Phoron-
opsis harmeri, (T) — CTpO€HUE HEPBHOI CUCTEMBI Y KOMIIETEHTHBIX JIMYUHOK Phoronis embryolabi. O603HaYeHUsI
(em. puc. 1, 2): IJIC — nopco-narepanbHoe ceHcopHoe 1oie, JIJIH — nopco-n1arepanbHbie HEHPUTHI IIPEOPATLHOK
snonactu, @O — ppoHTaANIBHBII OpraH.

Fig. 3. Four types of organization of the nervous system in competent phoronid larvae. Based on (Temereva, 2017B)
with changes. (a) — type-1, described in Actinotrocha D and Actinotrocha C (these are phoronid larvae, which can-
not be still matched any known phoronid species), (6) — type-2, described in Phoronis pallida, P. vancouverensis, and
P. hippocrepia, (B) — organization of the nervous system in competent larvae of Phoronopsis harmeri, (r) — organiza-
tion of the nervous system in competent larvae of Phoronis embryolabi. Abbreviations (see Fig. 1 and Fig. 2): JIJIC —
dorso-lateral sensory field, JIJTH — dorso-lateral neurites of the preoral lobe, @O — frontal organ.
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HUH-3PTUYECKUX HEPBHBIX BOJIOKOH 1 CBS3aH-
HBIX ¢ HUMU IepUKapUeB. DTU HEUPUTHL U IIePU-
Kapuy OaayT Hadajao TYJIOBUIIHOMY HEPBHOMY
IUIEKCYCY B3pOcJioro xkuBoTHoro. [locie BeiBOpa-
YrBaHUS METACOMAILHOTO KapMaHa MPOUCXOIUT
Maliepanusi IpeopajabHON JIONAacTu U ee Ioeaa-
Hue. Bce HepBHBIE LIGHTPHI, CBSI3aHHBIE C IIpe-
OpaJIbHOI JIOMAacThlO, B XoAe MeTraModpo3a I10-
efarTcs (popMUPYIOIIMMCSI I0BEHWIBHBIM Opra-
HuU3MoM. OmHaKO COXpaHSIIOTCS JIOopCabHbIe
rPYNIbl NepUKAPUEB, CBI3aHHbBIE C TOPCATbHbI-
MU BETBSIMU MOCTPOTOBOTO Hepna (puc. 2 (0)).
I'pynmbl neprkapreB 0Ka3blBalOTCS HA CITMHHOM
CTOpPOHE Teja IOBEHUJIBHOTO XKMBOTHOTO M CO-
€IUHSIOTCS APYT C APYTOM TOJICTOM MOMEPEUYHOMN
KOMMUCCYpPOIi, TaK 4YTO (hOPMUPYETCS TaK Ha3bl-
BaeMbIii “komuccypalibHblii Mo3r” (Temereva,
Tsitrin, 20146). B Tonme koMuccypbl Ha mocie-
OYIOIIMX CTaAusIX OOHAPYKUBAETCsI T'MTAaHTCKOE
HEPBHOE BOJIOKHO, KOTOpPOE 3aTeM CTaHET I'u-
TaHTCKUM HEPBHBIM BOJIOKHOM B3POCJIOTO K-
BOTHOro. B MeraMopdo3e coxpaHsieTcsl TakKe 1
Majioe HEpBHOE KOJbLO JuuuHKM. lllymanbna
JIMYMHKU TpaHchopmupyrorcsi. UHTepecHO oT-
METUTh, YTO Y Pa3HbIX (POPOHUI JUYMHOUYHbBIS
LIynajblia IIpeTepIieBaloT pa3Hble M3MEHCHUS:
(1) dopmupylolascs 10OBEHUIb MOXET CbhbelaTh
LIyIaabLa HEIUKOM, U 1e(UHUTUBHBIC IIyTAJIb-
11a 00pa3yloTCsI 3aHOBO U3 HEOOJIIIINX OYyTOPKOB;
(2) nedMHUTUBHBIEC NHIyITaJIbIa MOTYT 3aKJIaIbl-
BaTbCs €llle HA JIMYMHOYHOM CTaAuM MO A4~
HOYHBIMU IlIyHajbliaMW, KOTOPbIe B MeTaMOp-
¢o3e noenarrcs; (3) IMUMHOYHBIE LIyHaablia
MOTYT HampsiMyio TpaHC(OPMUPOBATHLCS B Jie-
(UHUTUBHBIC, OAHAKO W3 HUX BHIOABIMBAETCS
BIIUTENNII ITOCTPOTOBOIO PECHUYHOIO IIHYypa,
KOTOPBIN 3aTeM IoedaeT I0BEeHWIb. TpaHcdop-
Malusl 1ymnajiel OpUBOAUT K U3MEHEHUIO MX
nHHepBanuu (puc. 2 (6)). @opmupylorcst abd-
¢dpoHTaAJIbHBIE HEPBHBIE ITYYKH, a IaTepO-PPOH-
TaJIbHbIE OKa3bIBAIOTCSI HE CBSI3aHHBIMU HU C Ka-
KMMM HEPBHBIMU TpakTamMu (cM. HmKe). Tyio-
BUIIEC JIMUYMHKU  IIOABEPracTcsl  CHIbHOIL
PEAYKIIMM U COXpaHsIeTCs JIMIIb KaK HeOOJIbIION
Y4acTOK TeJjla MexXAy pToM u aHycoM. CoxpaHs-
IOTCSI 1 HEKOTOpble HEHPUTHI, NTHHEPBUPOBAaB-
LI1€e JUYMHOUYHOE TeJI0. TeI0TPOoX U CBI3aHHbIS
C HUM HEepBHbIE KOJiblla MOJHOCTbIO JE€reHepU-
pyioT. IIuieBapuTeNabHbIN TPaKT JUYUHKU Ha-
OpsSIMYIO CTaHOBUTCS Ae(UHUTUBHOIM IMILEBA-
pUTEJIbHOM TPYOKOIt 1, BEPOSITHO, COXpPaHSET
HEpPBHBIE 2JIEMEHTHI, TIOSIBUBILMECS €11Ie Ha JI1-
YUMHOYHOM cTaguu (puc. 2 (0)).
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CmpoeHue Hep8HOIL cucmembl y 83p0CcablX hoOpoHUD

OO011ast aHATOMMSI ¥ TUCTOJIOTHSI HEPBHOM CH-
CTeMBI B3POCJIBbIX (POPOHMA MCCIAECOOBAHBI I0-
BOJILHO TOJHO U MPUBEIEHBI B HECKOJIBKUX
KJIACCUYECKMX aHATOMMYECKUX HCCIIeTOBAaHUSIX
(Selys-Longchamps, 1907; Silén, 1954; Bullock,
Horridge, 1965). Han6onee nogpobHoe onuca-
HUE, BBIMOJIHEHHOE C HCII0JIb30BAaHUEM THCTO-
JIOTUYECKOU METOIUKMU, TIPECTaBIIeHO B paboTe
Cunena (Silén, 1954), pe3ynbTaTbl KOTOPOIi BO-
IIJTM BO MHOTHE OOIIIMe CBOAKH T10 (hopoHUIaM
(Hyman, 1959). B nocinenHue aecaTuieTus Io-
SIBJISUTUCH pabOTHI, B KOTOPBIX OTHEIbHBIC BJIe-
MEHTbI HEPBHOM CUCTEMBI ObLIN MCCIIEIOBAHBI C
MMPUMEHEHUEM METOIOB MMMYHOLMTOXUMUMN U
TPAaHCMUCCUOHHOM 3JIEKTPOHHOII MUKPOCKO-
mmuu (Jlaryrenko, 1996; Jlaryrenko, 1997; Jlary-
teHko, 1998; Jlaryrenko, 2002; Fernandez et.al.,
1996; TemepeBa, MamnaxoB, 2009; Temereva,
2015; Temereva, 2017b; Temereva, 2020).

¥V B3pocabix GOpoHUI BCE BJIEMEHTbI HEPB-
HOI CHUCTEMBI 3aJIeraloT WHTPA3MUIECPMAIIbHO:
HaJ CJIOEM BHEKJIETOYHOTO MaTpUKca Mexy 0a-
3aJIbHBIMU OTPOCTKAMU KJIETOK TOKPOBHOIO
snutenus. [1o cytu, HepBHas cuctema (popoHU
MpencTaBisieT co00il HEpBHBIN TUIEKCYC (CeTh),
KOTOPBI (hOpMUPYET CTyLIEHUSI B HEKOTOPBIX
ydyacTKax Teja, oopasysl NiaBHble HEPBHbBIE 3Jie-
MEHTBI. ¥ OOJBIIMHCTBA (POPOHU TaKMX TJIaB-
HbIX HEPBHbBIX 3JIEMEHTA JIBa: JOpCaIbHOE HEPB-
HOE CIUIETeHME U IIyTNaIblIeBO€ HEPBHOE KOJIbLIO
(puc. 2 (B)). CTpoeHMne HOpCaJIbHOTO HEPBHOTO
CIUIETEHUSI HE COOTBETCTBYET ONpPEICICHUIO
ranrug (Richter et al., 2010) 1 umeeT nHOE, He-
JKEJIM TUIIMYHBIA TaHDIWM, pacrojloXeHue
HEPBHBIX 2JIEMEHTOB — MEPUKAPUEB U HEUPOIU-
Jis1. JlopcaipHOE HEpBHOE CIUIETEHUE pacrosara-
eTcst Ha MOpP(GhOJOrMYECKU TOPCATbHON CTOPOHE
Tejla — MeXAay pToM U aHycoMm. OT 1opcaibHOTO
HEPBHOTIO CIUIETEHUsI BIPABO 1 BJIEBO PACXOAsT-
CSl KOJIblIEBble HEPBHbIE BOJIOKHA, (POPMUPYIO-
1IMe IIyrnajablieBoe HEpBHOE KOJbI10. OHO Mpo-
XOOUT C HAPY>KHOM CTOPpOHBI Ioodopa, B OCHO-
BaHWM IIynajel W y BUIOB pona Phoronopsis
MNPUKPHBITO BOpoTHUYKOM (puc. 2 (B)). Ko pty oT
JIOPCATTbHOTO HEPBHOTO CIIETEHUST OTXOAUT Y3KUIA
HEPBHBII TPAKT — BHYTPEHHEE HEPBHOE KOJIBIIO,
KOTOpPO€ TPOXOIUT B OCHOBAaHUM WIyMaJel] C UX
(poHTaIBLHOI CTOPOHBI. OT HOPCATBLHOTO HEPB-
HOTO CIUJIETEHUS] BOPABO U BJIEBO OTXOIST IBa
(mpaBoe u neBoe), MO0 TOJLKO OOHO (JIEBOE)
TATAaHTCKUX HEPBHBIX BOJIOKHa (puc. 2 (B)).
BaxHoii cocraBisitonieifi HEpPBHOW CUCTEMBI
B3POCJbIX (POPOHU SIBJISIETCSI HEPBHBIM TJIEKCYC
Ne 3
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TYJIOBMIIIA U HEPBBI, POXOISIIME B IIyNalbliax
(cM. HIXKeE).

[ymanblia ”THHEPBUPYIOTCS OT LIYITaIbLIEBO-
ro HEpPBHOIO KOJblla U BHYTPEHHETO HEPBHOIO
Kosb1a (puc. 2 (8)). OT mynajabLeBOro HEPBHOIO
KOJIbLIA OTXOJISIT MHOTOYKMCJIEHHbIE aO(pPOHTAJIb-
HbIE€ HEPBBI, U3 KOTOPBIX BBIACISIOTCS JaTepo-a0-
(bpoHTaNBHBIE, TEMOHCTPUPYIOIINE UMMYHOpPE-
AKTUBHOCTb K cepOTOHUHY. ®PpOHTAIBbHBII HEPB-
HBIN ITy4OK OTXOAUT OT BHYTPEHHETO HEPBHOTO
KoJiblia. Y Bcex (OpOHUA MMEIOTCS JaTepo-
¢dpoHTAJIbLHBIE HEPBHBIC TPAKThl, KOTOPHLIEC CBSI-
3aHbl JUOO C BHYTPEHHUM HEPBHBIM KOJILLIOM,
JINOO C MEXIIYIATbLIEBBIMU IPYMIIaMU MEepUKa-
pUEB, KOTOPbIE HE CBSI3aHbI C HEPBHBIMM TPaKTa-
MM U, BO3MOXHO, XapaKTePHbI TOJbKO IJISI BU-
JIOB CO CJIOXXHO YCTpOeHHBIM Jiopodopom (Te-
mereva, 2020). Ipymnmbsl MeXIIyIajablieBhIX
repuKapreB, BEposTHO, paboTaroT Kak aBTO-
HOMHBIE HEpPBHBIE LIEHTPBI, KOOPAUHUPYIOIINE
paboTy coceqHUX LIyTIajell.

Bce mieMeHTBI HEpBHOU cucTeMbl (DOPOHUT
3aJIeTaloT B TOJIIIE TIOKPOBHOTO SIUTEINS — WUH-
TpasNuaepMaibHO, OPraHU30BaHbl MO OOIIEMY
TUIaHY Y COCTOSIT KaK Obl U3 HECKOJIbLKUX SIPYCOB
(Fernandez et al., 1996), (TemepeBa, Manaxos,
2009; Temereva, 2020). BepxHuii sipyc cocTas-
JISIIOT TeJjla 3MUTEIUaIbHBIX KJIETOK, 00pasylo-
IIMX MOKPOBHLIN anuTenuii (puc. 2 (r)). Cornac-
HO coBpeMeHHBbIM npenctasieHusam (Helm et al.,
2017; Beckers et al., 2019) aTu snuTenraIbHbIC
KJIETKU, BEPOSITHO, SIBJISIOTCS KJI€TKaMU TaK Ha-
3bIBAEMOI paauabHOM INIMU, MOCKOJbKY B MX
JUIMHHBIX 0a3ajibHbIX OTPOCTKAaX MPOXOJSIT ITy4d-
KM 3JIEKTPOHHO-TUIOTHBIX TPOMEXXYTOYHBIX (DU~
JameHTOB (puc. 2 (r)). Ilom Tenmamu snuaep-
MaJIbHBIX KJIETOK pacliojararoTcsi Tejla HEpBHBIX
KJIETOK — MepuKapuu HeiipoHOB. TUIIbI TIeprUKa-
pueB pasauyaroTcd MO OCOOEHHOCTSIM  YJib-
TPacTPyKTyphl, pa3zMepam, SAepHO-LIMTOILIA3-
MaTU4Ye€CKOMY COOTHOILIIEHUIO U T.1. B nopcainb-
HOM 3MUTEJIUU MHOTOYUCICHHbI KPYITHbIE
NepuKapun C 3JIEKTPOHHO-CBETJION LMTOMJa3-
MOM W OKpPYTJbIM KPYMHBIM SIAPOM, TOTJa Kak
OCHOBY IIYIaJIbLIEBOTO KOJIbLIEBOIO CIUIETEHUS
COCTaBJISIIOT OTHOCUTEJIBHO HEOOJIbIINE Mepu-
Kapuu C 3JIEKTPOHHO-IJIOTHOM LIMTOIUIa3MOMN U
HenpaBWJIbHOK ¢opMbl sgapoM. TTon nnepukapu-
SIMU HEMPOHOB pacIiojiaraloTcsl KJIETKH, KOTO-
pbi€, BO3BMOXHO, BBIMTOJHSIOT MUTAIONIYIO (DyHK-
LIUIO JJ1s1 HEPBHOI TKaHU (puc. 2 (T)). DTU KJIeT-
KM 00pa3yloT OTPOCTKU, KOTOPbIE OXBaTbIBAIOT
NepuKkapuyd 1 IIYYKM HEPBHbIX BOJIOKOH. OT-
POCTKHM 3TUX IMUTAIOILIMX KJIETOK COAepXKaT Xa-
paKkTepHble KPYIHbIE 3JIEKTPOHHO-TUIOTHBIE
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BKJTIOUEHMSI OBAIbHOM popmbl. CaMbIil HYDKHUNA
CJIOI COCTaBJISIIOT HEPBHbIE OTPOCTKU U OTPOCT-
KM MNUTAIOIIUX KJIETOK, KOTOpbie (DOPMUPYIOT
Heliponuib HEIOCPENCTBEHHO Hal 0a3ajlbHOM
MJIacTUHKOM (puc. 2 (0)).

SAKITIOYEHUE

DopoHuUIbl TPEACTABISIOT CO00I YHUKAIb-
HbIIi TTIpUMep KOMOWHAIIUU pa3IMYHbIX TJIaHOB
CTPOEHUS Ha B3pOCJION U JUUMHOUYHOMN CTaausIX
JKM3HEHHOTO 1LIMKJa. DTO KacaeTcss Kak Mopdo-
JIOTUU BCETO TeJia, TaK U OpraHu3aliii HEPBHOI
CUCTEeMBI. Y JTUUUHOK (DOPOHUJT UMEETCS CIO0XK-
HO OpPraHM30BaHHbIN anUKaJbHbIN OpraH — JIu-
YUHOYHBIN MO3T. [TosiBjieHue repBbIX HEPOHOB
MPOUCXOAUT Y (DOPOHUIT HA alTMKaJIbHOM KOHIIE
JUYUHKU. [ paHHUX CTaavii pa3BUTUS TIep-
BUYHOPOTBIX XXMBOTHBIX XapaKTepHO (hOpMUPO-
BaHUE TaK Ha3bIBa€MbIX TMOHEPHBIX HEPOHOB,
KOTOpPBIE MOSIBJISIIOTCS HA 3aIHEM KOHIIE SMOpU-
OoHa U (POPMUPYIOT HEPBHBIE TPAKThI, IO KOTO-
pbIM 3aTeM OyneT pa3BUBATbCS JTUYMHOYHAS
HepBHas cucrtema (Hesnun, 2010; Boponex-
ckas, MBamkuH, 2010). 3aTeM nuoHEepHbIE HEli-
pOHBI MCYe3aloT. Y BTOPUYHOPOTHIX IEPBbIe
HEUPOHBI NOSBIISIIOTCS Ha TepeaIHEeM KOHLIE M-
OpMOHa, a MMOHEPHbIE HEUPOHBI (KOTOpPbIE UC-
ye3aloT B XOJ€ pa3BUTHUSI) He OOHapyXKEHBI.
B aToM KJTI0Ue paHHee pa3sBUTHE HEPBHOM CU-
cTeMbl (POPOHUABI AEMOHCTPUPYET IPU3HAKU,
XapaKTepHbIE [JISI BTOPUYHOPOTBIX XKUBOTHBIX.
B TO Xe BpeMs CTOMT OTMETUTb, YTO MOSIBJICHUE
anMKaJIbHOTO opraHa y QOpOHUI MPOUCXOIUT He
Ha paHHUX CTaAUsIX pa3BUTHUS, a HA OuJtaTepaib-
HOM cTaauM mo3aHer racTpyibl. PanuanbHble
cragun (a y ¢opoHum 3To GiacTyya), XOTd U
WMEIOT TEMEHHYIO ITAaCTMHKY W aluKaJlbHbIA
CYJITAHYMK, HO allMKaJIbHOIO HEPBHOTO LIEHTpa
muuieHbl (Temereva, Wanninger, 2012). UMeHHO
pagraibHO-CUMMETPUYHBIX TUYMHOK — OJ1acTy-
JIy M TacTpyJly — clielyeT paccMaTpuBaTh KaK Ha-
CTOSIIIMX JIMUMHOK, CBOMCTBEHHBIX KM3HEHHO-
My LMKy obiuero mpenka Bilateria, Torma Kak
ounarepaibHO-CUMMETPUYHBIE JIMUMHKU — 3TO
MOAHSTHIE B TOJIIILY BOAbI IoBeHUIU (MaaxoB u
ap., 2019). OTcyTcTBUEe alMKaJIbHOIO OpraHa Ha
PaHHUX CTaausSIX Pa3BUTUS HE TOJbKO Y (POpo-
HUI, HO Y y JAPYTMX NEePBUYHOPOTHIX, a TaKXKe
BTOPUYHOPOTBIX, CTABUT MOA COMHEHHUE UJICIO O
TOM, 4TO y Iipeaka Bilateria nMesicsi HepBHBIN
LIEHTP, a HE TOJIbKO HEPBHLIN 1iekcyc (Arendt et
al., 2008; Nomaksteinsky et al., 2009). MuTepec-
HO, OJTHAKO, YTO YK€ Ha PAaHHUX CTaIUsIX pa3BU-
TUS Yy OJacTyJibl MOSIBSIETCS allMKajlbHas Tuia-
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CTMHKA U TEMEHHOI1 CyTTaHYMK. Bo3MOXHO, 4TO
Ha caMbIX paHHUX CTaIMUAX y OJIaCTYJ U TacTPyJl B
o0jacT TeMEHHOW MJIacTMHKU IuddepeHn-
PYIOTCSI KJIETKU, IKCIPECCUPYIONINE HETUITY-
HbIe [IJIsI allMKaJIbHOTO OpraHa HEeWpoMeanaTo-
pol. Torma anmukaabHBIA OpraH OuMaTepabHO-
CUMMETPUYHBIX PECHUYHBIX JTUYMHOK CJIEayeT
paccMmarpuBaTh Kak HOBOOOpa3oBaHME, TTIOSIBUB-
1eecs, BEpOSITHO, IJISI TTOAAEPXKAHUSI CBS3U CO
B3POCJIBIMU XKUBOTHBIMU U JJII MHULIMAITAN ME-
tamopdo3a (Boponexckasa u np., 2008). Ecom
TaK, TO AllMKAJIbHBIA OpraH JWYMHOK OwiaTe-
PaIbHO CUMMETPUYHBIX JKWBOTHBIX — 3TO BOBCE
HE TIEPBUYHBIIA MO3T, a BTOPUYHOE ITpHoOpeTe-
Hue. UMeHHO ITO3TOMY alMKaJIbHBIN OpraH MC-
yezaeT B Metamopdose. Hacrogmum ke 1ep-
BUYHBIM MO3TOM CJIEAYeT CUMTATh abOpaabHBII
OopraH pagrajbHO-CUMMETPUYHBIX IMIYUHOK Bi-
lateria — 6macTyn m paHHuUX ractpyia. Tem He Me-
Hee alMKaJIbHBIM OpraH MOsIBUJICS ellle y Ouia-
TepaJdbHBIX IMIYMHOK Mpenka Bilateria n, KoHeY-
HO, He BO3HMKAJI HE3aBUCUMO B Pa3HBIX TPYyIIax
(Marlow et al., 2014).

MHuTtepeceH TOT ¢dakT, YTO y JUYUHOK P. em-
bryolabi HepBHBIE TpaKThl, IOACTUJIAIOIINE
MPEAPOTOBOM U MOCTPOTOBOM PECHUYHBIE IIHY-
pbI, TIOSIBJISIIOTCSI B SMOPHMOHAJIILHOM Pa3BUTUM
OIHOBPEMEHHO. DTO, HECOMHEHHO, CBUIIETEIb-
CTBYeT O €IMHCTBE PECHUYHOIO alllapara OKo-
JIOPOTOBOII PECHUYHOM 30HBI AKTMHOTPOX W,
BO3MOXKHO, BCEX PECHUYHBIX JIMUMHOK Bilateria
(ManaxoB u 1p., 2019).

XoTs1 HepBHasi CCTeMa PECHUYHBIX TUYNHOK
Bilateria neMOHCTpUpYeT CYLIECTBEHHYIO Ilja-
CTUYHOCTb, TMPUHSATO, TEM HE MEHee, CUUTATb,
YTO JUISI IMYMHOK MEePBUYHOPOTHIX XapaKTEPHO
HaJIMUMe MaJIOKJIeTOUYHOIO alMKaJIbHOIO opra-
Ha, COCTOSIIIEro 13 HEOOJbIIIOTO YMC/Ia epUKa-
puesB (0T 4 1o 16), Torna Kak y JMMMHOK BTOPUY-
HOPOTBIX alMKaJIbHbBI OpraH COCTOUT U3 0OJIb-
moro 4uciaa nepuxkapuen (O6onee 30) (Hay-
Schmidt, 2000). B cocTaB anmuKajabHOIO OpraHa y
aKTMHOTpOX BXxoouT Oosiee 50 mepuxkapueB 10
YeThIpeX Pa3IMYHBIX TUIIOB, YTO JAEJaeT ero Io-
XOXXKMM Ha anuKaJbHbIA OpraH JUYMHOK BTO-
puyHOpOTHIX. Ellle 0oqHON MHTEepecHOit 0coOeH-
HOCTbIO HEPBHOM CUCTEMbI aKTUHOTPOX SIBJISICT-
Csl HaJIMYMe IOpCaAJbHBIX TPYIN TepuKapues,
CBSI3aHHBIX C OCHOBAHUSIMU JIOPCAJIbHBIX BETBE
IIyTaJIbLIEBOTO HEPBHOIO KoJiblla. MMeHHO 3Tn
IpYIINbI IEpUKapUEB B Xoae MeTamopdo3a 1aloT
JlopcajbHOE HEPBHOE CIJIETEHUE B3POCJIOTO XM~
BOTHOro. Hanuuue nopcajabHBIX IPYIIN MEepUKa-
pueB — 3TO “aAyJdbTHBINA” MNpPU3HAK, KOTOPIA
CBUJIETEJILCTBYET O TOM, YTO KOMIIETEHTHasl aK-
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TUHOTPOXA — 3TO YK€ HE COBCEM JIMUYMHKA, I10-
CKOJIbKY OHa MMEET MHOTME 4YepThbl CTPOCHMUS
B3POCJIOr0 XKMUBOTHOI'O. DTO HE TOJbKO J0pCaslb-
HbI€ TPYMIbI IIEpUKApUEB, HO U HAaJIU4YHUE MeTa-
COMaJIbHOIO KapMaHa 1 MOJHOCThIO CHOPMUPO-
BaHHOM KpoBeHOCcHOU cuctemMnl (Temepesna,
Manaxos, 2000). JInanHKkY GOPpOHUA, TAKUM 00-
pa3oM, TIPEACTaBIISIIOT CO0OIl SIpKUIT TIpUMeEpP
“napBanuzanu’ pa3sutus (ManaxoB u ap., 2019).

IIpeobGpa3oBaHUsI HEPBHOI CUCTEMBI B METa-
Mopdo3e GOPOHUI TIPUBOIAIT K MOSIBJICHUIO Ae-
(GUHUTUBHOI HEPBHOM CHUCTEMbI, B KOTOpOI
MMeeT MeCTO KOMOMHAIIUS JIMYUHOUYHBIX CTPYK-
TYp M CTPYKTYp, (OPMUPYIOLIUXCS de novo.
I1pu aTOM anukajibHbIi opraH y ¢GOpoOHUI MOJ-
HOCTBIO PEAyLIUPYETCS U HE BXOAUT B COCTaB JIe-
(GUHUTUBHOI HEPBHOM crcTeMbl. TpaaulIMOHHO
CUMTAETCS, YTO MOJIHAsI yTpaTa aliMKaJabHOIO Op-
raHa XxapakTepHa IJis BTOPUYHOPOTHIX XKUBOT-
HbBIX, TOTAA KaK y MepBUYHOPOTHIX allMKaJIbHBIN
OpraH IOJIHOCTBIO WMJIM YaCTUYHO BXOOUT B CO-
CTaB HEPBHOI CHUCTEMBbI B3POCJIOT0 XUBOTHOTO
(Schmidt-Rhaesa, 2007; Helm et al., 2016;
Magarlamov et al., 2020). C 3T0ii TOUKM 3peHUS
GOpOHUABI NPOSIBIISIIOT “BTOPUYHOPOTHIE” Yep-
Tl MeTamopdo3a. IIpeoOpa3zoBaHue IIyranell
¢opoHun B xone Mmetamopdo3a SIBISIETCS MHTE-
PECHBIM BOIIPOCOM, KOTOPbIii BaXKHO PacCMOT-
peTh B cBeTe (yHAAMEHTaJIbHOI MpPOOJEeMbI O
MopdosioruueckoMm obiKe mnpenka Bilateria:
VIMeJI JIU OH 1IYTIa/IblLIeBbIi arinmapaT WUin ObLI €ro
quuieH (ManaxoB u np., 2019). ITockobKy Me-
XaHU3M pPaOoOTHI Iynajel, U y JUYMHOK, U Y
B3pOCJbIX (DOPOHUI TPUHLMITUAILHO CXOIEH,
TO CMeHa Inynajell B MeTamop¢o3e BBIIISIAUT
HEOOOCHOBAaHHOII M, BO3MOXHO, CBUICTEIIb-
CTBYeT O TOM, YTO IIyIajblia JUIYMHKU — ITO
JIMIIb TIPOBU3OPHBII OpraH, a I1ynajiblia B3poc-
JIOTO XXKMBOTHOTO TMOMBISIOTCS de novo. Takas
TPpaKTOBKa HE IMO3BOJISIET MPOBECTU HEMPEPbIB-
HBII psii OT LIyIajiell JUYMHKU K IIynajbliam
B3pPOCJIOTr0 JKUBOTHOTO M CTABUT IOJI BOIIPOC Ha-
JIM4ue mryrajel y oomiero npenka Bilateria. Bo3-
MOXHO, OIHAKO, IMpeodpa3zoBaHNe TMIYMHOUYHBIX
HIymnajell CBUACTEIbCTBYET O CIelMalu3aiun
nododopa GopoHUD MO CPaBHEHHUIO C MCXOM-
HBIM IIYTTaJbLIEBBIM arirmapaToM OOIIIero mpeaka
Bilateria, xoTOpHBIii, KOHEYHO, ObLI MAJIO CITELIN-
aJIMBUPOBAHHBIM 1 CIYXWJ 1Jisi cOopa yacTuil
MUK C TIOBEPXHOCTU I'PyHTA.

HepsHas cucreMa B3pociibix GOPOHUI P -
CTaBJIsIET cOOOI ONMH U3 HauboJiee SIPKUX TMpur-
MEpPOB IMJEKCYCHOTIO TWIIa OpraHu3alluv HepB-
Horo anrmnapara. ¥ OpoHUI HET HY TaHIJIUEB, HU
HACTOSIIIIMX HEPBHBIX CTBOJIOB. BeposTHO, co-
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XpaHeHNe HePBHOTO IUIeKcyca y (pOpoHMI OTpa-
JKaeT OOIIyI0 MPUMMUTUBHOCTb TKAaHEBOM Opra-
HU3ALMU 3TUX XUBOTHBIX. CXOMHOE CTpOCHUE
JIeMOHCTPUpPYET HEpPBHAsI cUCTeMa OJIVKaMIIMX
POACTBEHHUKOB (DOPOHMI — OpaxrOIIon, Y KOTO-
pBIX TaK Ha3bIBaeéMble TAaHIIMM OOpa30BaHBI
HEUPOAMUTEIUEM WM CTPaTU(PUIIMPOBAHHBIM
HeliposnutenueM (Kuzmina, Temereva, 2021).
Bo3moxHO, TuiekcycHasi MHTpasuaepMasibHas
opraHu3alus HEPBHOI CUCTEMBI B3POCIIBIX (O-
POHM]I SIBIISIETCSI OTPaXKeHUEM aHIIeCTPaJIbHOTO
IJ1s1 BceX Bilateria nattepHa opraHu3aliy HEPB-
Hoil cucteMbl (Martin-Durdan, Hejnol, 2019).
C npyroit CTOpOHBI, TaKasi HepBHasI CUCTEMa y
(opoHMA MOTJIa BOBHUKHYThH BCJICACTBHAE MaJIO-
MMOIBVXXKHOTO CUISTYETO 00pa3a XKM3HU.

Takum obGpazoM, GOpoHUABI, OyAydYu MpU-
HaJJIeXXalMMU CTBOJY TEPBUYHOPOTHIX KUBOT-
HBIX, IEMOHCTPUPYIOT MHOTUE YEPThl CTPOCHUS
W Pa3BUTUS HEPBHOU CHUCTEMBI, XapaKTepHbIE
JUTST BTOPUYHOPOThIX. Hannune cxogHbIX 4yepT y
MpeacTaBUTENE IBYX INIaBHBIX CTBOJIOB Bilateria
MO3BOJISIET MpeanojaraTb, 4To OHU OTpaXKaroT
WCXOIHBIN A1 BCeX Ouatepuii maTTrepH U ObLTU
MPUCYIA OOIIEeMY TIpenKy OuiaTepaaibHO-CUM-
METPUYHBIX JKUBOTHBIX. DTO, B TOM YMCJIE, T103-
BOJISIET PEKOHCTPYUPOBATh HEPBHYIO CUCTEMY
obiiero mnpeaka Bilateria Kak coaepxXalylo
HEPBHBII LIEHTP U HEPBHBIH TIEKCyC. BaxkHO OT-
METUTh, YTO HEPBHBIA LEHTp Ipedaka Bilateria
TOMOJIOTMYEH abOpaJIbHOMY OpraHy OJacTyil W
racTpyjl COBPEMEHHBIX TPEACTABUTENEU TpyIi-
Mbl, TOTIA KaK alMKaJlbHbIA OpraH OujiaTepaib-
HO-CUMMETPUYHBIX PECHUYHBIX TUIUHOK TTOSIB-
JIIeTCS KaK HOBOOOpa3oBaHWE I >KU3HU B
TUIAHKTOHE Y CBSA3U C POJIUTEIILCKUMU OCOOSIMU.

Pabora BeITONTHEHA TIpy momnepxkke Poccuii-
ckoro HaygHoro ¢poHaa (ripoekT Ne 18-14-00082).
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DEVELOPMENT AND ORGANIZATION OF THE NERVOUS SYSTEM
IN PHORONIDS: EVOLUTIONARY SIGNIFICANCE

E. N. Temereva®®#*#

¢ Dept. invertebrate zoology, Biological faculty, M.V. Lomonosov Moscow State University, Moscow, Russia
b Faculty of biology and biotechnology, National research university Higher school of economics, Moscow, Russia
#e-mail: etemereva@hse.ru
o_mail: temereva@mail.ri

Development and organization of the nervous system are traditionally used for phylogenetic anal-
ysis and reconstruction of evolutionary events. Phoronids are unusual protostomian animals, whose
peculiarities of development and organization have a lot in common with that of Deuterostomia. In
this report all data on development and organization of phoronid nervous system are summarized.
The analysis of published results allows to suggest that the nervous system of the last common bila-
terian ancestor had included a nerve center and a nerve plexus. It is important to mention that the
nerve center of the last common bilaterian ancestor is homologous to the aboral organ of radially
symmetrical blastula and gastrula of recent bilaterians, whereas the apical organ of bilaterally sym-
metrical ciliated larvae had appeared de novo for life in plankton, communication with parental an-
imals, and metamorphosis. Exactly for this reason the apical organ disappears in metamorphosis of

most protostomians and all deuterostomians.

Keywords: aboral organ, apical organ, ciliated larvae, evolution, last common bilaterian ancestor
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