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PE3IOME: Pa3Butne HEpBHOM CHCTEMBI paHHMX JHYMHOYHBIX cTaauit Triaenophorus
nodulosus (Pallas, 1781) (Cestoda: Pseudophyllidea), 10BEeHHUJIBHBIX U ITOJIOBO3PEIBIX
Amphilina foliacea Rud.,1819 (Amphilinida) netanbHo U3y4eHO Ha YIbTPACTPYKTYPHOM
ypoBHe. [Tomy4yeHs! mepBbie 3KCIePUMEHTAIbHbIE JAHHBIE O B3aUMOOTHOIICHUH TINYUHOY-
HBIX U 1e(DMHUTUBHON HEPBHOW CHCTEMBI y IECTO/. BhIsBICHBI 3HAUNTEIbHBIC OTIINYHS B
pasButuu I{THC necrox n ampunuuun. [lokasano, uro oHkocdepa 1ecTo] HE MMeEeT
MHTErPUPOBAHHON HEPBHOM CUCTEMBI, HEHPOIIWIIb U CUHAIICHI MKy HEHPOHAMU MJIU UX
oTpocTKaMu He oOHapy:keHbl. [lapHbie Heipons! (2—4) 00pa3yIoT TOIBKO HEHpPOMBIIIEY-
HbI€ KOHTAKTBI, CTUMYJIMPYIOIIHE paboTy MBIIII KPIOYbEB U CTEHKH Tejla OHKOC(hEpHI.
OcHoBHbIe nporiecchl (G (HEepeHIIMPOBKY U UHTETPALUH HEPBHOI CUCTEMBI LIECTOI, 3aK-
JasiKa 1epeOpanbHbIX TAHIJINEB U ITAPHBIX CTBOJIOB IIPOMCXOJUT HA IIEPBOM apa3uTHIEC-
KOH CcTaJuu IpOIEePKOU/Ia ¢ y4aCTHEM TPAaH3UTOPHBIX HeHpoHOB oHKOCchepsl. Hemudde-
PEHIMPOBAaHHBIC KIETKH PACIOIaraloTCs IO My TH CIIeT0BaHMS 3PEIBIX OTPOCTKOB ITHOHEP-
HBIX M TPAH3UTOPHBIX HEHPOHOB, COXPAHHUBIIMXCS CO CTAJNU OHKOC(HEPhl U MapKUPYIO-
nux mytd popmuposanus IITHC npouepkona. [{utoauddepeHiimpoBka yHU- 1 OUITOIISP-
HBIX HEHPOHOB CYIIECTBEHHO OTINYAETCSA OT TAKOBOM MyIbTHUIONApOoB. Ha cTaguu miepo-
LepKoua IPOUCXOANT GopMUpOBaHKE Neprdeprnueckoii HepBHON CHCTEMBI U Hapal1Ba-
Hue oowvema L{THC; okoHuarenbHas ntudepeHiuanus neHTpaibHoi 1 nepudepnieckon
cucTteMbl. HepBHast cucTemMa MonoBO3peibIX ECTO] MPOI0KAET PACTH Ha MPOTSHKECHHH
Bceil xu3Hu ocobu. Poct u popmupoBanue [THC, 1omomHUTETBHBIX MaJIBIX CTBOJIOB U
OT/ICJIOB, MHHEPBHUPYIONIUX IOJIOBBIE OPraHbl, MPOUCXOINUT 33 CUET CTBOJIOBBIX KIETOK
o0acT menKu.

CBoOoaHOIUTaBaromas JuKopopa aMPUINHUI UMEET XOPOIIO Pa3BUTHIA HEHPONWIL U
pa3Ho00pa3HbIe CEHCOPHBIC CTPYKTYPHI B pecHruHOM sntutenuu (Rohde, 1994; Xylander,
2000). IToxa3zaHo, 9TO IOBEHUIIBHBIC OCOOM U3 TIEYCHU OCETPOBBIX HMEIOT CHMMETPHUYHOE
pacriojioKeHHe MapHbIX [epeOpaIbHbIX FAHITIUEB, KOTOPBIE CBSI3aHbl MEIMAHHON 11epeo-
palibHOIt KOMHUCCY PO, TPOXO/sIIEH MEX Y (PPOHTAILHBIM OPraHOM U BEHTPAJIbHO PACIIo-
JIOKEHHBIM KOHeuHbIM otaenoM matku. [[HC monoBo3penbix ampuinHUI oTiIHYaeTcs
acUMMeETpHel 1epeOpalbHbIX TAHIJINEB U JHAarOHAJIBHBIM MOJ0KEHHEM IiepeOpanbHON
KOMHCCYpBI. B oTiIIume OT B3pOCIBIX IIECTO/I, B HEPBHOM CHCTEME IOBEHMIBHBIX U MOJIO-
Bo3penbix A. foliacea nHennbdepeHIMPOBAaHHBIX DJICMEHTOB HE OOHAPYKEHO, YTO SIB-
nseTcst cymecTBeHHbIM oTimuueM pa3sutust [IHC. ITo cpaBHenuto ¢ nectomamu, [THC
am@uirHua 0oJiee KOHIIGHTPUPOBaHA M 00JIa/IaeT 3JeMeHTaMu Metamepun. B HepBHOU
cucremMe aM(OWINHH] UMEETCSI HECKOJILKO THUIIOB INIHABLHBIX KIIETOK, KOTOpbIE (hOpMUpY-
10T MUEJINHO-T10/100HbIe 000JI0YKH T'aHTINEB U INIaBHBIX CTBOJIOB.
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B ornnune ot ampunmuang, B LIHC B3pocinbix 7. nodulosus Ki1leTKH SKCKPETOPHON CUCTEMBI
OepyT Ha ceOst GYHKIMIO TTHH U GOPMUPYIOT 0OOJIOUKH TAHTIIMEB U CTBOJIOB HA PAHHHX
CTaJMsAX OHTOTEHe3a. MBI moKa3aiu, 4To (HOPMUPOBAHKE HEPBHOM CHCTEMBI OTIEPEKaeT
(hopMUpOBaHHE BTOPHYHON BBICIUTEIBHON CHCTEMbI MPOLEPKOUIA, YTO CBS3aHO C OT-
CYTCTBHEM JIereHepalny ePBUYHBIX HEHPOHOB OHKOC(EPHI.

KJIFOYEBBIE CJIOBA: Cestoda, Amphilinida, HepBHasi cucTema, OHTOTEHE3, YJIbTpa-
CTPYKTYpa, Tu(PepeHIranus HeHPOHOB, CHHATICH, SKCKPETOPHAST CUCTEMa, HMMYHOITH-
TOXUMHUSL.
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ABSTRACT: The nervous system (NS) development in all stages of Triaenophorus
nodulosus (Pallas, 1781) (Cestoda: Pseudophyllidea), and also juvenile and adult Amphil-
inafoliacea Rud., 1819 (Amphilinida) were studied. The first experimental data concerning
the relationship between larval and adult nervous systems in Cestoda have been obtained.
Significant differences in the ontogeny of the CNS in amphilinids and cestodes have been
observed. We have shown that the oncosphere stage of Cestodes lacked an integrated
nervous system because a neuropile and synapses between neurons were absent. Paired
neurons (2—4) form contact only with myofibrills of the larval hooks and the body-wall
muscle cells. The main processes of development, differentiation and integration in the
CNS take place during the first parasitic procercoid stage when the cerebral ganglion,
median commissure and main cords are usually formed. The pioneer neurons transit from
oncosphere and indicate a way for developing nerves. Undifferentiated cells and develop-
ing neurites gather (congregate) around growth axons of the pioneer neurons. Cytodiffer-
entiation of the uni- and bipolar neurons differs from that of the multipolar neurons. The
PNS is formed at the next plerocercoid stage, in which also the CNS and sensory organs
expand. The nervous system never stops growing in adult cestodes. Growth and formation
of main cords and compartments innervating the reproductive organs occur from the stem
cells from the neck region.

According to the data by Rohde (1994) and Xylander (2000), lycophora larva of amphil-
inides has well developed neuropile and many different sensory structures. We showed that
young worm has two symmetrical cerebral ganglia of equal size and the connecting median
commissure running between the frontal organ and uterus. Adult CNS has an asymmetrical
position of the cerebral ganglion, many ganglionar knots in MCs and several well-
developed caudal ganglia. In contrast to adult cestodes, the nervous system of adult
amphilinids lacks undifferentiated nerve cells. The CNS of amphilinids is more concentrat-



OHTOTreHETHYECKOE pa3BUTUC HepBHOﬁ CUCTEMBI IECTOA U aM(i)I/IJ'II/IHI/IZ[

159

ed and has metamerism features. The amphilinids” CNS has several types of glial cells which
produce myeline-like envelopes of the cerebral ganglia and main cords.

In contrast to amphilinds, the cells of the excretory system in adult 7. nodulosus can exert
glial function and form unique envelopes of the cerebral ganglia and main cords in early
stages of ontogeny. We have shown that in the procercoid stage, CNS develops ahead of the

development of the excretory system.

KEYWORDS: Cestoda, Amphilinida, nervous system, ontogeny, ultrastructure, neurons
differentiation, synapse, excretory system, immunocytochemistry.

BBenenune

LlecToas! M aMpMIMHHUIBI IPUHAIEKAT
K I'pyIre nepkoMepoMop(HBIX HeoaepMar,
YTpaunBaroOINX B IPOIIECCE OHTOTEHe3a Mep-
BUYHBIC TOKPOBBI PECHHYHBIX JMYMHOK M
(hOopMHPYIOUINX HOBBIE TNIMHOYHBIE TOKPO-
Bl B Bue TerymenTa (Ehlers, 1984). LlecTo-
Ibl ¥ aMQUIMHUAB 00J1afaloT CIO0XHBIM
J)KM3HEHHBIM 1ukiIoM (bbixoBckuit, 1937) co
CMEHOH MPOMEKYTOYHBIX X035€B, B KAKIOM U3
KOTOPBIX NPOUCXOIST Cephe3HbIC MPeodpa3o-
BaHMs BCEX CHCTEM OpraHOB, CBOMCTBCHHBIC
JTaHHOW cTajuu pa3BuTHs napasura. K coxase-
HUIO, CBEJICHUH O CTPOCHMHU Pa3BHBAIOILEHCS
HEpBHOM CHCTEMBI Ha PAa3HBIX CTAHSIX LECTOJ
1 aM(QUIMHHUI COBEPIICHHO HEIO0CTATOYHO.
OTCYTCTBYIOT 9KCIIe-pPUMEHTAJIbHBIC JAHHBIC
0 B3aMMOOTHOUICHUH JMYMHOYHBIX U aedu-
HUTHUBHOW HEPBHBIX CHUCTEM Yy Iapa3uTHye-
CKHX TUIATOJI.

JKu3HEeHHBI MK aMQUIMHU BIIEPBEIC B
o0mux geprax O0bu1 n3yueH SHunknm (1928),
JIOKa3aBIINM, YTO IPOMEXKYTOUHBIMH X035€Ba-
mu Amphilina foliacea Rud., 1819 sBnsrores
ookorutaBel (Amphipoda). [TociienoBarensHOe
MOP(OIIOTHYECKOE PA3BUTHE JIMYUHOK OIIHCA-
Ho BpaboTax Rasin (1931) u [lyounrnnotii (1974).
W3BecTHO, 4TO OOKOIUIABEI MHOHUIHUPYIOTCS
HETIOCPEJICTBEHHO SIHIIaMH, CBOOOTHOILIABATO-
mas IMKoopa y 3TOro BUJa OTCyTcTBYeT. JIn-
kodopa Austramphilina elongata tnaBaer B
BOJI€ HEKOTOPOE BPeMsl, a 3aTEM CAMOCTOSI TEIb-
HO NPOHUKAET Yepe3 MOKPOBHI IOBEHMJIBHBIX
paxooOpasueix Cherax destructor n Paratay
australinensis, Atya sp., Tepss IpU 3TOM pec-
HuuHyto obosouky (Rohde, Georgi, 1983;

Rohde, Watson, 1989). V nukodopA. elongata
OINKCaHbl MHOTO-YHCJICHHBIE CEHCOpPHBIE 00-
pa3zoBaHusi B pecHu4HON oOomouke (Rohde,
Garlick, 1985a,b,c; Rohde et al., 1986; Rohde,
Watson, 1990). Pa3zputre HEepBHON CHCTEMBI
A. foliaceanccnenoBanoch Ha CBETOBOM YPOB-
HE y JUYUHOK, OOWTAIONIMX B raMmapycax
(Ay6ununa, 1982).

PecHnyHbIe TMUYMHKNA HUBIINX necroa, Ko-
pammIum, Mocje BBUTYIUICHUS U3 SIHIIa, ITACCUB-
HO TIIABAIOT JI0 MOMEHTA IOCJaHUs MEePBbIM
MIPOMEXYTOUYHBIM X035MHOM — PAKOOOPa3HBIM.
V 1UKIT0 QMM IHBIX IECTO/ B IEPBOT'O MPOME-
YKYTOYHOTO XO35IMHA I10113/1a10T HEMOCPECTBEH-
HO stiflia, CBOOOTHOTIIIABAIONIIAs CTAINs! B LIUKIIE
oTcyTcTBYET. [los1 pecHUIHON 000JI0YKOH KO-
pammIus HaxoIuTcst OHKoc(hepa, KoTopast pu
nomnagaHuy BO BTOPOI'O0 NPOMEKYTOYHOTO XO-
3siMHA MpeBpaiiaercs B npouepkou. [Iporep-
KOH/Ibl Pa3BHBAIOTCSI B IIOJIOCTH TeJia 0eCII03B0-
HOYHBIX, OTKY/1a [IOMaJIal0T BO BTOPOT0O IIPOMe-
KYTOYHOTO X031Ha. Bo BTOpOM mpomMexyTod-
HOM XO3S5IMHE Pa3BUBACTCS IMUMHKA IJIEPOIIep-
KOMJ, KOTOpas 4aCTO MHIIUCTHUPOBaHa B IICYCHU
WJIM Ha IOBEPXHOCTU BHYTPEHHUX OpraHos. U,
HaKOHCII, B KHIICYHHUKC OKOHYATCIbHOI'O X035~
vHa (IT03BOHOYHBIE) PA3BUBAIOTCS JICHTOUHbBIE
YepBH, TOCTUTAIOIINE TIOJOBOH 3PEIOCTH.

Jlannble 0 (hOpMHUPOBAHNHU HEPBHOM CUCTE-
MBI HECTOJ HAa pAaHHUX CTAAUAX Pa3BUTHA OYCHb
OTPBIBOYHBI ¥ PA3HOPEUUBBI, HAMOOIIEE N3yue-
HbI 11ecTo 161 0Tp. Pseudophyllidea (Kotukoga,
Kynepman, 1978a; Wikgren, 1986; Kynepman,
1988; buceposa, Kopuesa, 1999). Oukocdepsr
BBICIINX HI/IKHO(l)I/IJ'IJ'II/I)IHBIX IecToa HMMCHOT
HEKOTOPBIC OTIHNYUA B COCTABEC W CTPOCHUU
KJICTOYHBIX 3JICMCHTOB, B TOM YHCJIC HEPBHBIX
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(Fairweather, Threadgold, 1981; Swiderski,
Tkach, 1997, 2002; Hartenstein, Jones, 2003).
Borpoc 0 HaTu4YuK CEHCOPHBIX OPTaHOB B pec-
HUYHOW 000JI0YKE MEPBHIX JUYUHOK I[ECTOJ
ABJIACTCA NUCKYCCUOHHBIM. CBCI[CHI/ISI O Ha-
XOXKACHUH Y IBYX BUAOB LECTO OAMHOYHBIX
PECHUYHBIX PELENTOPOB B COCTaBE PECHHY-
HO¥ 000JIOUKH Ha ITePETHEM KOHIIE Teia Kopa-
muans (Kynepman, 1988) tpeOyrot nonomHu-
TEJIbHBIX UCCIIEIOBAHUI U TIPOBEPKU HA JPY-
rux 00beKTaX.

MarepuaJ u MeTOABI

Slita mosrydany u3 TOJOBO3PEIBIX 0co0ei
Triaenophorus nodulosus (Pallas, 1781) (Pseudo-
phyllidea) u3 kumeunnka myk (Esox lucius),
MOMMaHHBIX B HU30BbsIX p. CyTkn 1 PrIOMHCKOM
BoJOXpaHmmnine. Koparuies noryyan u3 st
B staboparopHsIx ycnoBusax (Kynepman, 1973).
Jlns BBIpamyBaHus MIPOLEPKOUIOB B Jlabopa-
TOPHBIX aKBApUyMax COAEPKaIN HeMHPHUIHPO-
BaHHBIX KonienoaCyclops strenuus, IEPBBIX ITPO-
MEXyTOUYHBIX X035€B, KOTOPBIE U HCIIOJIb30Ba-
w11t 3apakennst. [loeganne kopanuaues Ha-
Ourrotani BU3yasbHO. BCkpbITHE HHBa3MpOBaH-
HBIX HMKJIONOB IpoBoaunu Ha 1, 2,3,5,7,9, 15,
17-e cyTku. [Iporiepkor10B Ha pasHBIX CTAAMAX
Pa3BUTHS W3BJICKAIM M3 TOJIOCTU TeJla IUKIIO-
OB ¥ (PMKCHPOBAIIH JJISI DJICKTPOHHON MUKPO-
CKOTIMH 1 UMMYHoOIuTOXUMHUH. [Tneponepkon-
JIbl OBLTH M3BJICUCHBI U3 TIEUCHH OKYHsI (Perca
fluviatilis), B TOM e paiioHe JIOBa.

Amphilina foliacea n3Bnexanu U3 MOIOCTH
TeJa KaCMHCKUX oceTpoB (Acipenser guelden-
Staedti) B paiione r. Bonrorpana, a Takxke u3
TIOJIOCTH TEJIa B3POCIIBIX 0c00ei crepIstau (A ci-
penser ruthenus) Bepxue-OKCKOH MOy JISIIAN.
Morosible TIOABMKHBIE YE€PBH pa3MepoM oT 4
MM 710 10 MM ObUTH TOOBITHI U3 TIEUSHHU CETOJIe-
TOK cTepisau BONM3M T. AcTpaxaHu, Ha Oa3e
Kacnuiickoro HaydHO-HMCCIIE0BATEIbCKOIO
MHCTUTYTA PHIOHOTO X035HCTBA.

Dnexmponnas MuKpockonus

Marepuan ¢pukcupoBaiu B 2%-HOM TiIyTa-
POBOM anbJIeTHJie Ha KakoIWIaTHOM Oydepe,
pH-7,2(SERVA);3aremB 1%-r0M OsO4 (Moc-

H.M. Buceposna, XK.B. Kopuesa

KOBCKHI XHM. 3aBOJI) Ha TOM ke Oydepe, ne-
THJIPATUPOBAIIM B CIIUPTAX U alleTOHE, MPOIHU-
ThIBaU 1 3aKirouaiy B apanaut (MERK). Ton-
KHE CPEe3bl KOHTPACTUPOBAIU COJISIMHU TSKEITBIX
METaJJIOB U [TPOCMATPUBAIIM HA JIEKTPOHHOM
Mmukpockone JEM-100C.

Hmmynoyumoxumus

BeipanieHHbIX B 1a00paTOPHBIX yCIOBUSIX
npouepkonoB 1. nodulosus pUKCHPOBAIU B
4%-nom napadopme Ha 0,1 M docharaom Oy-
tepe (PBS, pH-74), npombIiBaiy, IomMemniaiu B
10%-nb1it pactBop caxapossl Ha 0,1 M PBS u
WHKYOMPOBAJIN B PaCTBOpPE aHTHUTEN K CEPOTO-
Huny (5-HT) wmeiiponentunam rpynmsl RF.
VIMMyHOIIMTOXMMHUYECKUE PEAKIH TIPOBOJIHU-
JIM Ha TOTAJIbHBIX Tperaparax, CHayajla B KOK-
Teiie mepBuuHbIX aHTHTeN: anti 5-HT rabbit
1:500 + anti GYIRFamide guinea pig 1:500 B
PBS-T, 1 cyT.; 3aTeM nocienoBaTesIbHO IIpera-
parbl UHKYOHpOBaJIM BO BTOPMYHBIX aHTHTE-
nax: TRITC swine anti rabbit 1:30 B PBS-T, 1
gac npu 4°C BO BIaXHOH Kamepe B TEMHOTE;
FITC goat anti guinea pig 1:30 B PBS-T, 1 yac
IIPU TEX JKe YCIOBUAX; 3aTeM noMentanu B 50%-
Hbli runepud Ha 0,1 M PBS.

[Tpenapatsl mpocMaTpuBaIi Ha JIIOMHHEC-
HEeHTHBIX MuKpockomnax Leitz Orthoplan u
Axioscop.

Pe3y.]'ll>TaTI)I Hu 06cy>1c)1e1me

@opMUPOBAHNUE HEPBHOW CUCTEMBI
LECTO/

Hepgnas cucmema 2excanmos

[Tpu u3y4eHnM ynbTpacTpyKTyphl CBOOO-
HO IUIaBarOUMX THIHHOK 1. nodulosus ycra-
HOBJICHO, YTO HEPBHAs CHCTEMa KOPaLWAMs
IIpe/ICTaBIIeHa, [T0 MEHBIIIEH Mepe, AByMsI lTapa-
MU U PepeHIMpoBaHHBIX HelpoHOB (Puc. 1).
Opnna nmapa cBsizaHa ¢ opMHUpYIOIIEHCs MyCKY-
JIaTypoy CTEHKH Tella U IPOAYLMPYET KPYITHbIE
HellpocekpeTopHbIe Be3UKyIbl fuameTrpoM 100
HM (Puc. 2A). OTpocTKH 3THX KJIETOK (THII 2)
pellKu 1 BCTpeuaroTes B cyoTerymenre. Bropas
rapa HeHpPOHOB JIEXKHT B LIEHTPAJIILHOM 0011acTn
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Puc. 1. Cxema pa3BUTHS HEPBHOW CHCTEMBI KOpalMaus U npouepkouna Iriaenophorus nodulosus (Pallas,
1781). IInonepcHBIC HEHPOHBI, IIEPEXOIAIINE CO CTaUN OHKOC(HEPHI, 0003HAYEHBI YEPHBIM IBETOM.

A — mnosioXKeHue HEeWpOHOB B Kopauuauu; B — mpouepkoua, nomnepeuHslii cpe3 B odnactu, (GopMmupyroueics
nepedpanbHoil Komuccypsl; C — IpoLEpKOuI, TPOJOIbHBIN Cpe3 Tela.

Fig. 1. Nervous system development in coracidium and procercoid of Triaenophorus nodulosus (Pallas,
1781) scheme (pioneer transition neurons are marked of black color).

A — location of the neurons in coracidium; B — procercoid; cross section made in cerebral commissure’s area; C —

procercoid; longitudinal section.

OoHKOC(hEpHI M CBsI3aHa C KIIETKaMH 3TOif obac-
TH 1 MBIIIIIAaMH KPIOYbEB OHKOC(Epbl. DTH HEH-
poHsI (Tht 1) 00pa3yroT HeHPOMBIIICUHBIE KOH-
TaKThl C YIaCTHEM MEIKUX JIEKTPOHHO-TIIOT-
HBIX Be3UKyJ quametrpoM 50—70 am (Puc. 2B).
VX HEWpHTHI pacroiararoTcst BOJIM3U MBIIIICY-
HBIX OTPOCTKOB, ()OPMHUPYSI KOHTAKTHI C ITapaj-
JIeTTbHBIMH YTIIIOTHEHHBIMH MEMOpaHaMH, IIETh
3aIl0JJHEHa TEMHBIM MAaTPUKCOM, ITOCTCHHAII-

THYEeCKasi MeMOpaHa 3HAUYUTENBHO YTOJIIICHA.
MHOTro4HCIICHHBIC HEHPHUTHI ¢ TAKUMH e BE3U-
KyJIaM{ HHHEPBUPYIOT MyCKYJIaTypy KPIOUbEB
Ha 3aJHeM KOoHIEe OHKocdepbl. OHU TPOXOIAT
HapajuieJbHO MBIIICYHBIM ITy4YKaM, COSIUHCH-
HBIM TEeMHIECMOCOMaMH ¢ MEMOPaHOH OHKOO-
JIACTOB, WM OKPY’KAFOT HECKOJIBKO MBIIICYHBIX
BOJIOKOH, TPUKPETUICHHBIX K OCHOBAHHIO KPIOY-
ka (bucepona, Kopresa, 1999). B ueiiponax u
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Puc. 2. Jleranu yneTpacTpyKTypHO# OpraHU3aiy 3JIEMEHTOB HEPBHOIT CHCTEMBI KOparuaust (OHKOC(heps)
T. nodulosus.

A — OTPOCTOK HEHPOCEKPETOPHBIX HEHPOHOB 2-r0 THUHA (Np2), CopepKallui BE3UKYJIbl C NIEKTPOHHOIUIOTHBIM
neHTpoM (dev, 100 HM) TPOXOIUT B KOPTHKAIBHO 30HE OHKOC(EPBI MEXK 1y BEIPOCTAMHU TEI'yMEHTaIbHBIX KJIETOK (tC);
B — orpoctku HeiponoB 1-ro tuma (npl), oOpa3syromue HeHPOMBIIICYHbIC KOHTAKThI (CTPEIIKH) C Y4aCTHEM MEIKHX
IOTHBIX Be3uky (dv, 50-70 um). MacmTab 0,5 MxM.

Fig. 2. Ultrastructural peculiarities of nervous components in coracidium (oncosphere) 7. nodulosus.

A — the neurosecretory process of the second type neuron (np2) with dense core vesicles (dcv, 100 nm) is located in
cortical area between tegumental cells (tc); B— the neuromuscular junction (arrows): processes of the first type neuron

(npl) with dense vesicles (dv, 50-70 nm) form numerous junctions with myocytes (mp). Scale bar 0.5 pm.

UX OTPOCTKAaX HE BBISBJICHO CBETJIBIX CHHAI-
TUYECKUX BE3MKYJI U THIMYHBIX CHHAITHYEC-
KMX KOHTAKTOB MexAy Heliputamu. B Toxe
BpeMs, HeHPOMBIILICYHbIE COSIHHEHNUS ¢ ydac-
THEM JIBYyX THUIIOB I'PaHYJISPHBIX BE3UKYJ JO-
BOJIGHO MHOTOYHCIICHHBI M UMEIOT THIIMYHOE
ctpoenue (Puc. 2).

DeMeHThI OuIaTepalbHON CHMMETPHH OH-
kocepsl 1. nodulosus ObUTH OTMEUEHBI LIS
Hapbl KJIETOK JKeJIe3 TPOHUKHOBEHUS U LIUPOTO-
uutoB (Kopuesa,1994), oTHOBpEMEHHO € 3TUM
B pacroyiokeHuu ManoauddepeH-1upoBaHHbIX
KJIETOK CHMMETPHUYHBIE NTapbl He ObLIN 0OHApY-

JKEHBI, KaK 3TO OBLITO MOKA3aHO [UIsi OHKOChEp
HekoTopbIX HukiIopmumy (Swiderski, 1983).

B pecuuunoit o60104Ke Koparuaues 7. no-
dulosus CEHCOPHBIC CTPYKTYpPbI He ObLIH Hali-
JieHbl. B TO ke Bpemsi, Ha mepeHeM KOHIIE
Diphyllobothrium latum (Pseudophyllidea) u
Grillotia erinaceus Poche, 1926 (Trypano-
rhyncha) BbIsSiBIIEHBI peCHUUHBIE 00pa30BaHUs,
M0 MHEHHUIO aBTOPOB COOTBETCTBYIOIIHE pec-
HugHoMy perentopy (Kynepman, 1988).

VY xopaummus D. dendriticum (Wikgren,
1986) ObUTH TaK K& HaNACHBI HECKOJIBKO (3—4)
HEHPOHOB, COJIEPIKAIINX HEOOIBIITHE YIEKTPOH-
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HO-TIJIOTHBIC BE3UKYJIbI, U JAaOIUX OTPOCTKHU
0 BceMy Teity JinunHKu. Hambonee yacrto Ta-
KHE HEUPHUTHI BCTPEYATUCH BOIN3H MYCKYIaTy-
Pl KproubeB. M3peika, B cyOTeryMeHTe U MEK-
Ay TCPMUHATUBHBIMU KJIIETKaMU, BCTPEYAINCH
OTPOCTKH C KPYITHBIMU IIJIOTHBIMU BE3UKYJIaMHU
HEHPOCEKPETOPHOI0 THIIA; UX TeJla He OOHapy-
KeHbl. Hanmune HeWpoceKpeTopHBIX HEHpo-
HOB, 00pa3yIOINX HEHPOMBIIICYHbIE KOHTAK-
ThI, 0OTMEYEHO B OHKOC(EpEe HUKIODUIUTHIHOM
uecronsl Hymenolepis nana (Fairweather,
Threadgold, 1981): B cpeaneit uactu Tena oH-
KOC(Eephl, PSIIOM C MBIIICYHBIMU KJIETKAMHU U
OCHOBaHUSIMU KPIOYBEB, PacIojiaraeTcsi TpyI-
Ia KJICTOK, IMCIOIINX BU HEHPOCEKPETOPHBIX
HEHPOHOB U 00Pa3YIOIINX KOHTAKTHI C MBIIIICY-
HBIMH OTpocTKaMu. OO1iast opraHusanus OH-
Kocdepbl HIMKIOQHUITUIHON 1lecToabl H. nana
BO MHO-TOM OTJIMYAC€TCA OT KOpAlIUAHCB IICCB-
JI0-(UIUTMIHBIX LIECTOJI, HAIPUMED, MO PacIo-
JIOYKEHUIO XKeJle3 TPOHUKHOBEHUSI Ha IIepe/IHEM
KOHILIe OHKOCcepbl, Torna kak y 7. nodulosus
OHH pacIojaraloTcs Ha 3aiHEM KOHIIE, BOIU3H
kproubeB (Kopuera, 1994). Otnuuwst B opranu-
3aI[M1 HEPBHBIX 2JIEMEHTOB COCTOST B CJIE/IYIO-
meM: y H. nana nepukapruoH HEHPOCEKPETop-
HOTO HEWpOHa, MPOIYLH-PYIOUINA BE3HKYIIbI
nuameTrpoM 100 HM, pacroyiokeH B HEMoCcpe -
CTBEHHOH O1M30CTH ¢ OHKOOJIacTOM. OTPOCTKH
HelipoHa, (GopMHpYIOLIHEe HEHPOMBINIEUHbIC
KOHTAKTBI, COAEPIKAT B IPECHHANTHYECKOW 30HEe
Menkue cBerybie Be3ukyiasl (Fairweather,
Threadgold, 1981), He 0OHapy»EeHHBIC HAMH Y
T. nodulosus. Bo3M0OXXHO, 3TO CBHJIETEIbCTBY-
eT 00 y4acTHH pa3HbIX MEMAaTOPOB B MHHEPBA-
I[[MX MBIIII[ KPIOUbEB OHKOCHEp nuKmoGumma
u ncespodmwnia. Beero nBa Helipona oOHapy-
JKEHO B paHHEeM PMOpHOHe Oim3Koro Buaa H.
diminuta ¢ TOMOIIBIO TOHKOTO METOJIa UMMY-
HOI[MTOXUMHYECKOTO OKpAIIBaHHs Ha TyOy-
muH (acTub) (Hartenstein, Jones, 2003). Tena
YHUIIOJISIPHBIX HEMPOHOB PACIIOJIOXKEHBI B LICH-
Tpe OHKOC(ephl. MIX akCOHBI HAIIPaBIICHbI Ha-
381 K KPIOYbSM, TIC OHH HHHEPBHUPYIOT CBS3aH-
HYIO C KPIOUYbSIMH MycKynaTypy. Kpome nByx
HEWPOHOB, IMMYHOPEAKTUBHBIMH K TYOYIHHY
OKa3aJuCh elle 2 yKeJae3ncToie KiueTku. [Ipu pe-
KOHCTPYKLUU YJITPACTPYKTYPHOM OpraHu3aluu
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onkoctepsl Inermicapsifer madagascariensis
(Cyclophyllidea) Takxe oOHapyxeHO Bcero 2
HEPBHBIX KJIETKH; UX OTPOCTKH COJIEPIKAITH MEJI-
KHE 2JIEKTPOHHO-IUIOTHBIE Be3UKyJbl (Swiderski,
Tkach, 2002). AHamOru4HO, MPU PEKOHCTPYK-
un oHkocepsl Nematotaenia dispar ObLIH
0oOHapy»KeHbI JIB€ HEPBHBIE KJIETKH HEHPOCEK-
peropHoro tuna. OHU PacIOIOKEHBI B IICHT-
paitbHOIt yacT oHKOCc(EepEI, ITepe;] MyCKyJIaTy-
poii kproubeB. KileTkn MMEIOT OTPOCTKH, 3a-
MOJIHCHHBIC IJIOTHBIMU Be3uKyiamu (dcv) aua-
MeTpoM 97 HM, U KOHTAKTHPYIOT C MbIIIAMU
kproubeB (Swiderski, Tkach, 1997). Yucio rep-
MHUHATHBHBIX KJIETOK B OHKOC(Epe ITHX LIECTO.T
kosaeomercss ot 10 go 12, obiiee KOIUUIECTBO
KJIETOK Y Pa3HbIX BUJIOB BBICIIHX IECTO/] 3HA-
YUTEIbHO BapeUpyeT oT 160 mo 5, B cpeqHeM
50-60 xeToK.

Taxum 00pa3zoM, y BCeX M3y4EHHBIX Ha Ce-
TOJIHSIIIHUM IEHb BUJIOB IIECTO] Ha CTA/INH KO-
pauuaus ¥ OHKOc(epbl HEpBHBIC IJIEMEHTEHI
mpeacTaBieHsl 2 win 4 Heilponamu. Baxnas
4yepTa YJIbTPACTPYKTYpHOH OpraHu3allMy OH-
Kocdep — OTCYTCTBHE 30HBI HEHPOIIHIIS U CH-
HAIICOB MEXIY HeHpUTaMH. ITO CBUJIETEIb-
CTBYET O TOM, 4TO Ha DTOH CTaAMN HET B3aMMO-
JICHCTBHS MEX/y HEPBHBIMHU DJIEMEHTaMH, T.€.
HET MHTETPUPOBAHHON HEPBHOM CHCTEMBI.

Hepegnas cucmema npouyepkouoos

W3zyuenne mpoueccoB muddepeHupoBKu
OCHOBHBIX CHCTEM OpraHoB mporepkouaa 7.
nodulosus nokazamu (Kopuesa, 1998), uto B
pa3BUTHH HaOJIIOJAETCs JBa KOMIUICKCA MPO-
LIECCOB, TIOCJIE/JOBATEIILHO OXBATHIBAIOINX KJIE-
TOYHBIC CHCTEMBI U PACTIPOCTPAHSIONIHECS OT
nepe/IHei YacTH K 3aIHeMY KOHILY IPOICPKOH-
na. [TepByto rpyrimy cocTaBisitoT ayToarniec-
KHE U IECTPYKTHUBHBIC MIPOIIECCHI, B Pe3yIbTaTe
KOTOPBIX MPOUCXOAUT IOJHBIA aBTOIU3 Mep-
BUYHBIX CHCIUATIM3ZUPOBAHHBIX CUCTEM KOpa-
UAMs. ABTOJIM3 CMEHSICTCS aKTHBHBIM MOP(]O-
TEHE30M Ha OCHOBE BTOPOW TIPYIIIBI MPOIEC-
COB: MHTOTHYECKOTO JieJIeHHs1 Manoanp depen-
[UPOBAHHBIX KJIETOK M HX MOCIEIYOIICH [IUTO-
QG epeHIPOBKH.

BbIsiBIICHHBIE IPOIIECCHI, KAK HAM yIAI0Ch
MOKa3aTh, HE 3aTPArkuBalOT HEPBHON CHCTEMBI.
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B ominune OT JECTPYKTUBHBIX U3MEHEHUU B
SIUTETNAIBHBIX KIIETKaX, 00pa3yIoInX IIOKPO-
BBI, B IIEPBBIC CyTKH pa3BuTus 1. nodulosusmon
0a3ajnbHOM TUIACTUHON TEryMEHTa BBISBICHBI
MHOTOYHCIICHHBIE HEPBHBIE OTPOCTKHU, COACP-
JKallye 3JIeKTPOHHOIUIOTHBIE BE3UKYJIBl JHa-
metpom 50—-60 um (bucepona, Kopuesa, 1999).
OHM IPeIIECTBYIOT MOSIBIICHHIO d€ NOVO KOJTb-
LEBBIX CyOTErYMEHTAIBHBIX MBI, OTMEUCH-
HOMY Y Ipollepkonja Ha 4—5-e CyTKH pa3BU-
THUS, TOT/1a KAK COMAaTHYECKUE MBIIICYHbIE KIET-
KM KOpaluIusl MOCTENEHHO YBEIUYMBAsCh B
pasmepax, HOpMUPYIOT IPOAOJILHYIO MyCKYJIa-
Typy IpOLEPKOUAA.

[Tpouecc dopMupoBaHusi HEPBHOI cHCTe-
™Mbl 1. nodulosus, ¢ TOYKH 3pCHUS aHATOMUH,
MIPOXOAUT HECKOIBKO 3TAIOB, YCIOBHO BBIJE-
JICHHBIX HAaMH IIpH 0TOOpEe MaTepuaa Juis QuK-
canuy. B mepBele CyTKM MHBa3MM pECHUYHAS
000J104Ka yTpaunBaeTcs B KEIyAKe IUKIONa;
rosasi onkocepa npodoIaeT CTEHKY JKely/IKa,
OKa3bIBasiCh B MOJIOCTU Tejia IIEPBOrO MpoMe-
KYTOUYHOTO Xo3siuHa. Helponbsl oHkocdepsl,
IIPOJIOJKAIOT AKTUBHO (DYHKIIHOHUPOBATH, OHU
MPOIYIHUPYIOT BE3UKYJIBl U MOCTOSHHO pac-
TYT, YBEIHUYMBasl JIMHY OTPOCTKOB, HaIllpaB-
JICHHBIX K KpIOYbsiM. PacmonoxeHue 3Tux or-
POCTKOB SIBJISIETCSI HAIIPABIISIIOIINM Juist (hop-
MHUPOBaHUsI OyyIINX HEPBHBIX CTBOJIOB (Puc.
1B, C; 3A-C).

Ha craguu 3-5 cyrtok (Puc. 3B, C) Bnoiss
OTHOCHUTENBHO KPYIHBIX HAMpPAaBISIOMIUX OT-

H.M. Buceposna, XK.B. Kopuesa

POCTKOB (110 J{Ba B KaXKJIOM CKOILJICHUH ) BBISIB-
JICHO MO HECKOJIBKY OU€Hb TOHKUX, JUAMETPOM
200-300 HM, mapaienbHBIX OTPOCTKOB. OHU
PACIIOJIOKEHBI PBIXJIO U HE UMEIOT CIIelUaIH-
3UPOBAHHBIX KOHTAKTOB, HE COJAEP)KaT BE3U-
KyJ1. BOIIM31 aKCOHHOTO XOJIMUKA HAIPaBJIsio-
IIIEr0 MHOHEPHOI 0 HeWpOHa pacroaraeTcs Tejo
BHOBB UG GEPEHITUPYIOIICHCS HEPBHOM KIIET-
ku. E€ oTpoCTKH OOBIYHO PACIIOJIOKEHBI 1OJT
MPSIMBIM YTJIOM: OJTUH IPOXOIUT BJIOJIb HATIPAB-
JISIOIIET0 aKCcoHa (K 3aJHEMY KOHILY Teja), ApY-
roif KOHTpajaTepagbHO, 10 HAMpPaBICHHUIO K
CUMMETPHYHO PacIloN0KeHHOMY BTOPOMY Ha-
MpaBIAIOIIEMYy HEpOHy, AaBas Hayaylo MoIe-
peunoit komuccype (Puc. 1; 3).

Ha ctaguu 4-6 cyTOK 4HCIIO OTPOCTKOB B
My4Ke yBEIMUNBAETCS, B IEPEIHEN YaCTH MPO-
LIEPKOH/Ia OHU pacIojararoTcsi 0ojee KoMIaK-
THO, B CpeHEeH 1 3a/IHei yacTu Tesia— BCe elle
OUYEHb PBIXJI0. MeXly OTpOCTKAaMU MOSBISAIOT-
Csl OTYCTIIMBBIC IJIOTHBIC KOHTAKTHI, BO3MOXK-
HO, COOTBETCTBYIOIIHE MIEKTPUUECKUM CHHAII-
cam. Tenma mepBBIX BCTPOMBIINXCS HEHPOHOB
nudGepeHIUPYOTCS, IUTOIIa3Ma puodpera-
€T HOPMaJbHBIN BUJ, COAEPIKUT IEKTPOHHO-
IJIOTHBIE PEJIKKE BE3UKYJIbI, MHOTOUHCICHHBIE
MHUKpPOTPYOOUKH, pbocoMbl. OTYETINBO MPO-
CJIC)KUBACTCS aKCOHHBIN XOJIMHUK W TJIABHBIH
KpPYIIHBI OTPOCTOK — AKCOH, KOTOPBIM HA4U-
HaeT auxotomuuecku BeTBUTheS (Puc. 4). Yac-
TO B MECTE TUXOTOMHUYECKOI'0 BETBJICHHUS BCTpa-
MBACTCSI CICAYIOMIUN TU(PePEHIUPYIONTUICS

Puc. 3. ®opmupoBaHue HEPBHOI CHCTEMBI Ha CTaaAuy npouepkouna 7. nodulosus.

A — nHoHepCKHil HelpoH (n), COXPAHHUBIIUICS CO CTaINHU KOPALMANs; 0003HAUEHbI ITIaBHIH aKCOH (Ma) U IPYIIIHpY-
IOIMeCs] TOHKUE HeHPHUTHI (3BE3104Ka); CTPEIKaMU 0003HaYeHbI KOHTpaIaTepaabHbIe HEHPHUTBI, IPOLEPKOUL 3—5 CyT;
B — mpouepkoun, 4-6 CyT.; Ha IOIEPETHOM Cpe3e 3aJHEl JaCTH Tella II0Ka3aHO CKOIUICHNUE HEPBHBIX OTPOCTKOB (1p),
Cpeu KOTOPBIX Oolee KPyIHbIE ¢ INIOTHRIMU Be3uKyIamu (dv, 70 HM) SBISIOTCS HaNpaBISIOMUMHE (pa), popMUpYIO-
muecst HeHPUTHI CofepKaT MEKpOTpyboukH (t); C — mpouepkoun, 3—5 cyT.; popmupoBaHue cTBoa: Matonuddeper-
LUPOBAHHbIEC KIETKH (Un) IPyHIHUPYIOTCS BOKPYT MapKHUPYIOIIEro akcoHa (pa) ¢ IIOTHBIMU Be3ukyinamu (dv, 70 HM).
Tonkue HelpUTH 00Pa3yIOT CHHANTHYECKHE KOHTAKTHI (0003HAYEHO CTpesIKaMu) ¢ AU (epeHIUPYIONIMICS Helpo-
Hamu. MacmTab: 1 MxM.

Fig. 3. Development of the nervous system on procercoid stage 7. nodulosus.

A — procercoid aged 3-5 days; the pioneer neuron (n) has passed from oncosphere and indicating (marked) a way for
developmental nerves. The figure displays the main axon (ma) of the pioneer neuron and new developing neurites around
of the pioneer axon (it is asterisked) and also neurites going to contra lateral (arrows): B — procercoid 4-6 days, cross
section of the posterior body part. Thin small neurites (np) gathered around growth axons (pa) of the pioneer neurons.
Younger neurite contains many microtubules (t), the branch of the pioneer neuron contains dense vesicles (dv, 70 nm);
C — procercoid 3—-5 days, development of the nerve cord. Undifferentiated cells (un) congregate around the marked axon
(pa) with dense vesicles (dv, 70 nm). There are synaptic contacts between thin nerves processes and differentiating
neurons (arrows). Scale bar 1pm.
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HelpoH. OH JaeT 04eHb TOHKHM OTPOCTOK BJIOJTb
Iy4yka K 3aJlHEMY KOHI[y Tela U KOHTpasare-
pasbHBIIl OTPOCTOK B OyAYyLIYIO KOMHCCYPY
(Puc. 4A). B Bo3pacte 5-6 cyTOK BIiepBbIEC B
OTPOCTKAX HEHPOHOB OOHApPY)KEHBI CBETJIBIC
BE3MKYJIBI 1uamMeTpoM 50 HM; OHU BCTpEUaroT-
Cs1 B HEMpHUTaX BMECTE C 3JICKTPOHHOIIIOTHBIMU
rpaHyJIaMH.

7-8 cytok (Puc. 4B, C). OTpocTku B my4kax
B [I€peHEH YacTH TeJla pacloloKeHbl KOMIIaK-
THO, IPUMEPHO OFHOr0 nuaMeTrpa. HekoTopsie
OTPOCTKH, BXOJISIILIUE B COCTAB (hOPMHUPYIOLIE-
rocsi CTBOJIA, COJIEPKAT MIEKTPOHHO-IUIOTHBIE
rpanyuisl uamerpom 60—80 HM; 1pyrue, Oosee
JuddepeHIPOBaHHBIE OTPOCTKH, BKIIOYAIOT
Hapsi/ly C INIOTHBIMH, CBETJIIbIC BE3UKYJIBL. YacTh
HEHPUTOB Ha STON CTaIUU HOPMHUPYET MEKIY
co00ii cuHanTH4eckre KoHTakThl. Ha 8-e cyTku
OCHOBHBIE CHCTEeMBI Iiporiepkouaal. nodulosus
yxke chopmupoBanbl. Ha momepeunom cpese
HEPBHBII CTBOJI BBITJISMUT BIIOJIHE KOMIIAKTHO,
pacriojiarasich psiioM C BBIICIIUTEIBHBIM COCY-
nom (Puc. 5, 6). UMer0T MECTO TUIMMYHBIE CH-
HaITUYECKHE KOHTAKThI, B KOTOPBIX PECHHAII-
TUYECKOE OKOHYAHHUE COACPIKUT CBETIIbIE BE3U-
KYJIBI 1 3JIEKTPOH-HOILIOTHBIE FPaHYJIbI, Tapaj-
JICJIbHBIC MEMOpaHBI B O0JIACTH KOHTAaKTa 3a-
YEepHEHBI, K MEMOpaHe MPUMBIKAET 3JIEKTPOH-

H.M. Buceposna, XK.B. Kopuesa

HomoTHBIN MaTepuai (Puc. 4B, 5B). B cTBone
MEXAy HEPBHBIMH OTPOCTKaMH BCTpPEUAIOTCS
TUTOTHBIE KOHTAKTBl. OTHAENbHbIC JACHIPUTHI
(dhopmupytoT mmnuku. KoHeunsle oTaesnsl He-
KOTOPBIX HEHPUTOB (hOPMHUPYIOT CHHANTHYEC-
Krie Oy TOHBI, 0XBAaThIBAIOLIHE IIUITUKH JICHPH-
TOB W 00pasyolye NPOTSHKEHHbIH CHHAIIC.
Kpynsble TepMuHanyu o0pa3yroT CHHAIICH “‘Ha
npoxoze”, PopMHUpPYst HECKOJIBKO aKTUBHBIX 30H
C KOHIIEHTpAIMEil CBETIBIX BE3UKYJ B IPECH-
HanTu4eckoi obmactu. OTHOBpEMEHHO, 3Ta Ke
TEPMHUHAJIb MOXKET BBICTYIIATh B KA4ECTBE I10-
CTCHHAIITUYECKOTO OTPOCTKA, BCTYMasi B KOH-
TaKT C Ipyroi npoxosiei TepmuHaisio (Puc.
4B). BrIsiBiI€HHBIC TUIIBI CHHANTHYECKUX KOH-
TAKTOB COOTBETCTBYIOT OOHAPYKEHHBIM paHee
B ITHC B3pocneix 7. nodulosus (bucepoga,
1997a, 2004; buceposa, CanbaukoBa, 2002),
HO OTJIMYAIOTCS. MEHBIINM pa3MepoM OTPOCT-
KOB M TIPOTSDKEHHOCTBHIO aKTHBHBIX 30H.
Heo0xoauMo OTMETHTBH, 4TO B Hpolecce
JuddepeHIMPOBKN HEPBHBIX KIEeTOK 1. nodu-
losus Jaie Bcero cHavaia MmpoMCXOAUT BBITSI-
I'MBaHHE OY€Hb TOHKOTI'O €AMHCTBEHHOI'0 OTPO-
CTKa, KOTOPBII 3aTeM 3HAYMTEIBHO PACIIHPS-
€TCsl M IPEeBpAIacTCs B IIaBHBII aKCOH, ITUPH-
Ha KOTOPOTro MOYTH paBHa nepukaprony (Puc.
4C). Jlanee 0TpOCTOK HAUMHAET TUXOTOMHUYEC-

Puc. 4. OcobeHHOCTH yIbTPaCTPyKTYPHON OpraHU3alui HEHPOHOB MPOIEPKOUIA Ha CTaAuu 7—8 CyTOK.
A — mpouepkons 3—5 CyT.; MyJIbTUIIOSIPHEIN HEHPOH () ¢ METKUMHE INIOTHBIMH Be3HKYJIaMH B IIUTOIIA3Me U TPeMs
9KBHBAJICHTHBIMU OTPOCTKAaMH (Np), CPeIH KOTOPBIX HEIb3s BBIIECIUTH INIABHEINM; B — mponepkonn, 7 cyT.; y4acTok
copMHPOBAHHOTO HEPBHOTO cTBOJA (cM. Puc. 5B); cunanTnueckuit KoHTaKT (the en-passant synapse) co CKOIICHHEM
CBETJIBIX BE3UKYJI (CV) M JICKTPOHHOILIOTHOTO MaTepuala B aKTUBHOH 30HE (KOPOTKUE CTPEIIKH); IIPECHHANITHIECKOE
OKOHYAHHE COIEPXKUT CBETIBIC M DJIEKTPOHHOIUIOTHBIE BE3UKYJNB! (dCV); JUIMHHOI ABOWHOM cTpenkoil 0003HaueHO
JIMXOTOMUYECKOE BETBJICHHE IJIaBHOro akcoHa; C — mpouepkous, 7 c¢yT.; GOpMUpOBaHUE aKCOHHOTO XOJIMHKA (ah) 1
KOHTAKTOB B CTBOJIC; YKa3aHbI CHHAIICHI MEXKy COCETHUMH HefipuTamMu (OAMHAPHBIC CTPEIKH) U (OPMUPYIOILHECS aKCO-
CcOMaTHYECKHEe KOHTAKTHI (JBOIHBIC CTpENKH) Ha coMe HelpoHa (n); cOpMUpOBaHHBIE OU- M YHHIOJSAPHl HMEIOT
OTYETIMBO BBIPAXCHHBIH TTIaBHBIH aKCOH (Ma) W 30HYy aKCOHHOI'O XOJIMHKA; Ha IIOBEPXHOCTH IJIaBHOTO aKCOHA U B
MecTax JUXOTOMUYECKOr0 BETBICHNUS (IBOWHAsI CTpeika) GOPMUPYIONIHECs MEIKHe HEHPHTHI (np) 00pa3yroT KOHTAKTHI
(xopotkue crpenku). Macmrad (Mxm): A, C— 1; B—0.5.

Fig. 4. Peculiarities of neuron ultrastructure on procercoid stage aged 7-8 days.

A — procercoid 3-5 days, multipolar neuron (n) doesn’t have main axon and axon hill; this type of neurons expands
a cytoplasm at the beginning of differentiation and after that forms several equivalent processes (np); their cytoplasm
contains dense core vesicles; B — procercoid, 7 days; the en-passant synapse in the nerve cord (see boxed area in Fig.
5B): presynaptic area contains small clear vesicles (cv) and rare dense core vesicles (dcv) and also there is the presynaptic
electron-dense specialization of membrane in active zones (arrows). Long double arrow shows the dichotomous
branching of a main axon; C — procercoid 7 days; ripe uni- or bipolar neurons have a good developed axon hill (ah) and
a large main axon (ma); main axons have dichotomous branches and in the place of dichotomy (double arrow) small
neurites (np) are concentrated and formed junctions; there are synapses in the nerves cord between neurites (arrows) and
also the axo-somatic junction (double short arrows) on the 7™ day; head arrows show contacts on the surface of the main
axon formed by new developing neurites. Scale bar (um): A, C — 1; B—0.5.
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KM BETBUTHCSI, 00pasys Bce Oojiee TOHKHE Tep-
munai (Puc. 4B, C). OgHoBpemenHo Gopmu-
pyeTcs 30Ha aKCOHHOT'O XOJIMHUKa €O crienudu-
yecku AuhepeHnpoBaHHON HEWPOIIa3MOH,
coJieprKaiei 60JIbII10e KOJINYECTBO HEUPOTPY-
6ouek. K moBepXHOCTH aKCOHHOIO XOJMHKA
HAYMHAIOT MOJXO/NUTh MEIIKUE HEHPUTHI Ipy-
rux AudepeHInpyOIXCst HBHPOHOB U (Op-
MHUPOBATh KOHTAKTHI. Takol THI U hepeHiu-
POBKH XapakTepeH Uil YHU- U OHUIOJISIPHBIX
HEHPOHOB. MyJbTUNOISAPHBIE HEHPOHBI, IIO-
BUJAMMOMY, M3HAYaJIbHO HE MMEIOT 30HBI aK-
COHHOT'O XOJIMHKAa U IIOCTEIIEHHO HapalluBa-
10T HelporuasMmy B nepukapuone (Puc. 4A).
JlocTtrras 60bII0I0 00beMa IUTOTIA3MBI T1e-
pUKapHoHa, OHM HAYMHAIOT OJHOBPEMEHHO
(dbopMupoBaTh HECKONBKO (3—4) KPYIHBIX OT-
pocTkoB. Ha Haml B3rusii, Takue OTIMYHS B
nporecce audGepeHInPOBKYE HEHPOHOB MOTY T
CBHUJIETEJICTBOBATh 00 W3HAYAIBHO PAa3HBIX
¢dynkumsix atux xierok B [{THC. Ckopee Bcero,
ourossipsl, 001aaonMe HandoJee MPOTSHKEH-
HBIMH OTPOCTKaMH, HECYT OCHOBHYIO (PYHKIIHIO
ObIcTporo nposeeHus curnainos BHyTpu LIHC.
Mynbrunoinsipsl, o0nanas 601bIHM 00bEeMOM
HEeHpOIuIa3Mbl ¥ Pa3BETBICHHBIMU KOPOTKUMHU
OTPOCTKAaMU, MIMEIOT, BEPOSITHO, TPUHIIMITHAIb-
HO MHOE Ha3HAuYCHHUE.

K coxaneHuio, JaHHBIX O CTPOCHHUHU He-
PBHOIl CHCTEMBI MPOLEPKOUIOB JUIsi CPaBHU-
TEJIbHOTO aHAIM3a COBEPIIEHHO HEAO0CTaTOY-
HO. M3BecTHO, uTO y miporniepkouna D. dendri-
ticum Ha TepeHeM KOHIIE TeJla, COBMECTHO C
OTPOCTKaMHU (POHTAIBHBIX JKEJIe3 W MBbIIIeU-
HBIMH KJIETKaMHM, PACIOJIOKEHA TPy KpyI-
HBIX HeHpoHOB pazmepom 10—15 mxm (Wikgren,
1986). ®opma HEWPOHOB HENpaBUIbHAS, Spa
JIOTIACTHBIE, IIUTOILIA3Ma COJICPIKUT DIICKTPOH-
HOIUJIOTHBIE Be3UKyNbl quamerpoM 50-70 HMm.
Kpowme Toro, Ha 3a1HEeM KOHIIE Tesla 00HapyKe-
HBI HEHPOHBI BTOPOT'O THIIA, OHU UMEIOT MEHb-
1IMe pa3Mepsl nepukapuoHa (6—8 MKM) U co-
nepxkar 6onee kpynubsie (150-200 HM) dyeKT-
POHHOIUTOTHBIE Be3UKYJIbI. Takue HeHpOHBI, 110
MHEHUIO aBTOPA, SIBJISIOTCSI HEHPOCEKPETOPHBI-
mu (Wikgren, 1986). DTo cooTBETCTBYET J1aH-
HBIM, TIOJIy4eHHBIM Hamu Juist 1. nodulosus, y
KOTOPOTO TaK )K€ OTMEUEHO JIBa TUIIA HEHPOHOB
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C SHeKTPOHHOHHOTH]ﬂMI/I FpaHyﬂaMI/I pa3Horo
JMaMeTpa.

Hmmynoyumoxumuueckue uccie006aHus
Pazeumus HepeHOIl cucmemvl NPoyepKouoa
T. nodulosus

Ha ToTanpHBIX mpemapatax paHHHUX Ipo-
uepkonnioB 7. nodulosus ObUTH TPOBEIEHBI
UMMYHOIIUTOXUMHUYECKUE PEAKLIUU AJIS BBISB-
JICHUS! HEKOTOPBIX HEHPOAKTHBHBIX CyOCTaH-
LM B pa3BUBAIOILICICS HEPBHOM CHUCTEME.

Cepotonunepruyeckue komnonentsl [IHC
OTYETJIUBO BBIPAXKEHBI B Bo3pacTe 19 nHeil u
NIpe/ICTaBIICHBI B (QOPMUPYIOLIMXCS CTBOJAX U
LEHTpaJIbHOW Komuccype. VMMyHOpeakTHB-
HocTh K ceporonuny (5-HT-IR) obnapyskena
Ha Mepe/iHeM KOHIIe Tella: CBeueHne Habroa-
JIY B BUJI€ IBYX CHMMETPUYHO PACIIONI0KEHHBIX
CETYaTBIX TAKEH, KaXkKAbIi U3 KOTOPBIX COCTOSI
n3 Tpex Oosee TOHKMX HHUTEH. L[eHTpanbHbIC
TSDKM OBUTH TIPOTSIHYTHI JI0 38/THET0 KOHIIA TeJla
1 Havana nepkomepa. Io kpaiineit Mmepe, ouH
KPYTIHBIH OUITOIAPHBIN CEPOTOHUHEPT UYECKHH
HEUPOH BBISBJICH B BEPXHEH 4acTU OJHOIO U3
TSDKEH; OTPOCTKU HEMPOHA PACIIOJIOKEHBI TOPU-
30HTAJIBHO M BXOJAT B COCTAaB COENUHSIONICH
LEHTpaIbHOW KOMHCCYpbl. OT Hee K armuKalb-
HOMY OpraHy TakXe IpOTSHYThl TOHKHE OTPOC-
TKH, UMMYyHOpeakTuBHble K 5-HT.

NmmynopeaktuBHocTh K GIYRFamide 06-
Hapy’KeHa KaK Ha [IEPEIHEM, TaK U Ha 3aJHEM
KOHIIE IPOILIepKOM/Ia Ha OUeHb PaHHEH cTaauy,
6e3 chopmupoBanHoro nepkomepa. CeueHue
HaOII0JaM B IIEHTPAJIBHBIX TSDKAX, COOTBET-
CTBYIOIIUX OYIYIIMM TaHIJIMAM M TJIABHBIM
cTBOJIAaM. B pesyinbrare nIpUMEHEHMs METOla
JIBOWHOTO OKpAIlIMBaHUsI, OBUIO YCTaHOBIICHO,
gyro ceersmmecs GIYRFamide ummyHopeak-
THUBHBIE KOMITOHEHTHI HE COBIIAJAI0T [TO CBOEMY
PacCIoJIOKEHHUIO ¢ BhIlie onucanHbiMu S-HT-IR
KOMITIOHEHTaMU. Heinb3si ¢ yBEpEeHHOCTBIO IO-
BOPUTH O KOJIMYECTBE MENTUACPTUIECKUX KIIe-
TOK, T.K. UX MaJCHbKHI pa3mep U OoublIoe
KOJIMYECTBO BAPUKO3 HE II03BOJISIOT JOCTOBEP-
HO UAECHTH(UIINPOBATH sIepHBIH yyacTok. [Ten-
TUAEPTUYECKUE BAPUKO3bl 3aHUMAIIN LIEHTPaJIb-
HYI0 00J1aCTh TsDKEil, 00pa3ysi CrylleH s HUKe
LIEHTPAJILHON KOMHUCCYPBI.
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VY 3penbix npouepkounoB D. dendriticum
(Wikgren, 1986) Ha mepeiHEM KOHIIE Tela, TO]T
(pOHTAIBHBIM YTITyOJIeHHEM BBISIBICHBI 4 KPYTI-
HBIX CEPOTOHUHEPIHYECKUX Helipona. HepBHble
KJIETKH JISYKAT TOPU30HTAILHO M TOCHLIAIOT CBOU
OTPOCTKHU B JIBaJIaT€paJIbHBIX CTBOJIA. le/l 3TOM
3 HeiipoHa Bcerja JiexxaT BMecTe, 1oj (GpoH-
TaJIbHBIM yTITyOJIeHHEM, 2 YeTBEPTHIN Paciosio-
’KEH HECKOJIbKO Kay/laJibHee, HO TaKKe CBSI3bI-
BaeT CBOMMH OTPOCTKaMH 00a JaTepalbHbIX
cTBOJIA. [J1aBHBIE CTBOJIBI IOCTHTAIOT 32 THETO
KOHIIa TeJa M MIOChUIAIOT apy HEPBOB BIIEpE],
BIOJIb (ppoHTaNBHOrO OopraHa. Bokpyr ¢pon-
TAJIBHOTO YIJIyOJICHUSI MMEETCsl TycTasi CeTh
BOJIOKOH, COJIepKaluX cepoToHuH. [lentuaep-
IMYeCKre HEHPOHBI PACIONaraloTcs Kak Ha Ie-
pelHeM, Tak U Ha 3aJJHEM KOHIIE TeJia 3peJioro
nporuepkouna D. dendriticum (Wikgren,1986).
Ux gucno Bapeupyer oT 6 10 10 y ITMUUHOK
pasHoro Bo3pacra. /[Ba HeiipoHa Bcera jiexaT
Ha TIepeTHEM KOHIIE BOJIM3U CEPOTOHHMHOBBIX
kierok. Ha 3amHeM KoHIe, OJvKe K IiepKoMe-
PY, BBIABJICHBI €UIC ABEC I'PYMIILI TENITUACPTH-
YECKUX HEHPOHOB MO 3—4 KIETKH B KaOH.
OTtpocTku ATUX HEHPOHOB BXoAAT B cocTaB [ JIC,
a TaKke 00pasyroT napy nepudepudeckux He-
pBHBIX TpakToB (Wikgren, 1986). Meronom
BBISBJICHUS XOJIMHACTEpa3 y npouepkonaa E.
salvelini 6pUIN OOHAPYIKEHBI 3 TTAPBI TPOIOJIb-
HbBIX HEPBHLIX CTBOJIOB, OJJMHAKOBLIX 11O MOII-
HOCTH U COCAUMHCHHBIX KOHbL[eBOﬁ KOMHUCCY-
poii Ha epeHeM KoHIe nporepkouaa (Kotu-
koBa, Kynepman, 1978a). Cnenyer oTMETHUT,
YTO ITONEPEUHBIE CPE3BI TPOLIEPKONUIOB HE ObLIH
HCCIIe/IOBaHbl aBTOPAMH, IO3TOMY CYAUTH O
PaBHOUCHHOCTHU MPOAOJIbHBIX CTBOJIOB X HAJIN-
YW UMEHHO KOJIbLIEBOM KOMUCCYPBI ITPEXKIEB-
pemenno. s npouepkouna 7. nodulosus, Ha
TOW CTa MM, KOT/Ia CKOJIEKC €IIe HE Pa3BHT, TaK
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7K€ OTMEUYCHO NPUCYTCTBUC 3 nap npoaoJIbHbIX
ctBoJioB (Kotuxosa, Kynepman, 1977). U3 Hux
JatepajbHbIe CTBOJIBI HauboJiee BBIPAKEHBI,
COCIMHEHbI HECKOJILKUMH MOIEPEYHBbIMH KO-
MHUCCYypaMy M 3aMBIKalOTCSl Ha 33/IHEM KOHIIE
Tesa, a JIOp3aJibHbIE U BEHTPAJIbHBIE CTBOJIBI
MIPOCJIC)KEHBI TOJBKO Ha IePeIHEM KOHIIE Tela.

JlaHHBIC THCTOXUMUH K UMMYHOITUTOX UMUK
CBUJICTEIILCTBYIOT TOM, YTO OCHOBHBIE KOMITO-
Hentol [IHC, Takue kak niepedpanbHas KOMUC-
Cypa U TJIaBHBIC CTBOJIbI, & TaK )K€ BEHTPAJIbHBIC
U JIOp3aJIbHbIE KOPEILIKU TaHIIieB (hopMupy-
I0TCSI Ha CTaJJMM PaHHEro MpolepKouaa. DTu
KOMITOHEHTBI aHATOMUYECKH BBITJISISIT B BUJIC
TSDKEH U TeJI HeHPOHOB U IIPeJICTaBIeHbI (hU3H-
OJIOTMYECKH PA3IMYHBIMU COCTABIIS-IOIUMHU: B
HEPBHOU CUCTEME IIPOLIEPKOUIOB IPUCYTCTBY-
IOT OCHOBHBIE ME€AUATOPbI — CCPOTOHUH,
FMRFamide u GIYRFamide, a tak xe, I1o-
BUIMOMY, alleTHIIX0JUH. CTerneHb [IeHTpalu-
3aIliU CCPOTOHMHEPTUUCCKOU cCcTeMbLD. den-
driticum orpann4yuBaeTcsi (GpopMHpOBaHHEM
nepebpaabHOi KoMHuccypsl Mexy 1Byms [JIC
(Wikgren, 1986). CooTBeTcTBYOIINE HEHPO-
HBl Hali/IeHbl B KOMUCCYPE B3pPOCIBIX YepBEi.
OTO K€ MOYKHO YTBEPKAATH ISl TPOIIEPKONIA
T. nodulosus, y xotoporo 1 cepoTOHMHAPIHU-
YECKUI HEHPOH pacIioiokKeH B BEpXHEH yacTu
CKOJIEKCa, a €ro0 OTPOCTKH (hOpMHUPYIOT Leped-
paIbHYI0 KOMUCCYPY. DTOT HEHPOH COXpaHseT
CBOIO MMO3UIIMIO HA CTaIMH IJIEPOLIEPKOUTIA U Y
B3pocioro xkuBoTHOTO (buceposa, 1997a; Bise-
rova et al., 1996).

VYIIbTpacTpyKTypa HEPBHOW CUCTEMBI MIPO-
nepkounioB 1. nodulosus HOBOJILHO MpPOCTA.
Crenenp ee auddepeHInaA CYIICCTBEHHO
3aBUCHT OT BO3pAcTa: JIBe rpymiibl Majgoand e-
PEHIIMPOBAHHBIX KJIETOK PAHHETO MPOIEPKOU-
Jla Jar0T Havauio riepeopanbHbiM ranrusm (11),

Puc. 5. TapamienbHOE pa3BUTHE HEPBHOM U HKCKPETOPHOM crcTeM y mponiepkouaa 7. nodulosus.

A — dopMHpoBaHHe BEIIEIUTENEHOM CUCTEMEI (€X) pouepkonaa Ha craguu 46 cyT.; B — y4acTox HepBHOTo CTBOIA
(NC) ¢ CHHANTHYECKMMH KOHTAKTaMH M TPUICTAIOIIUM BBIICIHTEIBHBIM cocynoM (ex), mpouepkoun 7 cyt.; C —
KOMIIAKTHBIH HEPBHBIA CTBON (MC) NPHIEraeT K IOBEPXHOCTU (OPMHpYIOLIEHCs BBIIECIUTENIBLHON moaocTu (ex);

npouepkous, 8 cyr. Macmrad 1 M.

Fig. 5. Parallel development of the nervous and the excretory systems in 7. nodulosus.

A — procercoid, 4-6 days; the development of excretory system (ex); B — procercoid, 7 days; part of the main nerves
cord (mc) with synaptic junctions (box area) is adjacent to the excretory vessel (ex); C — procercoid, 8 days; the main
nerves cord (mc) is adjacent to the surface of the forming excretory vessel (ex); the posterior body part. Scale bar 1 pm.
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KOTOpBbIE Ha 21-# IeHb pa3BUTHs UMEIOT MpH-
3naku LII" nneponepkonos. [Tepudepuueckas
nepsHas cucrema (ITHC) paseura cnabo, tak
KaK OpraHbl NPUKpPEIUICHHUsT He TUu(QepeHIu-
posanbl. Ckopee Bcero, [IHC pannux mporep-
KOMJIOB TIPEJICTABIICHA CEThIO OTPOCTKOB 2-U
napbl OHKOC(EPHBIX HEHPOHOB, HHHEPBUPYIO-
IIMX MYCKYJIATypy CTCHKH Tejla U TEPMUHAIb-
Horo oprana. CeHCOpHBI anmapar IpoLepKo-
UJIOB NIPE/ICTABIICH PECHUYHBIMU U IBYMS TH-
maMu 6e3peCHI/I‘-IHbIX YYBCTBUTCIIbHBIX OKOH-
yanuii (bucepona, Kopuesa, 1999).

LHC 3penvix npoyeproudos xapaxmepusy-
emcs cnedyowumu npusHakamvy: 1) Haandue
CHHANTHYECKUX KOHTAKTOB MEXIy HEHpUTAMU
B CTBOJIAX M KOMHUCCYPE C y4aCTHEM JIBYX THIIOB
BE3UKYJI: TPaHYJISAPHBIX, dv, U arpaHyJsIpHBIX,
CV; 2) HaJIMYHe AByX TUIIOB HEHPOHOB, OUIIONS-
POB M MYJIBTHIIONSAPOB, criocod auddepeHim-
POBKH KOTOPBIX Pa3iInueH; 3) Majioe YUCIIO Tel
HEWPOHOB B IIepeOPATBbHBIX TAHTIIUSIX U HEOO0ITb-
1o 00beM HEHpONMIeH, COOTBETCTBYIOIINX
HE3HAYUTCIIbHOMY YUCIY COCTaBJIAIOIINX HEM-
putoB; 4) B nporecce TudhepeHIpoBKY He-
PBHas cHCTeMa pa3BHBACTCsI T0CIIEI0BATEIBHO
OT IIEHTPaJIbHOM 00J1aCTH K 33]THEMY KOHITY TeJa,
BJIOJIb HAIpaBISIFOLIMX aKCOHOB JIBYX OHKOC-
(hepHBIX TPAaH3UTOPHBIX HEWPOHOB, 1 K TIEpE/IHE-
MY KOHIY T€Jia, B4OJIb TCPMUHAJIBHOI'O OpraHa,
IIPY 3TOM HEUPUTHI IPYNIIUPYIOTCS B KOMIIAKT-
HBIE TSDKH, a TeJla HeHPOHOB PacIoiararoTcst Ha
UX OBEPXHOCTH; 5) pa3BUTHE IIaBHBIX CTBOJIOB
MIPOXOJUT MapauIeIbHO U KOJOKAIN30BaHO C
(hopMHPOBaHNEM BBIJICIUTEIBHBIX COCY/IOB.

B pazBuBaromieiics HepBHOU cuUcTEME MPO-
uepkouna T. nodulosus NpoIeMOHCTPUPOBAHO
HaJaM4ue TPAH3UTOPHBIX U IMOHEPHBIX HEHPO-
HOB Y BOJIOKOH, KOTOPBIE MApKUPYIOT IYTH JUIsI
(dopmupoBanus 1ePUHUTUBHON HEPBHOW CHC-
TEMBI.

Hepenasn cucmema niepoyepkouoos

[To faHHBIM THCTOXUMHYECKHUX HCCIIE0Ba-
it (Korukosa, Kynepman, 1978a), ckonekc
MOJIO/IBIX IIIEPOLIEPKOMIOB ICEBI0DMILTUTHBIX
LIECTO/I MHHEPBUPYETCS S TTapaMu MPOI0JIbHBIX
CTBOJIOB, U3 KOTOPBIX JaTepaIbHBIC PAa3BHUTHI
CUJIBHEE U 3aJIeraoT rIy0Ke, 4YeM J0p3ajbHbIe
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1 BeHTpaJsibHbIe. J[Be Iapbl COMPOBOXKIAIOIINX
CTBOJIOB M KOJIBIIEBBIE KOMHUCCYPBI Pa3BHUTHI Clla-
60. Jlist TIepouepKkouI0B TUGHILIOO0TPUHT
XapaKTEepHO yBEIMUCHHE YNCIIa CTBOJIOB OT Iie-
pEeIHEero KOHIA K 3a/THEMY KOHILY ¥ B 3aBHCUMO-
CTH OT Pa3MepoOB XO03iMHA, B KOTOPOM ILIEPO-
nepkoua oburaet. Bce cTBOIBI CBSA3aHbI MOTIE-
PEUYHBIMH HUTSMH TPyOOTo IUIeKCyca, IIpHYeM
nokasana peryJsipHas cBszb ['JIC ¢ npyrumu
IPOJIOIBHBIMH CTBOJIAMH, OCYIIIECTBIIsIEMasi BO-
JIOKHaMHU BHYTpEHHETro Iiekcyca. B mpouecce
Pa3BUTHS IUIEPOLIEPKOUIOB aM(DUKOTHIIH/I U 11~
(m1000TPUK OTMEYEHO OTYETIIMBOE BbIJIE-
nenue I'JIC, mocreneHHoe yBeIUYEHUE YHCIa
MaJIBIX IIPOJIOIBHBIX CTBOJIOB M Pa3BUTHE IIJICK-
cyca.

Bornee neranpHO aHATOMUS HEPBHOU CHUCTE-
MBI TIEPOLEPKOHUIOB U3yYeHA MMMYHOLUTO-
XMMHUYECKHUMHU METOJIaMH.

HHC D. dendriticum npeacraBicHa mapou
BBITSIHYTBIX T'aHTJIMEB, B BEPXHEW 4acTH CKO-
JIeKca COeIMHEHHBIX MIMPOKOH KOPOTKOH 1IeH-
TpaJIbHOU KOMUCCYpOM. 'aHrnuu niaBHO Mpo-
JIOJDKAIOTCsl B 0a3ajbHYIO 4acTh CKOJIEKCA B
BUJI€ TJIaBHBIX CTBOJIOB, PACIIOJIIOKEHHBIX TITy-
60Ko B MeyuIsipHO# apenxume. Tera Helipo-
HOB uMeroTcd Bo Beex otaenax [{THC, Bkimogas
komuccypy. SHT-IR weiiponst D. dendriticum
BBISIBJICHBI B [IepeOpaibHON KOMUCCYPE U IJIaB-
HBIX CTBOJIAX, IIPUYEM HMX OTPOCTKH OOBIYHO
npoxoxst garepainbHo (Gustafsson etal., 1985)
B 30HY cyOTerymenTa. MHOTOUMCIICHHBIE THC-
TaMHH-TIO3UTHBHBIE KIIETKH OITMCAHBI B 1Iepeo-
pambnbix ranrmusx u [JIC (Wikgren et al.,
1990); oHM OTIHYAIOTCS KOPOTKUMH OTPOCTKA-
MU U HE CBsI3aHbI C nepudeprueckoil cucre-
Mmoit. Kpome ITHC, rucTaMuH-n03UTUBHBIE KIIET-
K BBISIBJICHBI B CTEHKaX YKCKPETOPHBIX COCY-
noB. I'muokcunosiM mMeTogoMm B LTHC mue-
POLIEpKOH/Ia BBISIBIICHBI KaTEX0JIaMUHEpTrniec-
KHe BOJIOKHA M Heiponsl B coctaBe [JIC u
nepedpanbHbix ranrmes (Gustafsson, Eriksson,
1991). Ilentunepruueckuii komnonent [[THC
MpeaCTaBlIeH KpynHbIMU Heifponamu (10 x 15
MKM) B KopTHKaibHOH 30He ['JIC 1 MomHbIMI
CKOIUIEHUSIMM UMMYyHOpeakTuBHbIX k FMRF-
amide BOJIOKOH B iepeOpasibHbIX TaHrusX (Gus-
tafsson et al., 1985).
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IMHC mnepouepkounal. dendriticumnpen-
CTaBJieHa MOIIHO DPa3BHTOW IMENTHAEPrayYec-
Kol komnoHeHToi. [IpononpHas Myckynatypa
CKOJIEKCa M Teja IOKpPBITa T'yCTOH CEThIO
FMRFamide-IR Bos10KOH, T€/1a HEHPOHOB JAOT
JUIMHHBIE OTPOCTKH, 00pa3yolHe TOHKHE KOJIb-
LeBbIE KOMUCCYPBI. YacTh OTPOCTKOB Harpas-
JieHa B cyOTeryMeHT, 00pa3ysi TepMUHAIH IO
OazanbpHOM TacTUHKOH. CepoTOHMHEpruyec-
kast komnoHnenta [THC miepouepkouaa mpenu-
CTaBJICHA OT/ICJILHBIMUA TOHKUMH BOJIOKHAMH U
pEelKUMH HEeHpOHAMH, PACIIOJIOKEHHBIMHU CHA-
PYXKH CJI0s IPOJOJIBHBIX MbImIL. Karexonamu-
HEpPru4ecKue BOJIOKHA CBSI3aHBI C MONIEPEYHON
(TpaHCBepCabHOIT) MYCKYyJIaTypOi U MaJbIMU
IIPOJIOJILHBIME CTBOJIAMH, IIPOXOASIIIIMU B KOP-
TukanbHOl napenxume (Gustafsson, Eriksson,
1991).

[Tnepouepkou bl TeTpaduiIug U TPUIAHO-
PHHX MMEIOT 00JIee CII0KHO OPraHU30BaHHYIO
HEPBHYIO CHCTEMY, COOTBETCTBYIOIIYIO CIIOXK-
HOMY IIPUKPENNTEIbHOMY armapary. Y miepo-
uepkouna Trilocularia acanthiaevulgaris (Te-
traphyllidea) ITHC ckosiekca mpenacraBiicHa
1apoil JiaTepanbHO PACHOJIOKEHHBIX LEepeo-
pasbHbix TanraueB (L[I7), 00beIUHEHHBIX TIO-
MEPCYHBIMU KOMHCCYPAMH U ICHTPATbHBIM
KOJIBIIOM M COJepkKallux Tena Hedponos. LI
JIAIOT HAa4aJIo 5 rmapam MpoI0JIbHBIX CTBOJIOB: 3
napel JIaTepajbHBIX U 2 Tapbl MEIUAHHBIX
(Fairweather et al., 1990). U3 3 narepaibHbIX
CTBOJIOB, OJINH, IICHTPAJILHBIMH, sIBIIIETCS O0JIee
MOIIHBIM ¥ COOTBETCTBYET IJITaBHOMY; JIBa JIPY-
I'MX TOHBIIIE, MPOXOJAT JIATEPO-I0P3aJIbHO U
JIaTePO-BEHTPAIBHO M COOTBETCTBYIOT BEHT-
paBHBIM U JIOp3aJbHBIM KOPELIKaM IICEBIO-
¢buwun (buceposa, 2004). I'JIC mpoxonsr
BJIOJIb BCETO Tella U 00BbEJMHEHBI TTOTIePEYHbI-
Mu komuccypamu. Brnepen ot L' u xonbia k
OOTpUIMSAM BBIXOJAT IEPEJHUE OOTPHINAID-
ueie HepBbl. B ITHC BrIsiBIEHO 10 50 Menkux
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XOJMHEPTUYECKUX KIETOK, CBSI3aHHBIX C LIEHT-
panbHbBIM HEpBHBIM KoabloM U LI'. HeilpoHsl
PacloNoXKeHbl TPyNIaMy, B MecTaX BBIXOJa
JIOTIOJTHUTEJBbHBIX JIATEPAIbHBIX U OO0 TpUANAITb-
HBIX HEPBOB. B ranrnmsx u komuccypax Obun
oOHapy»xeHbl 6osiee 10 MyJITHIIONSPHBIX Ce-
POTOHMHEPTUYECKUX HEHPOHOB, a TAK)KE MHO-
rouncieHHsle Heliponsl B ['JIC, koTopble cBs-
3BIBAIOT CBOMMU OTPOCTKAMU JJOMOTHUTEIBHBIC
naTepanbHble CTBOJBI. [lo JaHHBIM aBTOPOB
(Fairweather et al., 1990) HepBHas cuctema
wiepouepkouna 1. acanthiaevulgaris nomHoC-
TBIO COOTBETCTBYET TAKOBOM B3pOCIIOrO KU-
BoTtHOro. [THC X0po1io pa3suTa u npecTasiie-
Ha TYCTBIM HEPBHBIM IUICKCYCOM OOTpUANH 1
MPOAOIBHBIME MaJBIMM CTBOJaMH. [lnmekcyc
COJICP’KUT MHOTOYHCIICHHBIC Tela HEHpPOHOB.
Bce 10 mpo10bHBIX CTBOJIOB OTMEYEHBI TAK JKe
U B 3pelibIX nporiortuaax, npudem I'JIC Han-
Oosee pa3BUTHI, 10 CPABHEHHIO C OCTAIBHBIMH.

Ocodennocmu yapsmpacmpykmypovl He-
PBHOUL cucmemyl niepouepKouoos

[Tneponepkousi 7. nodulosus ObUH U3yde-
HBI HAMH OT CTaIUH (OPMHUPYIOLIUXCSI KPIOUb-
eB 10 OoJiee MO3/HEH CTajuM C IMOJHOCTHIO
c(OpPMUPOBAHHBIM CKOJIEKCOM M TEPEAHUM
otnenom tena. ['JIC MoxHO npocneauTs ¢ nep-
BBIX DTAllOB Pa3BHUTHSI JIMUUHKH. Y pPaHHEro
iepouepkona (craans GopMHUPOBaHHHUS KPIO-
ybeB) ['JIC cocTOAT M3 MIOTHBIX MyYKOB MeJl-
KHX OTPOCTKOB, TIPOXOJISIIINX JIaTepalibHEe nap-
HBIX BBIIENUTENbHBIX cocynoB (buceposa,
CanpbHukosa, 2002).

[Tpu naneueiimem pazsutuu 1. nodulosus
MPOUCXOAUT 3HAYUTEIBHBIH POCT HEPBHBIX
tpakroB (Puc. 7): I'JIC cranossrcs 6osee kom-
MaKTHBIMHU M BKITIOYAOT J10 30 HEHpHUTOB; BIle-
pell OT TaHrJIMeB K KPIOUbSM BBIXOJAAT Iepe-
JtHHE HepBbl. HelpOHbI B CTBOJIAX BCTPEYAIOTCS
PEIKO, B TO K€ BPEMsI CHHAIICHI BCTPEYAIOTCS

Puc. 6. DTanbl conps>KeHHOr0 Pa3BUTUS HEPBHOW U AKCKPETOPHOM CHCTEM Ha CTaJUH MPOLEPKOUAA.

PN — NHOHEPHBIH HEHPOH, IEPEX OIS U3 OHKOC(EPBHI B IPOLEPKOUT; €X — (HOPMUPYIOIIUICS IKCKPETOPHBIN KaHaI
IIPOLEPKONJIA; pa — IHOHEPHBIN aKCOH, MAPKUPYIOMUH IIyTh (OPMUPOBAHKS HEPBHOTO CTBOJIA IPOIEPKOHIA.

Fig. 6. Schematic drawing shows the associate development of the nervous and the excretory systems on the

procercoid stage.

pn— pioneer neuron transit from oncosphere and indicate a way for developing nerves in procercoid; pa— pioneer axon;

ex — excretory system.
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perynsipao. B ITHC BoisiBeHs! 3 Tuna KOHTaK-
TOB: 1) CHHAIICBI CO CBETJIBIMU MEJIKUMH BE3H-
KyJlaMM B THPECHHAITUYECKOM OKOHYAaHWH MU
YIZIOTHEHHEM IIOCTCHHAIITHYECKOI MEMOpaHBbI
(Puc. 7B, nnuHHas cTpenka); 2) A0JeBbIC CH-
HAIIChl, KOTOpbIE BCTPEYAIOTCSl B HEWpOIMie
3HAYUTEIBHO PEXKe, YEM Y ITOJIOBO3PEIIBIX Yep-
Belt (Puc.7B, nBoitnas crpenka); 3) mapakpu-
HOBBIE KOHTAKThI, COJICPIKAIME B IIPECHHAIICE
IUIOTHBIC W CBETJIBIC BE3MKYJIbI; MEMOpaHbl B
30HC KOHTAaKTa HE MMCIOT 3HAYUTCIIbHBIX YII-
JIOTHEHHUI U 00pa3yrT oMerooOpasHbie MPo-
¢wumm (Puc. 7B, kopotkas ctpeinka). CxonHble
MOP(OIIOTHYECKHE TUIIBI CHHAIITHYECKUX KOH-
takToB uMetoTcs B LIHC B3pocibix mosioBo3pe-
nbix yepBei (bucepoa, 1997a; buceposa, Caib-
HukoBa, 2002; Biserova et al., 1996), onnako,
YHCJIO KOHTAKTOB U MPOTAKECHHOCTD aKTHUBHBIX
30H Yy IJIEPOLEPKOM/IA IPUMEPHO Ha TOPSIOK
HIDKE.

I[THC pa3BuBaercs BecbMa HHTEHCUBHO,
YHCIIO OTPOCTKOB U HEWPOMBIIIICUHBIX KOHTAK-
TOB Ha nepudepun nocturaetT Makcumyma (Puc.
7C-E). Ha aTo0ii cTaguu NpoucxoauT OKOHYA-
TesbHas U PepeHIraus NTPUKPEIHTELHO-
TO armapara cKoJIeKca, pa3BUTHE TeI'yMEHTaJb-
HOM U CienMaIu3upOBaHHOM MycKyIaTypsl. B

H.M. Buceposna, XK.B. Kopuesa

TEMEHHOH 00J1acTH cKoJieKca OyKBaJIbHO KaxK-
JIOMY MBIIICYHOMY BOJIOKHY COOTBETCTBYET
coOCTBEHHAs! HEPBHASI TCPMHHAITB, YAl BCETO
cofiepKaIiasi NCKTPOHHOIUIOTHBIC BE3HKYIIbI
(Puc. 7E). TepMuHamu co CBETIBIMU BE3UKYJIa-
MH TaK K€ BCTpeUaroTcst perymsipHo. [Tozxe, B
OKOHYATCJIbHOM XO034HUHE, ITPOUCXOAUT 3HAYU-
TEeJIbHOE YBEJINYeHHe 00beMa MBIIII] CKOJIeKCa,
HO JIa7IeKO HE KaXI0H MHO(GUOPHILIC COOTBET-
CTBYET CBOsI HEpBHAs TePMUHAIb. [10-BUIHUMO-
My, THIIEpPUHHEPBALUSA MYCKYJIaTypbl TEMEH-
HOI1 00J1aCTH TUIEPOIICPKOKIa HEOOX0IUMa JJIst
YHOPSIJOYEHHOTO pocTa (HOPMUPYIOIErocs
NPUKPETUTENBHOTO afnapara, KOTOPbIi HeceT
B ceOe MOTCHIUATBHBIC BO3MOXKHOCTH JJISI KO-
OPIUHUPOBAHHOW PabOTHI MYCKYJIATyPBI KPIO-
4YbeB U 0OTPUH y)Ke Ha CTaIUH TIEPOLIEPKOH/Ia,
KOTJIa CKOJIEKC MaJjlo MOJBHIKEH, T.K. JTMYMHKA
MHKAICYJIMPOBaHA.

HeiipoMbiiiieuHble KOHTAKTBI IICPOIIEPKO-
una T. nodulosus pa3auyaroTcs O COCTaBYy CH-
HANTHYCCKUX BE3UKYIT U CIICHUATH3AIMH KOH-
takTupytomux memopan (Puc. 7C, D): tun 1)
COJIEpIKaT CBETIIbIE MEIIKUE BE3UKYJIbI, IMEETCSI
MOCTCHHANTHYECKAs CIIeIMaI3aLHs CApPKOJIeM-
MBbI; THTI 2) COJICPIKAT DIICKTPOHHOIIOTHBIC BE-
3UKYITBI, JOTIOJHUTEIIbHBIC CIICIIUATA3AIIHN KOH-

Puc. 7. OcoGeHHOCTH YIbTPACTPYKTYPhl HEPBHOI CHCTEMBI tuiepouepkona I. nodulosus.

A — nonepeunstii cpe3 ['JIC (mc) B cpeaHeil 9acTu Tena; KOMIAKTHOE CKOIIEHHE MENKUX HEeHPUTOB (Np) OKPYKEHO
OTPOCTKAMH KJIETOK 000JIOUKH (en) U pe3epByapaMu ¢ riaukorenoM (gly); B — cunamncs! B meitporme I'JIC maeponep-
KOMJa; TUII | — CHHAIICHI CO CBETILIMU MEIIKHMH BE3UKYyJIaMH (CV) B IPECHHANTHIECKOM OKOHYAHHH U YIIOTHEHUEM
[OCTCHHANTHYCCKON MeMOpaHbl (JUIMHHASI CTPENKa); THUI 2 — JOJEBOIl CHHANC (IBOWHAsI CTPEJKa), BCTPEYAITCS
3HAUUTEIIBHO PEXe, 4eM Yy IOJIOBO3PENbIX YepBeil; THI 3 — HapaKpUHOBBIH KOHTAKT (KOPOTKAsl CTPENKa), COICPIKHUT B
IpecuHance IoTHbIE (dV) U CBeTJIbIe BE3UKYIbI, MEMOpPaHEl B 30HE KOHTAaKTa HE MMEIOT YIUIOTHCHUH U 00pa3yloT
omerooOpasusle npodunu, a — axconsl; C, D — 0COOCHHOCTH HHHEPBAIMM MYCKYJIATyphl CKOJIEKCa; J[Ba THIIA
HEHPOMBIIIEYHBIX KOHTAKTOB (NMj) € y4aCTHEM CBETIIBIX (CV) WK IoTHBIX (dv) Be3ukys; E — oOmwuit Buja pacromno-
xeHuss MuoduoOpmwn (mf) U HepBHBIX TepMUHANEH (np) B TEMEHHOI 001acTH CKOJIeKca; Kaxpas MHoGHOpHLIa
HMHHEPBHPYETCSI ABYMs HEPBHBIMH TCPMUHAISIMHE C INTOTHBIMU WM IIPO3pavyHBIMU Be3uKyJIaMu. Macmrtab (Mkm): A, B,
E—1;C,D—0,5.

Fig. 7. Peculiarities of nervous system ultrastructure in plerocercoid 7. nodulosus.

A — the main cord (mc) is located in the middle part of the body; the cross section; the compact location of thin nurites
(np) is surrounded by cell processes of glia-like envelope (en) containing electron-dense cytoplasm and also cell glycogen
reservoirs (gly); B — synapses in the main cord neuropile: type 1 — endings contain clear round vesicles (cv); there is
the postsynaptic electron-dense specialization; the synaptic cleft contains a dense web-like material (long arrows); type
2 — shared synapse contains clear vesicles and two postsynaptic elements (double arrow); type 3 contains dense vesicles
(dv) and presynaptic membrane has omega-like profiles; no electron-dense specialization is present on synaptic
membranes (head arrow), a— axon; C, D — peripheral muscle innervation in scolex; each time muscular fiber (mf) has
two types of synaptic endings on the surface (nmj): (I) terminals with small clear vesicles (cv) (arrow), and (I) terminals
with dense vesicles (dv) (double arrow); E — co-localization of myofibrils (mf) and nervous terminals (np) in
plerocercoid’ scolex; each myofibril is innervated by two types of nerves terminal. Scale bar (um): A, B, E—1; C,
D—0.5.
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TAKTUPYIOUIMX MEMOpaH OTCYTCTBYIOT; THII 3)
OJTHOBPEMEHHO TIPHCYTCTBYIOT CBETJIBIC MEJ-
KHE U 3JICKTPOHHO-TIOTHBIC BE3UKYJIBI, B TIpeE-
CHHAIICE B 30HE KOHTAaKTa UMeeTCst CyOnoBepx-
HOCTHasI IIUCTEPHA.

HecMmoTpst Ha HE3HAYUTENBHYIO MOBHK-
HOCTb HHKAIICYJIMPOBAHHOW TMUHUHKH, BCSI CXE-
Ma HEUPOMBIIICYHBIX B3aUMOJCHCTBUMN st
OCYIIIECTBIICHUS IBUKCHUHN MIPUKPEITUTEIHHBIX
OpraHoB yxe c(OpMHUpPOBaHa, HEHpPOMBIIIEY-
HbI€ KOHTAKTBI TIOJIHOCTHIO i dhepeHnrpoBa-
HbI. DTO Ba)XHBIN aJIalITUBHBIII MOMEHT B pa3-
BUTHU HEPBHOW CHUCTEMBI, T.K. IIOCJIE TI0Ma/a-
HUS B KHIIICYHUK OKOHYATEIIBHOTO XO3sIMHA —
YK — JINYMHKA OKA3bIBACTCS B YCIOBHUSIX
CWJIBHOW MEPUCTATIBTUKH M JIBHXKYIICTOCS T10-
ToKa. HecrmocoOHOCTh K OBICTPOMY MPUKpPEILIC-
HUIO K CTCHKE KHIIKU BEACT K dIMMUHAIuK. B
9THX YCJIOBHSIX Pa3BUTHE HEHPOMBIIICUHBIX CO-
CIMHCHUH SIBJISICTCSI KITFOYECBBIM (DAKTOPOM BBI-
JKUBAHUS U Pa3BUTHUS MOJIOBO3PEIION CTaIUU.

Takum 00pa3om, urHepsayus MuoGuopuLlL
NIEePOYEPKOUOA OCYUECBIISLEMCst 8ce20d 08)-
M munamu HepeHulX mepmuHanet, conepixia-
IIMX TPAHYJIIPHBIC WM arpaHyJISIPHbIC BE3UKY-
Jie1. Takoi ke MPUHITUT HHHEPBAIUU MYCKYJIa-
Typbl XapakTepeH U Js Ne)UHUTHBHOMN He-
pBHOI1 cucremsl 1. nodulosus.

CpaBHHUTEIBHOE HCCIICNOBAaHUE YJIbTpPa-
cTpyktypHoit opranuzanuu [{THC aByx BuIOB
JUYUHOK u3 orpsiga Trypanoryncha Grillotia
erinaceus Poche, 1926 u Nybellinia surmeni-
cola Okada, 1929 noarBepk1acT 3aBUCIMOCTb
Pa3BUTHS HEPBHON CHCTEMBI TICPOIICPKOHUIOB
OT CTCTICHH UX MMOABWKHOCTH. JINYMHKY TpuUTia-
HOPUHX OOHTAIOT B KEIYHOM ITy3bIPE PHIO —
BTOPBIX MPOMEKYTOYHBIX XO351€B, U BEChbMa
noJBIKHEL. [locne u3BIeUeHHs M3 XO3sMHa,
OHU CIIOCOOHBI aKTHBHO I10J13aTh Ha TOBEPXHO-
CTH OJHOU W3 OOTPHIi, aKTUBHO BBIOpACKIBAS
X00O0TKH U coKpallas MycKyiatypy tena. CTonb
OBICTPOE NOCTYNATENFHOE ABHKEHUE JINUNHOK
TPUITIAHOPUHX SIBJIACTCSI YHUKAJIBHBIM U ITOKa
HE OTMEUEHO Y IpyTUX MPeICTaBUTEeH Kilacca
1ecTo. Bricokasi nBHUrateinbHas aKTHBHOCTB
corylacyercsi ¢ HaJlM4HMeM XOpOILIO Pa3BHTOU
IHHC u cencopnoro anmnapata (bucepona, 1991).
B cocras L[I" u komuccypsl miepouepkounaa G.

H.M. Buceposna, XK.B. Kopuesa

erinaceus BXOIUT 10 15 menTuaepruueckux
(Halton et al., 1994) u 30 ceporoHnHepruyec-
KHUX HepoHOB. Pa3Mep akCOHOB U ICHAPUTOB,
BxoJsmux B coctas [ JIC B 6a3anpHOM oTJIe1e
c(hOpMHPOBAHHOT0 CKOJIEKCA TPUIIAHOPUHX HE
OTJINYAETCs OT B3POCIIBIX, TOT/1a KaK y IICEB/I0-
¢$buna HEeHpUTHI TUIEPOLEPKOUIOB 3HAYM-
TEJIBHO MEHbIIE B quamerpe. B OynbOapHbIX
HEpBax, MHHEPBUPYIOUIUX MYCKYJIaTypy XO-
60TkOBG. erinaceus, 0OHAPyKEHbI TUTAHTCKHE
AKCOHBI, OKpYyeHHbIe obosoukamu (Bucepo-
Ba, 2004; Kopnesa, buceposa, 2005). Yinbtpa-
CTPYKTYpa HEHPOHOB, BXOSIMX B COCTaB I'aH-
TJIMEB U CTBOJIOB JIMUYUHKH, HE OTIUYAETCS OT
TaKOBOHM B3pOCIBIX 4YepBeil; HAa MOBEPXHOCTHU
HEHPOHOB HMMEIOTCS ONOPHBIC (UOPHILIBI,
MHOTJa 3aroyiHgomue MexkiaeTHuku (buce-
poBa, 1991).

VYasTpacTpykTypHas opranusanus [[HC
JUYNHOK TPUIIAHOPUHX OTJIMYHA OT TIepoIiep-
KOM/JIOB IICEBA0PHITUIHBIX IecTo. Kak Obl1o
MOKa3aHo BBIIIE, /Ul IIEpoLepKouIoB 7. no-
dulosus XapakTepHO Majoe KOJIMYSCTBO HEH-
POHOB, OYE€Hb MAJIEHBKUN IHUAaMETP OTPOCT-
koB, coctapisromux ['JIC, peixioe pacroso-
JKEHHE HEPBHBIX 2JIEMEHTOB, cl1ab0e pa3BUTHE
000J109eK.

AHayi3 TOJIyYeHHBIX JaHHBIX TOBOPHUT O
TOM, 4TO Ha CTAJHUHU IUIEPOIIEPKOHIa IIPOUCKO-
JIIT TIPEUMYIIECTBEHHOE pa3BUTHE nepudepu-
4eCKOW HEepBHOH cucteMbl M (popMHpOBaHHE
JIOTIOJTHUTENBHBIX HEPBOB, MHHEPBHUPYIOIMINX
MIPUKpPETUTEIbHBIC OpraHbl iectol. B Tex ciy-
Yasix, KOr/ia MIepOLePKOHIbI TIOIBHKHBI, LICHT-
pasbHast u iepudepudeckas HC ckonekcos moi-
HOCThIO C(HOPMHUPOBAHBI M HE OTIIMYAKOTCS 10
CBOEMY CTPOEHUIO OT IOJIOBO3PEION CTauH.

B OKxOHUYaTENBHOM XO3SIMHE MPOUCXOAUT
HapalBaHue CTPOOHIIBI, TOATOMY OCHOBHBIC
MpOLECcChl (POPMUPOBAHUSI HEPBHOH CHCTEMBI
CBsA3aHBI C 06pa3013aHHeM MHOTI'OYHUCJIICHHBIX
nepuepuyeckux HEPBOB, WHHEPBUPYIOIIMX
OpraHbl penpoayKTUBHON cuctembl. [ 1aBHbIE
CTBOJIBI, KaK OBIJIO MMOKa3aHO JUIs MCeBIO(HII-
U, TakKe MOCTENEHHO HapaluBaroTcs. Y
B3POCIBIX IECTO ] pocT U Gpopmuposanue [JIC
MPOI0JDKACTCS 3a CUCT MOTMOJIHCHHS Hequdde-
PEHIIMPOBAHHBIMU HEHpoOIacTaMu, KOTOPbHIE
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MOCTYNAIOT U3 NONYJISAUUK HeanpdepeHInpo-
BaHHBIX MYJIbTHIIOTEHTHBIX CTBOJIOBBIX KJIETOK
meiiku (buceposa, CanbaukoBa, 2002).
Taxum 00pa3zoM, Ha CTAJUN TUIEPOLIEPKOH-
Jla TPOMCXOAUT OKOHYaTeNbHas An(depeHIn-
anys HEHTPAIbHON U niepudepryeckoil cucre-
MbI. B oTiinune ot npouepkona, XapakTepHou
ocobennoctrio LITHC mieponepkonya siBisieT-
cs1 HannuKe chopMUPOBAHHBIX IepeOpaIbHBIX
T'aHTJIMEB, B KOTOPBIX IEPHUKAPHOHBI OKPYIKAIOT
HEHPONIIb U CIPYNIIMPOBAHbBI B MECTAX BBIXO-
Jla JIOTIOJIHUTENIbHBIX HEPBOB (BEHTPAIbHBIX U
JIOp3aJIbHBIX KopewkoB). LiepeOpasnbHast komuc-
CypaIuIepOIepKOUIOB COAECPKUT HEUPOHBI, KaK
3TO OTMEYEHO JUIs NCeBIOMUIIN, TeTpaduil-
s v tpunanopunx (Fairweather et al., 1990;
Buceposa, 1991, 1997a; Halton et al., 1994;
Buceposa, Canpaukosa, 2002). Iuddepeniu-
anys IJIaBHBIX CTBOJIOB CBs3aHa ¢ (hOpMUPOBa-
HUEM KOMITAaKTHOTO HEHpONWIIs, a TaKk ke C
00pa30BaHUEM CBsI3¢H MHOTOYHCIICHHBIX HEH-
ponoB I'JIC ¢ ManbIMu IPOIOJIBHBIMU U KOJIb-
LEBBIMH KOMHCCYpaMH, T.e. pOpMUpPOBaHHEM
nepuQepryecKoil CHCTEMbI, HHHEPBUPYOLICH

MYCKYyNaTypy.

Ananu3 ¢opMHUpOBAaHHUS HEPBHOU
CUCTEMBI aM(DHITHHU]T

CmpoeHue HepeHOIlL cucmembl HA CIMAOUU
auKogopul

'V 3penoii moaBIKHON THKODOPHIA. foliacea
BHYTPH SHI1a, METOZOM BBISBICHHUS XOJTUHICTE-
pa3, HaiJIeH MonepeyHbli HEPBHBIN TAXK, pac-
MTOJIOKEHHBIH OJIMKe K IepeHEMY KOHITY cpe-
TV JKEeJIe3UCTHIX KineTok (yomnanna, 1982).

B otnuumne oT KopammaneB mecTo, KO-
¢bopsr aMpIHHNA COAEPIKaT MHOTOYHMCIICHHEIC
CEHCOpPHBIC OPTaHBI B NEPBUYHBIX PECHUIHBIX
MOKpOBax. ¥ CBOOOAHOXUBYIIEH JTNIUHKA A.
elongata pecHUUHBIE PEIENITOPHI OOMBINIEH Ya-
CTBIO COCPEI0TOYCHBI Ha TIEpETHEM KOHIIE TeJa
(Rohde et al., 1986). U3 9 Tumos penentopos,
TOJIGKO OJIMH BCTPEYAeTCs Ha 3aJHEM KOHIIE Y
MecTa BBIBOPAYNBAHMUS KPIOUBEB U 1BA APYTUX —
o Bcemy Teny. Kpome Toro, y nmukodopsr A.
elongata oGHAPYKEHBI MAMIUIBI C YETHIPHMS
OyIaBOBHUIHBIME PECHUYIKAMHU JUTHHOW MeHee |

177

MKM Ha repeaHeM KoHue tena. OHu 00pasyor
JIB€ BEHTPAJILHO PACIOI0KEHHBIE TPYMIIBI 110
3—5 manui B KasKgoi.

Jluxodopa rupokorwiun Gyrocotyle urna
HMMEET KPYIHBIN MO3T C OTYETJIMBBIM HEHPOTIH-
JIEM B IIEHTPAJIbHON YaCTH M HECKOJIbKUMHU TIe-
pukapronamu Ha iepudepun (Xylander, 1987).
OTpOCTKH HEHPONUIIS INIOTHO YIIAKOBAHBI, CO-
JIlep>KaT MUTOXOHJIPUHM U BE3UKYJIbI 5 paziuy-
HBIX THUIIOB U (POPMHPYIOT MHOTOYHCIICHHBIC
CHHANTUYEeCKUEe KOHTAKTHL. [lo 1Ba HEpBHBIX
CTBOJIA AMAMETPOM 1.8 MKM BBIXOJIAT U3 MO3Ta
K IIepeJHeMY U K 3aJlHeMy KOHITy Tena. B pec-
HUYHBIX [TOKPOBAaX OINHUCAHBI § TUIIOB CEHCOP-
HBIX 00pa30BaHUil, U3 HUX 6 TUIIOB PECHUYHBIX
U 3 Tma 0e3pecHUYHBIX perentopos. Pacmo-
JIO’KEHUE PEIIENTOPHBIX OKOHYAHUH Y TUYMHOK
THPOKOTHIIN] CXOHO C TAKOBBIM aM(D)UITHHUT:
Ha 3aJJHEM KOHIIE B pallOHE KayJaJIbHOH 110J10-
CTHU— MECTa PACTIOIOKEHHUS TUYUHOYHBIX KPIO-
YbeB, UIMEIOTCSl PEIENTOPbI, YTO HEOOXO0AUMO
JUTst OOHAP Y KEHUSI KOHTAKTA C TOTCHIIHATBHBIM
XO3SIMHOM.

Cmpoenue HepeHOIl cucmemvl AUYUHKU
U3 NEPBO20 NPOMENCYMOUHOZ0 X03AUHA.

B mepBoM mpoMexyTOYHOM XO3siMHE (He-
KOTOPBIC BHJIbI OOKOIUIABOB) HEPBHBIC CTBOJIBI
CTaHOBSATCS €J1a00 Pa3IUYUMBI mocie HopMu-
pOBaHUS BBIJEIUTEIBHONW cUcTeMbl, Ha 20-ii
nenb. B mocnenyronue 20 qHei HepBHAsI CHC-
TeMa, 1Mo MHEHUI0 J[yOWHWHOM, pa3BHBacTCs
OKOHYATEJIBHO: Ha MEPEHEM KOHIIC Y OCHOBa-
HUS X000TKa HMEETCsI KOJIbIIEBast KOMUCCYPa C
OOKOBBIMHU YTOJIICHUSIMHU, OT KOTOPBIX BIIEPE]T
OTXOJIIT HEPBHBIC BETOYKH, a Ha3aa 2 YETKO
OUCPUYCHHBIX HEPBHBIX CTBOJA. B cTBONAx Ha-
cunThiBaeTCs 70 50 y3CNKOBBIX YTOJIICHUH.
C3anu CTBOJIBI OOBEUHSIOTCS KOJBIICBOM KO-
MHCCYPOI BOKPYT HOJOCTH KPIOYHCB H CEMSIH3-
BeprarenbHoro kanana ([{younuna, 1982).

Cmpoenue HepeHOUl cucmembvl amuiu-
HUO HA CMAOUU 6MOPO20 X03AUHA

[Tomanast BO BTOPOTO XO3sIMHA — OCETPO-
BBIX PBIO, TIMUMHKN A. foliacea monanamotr u3
JKEJIIyaKa B MPOTOKU MECUCHH, MPOBOAAT TaM
3HAYUTEITbHBIN nepuoa BpEMEHU U, TOJIBKO J0-
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CTUTas KPYIIHBIX PA3MEPOB, BLIXOZAT B II0JI0CTh
tesa. [1o MHEeHUIO HEKOTOPBIX aBTOPOB, JINYHH-
KM, OOMTAIOIIME B IIEYEHU OCETPOB, YCIOBHO
COOTBETCTBYIOT CTaJUH IUICPOLIEPKONIA IIeC-
tox (Popova, Davydov, 1988; Davydov, Kuper-
man, 1993), a B 0oJI0CTH TeJa TOCTUTAIOT MOJIO-
BO3PEJIOr0 COCTOSIHMS, TIOCKOJILKY OKOHYATEIb-
HBIIT X035MH BbIMep. Pa3inuust B CTPOCHUH He-
PBHOI CHCTEMBI JITYMHOK U3 IEYEHH U IT0JI0BO3-
perbIx ocobei kacaauch MOPQOJIOTUU 1ieped-
panpHbIX TaHrHeB (Puc. 8), a Tak jxe pacmoso-
JKEHHs U IUIOTHOCTU DACIIPE/ICNICHUs] CEHCOop-
HeIXx opraHoB (yauuesa, buceposa, 2000;
Dudicheva, Biserova, 2000). [Toka3ano, 4to pac-
TIpeJielIeHue YyBCTBUTEIILHBIX PECHUYEK CYIIle-
CTBEHHO PazIn4aeTcsi y 0codell pa3HbIX pa3Me-
POB U BO3pacTa. Y IOBEHMJIBHBIX 0CO0EH pec-
HUYHBIE PELENTOPbl COCPEJIOTOYEHBI Ha JiaTe-
paJIbHBIX ITOBEPXHOCTSX M Ha IEPEJHEM U 3a]l-
HEeM KOHIIAX Tella, I UX IIOTHOCTD JIOCTUTAeT
20 mr. Ha 1 MKM?. Y TIOJTOBO3PEITBIX PEIENTOPBI
BCTPEYAIOTCS PEKO U pacriojiararoTcsi Ha rpeo-
HSIX STY€EK OTHOCUTEIBHO PAaBHOMEPHO 110 BCEl
noBepxHoctu Tena. CeHCopHbIe OpraHbl aMpu-
JIMHUJ TIpeJICTaBIeHbl 13 TuamMu perenTopos,
cpear HHUX MYJIbTHIMJIMApHBIE 00pa30BaHUs,
JI0 CUX MIOP HE BBISIBJICHHBIE Y 1lecTo]]. CeHCHII-
JBl pacrpeseseHbl Ha MMOBEPXHOCTH Tela 30-
HaJIbHO, OMPCACJICHHBIC TUIIBI MMPUYPOUYCHBI K
OIIPEIEIICHHBIM y4acTKaM IIOBEpXHOCTU. UyB-
CTBUTEIIbHBIC HEHPOHBI OOHAPYIKEHBI B CyOTe-
TYMEHTE X000TKa 1 KayJJaJIbHOH ITOJIOCTH.

LlepeOpasibHble TaHIIMKM JTHYMHOK A. fo-
liacea pacnonoXeHbl CHMMETPUYHO (XOTSI KO-
JINYECTBO HEWPOHOB B HUX pa3HoOeE), Iepeod-
pajibHasi KOMHCCYpPa MPOXOJUT TOPU30HTAIb-
HO, 4TO 06’])HCH§ICTCH PpacioJIOKEHUEM MaTOY-
HOT'0 OTBEPCTHS CTPOTO 101 XOOOTKOBBIM, BEH-
tpanbHO (Puc. 8C). ¥V mosnoBo3pensix ocobeit
pacriojioxkeHue 1epeOpaibHbIX FaHTJINEB AaCHM-
METPUYHO: JIEBBI TaHITIMN PACIIONOKEH 3HA-
YUTECJIIBHO HUKE ITPAaBOT0, YTO CBA3aHO C BBIXO-
JIOM MaTOYHOT'O OTBEPCTHS ClIeBa OT X00OTKa y
B3poCibIX 4. foliacea. [Tpu 3ToM iepeOpanbHast
KOMHCCYpa UMEET JAMAroHaJIbHOE MOJI0KEHHE
(Puc. 8 A, B, D, E).

ACI/IMMeTpI/I‘-IHOC IIOJIO’KCHUEC IN'aHI'JIMEB OT-
HOCHUTEJIBHO TOPU30HTAIBHON IIJIOCKOCTH TIPH-
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BOJIUT K U3MEHEHUIO ()OPMBI JIEBOT'O T'aHIJIUS,
4TO OBIJIO MOKa3aHO KaK YJIbTPACTPYKTYPHBI-
MH, TaK ¥ UMMYHOIIUTOXUMHYECKUMHU HCCIIe-
nmosanusimu (Biserova et al., 2000).

VHTepecHO OTMETHUTB, UTO y 0cOOei 13 BTO-
POTO XO035IMHA, HU Y IMYUHOYHBIX, HU y TOJIO-
BO3pEIIbIX, He 00HapYKeHbl HeauhepeHunpo-
BaHHbIc KieTku B [IHC. 310, BO3MOXXHO, CBH-
JIETEIBCTBYET O TOM, 4TO (OPMHPOBAHHE
HEpPBHOM cHCTeMbl aM()MIIMHH/T TIOJTHOCTBIO 3a-
KaH4MBaeTCsl B OECIIO3BOHOYHOM Xo3siMHE. B
OTJIMYME OT LECTO/]], aM(pHINHBI, MO-BHIAMO-
My, He 00JIaJIal0T MOCTOSIHHBIM HCTOYHUKOM
Henu(PpepeHIIMPOBaHHbIX KIETOK; Tociie (hop-
MUPOBaHUsI IOJIOBOI CHCTEMBI OHHU ITPOCTO YBe-
JIMYMBAIOTCS B IMHEHHBIX pa3Mepax J10 onpeie-
JICHHOT'O YPOBHS, a 3aT€M POCT NMPEKpaIaeTcs.

VYAbTpacTpyKTypHas OpraHH3alus IEHT-
panbHOI 1 nepudepruyeckoll HEpBHOM cucTe-
MBI TIOZAPOOHO HCCIIEIOBAHA Y TTOJIOBO3PEIBIX
A. foliacea. ITHC npencrapiieHa napoii nepeo-
PAJIBHBIX TaHTJIMEB, UMEIOLIUX aCUMMETPHU-
HOE TOJIOKEHNUE, LIepedpalibHO KOMHUCCYPOii 1
[IapOH TJIaBHBIX CTBOJIOB, BbIxosamux u3 LI
I'JIC 3ambikaroTcsi KayaaabHON KOMHCCYPOH,
HUMEIOT Ha BCEM MPOTSKEHUM TaHTJIHOHAPHBIE
YTOJILEHUS U KayAadbHbIC TAHIJINU HA 3a/THEM
KoHIle Tena. HelpoHbl CKOHLIEHTPUPOBAHHI B
II', B raHIMOHApHBIX YTOJLICHUSX U B Kay-
JTABbHBIX TAHTJIUAX, B COCTaB KOTOPBIX BXOJAT
TUTaHTCKHE CEPOTOHHHEPTHYECKUEe HEHpPOHBHI.
W3 xaynanbHBIX TaHIIMEB BBIXOJAAT pagualib-
HBIC HEPBBI, B KOTOPBIX OOJIbINAS YaCTh BOJIO-
KOH MMMYHOpPEaKTHBHA K HEHpoIenTujaaMm
(GIYRFamide) (Biserova et al., 2000; Bucepo-
Ba, 2004).

B otnmnume ot umecrox, nepedpaibHas Ko-
MUCCYpa He co0epiIcum Hetiponos, TOTIa KaK B
KayJTalIbHOI 0OHApy’KEeHO HECKOIbKO HEPBHBIX
kierok. HemuddepenunpoBanusie neMeHThI
B ITHC B3pocibix aMpUINHUI OTCYTCTBYIOT,
YTO CYLIECTBEHHO OTJIMYAET UX OT B3POCIBIX
1ecToA. I'aHrInu coiepKaT HECKOJIbKO HHTET-
PaTUBHBIX IEHTPOB B BUJIE [IEHTPAJIbHBIX U Kpa-
€BBIX HEWpONHiel, B COCTaBe KOTOPHIX 0OHa-
PY’KEHBI MHOTOUYMCIJIEHHBIE CHHAIICBI pa3vy-
HOM cTpykTypHOU opranmszanuu (Puc. 8Q).
Kpaesbie Heliponuin BKIIIOYAIOT HEHPOMBIIIIEY-
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HBIC KOHTAKTHI ¥ BHITIOJIHSIOT (PYHKIUO JBHTa-
TEJIBHBIX I[CHTPOB.

IMHC amdrmuamg 0oiee KOHIICHTPHUPOBAaHA
10 CPAaBHEHHUIO C IIECTOAAMH, U 00JIa1aeT pH-
3HaKaM{ METaMEPHH, YTO HaXOHUT CBOC OTpa-
JKCHHUE B PACIIOJIOKCHUU HCHPOHOB, TaHIIIHO-
HAPHBIX YTOJIIECHHUH U MOTIEPEUHBIX KOMUCCYP
(Puc. 8).

B3anMooTHOUmIEHNE HEPBHOU U
BBIJICTIUTEIFHON cuUcTeM U (OpMU-
poBanue o6omouek [[THC

TecHoe B3auMOIeiCTBUE HEPBHOM U BbIJE-
JIUTEIBHON CHUCTEM, OMUCAHHOE JUIS B3POCIBIX
T. nodulosus (buceposa, 1997a,0; buceposa,
CanpHukosa, 2002), BEISIBICHO HAMH U y JIMYH-
HOK. [TepBuuHast BbIeINTENbHAS CHCTEMA KO-
pannans TpencTaBIcHA JBYMs HPOTOHE(pH-
JIMATbHBIMU KJIETKaMH, KOTOpPBIE B ITPOIIECCE
MeTamMopdo3a JereHeprupyIoT. Y MporepKonaa
pa3BUBAETCS. BTOPUYHAS BBIICIUTEIbHAS CHC-
teMa (Korneva et al., 1998).

[To mepe yBennueHus B pa3mepax, Ha 3—4-¢
CYTKHM DPa3BUTHS TPOLEPKOWIA, HauWHAETCS
(opMHpOBaHHE BBIACIUTEIBHBIX KaHAIBIIEB,
KOTOpBIE 00pa3yloTcs MHTPALEIUTIONSIPHO U3
TsDKeH HenndepeHIMpoBaHHBIX KIeTOK. [1o-
SIBJICHHE BHY TPHKJICTOYHBIX IIOJIOCTEH 00y CIIOB-
JIeHO TponieccaMu ayrodaruu. Kinerku, B nu-
TOIIIa3Me KOTOPBIX MPOXOJAT KaHAbIIBI, TIO-
CTETICHHO T10/IBEPTalOTCs TIOJIHOMY aBTOJIHN3Y,
MIPEBPAMIAsACh B CETh JIAKYH, BBITIOJIHSIOIINX
¢byHKIMH SKCKpeTopHoii cuctemsl (Puc. 5, 6).

OnuTennanbHble CTEHKH 3KCKPETOPHBIX
cocynoB (OpPMHUPYIOTCS K BOCBMBIM CyTKaM
Pa3BHUTHS NPOLIEPKONIA Ha OCHOBE JIPYTOM, BTO-
poit omyAIy ManoudQepeH-InPOBaHHBIX
KJIETOK, MUTPUPYIOIINX B [IOJIOCTh JaKyH H CO-
CIMHSIONINXCSI CIICIHAIN3UPO-BAHHBIMA KOH-
TaKTaMu. JTH KIETKU U GOPMHUPYIOT SIUTEIHU-
AJIbHBIC CTCHKH Je(UHUTHBHONW MPOTOHE(PH-
JMajabHOU cuctemMbl. Ha BHyTpeHHel noBepx-
HOCTH TPOTOHE()PUANAIBEHBIX TPOTOKOB ITOCTE-
MeHHO (POPMUPYIOTCSI MUKPOBOPCHHKH, a Ha-
PYXKHasi IOBEPXHOCTH 00pa3yeT OTPOCTKH, KO-
TOpBIC HAKAIUIMBAIOT B IUTOILIA3ME 3allacHbIC
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nuraTenbHble BemectBa. OOpa3oBaHHE HKCK-
PETOPHOI CHCTEMBI HAUMHAETCS C MEPEIHETO
KOHIIa NPOLEPKONA U B PA3IMYHBIX y4acTKaxX
TeJla IPOTEKaeT HEe OJTHOBPEMEHHO.

DopMUPOBaHNE HEPBHOU CUCTEMBI IIPOXO-
JUT C HE3HAYUTECJIbHBIM OIICPEIKCHNUEM, CBA3aH-
HBIM C OTCYTCTBHUEM JACTCHEpAlIUN NEPBUYHBIX
HEHPOHOB OHKOC(EPHI, HO B I1€JI0M Mapajuiesb-
HO ¢ JOPMHUPOBAHHEM BTOPHYHOH BBIACITUTEIb-
HOM CUCTEMBI.

K noBepxHOCTH T10JI0OCTH (DOPMUPYIOILETO-
Csl DKCKPETOPHOTO KaHalla TECHO IPHJIEraroT
KOMITAKTHBIC CKOIIJICHHUA HCPBHBIX OTPOCTKOB,
COOTBETCTBYIOIIHE M1aBHBIM cTBOJIaM (Puc. 5C).
[{uTonna3smMaTHuecKre OTPOCTKH KIIETOK, (op-
MUPYIOLIMX CTEHKH 3KCKPETOPHBIX KaHAJIOB,
4acTO IPOHUKAIOT B HEPBHBIC MyUKH. Y 8-1HEB-
HOT'O MPOLEPKOU/Ia HEPBHBII CTBOJI PACIIOIIO-
JKCH apaJijiCJIbHO U B TECHOM CBSI3U C BbIICIN-
TeJIbHBIM KaHasioM. OIHAaKO Ha CTa MM ITPOLep-
KOoMJla Mbl HE HaOII0/Ia)IN TTOJIHOLEHHOW 000-
JIOYKH, OKPY’KaloIleil HepBHBIE DJIEMEHTHI (hop-
mupyrtommeiicsa [ITHC.

Ha cramuu panHero miepouepkonia 0Tpoc-
TKH TEMHBIX KJICTOK CTCHOK BBIACIHUTCIBHBIX
COCYJIOB YK€ TOJHOCTBIO OKPY’KAIOT OTJEIb-
HbIC HEPBHBIC Ty4YKH. TOHKNE OTPOCTKHU MOBBI-
IIEHHOH 3JIeKTPOHHOM IUIOTHOCTH, OTXOASIIHNE
OT CTEHOK DKCKPETOPHOI'0 COCY/1a, HAXOISTCS B
HenocpenctBennoi om3octu ¢ ['JIC; ux cBszu
C KaHAJIOM JIETKO ITPOCIIeKUBatoTCsi. OTPOCTKH,
(hopmMupyrorme 060JI04Ky, pacroiaraloTcsi CHa-
PYXKH Iy4uKa HEHPHUTOB, OTJIEIISISl HEPBHBIE dJie-
MEHTBI OT APYTHX KJIIETOUYHBIX CTPYKTYD. Snep-
HbIC YYAaCTKU TEMHBIX KJICTOK paciiojiaratoTcs
CHapy»H Tell HelipoHoB. K moBepxHOCTH OTpO-
CTKOB, ()OPMHUPYIOIIUX 000JIOUKY, IPUIETAIOT
OTIOpHBIE PUOPHILITBI MEKKIIETOYHOT'O MaTPHK-
ca. B ckonekce 1 nepeHeii yacTu Tena miepo-
nepkonja GUOPHILIPHBIN CIIOH XOpolIo pas-
BUT 1 00pa3yeT BTOPOH ClI0i 000J104YKH 11epeo-
PaJIbHOT'O T'aHIJIUA U TJIaBHBIX CTBOJIOB, COCTO-
SIIMKA U3 ONMOPHBIX (GHOPUILT MEKKIETOYHOTO
BEIIIECTBA.

Taxum 00pazoMm, y 3pesioro miepouepKou-
na T. nodulosus rmuanono0Onas obonouka [[THC
MOJHOCTBIO copmupoBana. E€ GpyHKIMM BbI-
TMOJIHAKOT KJICTKU BBIACIMTEIBHBIX COCYI0B,
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(dbopMuUpyOIINE TOHKAE MOBEPXHOCTHBIC BbI-
POCTBI, KOTOPBIC aCCOI[UMPOBAHBI C HCPBHBIMU
AJIEMEHTAMH Y MPOIECPKOUIA ¥ TIOTHOCTHIO OK-
PYKarOT HEPBHBIC CTBOJIBI U IIepeOpaibHbIC TaH-
[JIMU IJIEPOLEPKOUIOB U B3POCIIBIX YEPBEH.
CBs13b HEPBHOM CHCTEMBI C BBIJICTUTEIbHON
XapakTepHa /it MHOTUX rpymi ecron (Webb,
Davey, 1975; HaBeinos, buceposa, 1988; Ilo-
criexoBa W jp., 1993), nns ampuiuHUI OHA
Takke ycranonieHa (buceposa, 19976). V ie-
pouepkouaa D. dendriticum B TECHOM CBSI3U C
BBIJICIIMTEIIBHBIMU KaHaJIaMK ObLITH 0OHApYIKe-
HBI THCTAMHUH-103UTHBHBIC KiIeTku (Wikgren et
al., 1990). OHu pacroyioKEeHBI B HAPY)KHOM
CJI0e CTEHOK KaHasoB. DYHKIUS KICTOK HEH3-
BECTHA, BO3MOYKHO UX BO3JIICHCTBHE Ha IJIaj-
KYI0 MYCKYJIaTypy CTEHOK COCY/IOB MJIH ydac-
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THE B MPOILIECCaX paclpeieiCHus U abcopOIuu
MHUTATENIBHBIX BEIECTB.

Jlyist ectosl OTMEYEH Ipoliecc CyOocTUTy-
MM OPTaHOB, MPUMEPOM KOTOPOTO SIBIISETCS
TEryMEHT M 3KckpeTopHas cuctema (Kymep-
MaH, 1988). Dnurenuit CTEHOK 3KCKPETOPHBIX
COCYJIOB YYaCTBYeT B IpOIieccax BTOPUYHOIO
BCachIBaHUS NMUTATENbHBIX BeriecTB (Webster,
1972; Bunorpamos u ap., 1982; Lindroos,
Gardberg, 1982). Takum 06pa3oM, TeCcHbIE B3a-
WMOOTHOUIICHUsI HEPBHOM M BBIACIUTEIbHOMN
CUCTEMBI MOT'YT CIIYKHUTb €1I€ OJHHUM JJOKa3a-
TEJILCTBOM 3TOT'0 IBOJIIOLIMOHHOTO ITpoIiecca, B
KOTOPOM 3ITUTENNH CTCHOK BBIICIUTEIbHBIX
cocynoB, hopmupyst obonouku [THC, BeImo-
HSIET OMOPHBIE U TpoduuecKre QyHKIHMHU, CBOII-
CTBCHHBIC I'NIMU BBICIIUX KUBOTHBIX.

Puc. 8. CtpoeHne HepBHOW CHCTEMBI IOBEHWIBHBIX H B3pOCIBIX Amphilina foliacea.

A — o0muif mIa”H CTPOEHHS HEPBHOM CHCTEMBI IIOI0BO3PEIOif aM()MIINHEL IO pe3yIbTaTaM HMMYHOIUTOXHMUYECKUX
nccienoBanuii (mo: Biserova et al., 2000): cau — nHHepBaIys KayLalbHOU MOJIOCTH; g — liepeOpasIbHbIH raHIIInii;
com — morepeyHas Komuccypa; ed — HHHepBalHs 3SKyJSITOPHOrO KaHana, fo — ¢pouranbHblii opraH; gk —
TaHTJIMOHAPHOE YTOJIIEHUE; MC — IIaBHBIH HEPBHBII CTBOJI; Pn — XOOOTKOBBIN HEPB; IC — KOJIbLEBast KOMHCCYPa;
sn — cyOTeryMeHTalbHBII IIIEKCYC; U — OTBEPCTHE MaTKH; V — HEPBHI BarHHBI; VC — BEHTPAIBHBIA cTBONI; B —
pacnonoxenue anemento LIHC Ha mepetaem kon1e tena (1o: buceposa, 2004); moka3aHo aCHMMETPUYHOE [OJIOKEHHE
u ¢opma npasoro (CGr) u neoro nepebpansueix ranriaueB (CGl), nepedpanbHoil KoMuCCypHI (cc), IepBas mapa
ranrnuoHapHeix yroimenunit I'JIC (gk), coeHeHHBIe MeTMaHHON KOMUCCYpOH (com), fop3aibHbie (dr) 1 BEHTpallbHbIE
(Vr) Kopenku, 00pa3yronue KoJIbLEeBYI0 KOMUCCYPY, JIaTepabHble KopemkH (Ir) u mapHsbIif X060TKOBEIH HepB (pn); C—
E — pacnonoxenue nepedpabHbIX FAHITIHEB U LepeOpaIbHOI (LIEHTPAIBHOIT) KOMHUCCYPBI IIPH IOHEPEIHOM CCYCHUH
10BeHIIbHOU 0cobu (C) u monoBo3penoii ocodu (D, E) (mo: Biserova et al., 2000); (o6o3naueHus Te xe, 4to Ha A, B);
G — ToHKas OpraHu3anys IepeOpalbHOrO TaHTIHSA B IONCPEYHOM CCUCHUH, IIPOPHUCOBKA C CEPUH YIBTPATOHKHX
Cpe30B; MOKA3aHO PACIIOJIOKEHUE HEHPOHOB (n), TIHANBHBIX KIETOK (g), HeHTpalbHBIX Helpommieil (cent.npl),
BEHTPAJIBHBIII U TOP3aJIbHBII ABUraTeNbHbIC Heliponuan (npl); kiactepsl akCOHOB (A), HAymuX B HepeOpatbHyo
xomuccypy (cc) u I'JIC (mc); mf — MuoduOpHIIE B 30HE ABUTATEIbHBIX HEHPONMIEi; ns — HeHpoceKkpeTopHbIe
orpoctkH (1o: buceposa, 2004).

Fig. 8. Nerve system organization in juvenile and adult Amphilina foliacea.

A — a schematic drawing of the nervous system of adult 4. foliacea based on the data of the 5-HT and GYIRFamide
immunoreactivity: cau — caudal cavity innervation; cg — cerebral ganglion; com- transverse commissure; ed —
ejaculatory duct’ nerve; fo — frontal organ; gk — ganglonic knot; mc — main nerve cord; pn — proboscis’ nerve;
rc — ring commissure; sn — subtegumental nerve net; u — opening of uterus; v — vaginal nerve; vc — ventral cord
(after: Biserova et al., 2000); B — a schematic drawing of the adult CNS in the anterior part of body showing left and
right cerebral ganglion (CGl; CGr), cerebral commissure (cc), first pair of ganglionar knots (gk) of the main cords (mc)
connected by the median commissure (com) and dorsal and ventral roots (dr; vr) formed ring commissures (rc) and lateral
roots (Ir), and also pair proboscis nerve(pn); (after: Biserova, 2004); C—E — the development of the brain in 4. foliacea:
C — cross section diagram showing the anterior end of a young worm with two cerebral ganglia of equal size and the
connecting median commissure running between the frontal organ and uterus; D, E — diagrams of the asymmetrical CNS
in adult worm; D — transverse section through the anterior part of the brain; the right CG is larger than the left; the median
cerebral commissure is squeezed between the frontal organ and uterus; E — transverse section through the posterior part
of the brain; the left CG is larger than the right (after: Biserova et al., 2000); (abbreviations are the same as in A, B);
G — a schematic drawing of the cerebral ganglion ultrastructural organization in 4. foliacea showing neurons (n), glial
cells (g), central neuropiles (centr.npl) and also ventral and dorsal motor neuropiles (npl); axons clusters (A) going to
the cerebral commissure (cc) and to the main cord (mc) (after: Biserova, 2004).
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3akjarouyeHue

Oranbl GopMHUPOBAaHUS HEPBHOH CHCTEMBI
necto ¥ aM(OWINHAL UMEIOT ONpeJIeIICHHbIE
OTINYMS, HanboJiee IPKO BBIPAKECHHBIE Ha TIep-
BOM U IOCJIEHEN CTausIX PA3BUTHA.

Kopamunuu (umu oHKOC(hEpsI) ecTon He
HUMEIOT UHTETPUPOBAHHON HEPBHON CUCTEMBI,
aTIPEICTABJICHBI OT/ICIEHBIMU HEPBHBIMHU 3JI€-
MEHTAMH, CHHANTHYECKHE KOHTAKTHI MEXIY
KOTOPBIMH OTCYTCTBYIOT. Ha mpumepe mces-
JouIINA IPOCIIEeKEHO, 9TO HEHPOHBI OHKOC-
¢depsl 00pa3yroT TONBKO HEHPOMBIIICYHBIE
KOHTAaKTbl, HO HE UMEIOT aKCOCOMAaTUYECKUX
MM aKCO-aKCOHATIbHBIX CHHAICOB, YTO COTJIa-
CyEeTCsl C IAHHBIMH IPYTHUX aBTOPOB I10 IIUKJIO-
¢wnnamM. B mpoTHBOMOIOKHOCTH KOpAIH-
JIUSIM TIECTO1, TUKO(OPBI aM(UITMHUA ¥ THPO-
KOTHJIU/T UMCIOT Pa3BUTHIH CEHCOPHBIN amma-
pat u ocHoBHbIE n1eMeHThl LIHC: Heliponus,
1epeOpalbHBI TaHTJINH, TJIABHBIC CTBOJIBL.
CyTb 3THX Pa3NUUUN KPOETCS B PA3NHUHON
CTPaTeTUH MOBEJCHHS CBOOOIHOIIIABAIOIINX
JUYUHOK nectod u ambmimaua. Kopanumuu
MTACCUBHBI U SBISIOTCS MHIIEBBIM OOBEKTOM
JUISL IIMKJIOTIOB, B TO BpeMs Kak JHKO(OPEI
AKTHBHO HIIYT CBOUX XO35€B, CAMOCTOSATEb-
HO IPOHMKAs O] KYTHKYITY.

OcHoBHbIe iporiecchl AU HepeHINPOBKY 1
MHTErpaluiy HEPBHOW CHCTEMBI LECTOJI, 3aK-
JaJIka epeOpanbHbIX TaHTJINEB U TAPHBIX CTBO-
JIOB TIPOMCXOJUT Ha TIEPBOIl Mapa3suTHYECKOH
CTaJinu MPOLEPKOUA C YIaCTUEM TPAH3UTOP-
HBIX HEHpPOHOB OHKOC(hephl. Ha 310 crammm
¢dopmupytotes ocHoBHBIE ateMenThI LIHC cko-
JeKca: repedpanbHas KOMUCCYpa, TApHBIH 1e-
peOpanbHBIN TAHTIINH U TIaBHBIC CTBONEI. He-
Qg depeHIMPOBaHHbIE KJIETKHA PACHOIaraoT-
Cs MO MyTH CIIEAOBAaHUS 3pENbIX OTPOCTKOB
MTUOHEPHBIX U TPAH3UTOPHBIX HEHPOHOB IIpe-
IBITYIIECH cTaJnu pa3BUTHA (OHKOC]EPHI), KO-
TOpBIE MapKUPYIOT MyTH JUIs (OpMHUpPOBaHUS
HHC npouepkxonna. Lutomuddeperunporka
YHH- W OMTIOJISAPHBIX HEHPOHOB CYIIECTBEHHO
OTIIMYAETCSI OT TAKOBOM MYyJITUIONSIPOB. Dop-
MHUPOBaHHE HEPBHOW CHCTEMBI OTIepexaeT hop-
MHUPOBaHHE BTOPHUYHON BBIJECIUTEIBHON CHC-
TEMBI, UTO CBSI3aHO C OTCYTCTBHEM JeTreHepa-
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LM [IEPBUYHBIX HEHPOHOB OHKOC(hEPHI.

Ha cramuu muieporiepkona MpOUCXOIUT
(dhopmupoBanue nepudepruueckodl HepBHOU
cuctemsl, HapamuBanue oobema [{HC u okoH-
yaresbHas MU GepeHIranus IeHTPATbHON U
nepudepuyeckoil cucrembl. CTeneHb pa3BH-
tus [THC neporiepkou10B 1eCTO] IPSIMO CBSI-
3aHa CO CTEIECHBIO MOJBWKHOCTH JIMUYMHKH U
3peNIOCTH €€ NMPUKPENHUTEIBHOIO armapara.
XapaxkrepHoit ocobennoctbio [IHC maeponep-
KOM/JIOB SIBJISICTCS HAJIM4YHe CHOPMUPOBAHHBIX
1epeOpatbHbBIX TaHTJIUCB.

YV B3pOCIIBIX LIECTO] POCT [NIABHBIX CTBOJIOB
1 (POPMHUPOBAHHE DIIEMEHTOB, THHEPBUPYIOIINX
TIOJIOBBIC OPTaHbl, MPOJOIDKAETCS 33 CUET He-
JuddepeHIMPOBaHHBIX KIETOK U3 COCTaBa I10-
MYJISIIAY CTBOJIOBBIX KJIETOK IEHKH.

B HEepBHOI cUCTEME IOBEHUIIBHBIX U I10JI0-
BO3penbIX A. foliacea nenudpepeHPOBHHBIX
9JIEMEHTOB HE OOHAPYKEHO, UTO SIBIISETCS CY-
miecTBeHHBIM OoTiiMuueM B pa3Butuu [ITHC u
CBSI32HO C OTCYTCTBHEM CTPOOMIISILIUK U TIOCTO-
SIHHOTO pOCTa y aM(pHUIMHU.

HepBHast cucrema B3pOCibIX aM(pUIMHUI
0o0Jiee KOHIICHTPUPOBaHa, 00J1a/1acT 3JICMEHTa-
MU METaMEepHUH, OTJIMYACTCSI OT LECTOJ aCUM-
METPUYHBIM PACIIOJIOKEHUEM Ie-peOpalibHBIX
T'aHTJIMEB.
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