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Heiiporenes moapasnesnsieTcsl Ha [Ba OCHOBHBIX 3Tarna: nposndepaTuBHbIN 1 aTan AuddepeHINPOBKU.
HeiipanbHble CTBOIOBBIE KJIETKU ObUIM OTKPBITHl Y HACEKOMBIX MIOYTHU I10JITOpa CTOJETUsT Ha3am, B 1885 1.
A.A. KopoTHeBbIM, Ha3BaBILIMM UX TAHIIMO3HBIMU KJIETKaMU, a BBeICHUE TEpPMUHA HelipoOJ1acT ObLIO cae-
naHo Y.M. Yunepom B 1891 r. IlepBoHayaJIbHO CYIIIECTBOBAJIO IPEANOJIOXEeHUE 00 OMHOCTYIIEHYAaTOCTU
npoiecca HeliporeHe3a. CYMTAIOCh, YTO MEHbIIIME HOUYEepPHUE KIIETKM HelipobjiacTa HEemoCpenCTBEHHO
nuddepeHIMpyIOTCS B HEPBHBIE KJIETKU. YCTAaHOBJIEHUE IBYXCTYIIEHYATOCTU MPOLIECCa U BBEIEHUE MOHSI -
TUs (TepMMHA) TAaHIIMO3HAs MaTEpUHCKAsl KJIeTKa, KaK ocobOoro arara HeliporeHesa, ObUIo cneiaHo B.
bayspom B 1904 r. bosee uem uepes cTosieTre ObUIO OOHAPYKEHO, YTO TAKOW TUIT HEMporeHe3a — He eIMH-
CTBEHHBII, a UMeeTCs BTOPOU, TpexcTyrneHuyarbiit. OH xapakKTepu3yeTcsl BKIIIOUEHUEM JOTOJTHUTEIbHOTO
3BeHa MeXIy Heiipo01acTOM M FaHIJIMO3HOI MaTepPUHCKOM KJIETKOM, Ha3BAHHOTO IMIPOMEKYTOUHBIM Heii-
PaIBHBIM MPOTEHUTOPOM. TpaguiIMOHHBIE HEMPOOIACThl CTald Ha3bIBaThCsl HelipoOyiactamu Tuna I, a
HelpoOJacThl, Jalolye Ipy AeJIeHUN IIPOMEKYTOUHbBIN HelipalbHbII IIPOreHUTOP, — HelipoOjacTaMu THU-
na II. CoBpeMeHHBIIi 3Tan U3ydyeHUsI HelporeHe3a XapakTepus3yeTcsl pe3KUM Cy>XKeHMEM Kpyra uccliemye-
MBIX BUIIOB MPAKTUYECKU N0 ofHOro, Drosophila melanogaster, n BBeleHUEM B MPAKTUKY UCCIEIOBaHUM
OrPOMHOTO apceHasia MOJIEKYJISIPHO-TeHETUYECKUX METOA0B, YTO MTO3BOJIUIIO BBISICHUTh TOHKME MEXaHU3-
MBI YIIpaBJeHUsT HeliporeHe3oM. [1pu comocraBiieHMM CyabObl OMMHOYHBIX HelipoOiacToB Tura I B xone
pPa3BUTUS HACEKOMOTO BbIeJIeHbI 4 TUIIa UX (PYHKIIMOHUPOBAHUS: 1) TOJBKO B TeYeHUE SMOPUOHAIBHOTO
BpPEeMEHU; 2) HEMPEPHIBHOE Y SMOPUOHOB 1 JTUYMHOK; 3) IPEePHIBUCTOE C IEPUOAOM MOKOSI B IO3IHEM DM~
OpuoreHe3e — Havajie IMYMHOUYHOM CTaanu; 4) B BUIE IBYX HE3aBUCUMBIX TTOKOJIEHN I HEMPOOIaCcTOB, M-
OpMOHAJIBHOTO 1 MOCTAIMOpHOHaIbHOr0. OCOOEHHOCTh HaYaIbHOIO 3Tara HellporeHe3a B IpUOOBUIHbBIX
TeJlax 3aKJIouaeTcsl B 00blieit MPOoaOKUTEIbHOCTY MUTOTUYECKOI aKTUBHOCTH HEMPOOJIACTOB U B HAJIU -
YMU arperaluii Heiipo6JacToB pa3HOro MpoucxoxaeHus. [1penmnooxeHo, 4To HEKOTOphIE U3 Helipobia-
CTOB rprOOBUIHBIX TeJI MOTYT ObITh HelipoOsiactamu Tvna I1. Ha Bropom atane HeliporeHe3a poucXoauT
dopMupoBaHre MHOrooopas3us KjieTok KeHboHa, COOCTBEHHBIX KJIETOK I'pMOOBUIHBIX Teja. Kak u y mo-
TOMKOB OIMHOYHBIX HEHIp0oOJIaCTOB KJIETOUHOM KOPbI, OHO 3aBUCUT OT BpEMEHU UX 00pa30BaHMUsI.

Knroueswie cnosa: Heiipobuact turna I, Helipo6aact Tuna I, raHrmMo3Hast MaTeprHCKas KjeTKa, IPOMEXY-
TOYHBIN HEUPATBHBIN MPOTEHUTOP, SMOpPHUOTeHe3, MOCTIMOPUOTreHe3, TPUOOBUIHBIE Tena, Mpojudepa-
TUBHBIE LICHTPHI, KJIeTKU KeHboHa
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Nmeetcst HECKOJIBKO TIPUYMH, TTOOYIMBIINX aBTOpa
HaImcath 3TOT KpaTkuii 0030p. Bo-TiepBbIX, BCIIOM-
HUTb UCCIIeoBaTeNIE, pabOThI KOTOPBIX JIETTIA B OCHO-
By HalllUX COBPEMEHHBIX 3HAHMII X0Ia SMOpHOreHe3a
HEPBHOI CHUCTEMBI, HO, K COXAJICHUIO, BCE PeXe YIo-
MUWHAIOTCSI B COBPEMEHHOI Hay4yHOI Inteparype. Bo-
BTOPBIX, TOTYEPKHYTh MHOTOOOpa3ue TeUCHUST HEMpo-
reHe3a y pasjIM4yHbIX IIPEACTaBUTENIE TaKOil OrpoM-
HOI TPYINBI XUBOTHBIX, KAKON SIBISIIOTCS HACEKO-
Mbie. Y, B-TpeThUX, TOMBITATLCS XOTh KAK-TO CTUMY-
JIMPOBATh UCCJICIOBAHUS 10 pa3BUTUIO HACEKOMBIX
B Poccuu tem Gosiee, 4TO UMEHHO TaKUe POCCUIA-
ckue yueHble, Kak .M. MeunnkoB. A.O. Kosa-

neBckuit, A.A. Koporues, A.A. TuxoMuposB u 1p. B
cepenuHe XIX B. cTajqu OCHOBOIIOJOXHUKAMU OUO-
JIOTUW Pa3BUTHSI, IIIUPOKO UCHONbL3YsI HACEKOMBIX B
KauecTBe 0OBEKTOB UCCIIEIOBAHUIA.

NCTOPUA U3YUYEHHNA HAYAJIBHOTIO,
IMPOJIMD®EPATUBHOI'O BTAIIA
HEMWPOTEHE3A B IEHTPAJIBHOU

HEPBHOMN CUCTEME HACEKOMBbIX

PaszBuTie neHTpabHOM HEPBHOI CUCTEMbI HACEKO-
MBIX CTaJI0 UHTEHCHUBHO U3Y4YaThCsl B MOCIIEAHE YeT-
Beptu XIX Beka. BrIIIO HalneHO, YTO TYJTOBUIIHBIN
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Puc. 1. Bo3HUKHOBeHNE HEPBHBIX KJIETOK B HEPBHOM y3-
ne Gryllotalpa gryllotalpa (Korotneft, 1885): Ecn — Helipo-
9KTOAepMaibHbIe (TAaHIJIMO3HbIE) KIETKU.

oTaes HepBHOﬁ CUCTEMBI HACEKOMBIX 3aKJIadbIBACTCS
y 3M6pI/IOHOB B BUIAC OBYX HPOAOJbHBIX BaJIMKOB
(HEpBHBIX BAJIMKOB), UAYIIUX MEAUAIBbHO BIOJb 3a-
POMBIIIEBOI TMOJOCKM U Pa3ie/IieHHBIX YIIyOJeHUuEM,
HepBHOI1 60po3n0ii. [To cTopoHaM OT CTOMOIEAIBHOTO
BITAYMBAHMSA OHU IIEPEXOIAT B JIOIIACTHBIC 3a4YaTKU I'O-
noBHoro mo3ra (Kowalevski, 1871). I'mctomornue-
CKO€ CTPOCHHNE HEPBHBIX BaAJIMKOB Ha ITOIIEPEYHBIX CPE-
3ax 3apOAbIIIEBOI MTOJIOCKU 0a00YKM-31aTory3Kku (Eu-
proctis chrysorrhoea) ObLIO BIIepBbIe N3y4yeHO ['ayekom
(Hatschek, 1877). OH ycTaHOBMJI, UTO MIepBOHAYAJIb-
HO 2KTojAepMa B 00JIaCTU BaJIMKOB €IMHA, HO 3aTeM
OHa paccjlauBaeTCcs Ha IEpMATOr€HHbIM U HEMPOTeH-
HBII CJIOM KJIETOK. JlepMaToreHHBIN CI0i He yTOMIIa-
€TCsI, a YMCJIO KJIIETOK, (pOPMUPYIOIINX HEMPOTreHHBIM
CJIOi, CMIBHO Bo3pacTaeT. B pesynbrate oOpasyroTrcs
JIBa OOKOBBIX HEPBHBIX TsKa, KOTOPhIE BITOCIEACTBUM
noapa3aelsiioTcsl Ha TaHmIMKU. KJIeTOUHBI ¢J1oit HepB-
HBIX TSDKell paccMatpuBajics [auekoM Kak cobpaHue
OMHOTHUITHBIX KJIETOK. ['aueK Takxke oruca IosiBJie-
HUE TIePBbIX HEPBHBIX BOJIOKOH, KOTOPBIX ITOCTEIICH-
HO CTaHOBUTCS OOJIbIIIE, U OHU B UTOre GOPMUPYIOT
BOJIOKHMCTOE BEIIIECTBO.

OTKpBITHE CTBOJIOBBIX KJIETOK B COCTaBe DMOPHU -
OHaJIbHBIX 3aYaTKOB HEPBHOI CUCTEeMBI TPUHAIJIE -
xkut KopotHeBy (Korotneff, 1885), kotopsrii nccneno-
BaJl aMOpUOHaJibHOE pa3BuTtue measenku Gryllotalpa
gryllotalpa. OH 0OHaPYKWJI, UTO HEKOTOPHIE U3 IKTO-
JIepMaJlbHBIX KJI€TOK 30HbI HEPBHOTO BaJIMKa Ha4YM -
HAIOT PacTH, UX SIpa 3HAYUTEJbHO YBEJIUYUBAIOT -
Ccsl U MUTOTUYECKU aensiTcsi. KopoTHeB Ha3Ball 3TU
KJIETKM TaHrIMo3HbIMH. [lo ero cioBaMm, Kaxpaas
TFaHTJIMO3HAas KJIeTKa OEJINTCSI TAKUM 00pa3oM, 4To
oOpasyeTcs LEeablii CTOJIOMK BHOBL BO3SHUKIITNX 10-
YepHUX KJIETOK, ¥ Ha Cpe3ax JIeTKO pa3IMuUuTh, Ka-
Kasl rpylna KJIeTOK COOTBETCTBYET TaHIJIMO3HOI
KJIETKE, PaCIIOJIOKCHHOI OJIMKe K MOBEPXHOCTHU
3apofpbliieBoid mojocku (puc. 1). bmaromapst Takomy
YMHOKEHMIO KJIETOK HEPBHBINM BaJIMK CTAHOBUTCSI BCE
oosee n 6onee BeIcOKMM. bostee Toro, KopoTHeB OBIT
yOeXXIeH, YTO TOYepHUE KIIETKU, OKPYKAIOIINe TaH-
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[JIMO3HBIE KJIETKU, TAKXKE JENSATCS, HO KapTUHBI Ka-
PUMOKMHE3a, MO0 €0 CJI0BaM, He TaK JIETKO ObLIO YBU-
JIeTh, TOTOMY UTO SApa JOYEPHUX KJIETOK 3HAUYNTETb-
HO MeJIbue U IUIOTHEE.

Kitetku, momoOHbIe raHIIMO3HBIM KJleTkaM Kopot-
HeBa, ObLIM OOHAPYXKEHBI B SMOPUOHAJIBHBIX 3a4aTKax
HEPBHBIX TAHIJIMEB U IPYTUX HACEKOMBIX: Y Myxu Lucil-
ia, xykoB Chrysomela tremulae u Melolontha (Graber
1889), capanuyoBoro Stenobothrus variabilis (Graber
1890) u xyka Meloe proscarabaeus (Nusbaum 1891),
OdHAKO MO cpaBHeHUIO ¢ pabdotoii KopoTHeBa 3T
MyOoIMKallMU HUYETO HOBOTO HE COASP KA.

Crenyoliunii 3Tan BbISCHEHUSI TeHe31ca HEpB-
HBIX KJIETOK CBSI3aH ¢ paboTaMU ABYX UCCIEI0BATe-
neir, B.M. Yunepa (W.M. Wheeler) u M. Buannana
(M.H. Viallanes), KoTopble OImy0;IMKOBaIl CBOU pabo-
ThI IIOYTHU OMHOBPEMEHHO. B mmepBoii 110 cpokam nmy6-
Jukanum pabore Yuunepa (Wheeler, 1889) Obuiu
MPUBEJACHBI pe3yJbTaTbl MU3ydeHUsT dMOPUOHAJIb-
HOro pa3BuUTUs TapakaHa Blattella germanica v Xo-
Jlopaackoro kKaprodenbHoro xyka (Leptinotarsa dece-
mlineata). TicroreHe3 HEpPBHOM CUCTEMBbI OBLIT UCCIIe-
JIOBaH IMPEVMYILECTBEHHO Y KOJOPaACKOIo XXyKa, U, B
MPUHIINUIIE, ObLIM MOBTOPEHBI PE3yJIbTaThl, MOJTyYeH-
Hele KopoTtHeBbIM. Tak, y KOJIOpaAaCKOro XykKa ObLIO
HaliAeHOo, YTO Ha paHHUX CTagUsIX pa3BUTHUS SMOpPHO-
Ha Hapy»Hasl 4aCTh HEPBHBIX BaJIUKOB 3aHSITa HEKO-
TOPBIM YHCJIOM KPYIIHBIX, CBETJIO OKpalllMBalOIINXCs
KJIETOK, KOTOPbIE MTHTEHCUBHO JIEJISITCSI MUTOTUYECKU U
KOTOpbIe ObLUIM Ha3BaHbI TAHLIMOOJACTAMM, T.K. B pe-
3yJIbTaTe UX JCJICHUIN YBEINUMBACTCS] KOJIUYECTBO KJle-
TOK, Ha3BaHHBIX FAHIIMO3HBIMU. Cynb0a TaHIIMO3HbIX
KJIETOK YMJIEpOM He 00CyKIajiach 1, TAKUM O00pa3oM, B
KavyecTBe ACJISIIIIMXCS KIETOK pacCMaTpUBaJIUCh TOJb-
KO TaHIJIMOOJIACTHI.

B cnenytomeii myomkanyumy Yuiep moapoOHO Oonr-
CaJl TUCTOT€HE3 LICHTPAJIbHOM HEPBHOM CUCTEMBI Y 9M-
o6puoHoB Ky3Heunka Conocephalus ensiferum (Wheeler,
1891). JIy1s1 0603HaUEHUS ASNSIIUXCS KPYTHBIX KJIETOK
B HEPBHBIX BaJlMKax YWJIEp BMECTO Ha3BaHMS TAHIJIN-
00JIacT BiepBble MPUMEHU TEPMUH HeHpoodJacT, Ko-
TOPBII 1O 3TOr0 HEOTHOKPATHO MPUMEHSIIICS Pa3HbI-
MU aBTOpaMU [IJisi 0003HAYEHUS KJIETOK Pa3IMYHOTO
THUIIa U Y Pa3HBIX )KUBOTHBIX. Kak mokasaja ucropusl,
5TOMY TEPMHHY ObLIa YITOTOBAaHA HOJTAs XKU3Hb: IS
0003HaYeHUS HEMPaAJTbHBIX CTBOJIOBBIX KJIETOK B HEPB-
HOI1 cCTeMe HaCeKOMBIX OH IIIMPOKO MPUMEHSIeTCS 1
IO ceil IeHb. Yujep yCTAaHOBUII, YTO B KaXKIOM HEPB-
HOM Bayiuke aMbOpuoHa Conocephalus HelipoOIacThI
pacrnoJiaraloTcs B YeTbIpe MPOAOJIbLHBIX Psifia OT aHyca
JIO CTOMOJIEAJILHOTO BITSIUMBAHMSI, TI€ OHU OTMOAKOT ET0
U TIPOIOJIKAIOTCS B TOJIOBHBIE JIONACTU. B mociemHux K
HUM J00aBJISIOTCS €llle BOCEMb PSIIOB HEHPOOIacTOB.
Y 5MOPHUOHOB Ky3HEUMKA HA pAHHUX 3TAlax pa3BUTUS
OYECHB XOPOIII0 0OHAPYKUBAETCS OpraHU3alsI HEPB-
HBIX BaJIMKOB U3 PSIAOB KJIETOK: HeiipoOJiacThl HaXo-
JISITCS Y HApY>KHOM TTOBEPXHOCTH BaJIMKA M BO3IJIAB-
JISTIOT KOJIOHHBI 00J1ee MENKUX KJIETOK (puc. 2). DTt
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KJIETKM, MO NaHHBIM Yujepa, OTIIOYKOBBIBAIOTCS OT
BHYTPEHHEA CTOPOHBI HEMpPOOJIACTOB U SIBJISIOTCS
OyIyIIMMU FaHTJIMO3HBIMU KJIeTKaMU (HEHpOHaMU).

IIpu uccnenoBanum pasputust Mo3ra Conocephalus
Yutep o6GHApyKWJI, YTO METKME JOUEPHHE KITETKN Heil-
po0IaCTOB CaMU TaKxKe MOTYT IeuThesl. Ocu ux nene-
HUI pacioJIaraloTcsI IO MPSIMBIM YIJIOM K OCSIM Bepe-
TeH HelipooOnacToB. TakmM 00pa3oM, KaxKIblif HeiipoO-
JIACT OKa3bIBAeTCsl Ha BEPIIMHE KOJIOHHBI, COCTOSIIIICI
U3 2 WK 4 psimoB TAHIIIMO3HBIX KJIETOK, KOTOPEIE MTPO-
M30LITA OJlarofaps AEIeHUIO TepBOHAYAIBHO SIUH-
CTBEHHOM B 3TOM psiy KJIeTKe — Helpooiacta. OnHa-
KO, KaK OTMETUJI YHJIED, TTO3HEE KIIETKU B TAHIIMIX
CTAaHOBSTCS TaK IUIOTHO PACIONOXEHHBIMH, YTO HEM-
pobiacTaM He XBaTaeT MecTa IJIsl OTIIOYKOBaHUS TI0-
TOMKOB TIEPIIEHANKYISIPHO TOBEPXHOCTU TAHIVIUS, U
MOTOMKM PAaCHoJIaraloTcst IIOYTHU HapaieabHo eif. [1o-
cie oOpacTaHus KeJITKa 3apoblllieM HeidpoOIacThl
MOCTENEHHO YMEHBIIAIOTCS B pa3Mepax IO TaKOro
COCTOSIHUSI, YTO CTAHOBSITCS HEOTIMUYUMBIMU OT CBO-
€ro MOTOMCTBA, TAaHIIMO3HBIX KJIETOK.

Tpetws nmyoukauus Yunepa (Wheeler, 1893) — ato
€ro JIOKTOpPCKas IUCCePTALVsl, BKIIoYalomas (pakTimde-
CKUI1 Marepuaj IBYyX MPEObIIyIInX paboT, Mepenpo-
BepKa KOTOPOIO IpHMBeia aBTOpa K HEOTHO3HAYHBIM
BeiBomaM. [locne pocMoTpa MaTepHaia IIo KOJIopa-
CKOMY XYKY OH YOEIWIICS, YTO HEKOTOPHIC 13 HEIaBHO
00pa30BaBIINXCI METKMX JOUYEPHUX KIETOK HEMPOO-
JIACTOB MOTYT JEHACTBUTEILHO MUTOTUYECKU IETATHCS
W JaBaTh CJEIYIONIMEe TTOKOJICHUS JOYepHUX KieToK. C
JIPYTO CTOPOHBI, OH OTKa3aJICd OT CBOMX BBIBOIAOB O
JeJIeHUSIX JOYEPHUX KJIETOK HelipobiactoB y Conoceph-
alus. T1o ero MHeHUIO, TOYEpHUE KIIETKA HEpoOJa-
CTOB, ITO-BUAMMOMY, HUKOIda HE ACJIATCA, IIpeBpalia-
FOTCS IPSIMO B TAHINIMO3HBIE (T.€. HEPBHBIE) KJIETKU, U
BCsT TIpovpepaTUBHAS MOILBb COCPENOTOYeHA B Heii-
pobnacrtax. CBoe npexxHee MPEeaItoioXKeHNe OH 00b-
SICHWUJI TEM, UTO MPU MPUMEHSIBIIEICI UM TEXHUKE
¢duKkcanuu IuUll HarpeBaHMEM HEKOTOpbIe XpoMa-
TUHOBBIE CTPYKTYPBI B dOpax MEJIKUX HOYEPHUX
KJIETOK MOIJIA OBITh OIIMOOYHO MPUHSTHI 3a Kap-
TUHBI KApMOKUHE3A.

B Te xxe campie TOOBI OBUIO TIPOBEICHO M3YyUYEHUE
pPa3BUTHUSI HEPBHOI CHUCTEMBI Y SMOPUOHOB OOBIKHO-
BeHHOTo O6oromoua (Mantis religiosa) (Viallanes, 1890,
1891). B coctaBe HEpPBHBIX BAIMKOB ObLIA BbIIEJIEHbI
JIBa poJia KJICTOK: FrAHIIMOTeHHbIe, KPYTTHbIE MUTOTH -
YeCKM OCJSIINecs KIETKU, KOTOphle B OXWH CJIOM
pacroiararoTcsl 1o IepMaTOTEHHBIM CJIOEM 3apo-
JBIIIEBON MOJOCKMU, U WX TOTOMKHU, TaHIJIMO3HBIE,
VTN HEPBHBIE, KJICTKH, JIEXKAIIe B TITyOMHE HEPBHBIX
BAJIMKOB. B MO3re 4Mciio raHmIMOTeHHBIX KIETOK TT0-
CTETICHHO YBeJIMUYMBaeTcsl. DTOT Tpoliecc BuannaH Ha-
3BaJI CAMOBOCITPOM3BOICTBOM FAHIIMOTEHHBIX KIIETOK.
3aTeM pocCT Yrciia TaHIJIMOTEHHBIX KJIETOK IpeKpaIia-
eTcsl, U OHM HAYMHAIOT OCJIUThCS, 00pa3ysi MeJKue
XpoMODMITBbHBIE TOYepHIE KJIeTKU. EqBa BOSHUKHYB,
5TH KJIETKH, M0 Buajutany, HaYMHaIOT aKTMBHO ca-
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Puc. 2. [TontepeuHsIit pa3pe3 OPIOITHOTO TAHTIINS 9MOPU-
oHa ky3Heuuka Conocephalus ensiferum (Wheeler, 1891):
E — nepmarorenHnie KieTtku, G — HEpBHbIC KJIeTKU, M —
HeWpobacT MeIMaJIbHOTO TsoKa, P — Heitporib, S1—S4 —
HeHpoOIacThl HA Pa3HbBIX dTaIax AeJICHUSI.

MOBOCIIPOU3BOAUTHCS (IeINThCs ). B KOHI1Ie aMOpuro-
HaJIbHOTO Tlepyoa Pa3BUTHUs TaHIJIMOTEHHbIE KJIETKU
MOCTENEHHO JEreHEPUPYIOT, YMEHbIIIASICh B pa3Mepax,
00eIHSISICH LIMTOIUIA3MOM 1 KaK Okl “ycbixast”. B 1o Xxe
BpeMs JIeJIEHUSI TAaHIIMO3HBIX KJIETOK MPOIOJIKAIOTCS.

CrrenoBatellbHO, XOTSI Brayuian v mucair 06 akTuB-
HOM pa3MHOXEHUU JOYEPHUX KJIETOK, OH HE BBIICIISLT
MeJIKUE NeJISIIUecs: KJIETKU B KauecTBe 0COOO0ro Mpo-
MEXYTOUYHOTO TTOKOJICHMST KIJIETOK MEXIY TaHTINO-
TeHHBIMU KJIETKaMU U Ne(UHUTUBHBIMU HEPBHBIMU
(raHIMO3HBIMM) KieTKaMu. CienyeT 3aMeTUTh, YTO
Buamian He nutupoBai (He 3Han?) pador ['ayeka u
KopoTtHena.

Takum obpazom, B Hadane 90-x romoB XIX B. yxke
ObLIIO TBEPJO YCTAHOBJIEHO, UTO B pa3BHUBAaoILeiics
HEPBHOI CHUCTeMe SMOPHOHOB HACEKOMBIX MMEETCS
OTHOCHUTEILHO HEOOJBIIIOE YMCIO OCOOBIX KJIETOK,
Ha3BaHHBIX KOpOTHEBBIM raHIJIMO3HBIMU KJIETKAMU,
BuamiaHoM — raHIIMOTEeHHBIMUA M YUJIEPOM — Heii-
pooOmactamu. Kaxnast Takass KjaeTKa, MUTOTUYECKH
Jesicb, oOpa3yeT OOHY KpPYIHYIO, cebe MOoaoOHYIO
JIOYEPHIOIO KJIETKY U OTHY OoJiee MeIKYIo KiIeTKy. O~
HAaKO MHEHMS O TOM, KaKM 00pa30M IIPOUCXOIUT I10-
ciemyolee pa3BUTHE 3TOi MEJIKOU KJIETKM, pa3inda-
Jmch. Buamian ObUT TBEpAO YBEpPEeH, UTO 3TU KIIETKU
CHayvajia MTHTEHCMBHO Pa3MHOXKAIOTCS U TOJIBKO IIOTOM
MpeBpaIaloTcsl B HEPBHBIE KJIETKU. YWIep, KaK ObLIO
YKa3aHO BHIIIIE, HE MMEJI Ha 3TOT CYET TBEPIOro MHE-
HHs. B OOJBIIMHCTBE XKe 3MOPUOJIOTMYECKMX paldoT,
OITyOJIMKOBaHHBIX Ha pyoeske XIX n XX BeKOB, aBTOPBI
CKJIOHSUIICH K MHEHUIO O IIpsiMOiil nuddepeHIIPOBKE
MEHBIINX TOYEPHUX KJIETOK HEeipoO0IacTOB B TaHIIM-
o3Hble (HepBHbIe) KieTku (Heymons, 1895; Esche-
rich, 1902; Lécaillon, 1908: Hirschler, 1909). Kak
OTMEYaJioCh yXe YMJIepOoM, HEOIIPEAeIEeHHOCTh B
Ne 3
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Puc. 3. HepBHas cuctema HaceKoMbIX B iepuo metamopdo3sa (Bauer, 1904). A — dpoHTanbHBII pa3pe3 NpeaKyKOIK pado-
yeil ocobu — MypaBbst Formica gagates. B — acumMeTpuuHoe fejieHue Heiipooiiacta u3 mposindepaTtuBHOIO LeHTpa rpuOOBUI-
HOTO TeJla Npenkykonku Formica gagates. C — ppOHTaIbHBIN pa3pe3 MOAIIOTOYHOTO FrAaHIIUS JMYMHKMY 11epliHs Vespa crabro
HE3aI0JIT0 0 HACTYIUICHUS CTAIUK MIPEAKYKOJIKY (HUKe JIEBOTO Helipobiacta — MeTadasa MUTO3a TAaHITIMO3HON MaTepuH-
CKOI1 KJIeTKM ). Af — KJIETOUHBI! OTPOCTOK TaHIIMO3HOM KJIETKU, Ap — 3a4aToOK 1a3a, B/— nepBblii posaudepaTuBHBII LIECHTP
3pUTEIbHOI noK; B2 — BTOpoii mpoiardepaTUBHBINM LIEHTP 3pUTENIbHOM 1011, Bh — npoavdepaTUBHbBIE LICHTPBI TPUOOBUIHO-
O Tejia; S7 — HEPBHBIE KJIETKHM 3PUTEIbHBIX TaHINeB; F — B-nosst; Gz — raHmiMo3Hble (HEpBHBIE) KIETKU,; Hg — runogepma,
Kb — nnonocTb rosioBsl; Lgz — IMUMHOYHBIE HEPBHbBIE KJIIETKU; Mu — poToBble yacTu; Nb — HelipobiacTsl; Oe — nueBon; Pn —

nepuHelpuyM; Tr — Tpaxesl.

YCTAaHOBJIEHUU CTAaTyCa MEHBIIUX TOYEPHUX KJIIe-
TOK Helpo6jacTa B 3HAYUTEIbHOU CTENEHM ObLia
CBfI3aHa C TPYOAHOCTBIO MOJIyYEHUSI XOPOIINX TMCTO-
JIOTUYECKMX IIperapaToB 3MOPHUOHOB HACEKOMBIX,
OKPYXKEHHBIX TTOYTHA HETIPOHUIIAEMBIM XOPUOHOM.

KaxeTcst meganpHOM cynp0a MMOHEPCKOIM paOOTHI
KopoTHeBa, MOCBSIIIEHHOI 3MOPUOHAILHOMY pa3BU-
TUIO OOJIBIIIMHCTBA CHCTEM OPraHOB OOBLIKHOBEHHOI
MeABEIKH. DTa paboTa IMMPOKO IIATUPOBAJIACH B JIUTE-
patype B CBSI3U C Pa3BUTHEM 3apOAbIIIEBLIX JINCTKOB,
MUIIEBAPUTEILHON CUCTEMBI M IPYTUX OPTraHOB, HO
He HepBHOM cucteMbl. HampnmMep, ero padora 6plia
LIUTUPOBaHA YWJIEPOM, HO HE B CBSI3U C IIEPBOOIINCA-
HHUEM TaHIIMO3HBIX KJIETOK, a BuannaHoM BooOIie
He ObITa YIIOMSIHYTA.

DTalHbBIM cTajo ucciaenoBaHue bayspomM moctam-
GpuoHaIBHOTO HeliporeHe3a y HaceKoMbix (Bauer,
1904). Ucnonn3ys 6osee aneKBaTHBIE METOIbI (prKca-
LIUY U OKPACKU, a TAKXKE UMesI IEJI0 C 6oJiee KPYITHBIMU
KJIETKaMU JIMUMHOK Pa3HBIX HACEKOMbLIX, bayap Brep-
BBIE€ OMNcall IPOLECC ACUMMETPUYHOTO ACIeHUs Heil-
po0IaCTOB U TIPUILIE]T K 3aKJTIOYSHUIO, YTO Yuiep ObLT
HeMpaB, KOIJa CYMTal JOYepHUEe KJIETKU Helpobia-
CTOB Cpa3y IPeBpaIlAIOIINMUCS B TAaHIJIMO3HBIE KJIET-
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k. baysp Halren, 4To BCKope Iocjie CBOero oopa3oBa-
HUSI MEHBIIIME TOYePHUE KIIETKHA HEIpoOIacTOB HauUU-
HaloT AeNUTbcs. B MPpOTHMBOMOJIOXKHOCTh, HANIpUMED,
BuasiaHy, OH cuen 3TU AeNSIIIUECs] KJIETKU 0COObIM
TUIIOM KJIETOK W Ha3Bajl UX FAHIJIMO3HBIMU MATEPHH-
CKHMH KJIETKaMH, TIpU AeJICHUU KaXIIOil U3 KOTOPBIX
0o0pa3yloTcs ABe KIETKU, BIIOCICACTBUU nuddepeH-
HUpyolIrecs B HelipoHbl. TepMUH TaHIIMO3HAST Ma-
TepUHCKas KJIeTKa C TeX MOp MPOYHO BOUIET B HAy4-
HyIO JuTepaTypy. baysp, npasna, He CMOT yCTaHO-
BUTb, OJUH WJU HECKOJbKO pa3 NeJUTCS Kaxmas
raHIIMO3HAasI MaTepUHCKas KiieTka (puc. 3).

Hecmotpst Ha yoeauTenbHOCTh HabmoaeHuii bays-
pa, MHOTHE HCCIIeA0BaTE/IM KaK SMOPUOHAILHOIO, TaK
U TOCTAMOPMOHAJIBHOIO HeMporeHe3a IpOIOIKAIN
JIOJITO€ BpEMSI CUMTATh, YTO MEHbIIIasl JOYEPHSIS KJIeTKa
Helpobiracta npssMo arddepeHIMPYeTCsT B HEPBHYIO
kinetky (Strindberg, 1913; Eastham, 1930; Baden,
1936; Roonwal, 1937; Butt, 1949; Roberts, 1955), u
JIMIIIb HEMHOTWE pasfe/isiid TOYuKy 3peHust bayspa
(Pyle, 1941; Risler, 1954; Johannson, 1957; IlaHOB,
1957). Y menoHocHoii muensl HenbcoHn (Nelson, 1915)
BU/JIEJI B TaHIJIMSIX SMOPUOHOB AEJI€HUS MEHBIIIUX J0-
YepHUX KJIETOK HEeMpoOJIacTOB, HO HE MOT PEIIUTb,
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BCE€ OHM JEJATCS UM TOJBbKO Kakasi-To ux yactb. Ha-
koHel, IlIpanep (Schrader, 1938) nonyckan ob6a nyTtu
pa3BUTUS MEHBIIIEH TOYEepHE KIIETKU HelipobiacTa.

HecMoTpst Ha U3BECTHOCTh XXypHasia, B KOTOPOM
ObL1a onmybarKoBaHa padoTa bayspa, nj11 MHOrMX aB-
TOPOB, MCCJIENOBABIINX HEMPOTeHe3 KaK y SMOpPHO-
HOB, TaK 1 Ha IOCTAMOPUOHAIBLHBIX CTAAUSIX PA3BUTHS,
OHa, TI0-BUAMMOMY, OCTajaCh HEU3BECTHOI 1 He ObLIa
MTUPOBaHA BO MHOrux paborax (Strindberg, 1913;
Nelson, 1915; Eastham, 1930; Baden, 1936; Roonwal,
1937; Tiegs, Murray, 1938; Johannsen, Butt, 1941;
Butt, 1949; Roberts, 1955).

Xon HelporeHesa U BblAEIEHNE MaJIbIX TOUYEPHUX
KJIETOK HEepoOIacToB B KauecTBe 0COOOro TUIIa Kje-
TOK — FAHIJIMO3HBIX MATEPUHCKUX KJIETOK, OMMCAHHBIX
bayspom, — 6bL1M CHavyas1a noaTBepKIeHbI B paboTe Mo
MOCTAMOPUOHATILHOMY DPa3BUTHIO HEPBHOI CHCTEMBbI
MeJTbHUYHOI orHeBkHU (Schrader, 1938), a 3atem y Me-
moHocHoit muensl (I[Tanos, 1957). Beiit (Bate, 1976),
Mo-BUAMMOMY, HE 3HaKOMbIii ¢ pabortoii bayspa, B
HEPBHOI cUCTeMe 3MOPHOHOB ITIepesIETHOI capaH4u
BBIZIEJIWII B OCOOBIIA THUIT MaJIble TOYepHUE KIIETKU Hei-
po01acTOB, Ha3BaB MX TMPETAaHIIMO3HBIMU KJIETKaMU,
JIensiiuMucs omHoKpaTtHo. CoBpeMEHHbBIE UCCIEN0-
BaHUS MOATBEPAWIM MPaBUILHOCTh BHIBOAOB bayapa
(Hartenstein, Campos-Ortega, 1984; Doe, 1992).

COBUPEMEHHI)IIU/I OTAIT U3YUYEHUW A
HEMPOTEHE3A B LHEHTPAJIbHON
HEPBHOW CUCTEME HACEKOMBIX

B nocnegane necatnneTs ObLIA pa3BepHYTHI 00-
IIUPHBIE MCCACIOBAaHUSI MOJEKYISIPHO-TeHEeTHYe-
CKMX MEXaHM3MOB HeliporeHe3a y HaCeKOMBIX, IIPO-
BOIMBIIIMECS IIOYTU HCKIIOUUTENbHO Ha Drosophila
melanogaster. B 3HaUUTEBHON CTENIEHU 3TO ObLIO CBSI-
3aHO C TeM, YTO HEKOTOpbIe HapyIIeHUs HeliporeHes3a y
Jpo30¢UIbl OKA3aJIMCh 110 CBOMM MEXaHU3MaM CXOII-
HBIMH C 00pa30BaHUEM OIyXoJieii B HEPBHOI CUCTEME
yejioBeKa (cM., HarmpuMmep, 0030p Neumiiller, Knoblich,
2009). Beu10 06HapYKEeHO, YTO B SMOPMOHAIBHOI HEM-
pPOBKTOEpPME, COOTBETCTBYIOILEH OYyIyILIMM HEPBHBIM
BaJIMKaM 3apOJBIIICBOM IIOJIOCKHM, MMEIOTCSI OCOObIE
ygacTKM. Kaxkplit TaKoi y4acTOK COCTOMT M3 5—7 3K-
BUITOTEHTHBIX KJIETOK, OIHA U3 KOTOPHIX YBEIUUYUBA-
e€TCsl B pa3Mepax, BBIXOIUT M3 CJI0SI HEHpO3KTOmep-
MaJbHBIX KJIETOK M CTAHOBUTCS HelipobnacToM. briio
TaK>Ke MoKa3aHo, YTO MPOLeCChl (POPMUPOBAHYSI OTHO-
ro HelipoOJjiacTa M moAaBjIcHUE ITOTEHIMIA APYTUX CO-
CEMHMX KJIETOK OIIPEIEIISTIOTCS KJISTOUHBIMU B3aMMO-
JEeUCTBUSIMU Ha OCHOBE KCITPECCUHU Psifa PETyJIsiTOp-
HEIX 0enkoB (Doe et al., 1985; Skeath, Carroll, 1992).

IMonasmsroiee OOMBIIMHCTBO OOPA3YIOLIMXCS HEM-
po06IacTOB KaK B OPIOIIHOM 1IEMOYKe, TaK U B MO3Ie
pacrosnaraeTcsl OTIEIbHO APYT OT Apyra, (OyHKLIMOHU-
pYET He3aBHUCHMO JIPYT OT Apyra U Ha3bIBAae€TCS OIU-
HOYHBIMU HelipoGnactamu. B 1LieHTpanbHOII HepB-
HOI cucTeMe Opo30¢uIIbl ObUIO BBIIECICHO 2 THUIIA
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HeiipoomacToB. K Tutry I 6pU10 OTHECEHO TTOIABIISIO-
1ee OOJNIBIIMHCTBO paHee OINMMCAaHHBIX Helpobia-
ctoB. Kak yxe O6bU10 yKa3zaHo BbIIIE, 3TU HelipoOIa-
CTHI OeJISITCSI HEpaBHOMEPHO (aCMMMETPUYHO) C 00-
pa3oBaHMEM [ABYX pPa3JIMUHBIX KJIETOK: MTOYEPHErO
HelpobiacTa U TAaHIIMO3HOW MAaTEPUHCKOUN KJIETKMU.
B ocHOBe acHMMETPUYHOCTH ACIEHMS JIeXKaT CJIOXKHBIC
MOJIEKYJISIDHBIE TIPOLIECCHI, TOAPOOHO M3YYEHHBIE B
MoCJIeAHNE AeCATUAeTHsI. Pe3ylIbTaThl 3TUX UCCIIEA0BA-
HUI1 0000111eHHI B psine 0030poB (Knoblich, 2008; Doe,
2008; Homem, Knoblich, 2012; Harding, White,
2018) 1 cBOIATCS K CIIEAYIOIIEMY.

HavanpHbpIM 3TarioM HEPaBHOMEPHOTO ACICHUS
SIBJISICTCS TIOJISTpU3aliusl HelpobiacTa, onpenessi-
Iolllasi HalpaBJieHWE OCU BEpeTeHa U pacrpejesie-
HUe B HelipoOyacTe 60eJIKOB-IeTepMUHATOPOB KJle-
TOYHOTO pa3BuTUs (“KieTouHO# cyabObl”). Ilo-
clienHue oOpa3yloT ABa KOMIUIEKCa, alluKaJlbHbIH,
OCTaIOLIUiCS B JoUuepHeM HelipobiacTe, U 0a3alb-
HbIi1, KOTOPBI TIPU AeJIeHUN NIEPEXOIUT B TAaHIINO3-
HYIO MaTEpUHCKYIO KJIeTKy. Cpenn 6eIKOB 0a3aIbHOTO
KOMILJIEKCA OMNpeAelisiioNlyl0 pojJib UIpaeT TpaH-
CKPUIILIMOHHBIN (akTOop Prospero, KoTopslii Mo-
JaBJISIET MOJIEKYJISIPHYIO CUCTEMY KJI€TOYHBIX IIUK-
JIOB U CTUMYJUPYET TeHbl KJIETOUYHOI nuddepeH-
mupoBku (Choksi et al., 2006). DTo TpUBOOUT K
TOMY, YTO FaHIJIMO3HAsl MAaTEPUHCKAs KJIeTKa JAeTUT-
cs1 TOJILKO OJIWH pa3, a IBa €€ MoToMKa fuddepeHIn-
PYIOTCSI B HEMPOHBI WJIW KJIETKU TJIUH.

Bropoii Tum HelipobiaacToB ObUT OOHApYXKeH B Me-
JMUATBLHOMN YacTU MO3Ta SMOPUOHOB Y TWYUHOK IPO30-
¢wsr (Bello et al., 2008; Boone, Doe, 2008; Bayraktar
et al., 2010). HelipoOaacThl 3TOro TUIIA TaKKe IEJISITCS
ACUMMETPUYHO, HO B PE3YJIBTATE UX JEJICHUS BMECTE C
JIOYEpHUM HelpobacToM obpasyeTcsi He TaHIJIMO3-
Hasl MaTepUHCKasl KJeTKa, a TaK Ha3bIBaeMBblil IPO-
MEXYTOUYHBI HelpaabHbIN MPOTeHUTOP. DTa KJIeTKa
CIoCcoOHa OrpaHUYEHHOE YMCJIO pa3 AEJUTHhCS Ha
JIOYEPHUI TPOMEKYTOUYHBIN HEUPAJIBbHBII TPOTEHUTOP
W TUMMAYHYIO TAHTJIMO3HYIO MAaTEPUHCKYIO KIIETKY.
dopmurpoBaHUE TPOMEXKYTOUYHOTO HeWpaabHOTO
IMIPOTEHUTOpPA CBSI3aHO C HU3KUM YpoBHeM Prospe-
ro B Heilpo6nacTtax tuna II. [TosToMy ipu ux gene-
HUU OOpasyeTcsl HE TAaHMIMO3HAS MaTepUHCKAas
KJIETKa, a 00J1afJalolnii onpeneeHHOH npoaude-
PATUBHOU aKTUBHOCTBIO IPOMEXYTOUHBIA HEMpaib-
HbI1 porenuTop (Bayraktar et al., 2010).

BPEMA ®YHKIIMOHWPOBAHWA
OAMHOYHbLIX HEMMPOBJIIACTOB

Cynbp0a omMHOYHEIX HEMPOOJIACTOB, OTHOCSIIINX~
csI B TIOJABIISTIONIEM OOJBIIMHCTBE K HeMpoobaacTaM
tuna I u popMUpyIOIMX OCHOBHYIO Maccy HEMPOHOB
LICHTPaJIbHOM HEPBHOI CUCTEMBI, IPOCIEKEeHA JIUIITh
y IIpeIcTaBUTEIei HEMHOI'MX I'PYIII HACEKOMBIX.

Ilpamokpeiibie. BrineneHune HelpoOiacToB U3
HEWPODKTOAEPMBI Y TPSIMOKPBLIBIX, KaK ObLIIO yKa3a-
Ne 3
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Puc. 4. [opu30OHTaNBHBII pa3pe3 3-ro rPyIHOro raHIUS HO-
BOPOXIIEHHOM TMIMHKY MenoHOCHO mmueltbl (Nelson, 1915):
Nb — neiipobnactel, NbM — nensiimecst HeMpoOJacThl.

HO BBIIII€, TPOUCXOOUT TUTTMIHBIM TSI HACEKOMBIX
nyteM. OHI aKTUBHO IEJATCS Ha MPOTSCKEHUH 3HAa-
YUTEJTbHON YacTu SMOPHUOHATBLHOTO IMepuoma, HO K
KOHILY €T0, KaK yke ObLJTO ITOKa3aHo B paHHUX pabo-
tax (Wheeler, 1891; Viallanes, 1891; Roonwal, 1937),
ITOCTETIEHHO YMEHBIIIAIOTCS B pa3Mepax U MepecTaoT
paznuyatbesi. Y Acheta domesticus cokpalligHUe Yrc-
JI1a HelpoO6IacToOB B OPIOIITHON IETTOYKe HAaTMHACTCS
3HAYUTEJIPHO PaHbIIIe 3aBEepIICHUST dMOpHOTeHEe3a.
IIpu 3TOM TIpoliecc cHavala Ha9MHAETCSI B OpIOIII-
HBIX TAaHTJIMSIX W TOJIBKO ITO3MHEE — B TPYIHBIX TaH-
IJIASIX U Mo3re. B uTore K MOMEHTY BbIXOIa U3 sIiilia
ONMHOYHBIE HEMpPOOIaCThl KJICTOYHON KOpPHI ITepe-
craioT uaeHTuuurponatbes (ITaHoB, 1966).

IMonpoGHO JeATeILHOCTD TYJOBUIIHBIX HEHpoOIia-
cTOB Obla uccinenoBaHa y Locusta migratoria (Bate,
1976) u Schistocerca gregaria (Sheperd, Bate, 1990). ¥
000MX capaHYOBbIX ObLJI YCTAHOBJICH MepeaHe3aaHMIA
IrpagvieHT BpeMeH! Havaa JeJeHUi OMMHOYHBIX Heil-
po06IacTOB U 3aIHENEPSIHUIA TPaTUeHT TPEKPaICHUS
UX JeJeHUi. Y epesieTHOM capaHyy COKpaIlleHUE YMC-
JIa BBISIBJIIEMBIX HEMPOOJIACTOB COBIAIAIO C IOSIBIIC-
HUEeM 1e(OpPMHUPOBAHHBIX HEMPOOIACTOB 1 MHOTOYHMC-
JICHHBIX KapTUH MUKHO3a B CJI0e HelipoOJIacToB.

HckmogeHne 13 o011IeTo 171 IIPSIMOKPBIIBIX ITpa-
BUJIa COCTaBJIsIET OOBIKHOBEHHAsI MeJBeNKa, Y KOTO-
pOii B CBSI3U C OOIIMM OTCTaBaHMEM Pa3BUTUS HEPB-
HOI CUCTEMBI JSIISIINECsS OMMHOYHBIE HEHPOOIIacThI
ObLIM HaliieHbl B TPYAHBIX TAHIJIUSX U MO3Te TaXe Y
HuM® 1-ro Bozpacta (I1aHoB, 1966).

Bo Bcex vcclienoBaHHBIX CTydasiX OMUHOYHbIC HEli-
pOo0GIaCThI KIIETOYHOI KOPHI HE BBISIBIISUTUCH HA TIPOTS-
xeHnn HuMmanbHoro passutus ([Tanos, 1957, 1966).
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JIBykpsuibie. Y 1po30Guiibl U3 TYJIOBUIITHOIO OT-
JieJla HeiipO3KTOAEPMBI B 1LIEJIOM BBIASISIIOTCSI OKOJIO
500 HeiipobnacToB (Hartenstein et al., 1987), u okosno
100 B KaxXXmoil MMOJIOBMHE TOJIOBHOII HEMPOBKTOIEP-
mbl (Urbach et al., 2003). B TeyeHue sMOprOHaIbHO-
ro pa3BUTUS pa3HbBIC HEMPOOIACTHI ASISITCS OT O0jiee
yeM 5 1o 6osee yeM 8 pa3, oOpas3ysd KJIOHBI KJICTOK.
I1pu xaxnoMm JeaeHUr HelpoOJIacThl HE JOPacTaloT
JIO IIepBOHAYaJIbHOI BEJIMYMHEI, B KOHIIE 3MOpHOTre-
He3a MPeKpallaoT ISTUTHCI U CTAHOBSITCSI HEOTIU-
YUMBIMU OT COCETHUX KJIETOK.

YV HOBOPOXIESHHBIX JIMUMHOK 1-TO Bo3pacTa Heli-
pobnacTel Takxke He obOHapyxuBatorcs. OmHako
no3aHee B neprudeprudeckoii YacTu KIeTOUHOU KOPbl
HEKOTOpbIE KJIETKU HAUYMHAIOT YBEJIMUUBATHCS B pa3-
Mepax U 3aTeEM HaUYMHAIOT JeJIMThCS TOAOOHO aSMOpHU-
OHaJIbHBIM Helipobiactam (Prokop, Technau, 1991).
Kak B Mo3re, Tak ¥ B TYJOBUIIHBIX TAHTJIUSX HO-
BBIX Helip00JIaCTOB OKa3bIiBaeTCsl MPUOIU3UTETHHO
B 1.5 pa3a MeHblIIe, Y4eM SMOPUOHAIBHBIX, OCOOEH-
HO MaJIO MX OOHapyKMUBaeTCs B OPIONTHBIX TAHTIMSIX.
HeneHust HeMpPoOJACTOB TMPOIOJKAIOTCS B TeUCHUE
JIMYMHOYHOTO Tepuoja.

Cpa3sy, ecTecTBEHHO, ObLI IOCTaBJIEH BOMpPOC,
SIBIISIIOTCS. JIA TTOCTOMOPHOHAIBbHBIE HEMPOOIaCThI
“IIPOCHYBIIIMMUCS” TOCJIE Tepuoaa TOKOsI 3MOpHO-
HaJIbHBIMM Heiipo0IacTaMI WIN OHU SIBJISTIIOTCS. BHOBb
oOpa3zoBaHHBIMHU? BBIIO yCTAaHOBIIEHO, YTO ITOTOMKH
MMOCTAMOPUOHAILHOTO HelpobyiacTa Bcerga IMOsIBIISI-
FOTCSI B OTHOM M TOM XK€ KJIOHE C KJIETKaMM, 00pa3oBaH-
HBIMHM B 3SMOpHOHANIBHBIN niepron. Kpome Toro, Ha oc-
HoBaHUM BrdU MedeHUs IeIMBIIMXCS KJIETOK MOXKHO
OBUIO CHEJIaTh IIPEAITOI0XKEHNE, YTO UMEHHO SMOpHO-
HaJIbHBIE HeIIpOO0JIacThl, a He KaKKe-T100 Ipyrue KJeT-
K1 BO30OHOBIISIIOT JEJICHUS Y JIMYMHOK KaK IMOCTIM-
OpuoHanbHbIe HelipobiaacThl (Prokop, Technau, 1991).
[1o3mHee 5Th BBIBOIBI ObLUIM ITOATBEPKACHBI ITyTEM MO-
JISKYJISIPHO-TEHETUYECKOTO aHajll3a KJIETOUYHBIX KJIO-
HOB TYJIOBHUIITHOTO OTAEJIa LIEHTPAJIbHOM HEPBHOI CH-
creMbl gpo3oduminl (Birkenholz et al., 2015).

ITepenonyaTokpbuibie. Y MEAOHOCHOM MYEIbI Bbl-
JleJIEHUe CJ10si HEpoOJIacTOB MPOMCXOIUT Ha CTaavuu
IX (okos1o 2 cyToK 3MOpHOHabHOTO pa3Butus). [1pu-
OJIMBUTENILHO C B3TOTO e BPeMEHU OHU HAYMHAIOT Je-
JiuThes. JlesieHust TpoucXonsT B TEYeHHUE BCETO OCTaB-
LLIeTOocsl TIeproaa SMOPUOTeHe3a U BCTPEUaroTCsl TAKXKe
Y TOJILKO 4YTO BHILIEAIIEH U3 siilla JIMIUHKU (puc. 4)
(Nelson, 1915).

Yemyekpouibie. [1o cpaBHEHMIO C TIPEIbIIYIIUMU
BUAAMM HACEKOMBIX, M3y4YEeHHBIC 4YELIyeKphIIbie
o06agaroT 60JbIIMM CBO€OOpa3reM xoaa Helipore-
He3a, BIepBble 00HAPYXXEHHBIM Y MEJIbHUYHOM OT-
HeBkU (Ephestia kiihniella) (Schrader, 1938). B
npoTtolepedpaabHBIX JOJSX ITOJHOCThIO CHOpMU-
POBaHHOTO >MOpPUOHA OBIIIO OOHAPYKEHO OOIBIITIOE
YUCJIO KPYITHBIX MTHTEHCUBHO ASIUBIINXCS HEMpPOO-
nactoB. HeckonbKo 1o3nHee HeMpoOJIacThl AereHe-
pUpOBaAJIM, MCKJIIoYash HEeHpoOJacThl TPUOOBUIHBIX
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Puc. 5. [TocnenoBatenbHble 3Talbl (A—E) dopMupoBaHUs OOIUHOYHBIX ITOCTAIMOPUOHAIBHBIX HeIpO0JIaCTOB KJIETOYHOM KOPBI
B TOJIOBHOM MO3T€ TYCEHHI] 3-TO BO3pacTa KUTAWCKOro IyooBoro Iienkonpsiaa (Antheraea pernyi) (Ilanos, 1963): Au B —
CTpeJIKaMM yKa3aHbl NepBble aTarbl 1uddepeHIIMPOBKU MTOCTIMOPUOHAIbHBIX HelipobnacToB, £ — non HellpobiacToM — Me-

Taaza MUTO3a MAaTEPUHCKOI FAHIJIMO3HOM KJIETKU.

TeJl, neiitouepedbpyMa M 3pUTENbHBIX nojeit. Ilo-
JIPOOHO TIpOoILIECC AeTeHepalud ONMUCaH HE ObLT, HO,
Cylsl TIO MPUBOAMMOMY DHUC. S5, NereHepupyrouuni
HEHpOOJIACT CBHEXUBAJICS W CTAHOBWJICS CHUJIbHEE
OKpaIlIBAEMBIM.

Cpenu KJIETOK, BCTpEYaBIINXCSI B MO3Te SMOPUOHOB
U MoJioabix ryceHull, Lllpanep Bolneana caMmblie MeJIKHe
13 HUX, UMEBIIIME, CYs MO eTo puc. 7a, BUM “TOJBIX
sanep”. OH Ha3Baa UX HeaudepeHIMPOBAHHBIMU
KJIETKaMU, KOTOpPbI€ BCTPEUAIMCH 10 BCEMY KJIETOU-
HOMY cJioto. B TeyeHue 1-ro 1 2-ro ryCEeHU4HOTO BO3-
pacTa 3Tu KJIETKU CUJIbHO YBEJIMYUBAIUCH B pa3Me-
pax u K 3-My BO3pacTy IIpruoOpeTaan BUI U CBOMCTBA
HelipoOactoB. K KoHIy 3-ro Bo3pacTta OKOJIO HUX
MOSIBJISLIMCH TAHTJIMO3HbIE MAaTEPUHCKUE KIIETKU, He
IETUBIITAECS BIUIOTH A0 6-T0 TYCEHUYHOTO BO3pacTa.

ITpakTnuecku Ta Xe camas KapTWHaA ObIja BbI-
sIBJICHA U Y APYTUX UCCJEeIOBaHHBIX B 3TOM OTHO-
IIEHUW YelTyeKPbUTbIX: MTaBINHOINIAa3K Antheraea
pernyi (Ilanos, 1963), manaunsr Danaus plexippus
plexippus (Nordlander, Edwards, 1969) u 6paxHuka
Manduca sexta (Booker, Truman, 1987). Tak, y
A. pernyi HeiipoONIacCThl BBIAEISIOTCS U3 HEMPOIK-
TOAEPMBI MEXIY 2-M U 3-M OHSIMU dMOpUOTEHe3a,
BCKOpE& HAYMHAIOT IEJIUTHCS, U UX AeJICHMUS IIPOIO0II-
XaroTcd 10 6-ro nHg. Ha 6-ii meHb, Korna 0J1acTOKM-
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HE3 yKe 3aBEePIINICS, TPOUCXOAUT MAaCCOBOE OTMMU-
paHue Helipo06JIacTOB U TAHIIMO3HBIX MaTEPUHCKUX
KJIETOK, YTO TOATBEPKIAETCS MOSIBICHHUEM MHOTO-
YUCJICHHBIX KAPTUH ITMKHO3a B TOBEPXHOCTHOM CJI0€
TaHTJIMEB, TIe pacrojarajanuch HeiipoOaacTel. Y 00-
Jiee MO3IHUX SMOPUOHOB 1 y TyCeHMUII 1-ro Bo3pacTta
OIMHOYHbIE HEeHpoOIacThl He OOHAPYXKMBAJIUCh BO
BCeX TYJIOBUIITHBIX TAHTJIUAX, 4 B MO3Te HEMpOOIaCTh
COXPAaHSUIMCH TOJIBKO B TPMOOBHIHBIX TeJax, IeUTO-
nepedpyMe U 3pUTEITbHBIX JOJISIX.

Bo 2-M u, ocobeHHO, 3-M Bo3pacTe 1o Bceit mo-
BEPXHOCTU HEWPOMNWJISL, TPAaHUYAILIEN C KIIETOYHOM
KOPOM, cpeau siaep HEUPONUISIPHON JIUU, JIeXKa-
X Ha TPAaHUIIE HEWPOTWJISI U TET HEUPOHOB, MO-
SIBIISIIOTCS sIIpa 0co00il CTPYKTYpHI (puc. 5). Otu
sSiIpa MOCTETIEHHO YBEJIWYUBAIOTCS B pa3Mepe, U B
HUX TIOSIBJISIIOTCSI KPYITHBIE SAPBIIIKA. Bokpyr Bce
0oJiee yBETMUUBAIOLIWXCS SIIEP CTAHOBUTCSI BUTHO 11U -
TOIUTA3MaTUYECKOE OKPYXEHUE, W KIIETKA HAYMHAIOT
ACUMMETPUYHO JIETUTHCS TIONOOHO ONWHOYHBIM HEWi-
po6nacram. IIpn 3TOM HoYepHME KISTKA B CBOIO OdYe-
penb AeNSITCSI CUMMETPUYHO KaK TUITMYHbIE TAaHIJIMO3-
HbIe MaTepUHCKUE KIeTKU. [ToToMKM HOBOTO HEMpOoO-
JlacTa pacriojlararoTcsl Ha ero CTOpoHe, 00pallleHHO K
HENUPOIWIIO, U TIOCTENIEHHO OTOABUTAIOT HelipobacT
OT HEWpONWJISI K TIOBEPXHOCTHU TaHTINSA. PopMupo-
Ne 3
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BaHMeE HOBBIX KJIETOYHBIX KJIOHOB, BO3IJIaBJISIEMBIX HO-
BBIMU HelpoOJiacTaMu, IPOTEKAeT OAMHAKOBO B TYJIO-
BUIITHBIX TAHIIMSAX M Mo3re. JleJIeHnsT HOBBIX OIMHOY-
HbIX HEUpOOJIACTOB MPONOJIKAIOTCSI B TYJIOBUILIHBIX
TaHTJINUSX B TeUeHME 4-TO 1 5-TO BO3PACTOB M 3aKaH-
YMBAIOTCS Y IIPEAKYKOJIKU. B Mo3re ux neiaecHUs
MOXHO ObLIO BUAETH JaXKe Y MOJIOABIX KYKOJIOK.

B Mo3re 6a6oykn-MOHapXa HOBbIE OMMHOYHBIEC
HeMpoOJIacThl MpeKpamaloT IeIUThCSI Y MOJIyTopacy-
TOYHBIX KYKOJIOK. [TpuOAM3UTeIbHO Yepe3 OOHU CYTKU
II0CJIe 3TOr0 B MECTE PaCIIOJIOXKEHUSI HEIpoOIacToOB
MOSIBJISIFOTCSI MHOTOUYMCJICHHBIE XpOMaTUHOBBIE 1I1a-
PUYKHU, yKa3blBalollMe Ha AereHepaluio HelipoOia-
ctoB (Nordlander, Edwards, 1969).

Takum o6pa3zomM, 0Opa3zoBaHUE MOCTIMOPUOHAIIb-
HBIX HEMPOOJACTOB Y BCEX UEThIPEX UCCIEIOBAHHBIX
YelIyeKPBUIbIX PA3IMYHOTO TAKCOHOMUYECKOTO TO-
JIOXKEHUSI TIPOUCXOIUT CXOAHBIM 0Opa30oM U3 HEKOTO-
pPbIX KJIETOK, KOTOpbIE XapaKTepu3yIOTCs OYeHb
MEJIKUMU SIIpaMU U LIUTOIMJIAa3MOIi, HE BBISBIISIC-
MO TIPUMEHSIBIIUMUCS TUCTOJIOTUUECKUMU METO -
JaMu. OTU KJIETKU MPUYPOUYEHBI y TPEX BUIOB K MO-
BEPXHOCTU HEUpOMUIsA, a y OMHOTO BMUAA TaKXKe
BCTpeyalTcsl B cjloe Tesl HelipoHoB. Jlexaiiue Ha
MOBEPXHOCTH HEMPOTIMIISL KJIETKM SIBJISIIOTCS KJIeTKa-
MU TaK Ha3bIBaeMoOM oOKIanoyHo Inuu (ensheating
glia), mpoucxoxaeHue KOTOPOU Y UellyeKpbUIbIX He-
W3BECTHO. Y A. pernyi ee KJI€TKA BO 2-M 1 3-M BO3pac-
TaX y>k€ MHOTOYMCJICHHBl 1 MTHTEHCUBHO pa3MHOXa-
oTcs B putMe tnHeK (ITaHoB, 1960).

IIpoucxoxneHne MMM Ha IMOBEPXHOCTU HEHpO-
WIS TYJIOBUIITHBIX TAHIJIUEB ITOAPOOHO HCCIeaIoBa-
HO Yy Ap030¢WiIkl, Y SMOPHMOHOB KOTOPOI OHA 00pa3y-
eTcsl B pe3y/bTaTe HECKOJbKUX JeJIeHWI mrobjacTta
GP, pacnooxkeHHOro B caMoii GOKOBOI YaCTH 3a4aT-
KOB TYJIOBUIIHBIX TaHieB (Schmidt et al., 1997).
IlepBoHavYaIbHO TaKUX KJIETOK OKa3bIBaeTCs 9, U OHU
UASHTUYHBI KJIeTKaM IMPOMOJbHON INIMH, KOTOPBIE
saBisgiorcs Takke moromkamu GP (LGB) 1 mocne 00-
pa30oBaHsI MUTPUPYIOT K MECTaM X OKOHYATEILHOTO
pacnoioxKeHUsI BIOJIb KOHHEKTHB (Jacobs at al., 1989).
V 1o3gHux 3MOPMOHOB 1 HOBOPOXKIEHHBIX JIMIYMHOK
KJIETKM He AeJISITCS, U, CIeA0BaTeIbHO, MX YUCJIO B 3TO
BpeMsI OCTaeTCsI MOCTOSTHHBIM. Jlanee 41CiIo KIeTOK
HEWPONUISIPHON INIMU pacTET MEAJEHHO B TEUEHUE
1-ro ¥ 2-r0 TMYMHOYHBIX BO3PACTOB 1 PE3KO YBEJIU-
yuBaeTcs B TedeHMe 3-ro Bo3pactra. Hampummep, B
MO3re K KOHITY 3-T0o BO3pacTa MX HACUMTBIBAETCS YKe
oT 17 no 90. I1pu 3TOM cunuTaeTCsl, YTO 3TO MPOUCXO-
IUT KaK 3a CYET JeJICHUSI CAMMX IIMaJIbHBIX KJIETOK,
TaKk U TUdGEepeHIUPOBKUA B TN HEKOTOPHIX IMO-
TOMKOB MTOCTIMOpUOHAIBbHBIX HelipoobiacToB (Perea-
nu et al., 2005).

Kietkn Ha mOBepXHOCTU HEWPOMWIS, U3 KOTO-
PBIX pa3BUBAIOTCS TTOCTIMOPUOHAILHBIE HelipoOJIa-
CThI Y TaOayHOro 0pakHUKa, ObLJIM Ha3BaHBI MTOKOSI-
mumucs Heiipoo6iactamu (Booker, Truman, 1987).
Bo3MoxxHO, 3TO OBIJIO CAeIaHO MO aHAJIOTUH C APO-
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3o0¢punoii. OgHAKO IIPOUCXOXKIECHUE ITOCTIMOPHO-
HaJIbHBIX HElpo0acTOB y Apo30dIIbl U Yellye-
KPBUIBIX COBEPIIEHHO pa3anu4yHO. Y Ipo30QGUIIbI
KaK yXe OBLIO yKa3aHO BHIIIE, ITOCTAIMOPUOHAIIb-
Hble HEMPOOJacThl HAUMHAIOT IIPOSIBISTHCS B I10O-
BEPXHOCTHOII YacTU KJIETOYHOI'O CJIOSI BO IJIaBe
YK€ CYILIECTBYIOIIEro KJOHa KJIETOK, 0Opa3oBaH-
HBIX B OMOpHUOHAJIbHOE BpeMs (IIepBUUYHBIX HEMPO-
HOB). BropuuHbie HeiipOHBI, TPOU3BOIUMBIC TTOCTIM-
OpHOHAIBLHBIM HEMpPOOIACTOM, SIBJISIFOTCS COCTABHOM
4acThIO TOTO e KiIoHa. KileTK1 Ha IMOBEpXHOCTU Heil-
POMJIS YelIyeKPhUIBIX, KAKMM Obl HY OBIJIO MX IIPOYIC-
XOXIeHre, (popMHUPYIOT KJIOHBI KJIETOK 3aHOBO HE Y
MOBEPXHOCTU KJIETOYHOI KOPHI, & Yy CAMOT0O Hepo-
IMWJISL, ¥ TOJIBKO IO33Ke, IT0 Mepe YBEINYCHUS KIIETOK
B KJIOHE, CIBUTAIOTCS B TOJIIIY KJI€TOUHOI KOPHI.

Takum o6pa3zoM, Ha OCHOBE UMEIOIIUXCS TaHHbBIX
MOXHO YCTaHOBUTH CJIEAYIOIIE BApUAHTEI AEATEIb-
HOCTU OIMHOYHBIX HEHp0oOIacTOB (MTO-BUIMMOMY, Y
BCEX HACEKOMbIX HEMpOoOJacTbl IPUOOBUIHBIX Tell,
neiitoliepedpymMa M 3pUTENIbHBIX 10Jei NMEIOT CIie-
M (UIeCKyIo nporpaMMy GYHKIIMOHUPOBAHMS):

1. ®yHKIIMOHUPOBAHUE TOIBKO B TEUYCHUE DM-
OpuoreHes3a xapakTepHO, IO-BUAUMOMY, JIJISI HACE-
KOMBIX C HETIOJIHbIM TipeBpalleHueM. M3BecTHoe
UCKJIIOUEHUE — OOBIKHOBEHHAas MeABeAKa, Y KOTO-
poii, Mo-BUAMMOMY, B CBSI3U C 3a00TOI O MOTOMCTBE
MPOU3OIIUIN 1e39MOPUOHU3AIINUST PA3BUTUSL U CIBUT
MO3JHUX DMOPHUOHAJIBHBIX DTAIlOB Pa3BUTUSI HEPB-
HOI CMCTEMBI Ha HayaJlo HUM}aJIbHOTIO pa3BUTHSI.

2. 3HauuTenbHAas YacTh SMOPMOHAJILHBIX HEHPOO-
JIACTOB TOCJIe TIEpHUO/Ia MOKOS Y TO3MHUX SMOPUOHOB
U B Hayajle JIMYMHOYHOI XKM3HU BOCCTAaHABIMBAET
(GYHKIIMOHMPOBAHNE B Ka4eCTBE IMOCTIMOPHUOHAIb-
HBIX Helipo061acToB — Apo3oduia.

3. HeiipoGacThl He TIpeKpaIiaroT JeTUTHCS B KOHIIE
AMOpHOreHe3a 1 y MOJIOABIX JIMYMHOK, UTO IIPUBOIUT K
HETpepBIBHOMY HeliporeHe3y — MeIOHOCHAas ITueJia.

4. DMOpUOHAIbHBIE HEIPOOJIACThI IETeHEPUPYIOT
B KOHIle aMOpuoreHe3a. [loseieHue BTOporo Heza-
BUCHMOTO MOKOJICHUSI HEMPOOIaCTOB U3 HEKOTOPBIX
KJIETOK Ha IMOBEPXHOCTU HEUPOIUIs B Hayaje MocT-
SMOPUOHAILHOTO PAa3BUTUSI — YELTYEKPbUIbIE.

PABHOOBPA3UWE HAYAJIbHBIX DTAITOB
HEUWPOTEHE3A B 'PUBOBHUJIHDbIX
TEJTAX HACEKOMBIX

I'pnGoBuoHBIE Tela MIBISIOTCI OO0S3aTEILHOMN
CTPYKTYpPOIf MO3ra HAaCEKOMBIX 1 YYaCTBYIOT B 0OpadboT-
K€ HEPBHBIX CUTHAJIOB, MOCTYHAIOIINX OT Pa3JIMIHBIX
OPraHOB YYBCTB U IPYTYX OTAEJIOB LICHTPAJIbHOM HEPB-
Holt cucteMbl. OHU 00pa3oBaHbl COOCTBEHHBIMU HEM-
pOHaMM, TaK Ha3bIBAEMbIMU IIOOYJISIPHBIMU KJIETKA-
MU, WK KileTkamu KeHboHa, a Takske TPUXOISIIIMU
yy>KepodHbIMU BOJIOKHaMu. Tena kierok KeHboHa
pacIIojIaraloTcsl B IopcoKayaaabHOM IIPOToLepedpyMe,
a OTXOSIIIME OT HUX OTPOCTKU (pOPMUPYIOT CIOKHYIO
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HEHPONMWISIPHYIO CTPYKTYpY, MOIPA3IC/ISIONIYIOCSI Ha
TaK Ha3bIBa€MYIO YallleuKy (COBOKYITHOCTh J€HIPUTU -
YeCKMX OTPOCTKOB) M CTeOeIbYaThIi armapar, COCTO-
S U3 aKCOHOB INIOOYJISIPHBIX KJIETOK 1 BKIIFOYAIO-
M1 B TIPOCTEHIIIEM CiTy4yae HOXKY, abda 1 0eTra-Io-
ym. Knetku KeHboHa coOpaHbl B OHY WJIM HECKOJIBKO
rpymnn (B cTapoii inteparype — ro0yaycoB), UTO OTpa-
2KaeTcs Ha OOIIEl CTPYKTYpe YallleuKH U CTeOeIbuaTo-
ro armmaparta. B pesynbprare rprmOOBHUIHOE TEITO KAKION
CTOPOHBI MO3ra MOXET ObITh €AVHBIM WU MOoApa3ie-
JICHHBIM Ha CyOYacTH, YMCJIO KOTOPBIX IIPEUMYIIC-
CTBEHHO PaBHO IBYM, HO MOXET OBITh PaBHBIM TPEM
v naxe yetoipeM (Farris, 2005).

Kaxnerii rmobynyc ¢opmupyercst mpoiardepaTuB-
HBIM LIEHTPOM, COCTOSIIIMM W3 OJTHOIO WJIW He-
CKOJIbKMX HEMPOOJIACTOB Y TAHIIMO3HBIX MATEPUHCKIX
KJIeToK. Ymcimo Helipo0baacToB, GOPMHUPYIOIIMX ITPO-
JmdepaTuBHBIN LICHTP, B OOJIBIINHCTBE CIy4aeB OT-
psinocnieuuduaHo (ITaHos, 1957). OnuH HelipobiacT
B KaXXIOM TIpondepaTUBHOM LeHTpe ObUT HaiieH y
MMOJIEHOK, KJIOIOB, PABHOKPBLIBLIX, HEMPONTEPOUIOB
U TTOJABIISIIONIETO OOJILIIMHCTBA MEKOIITEpOUI0B. B
5TOM clly4yae Heiipo6iacT TpuOOBUIHOTO Tejla BEAET
cebs TToJ0OHO ONMHOYHOMY Helpobmacty I Tuna u,
JIeNsICh, 0Opa3yeT JoYepHUIA HeMpoOJIacT U TaHIJIMO3-
HYIO MaTepUHCKYIO KiIeTKy. Kak mokasanu uccienoBa-
HUS Ha apo3oduie, GopMUpOBaHUE TaKUX HEMpooOia-
CTOB B SMOPHOHAJIEHOE BPeMsI TIPOUCXOIUT, MO-BUIM-
MOMY, TEM 3Ke ITyTeM, KaK M OMMHOYHBIX HEIP0061acTOB
KJIETOYHOI KOPBI MO3Ta U GpIolrHoii 1ermouku (Kunz
et al., 2012). OnHako, B OTJMYNE OT MOCICTHNX, HEeli-
poO6IacThl TPUOOBUAHBIX TeJ, BOSHUKHYB B TEPUO
SMOPUOHAILHOTO Pa3BUTHUSI, TPOAOIIKAIOT (PYHKIIM-
OHUPOBATh HE TOJILKO Y TMYMHKU, HO U HAa TTPOTSKE-
HUM 3HAYUTEJIBHOM YacTH KYKOJIOYHOTO Pa3BUTHS, a
B psne ciydaeB U y umaro (ITanos, 1957, 1966; Cayre
et al., 1994; Trebels et al., 2020).

I[MponudpepaTBHBbIE LEHTPHI CO MHOTHMMU HeE-
po0GJacTamMy ObUIM HaiieHbI BO MHOTHX T'pYyIIIax Hace-
KOMBIX: Y CTPEKO3, TapaKaHOB, MPSIMOKPBUIBIX, IIepe-
MMOHYATOKPBUILIX, HEKOTOPHIX JKYKOB, YEIIIyeKPbUIBIX 1
JIBYKPBUIBIX, OMHAKO OCOOEHHOCTH HelporeHe3a Kie-
ToK KeHboHa Oosbliieii 9acThio BHISICHEHBI HE OBLIN.
Hauboiee mpocToii caydait ObT 0OHApy>KeH Y HEKO-
TOPBIX 3KYKOB, Y KOTOPBIX B COCTaBe KaXKJIOTO ITPOJIH-
¢epaTUBHOIO LIEHTPa UMEJIOCh HECKOJIBKO Hepoobia-
croB. OHN (PYHKIIMOHMPOBAIM HE3aBUCUMO OPYT OT
JIpyra ToJo0HO OMMHOYHBIM HelipoOiactaMm I Ttura u
dopMUpOBaIK 000COOICHHbBIEC IPYIIIIbI KIeTOK KeHbo-
Ha, OTPOCTKU KOTOPBIX B BUE ITIEPBOHAYATIBHO 000C00-
JICHHBIX ITy4KOB 11K B yaieuky (ITanos, 2010, 2012). ¥V
SKY2KEJIULL YIAJI0Ch YCTAHOBUTD CBSI3b MEXITY CTEIIEHBIO
pa3BUTHS TPUOOBUIHEIX TeJI ¥ COCTABOM IIpoJdepa-
THBHBIX LIEHTPOB. Bumpbl co ¢1abo pa3BUTHLIMU IprOO-
BUIHBIMU TeJIaMU MUMEIOT B MPoJM(pepaTuBHBIX 1LIEH-
Tpax OIMH Helipo06J1acT, a BUAbI C CUJIBHO Pa3BUTHI-
MU TpUOOBUIHBIMU TeJJaMU — HecKoubKo (ITaHOB,
2013). Kak ¢popmupyoTcs 3TU MoauHelpooaacT-
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Hble TpoJindepaTuBHbIE IEHTPHI XYKEJUII, yCTa-
HOBUTb HE YAaJIOCh.

YV uccnegoBaHHBIX XyKOB-TLJIaBYHIIOB Oblj1a OOHa-
pyXeHa Ta e 3aBUCUMOCTb COCTaBa MpoJudepaTuB-
HbBIX LIEHTPOB OT CTeNIEHU Pa3BUTUSI TPUOOBUIHBIX TEJI.
BoabIIMHCTBO MIaBYHIIOB UMEET CJIa00 pa3BUTHIC TPU-
OOBUIHBIC TeJIa, U B KAXKIOM MpoandepaTMBHOM LIeH-
Tpe ObLI HaliIeH TOJBKO OMMH Helipoobiact. Mckito-
yeHue coctaBul KpynHblii Cybister lateralimargimalis
C CUJIBHO Pa3BUTLIMU I'PUOOBUIHBIMU TeJIaMU, Y KOTO-
pOro B KaXI0i M3 Tpex rpyni kjietok KeHboHa ecTh
CJIOXKHO YCTpPOEHHBIN nposudepatuBHblii ieHTp (I1a-
HOB, 2014). B Hem nmeroTcs IpoudeprupyoIIne KieT-
KU TpeX TUIOB: 1) oqHa oYeHb KPYITHast aCUMMETPUYHO
JesIasicss KjaeTka; 2) ee OKPY>KaloT MHOTOUMCIICH-
Hble KJIETKW CPEIHUX pa3MepoB, Nesiirecs] Takxke
aCUMMETPUYHO; 3) Ha nepudepun LIeHTpa HAXOISIT-
Csl camble MeJIKMe KJIETKU, JSNISIIINecs] CUMMETPUYHO.
Ha nepudepuu 1ieHTpa pacronaaraiorcs Takske audde-
peHuupyouecs kietku Kenbona. beuto nipennosno-
>KEHO, UTO CaMyI0 KPYITHYIO IEJISIIYIOCS KIETKY MOX-
HO MACHTU(PULIMPOBATh KaK HelipooJyact 11 Tuna, ko-
TOPBIM MpPU AEJEHUU CAMOBOCIIPOM3BOAUTCS, a €ro
BTOpAast IOYEPHSIST KJIETKA OKa3bIBAETCSI TPOMEKYTOY -
HbIM HelipaJibHbIM TTporeHuTopoM. [locnenHuii npu
aCUMMETPUYHOM JIeJIEHUU TaK>Ke CaMOBOCIIPOU3BO-
IIUTCSI M J1aeT Hayajlo TaHIJIMO3HOU MAaTepUHCKOM
kietrke. [Ipy cuMMeTpuUYHOM JeJeHUM MocenHei
00pa3yroTcs ABe KIIETKU, AuddepeHINpyOIIecs B
kineTku KeHboHa.

Btopoii rpynmoii HaceKOMbIX, Y KOTOPbIX ObLIO
MNpPEarojoxkeHo ydyacTtue HelipobnactoB II tuma B
¢dopmupoBaHUU TPUOOBUAHBIX TeJ, SIBJSIOTCS Ma-
JIOYHUKHU. Y HUX Ki1eTku KeHboHa coOpaHbl B MHOTO-
YUCJIEHHbBIE TPYMITbI, OT KOTOPBIX OTXOMAST IMYyYKH OT-
POCTKOB, BXOASIIMX B €IMHYIO0 yanieuky. PaHee y
aMOpuoHoB Carausius morosus B KaXJI0M Tpu0o-
BUJIHOM TeJie ObIIM HalileHbl ABa MpoJudepaTUuB-
HBIX 1IEHTpa C OAHUM HelpoOJacToM B KaXaOM
(Malzacher, 1968). KpoMe HuX, B LiEHTpax ObUIA
oOHapyXeHbl ellle IBa TUMa MpoJrudepupyrIIux
KJIETOK: OoJiee KpyIHbIe, BCTpeyaloliuecs rno Bce-
My TipoJiupepaTUBHOMY LIEHTPY U OCOOEHHO psi-
JIOM ¢ Heipob6iacToM, U 6ojiee MeJIKUe, MpUuypo-
YeHHbIe TJIaBHBIM 00pa30oM K MPOKCUMAJIbHON Ya-
CTHU lLieHTpa psaoM c yaineukoit (ITanos, 2021).

I1pu aHanM3e TaKOro KJICTOUHOIO COCTaBa IMPOJIv-
¢depaTUBHBIX LIEHTPOB ObLIO MPUHSITO BO BHUMAaHUE,
YTO, COIJIACHO COBPEMEHHBIM IPEICTABICHUSIM, HEM-
POHBI LIECHTPAITBLHO HEPBHOM CUCTEMbI HACEKOMbBIX CO-
OpaHbI B IPYIIIbI, UMEIOIIYE OOIIee MPOUCXOXICHUE
OT OIHOTO poaoHavYaabHUKA. OTPOCTKM HEMPOHOB OI-
HOI rpyMITbI OOJIBILIECH YaCThIO OOBEINHSIIOTCS B OOLLINIA
My4OK, UMEIOLIWIA €IUHBII BXON B HEUPOINWJIb U €IU-
HYI0O 30HY KOHIIEBBIX BETBJICHUII B Heilipornmie. B
OpIOILIHOM LIeNTOYKe U B TOJABJISIONIEM OOJIBIIMHCTBE
OTIEJI0B TOJJOBHOTO MO3ra poAoHaYaJlbHUKAMM T'PYIIIT
HENPOHOB SIBIISAIOTCS HelpoOiacTel Thita 1. B Tex ke
Ne 3
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cITydasix, Korga mMeloTcsT HeipooiacTel Tima I, pomo-
HayaJlbHUKaMU TPYII HEMPOHOB SIBJISIIOTCS IPOMEXY-
TOYHbIE HeMpanbHbie TporeHuTophl (Lovick et al.,
2013; Wong et al., 2013). ITockoJIbKy B 9MOpHUOHATIb-
HOM TpHMOOBUIHOM TeJie TTAJJIOYHUKOB ObIIIO HAliIEHO
MHOXECTBO TpyMIl KjieTok KeHbOHa M TONBKO IBa
Helipo6sacTa, ObUIO CIOeaHO TIPEANOJOXEeHUE, YTO
OHU SIBJISIIOTCS HelipoOaactamu turna I, a okpyxato-
1IMe UX KPYMHbIE MPpOandepUupyronie KIieTku MoryT
ObITb UIACHTUGUIMPOBAHBI KaK MPOMEXYTOUYHBIE
HelipaJbHble MTPOTeHUTOPbI, (POPMUPYIOIIIHE TPYIITHI
kietok Kenvona (Ilanos, 2021).

Kpaiine cBoeoOpa3HBIM SIBISIETCS OOpa3oBaHUE
kietTok KeHboHa y nBykpbuioro Muscina prolapsa. Y
JIMYUHKM YeThIpe HelipobiacTa rpuOOBUIHOIO TeJia
(GYHKIMOHMPYIOT KaK TUIIMYHBIC HeIIpOOIaCcThHI TUTIA
1, oOpasy# ripu neneHn, Kak ¥ OMMHOYHBIE HelipoOia-
CThI KJIETOUHOI KOPBI MO3Ta, JOYEpHUIT HelipoOIacT u
TaHIIMO3HYI0 MAaTEPUHCKYIO KJIIETKY. Y B3pPOCIIbIX JIM-
YIHOK HEWPOOJIACTBI OEIATCS, IO-BUOMMOMY, YaIlle,
yeM TaHIIMO3HbIE MAaTePUHCKUE KJIIETKH, U TI0O3TOMY
BOKpYT HEMpOOJIACTOB BCETIa BCTpedaeTCs] HEKOTO-
poOe KOJIMYECTBO raHIIMO3HBIX MATEPUHCKUX KJIECTOK.
OnHakKo y IMPEnKyKOJKHN TaHIIIMO3HbIE MAaTepPUHCKHE
KJIETKHM, OKpYXalollue Hepo0JiacT, HaYMHAaIOT pac-
1. IlepBoHAYaJIbHO BOKPYT KaxKIOro HelipoOJiacta
oOpa3syeTcs rpy1ma u3 8-11 Takux pacTyIInX KJIeTOK,
KOTOPbIE BCKOPE HAYMHAIOT AaCUMMETPUYIHO AEJIUTh-
¢s1 Ha ceOe MoTO0OHYIO Y TUITMYHYIO TAaHTTIMO3HYIO MaTe-
PUHCKYIO KJIeTKY. TpaHchopMUpOBaHHBIC KJIETKA OBI-
JIM Ha3BaHbl BTOPUYHBIMU HelpoOjacTamu, IejIeHUs
KOTOPBIX HAOTIONAJIMCH C 3-X IO 7-€ CyTKM ITocJIe 00pa-
30BaHMsI mynapus. 3aTeM BTOPUYHbIE HEMPOOIACTHI
oTMMpau IryreM anonro3a. Cynp0a JyeThlpex ITepBrud-
HBIX HeIipOO0IaCTOB TPUOOBUIHBIX TEJI OCTAJIACH HEBBI-
siCHeHHOI1. bblIo caenaHo npearioyioKeHue, YTo JIM00o
caMU IepBUYHbBIC HEMPOOJIACThI TPUOOBUIHBIX TEJI 13-
MEHSIIOT CBOIO NACHTUYIHOCTD, IIPEBPAIasICh B IIEPHO,
MeTamopdo3a B Helipooaactel Thma I, mmbdo mocaen-
HYE TaHIJIMO3HbIE MAaTepUHCKHME KIIETKHM, 00pa30BaB-
mmecs Iiepen HadajioM Metamopdo3a, IIpeBpalliarTcs
B IIPOMEXYTOUHBIE HelpanbHble ITporeHuTophl (I1a-
HOB, 2020).

JBe Tpymnmbl HACEKOMBIX XapaKTEepU3YIOTCS OCO-
OEHHO MHOTOYMCIEHHBIMU TIPOJIUMEPUPYIOIIUMU
KJIeTKAMW B Pa3BUBAIOIIUXCS TPUOOBUIHBIX TeJax.
OnHOI M3 3TUX TPYII SBJISIOTCS TMPSIMOKpPbUIbIe. B
UX TPUOOBMIHBIX Tejlax KiIeTku KeHboHa o0pasyloT
eUHYIO TPYIIIy, a UX 00pa3oBaHUE TTPOUCXOAUT B OM-
HOM TIpOJIM(EepaTUBHOM LIEHTpe, AECHCTBYIOIIEM Y
MO3IHUX SMOPUOHOB, HUM( 1 B TEUCHME 3HAUYNTEITh-
Hoit yactu xu3Hu umaro (ITanos, 1957, 1966; Cayre
et al., 1994, 1996; Malaterre et al., 2002). Yucio
Helipo6iacToB, 06pa3yloux IpojaudepaTUBHBIN
LIEHTP, Y JOMOBOIO CBEpuYKa Ha Pa3HbIX CTamUsIX
pa3Butust gocturaet 100—150 (Cayre et al., 1994:
Malaterre et al., 2002). Kaxabiii HeiipoOJIacT SIBJIS -
eTCs TUIIMYHBIM HeiipobiiacToM Tuna I, T.e. geur-
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CSl ACUMMETPUYHO U GYHKIIMOHUPYET HE3aBUCUMO
OT APYTUX HEMPOOJIACTOB.

Honroe BpeMsi ocTaBaJoCh HEM3BECTHBIM, Ka-
KM 00pa3oM oOpasyeTcs Takoe 00JIbIIoe KOJIUYe-
CTBO aCUMMETPUYHO JesSIuMXcsl Helipoonactos. [lep-
BOHAUYaJIbLHO MPEIoJaraim, 4to (hopMUpOBaHUE TAKO-
ro MOJIMHEHPOOJIACTHOrO Mpoar(epaTUBHOIO LIEHTPA
MOXET OBITb CBSI3aHO C JESITEIbHOCTBIO OTMHOYHBIX
HelipoobnacroB (Malaterre et al., 2002), oqHako uzyde-
HYE paHHEro 3MOpHOreHe3a y ABYyX BUIOB CBEPYKOB U
MEPEIETHOM capaH4YM II0Ka3ajJlo CJIOXHOCTh 3TOTO
npouecca (ITanos, 2019). Beuto oOHapyXeHO, YTO B
X0Jie 3MOPMOHAJIBHOTO Pa3BUTUSI LIEHTP MHPOXOMUT
JIBa TIOCJIEOOBATEIbHBIX 3Talla: pa3MHOXEHUS Kile-
TOK U ux nuddepeHurpoBku. Ha nepBom aTare rep-
BOHAYaJIbHO HEMHOIOYMCJICHHBIE KJIETKM Pa3MHO-
KalTCs IyTeM CUMMETPUYHBIX AejieHuii. Ha BTopom
aTare KJIETKW MpeBpallaloTcss B aCUMMETPUYHO Je-
JIsmecs: HelipoOiactel Tuma I, KoTopele B TedeHME
JJTATEJIBHOTO BPEMEHU CaMOBO300OHOBJISIIOTCS U TAIOT
CUMMETPUYHO JIEJISIIIMECS TAHTTIMO3HbIE MAaTepUHCKIE
KJ1eTKU. IToCKOIbKY CBEpUYKM 1 cCapaHYOBBIE IIPEACTaB-
JISTIOT COOOI TMaMeTpaibHO yAaJleHHbBIE IPYT OT ApPYy-
ra BeTBU (pUJIOTE€HETUYECKOro IpeBa MPSIMOKPBLIbIX
(Zhang et al., 2013), ObLIO caeJIaHO IIPEAIIOJIOXKEHNE,
YTO OIMCAHHBIN Mpolecc GOopMUPOBaHUS ITponde-
paTUBHOTO LEHTpa TPUOOBUAHBIX TeJ XapaKTepeH
JUTSI IPSIMOKPBUIBIX B LIEJIOM.

MHOTOKJIETOUHBIM TTPOJIepaTUBHBIM IIEHTPOM
00JTamafoT TakkKe TepelOHYATOKPhUIbIe, TPUYeM He
TOJIBKO KaJIsiiye, Ho u cunsiueoproxue (ITanos, 1957).
BriepBhIe cyliecTBOBaHME TTOIMHEHPOOIACTHBIX MPO-
JdepaTUBHBIX LIEHTPOB OBIJIO OTMeUYeHO enle bays-
poM (Bauer, 1904) y nuunHOK U KyKonok Vespa crabro
u Formica gagates (puc. 3), oOfHAKO 10 CUX TIOp XO
HeliporeHes3a MccaeIoBaH B HUX HegocTaTouHo. [1a-
HoB (1957), ucciemoBaBIlINMii CTAHOBJICHUE TPUOOBH/I -
HBIX TeJT Y MEIOHOCHOM ITYeJTbI, TIPESIITOJIOXKIII, IIPaBIIaA,
He TIPUBOMIS JTOKYMEHTAJIBHBIX JOKA3aTelIbCTB, CYIIe-
CTBOBaHME PaBHOMEPHBIX AeJIEHUI HEMpOoOIacToB, 3a
CYET KOTOPBIX IIPOUCXOIUT UX MHOTOKPATHBIN POCT Y
JIMIMHKYU ¥ TIPenKyKOJIKW. B coctaBe mponmdepa-
TUBHBIX LIECHTPOB OH pa3jinyajl JIMIIb [HEeHTPAJIbHO
pacmnojioKeHHBIe HeMpoOJIacThl U OKPYKAIOIINE UX
mo Tepudepun MHeHTpa TIOOYISIpHBIE HEWPOHBI
(xnetku KeHboHa).

Menyn (Malun, 1998) onucana npoaudepaTus-
HbIEC LIEHTPBI TPUOOBUIHBIX TeJT TMYUMHOK ITIEITBI CO-
CTOSIIIIMMU M3 KJIETOK OMMHAKOBOTO pasMepa, CyIe-
CTBEHHO MEHBIIIETO, YeM Y OMMHOYHBIX HEHpOOIacTOB,
KOTOpbIe paBHOMepHO MeTwimch BrdU. Bto maio
OCHOBaHUWE CYMUTATh, YTO KJIETKU MposimcepaTuB-
HBIX HEHTPOB ACJIATCA CUMMETPUYHO, B pE3YJIbTATE
Yero MPOUCXOINUT pocT HeHTpa. Kpome Toro, Me-
JIYH TIpuBeJia potorpadui 1ByX MUTO30B THUX KJTe-
TOK, KOTOPbI€ OHa CYMTajla CUMMECTPUYHbBIMMU. MCHyH
VIOMSIHYJIa O TaHDIMO3HBIX MaTePMHCKUX KIIETKaX
Mpu oOCYyXIeHUM (QYHKIIMOHWUPOBAHUS OIMHOY-
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HBIX HelipoOJ1acTOB, HO HUYETO He COOOIIIIa O HIX
MpY OINMCaHWW HeliporeHe3a B IpoaudepaTUBHBIX
LIEHTpaxX TPUOOBUIHBIX T Mueibl. OHa TaKKe Ha3bl-
BaeT HEWpPOOJIACTHI IIEHTPOB IPEIITeCTBEHHNKAMM
(precoursors) KjieTok KeHboHa.

Hakonel, comtacHo gaHHbIM Peppuc ¢ coaBTO-
pamu (Farris et al., 1999), y iuunHKuU 5-rO Bo3pacta
MEIOHOCHOI TMuesibl cepeanHy NpojudepaTUuBHBIX
LIEHTPOB TPUOOBUIHBIX TEJI 3aHUMAaIOT HelipoOia-
CTbl, MEXIY KOTOPbIMU BCTpeUaroTcs 6ojiee MeJKue
KJIETKU, TIPEITOJIOXKUTEIbHO Ha3BaHHBIE TAHTIMO3HBI-
MM MaTepUHCKUMU KjeTKaMu. [esiuecs: raHIIno3-
Hble MaTEPUHCKMUE KJIETKU Y JUYMHKU 5-TO Bo3pacTa
OBIITM HalieHbl Ha Trepudeprun HeHTpoB. CHapyKm
OHU ObUTM OKPYKEHbI YK€ 00pa30BaBIIMMUCS KJIeTKa-
mu KenboHa. 1o JaHHBIM aBTOPOB, YKCJIO HEMpoOa-
CTOB B KaXJIOM M3 YEThIPEX LIEHTPOB 3a JIMYMHOYHOE
BpeMs yBeaunuuBaeTcs B 10 pa3 u nocturaet 500. DTo
MPOWCXOAUT, MO UX MHEHUIO, B pe3yJbTaTe paBHO-
MEPHBIX JIeJIEHUI HEPOOIacTOB, KOTOPbIE TAKXKE MO-
I'YyT JEJIUThCS HEpaBHOMEPHO, (DOpMUpPYST JOYepHUE
Heiipo0JIacTbl U TaHIIMO3HbIE MAaTEPUHCKUE KIIETKM.
IMocnenHue 3aTeM MUTPUPYIOT Ha neprudepUto LeH-
TPOB, TIE IEJISITCSI paBHOMEPHO. ABTOPBI, OTHAKO, HE
oIpeaeaniu, MOXeT JIU ONWUH U TOT XXe HelipobyacT
JeJINTHCS TO CHMMETPUYHO, TO aCUMMETPUYHO, 10O
MMEIOTCS IBa TUIIAa HEHpoOJIacTOB.

V npyroro nepenoH4YaToKphLIoro, Mypasbst Cam-
ponotus japonicas, B IpoadepaTUBHBIX LIEHTPaX TPU-
OOBUMIHBIX TeJI ObLUIM TAaKKe HAMIECHBI IBA TUIIA KJIETOK:
HelipoOacThl ¢ 6oJiee KpYITHBIMU siAPaMU 1 O0Jiee MeT-
KU€ TAaHINIMO3HbIE MATEPUHCKHE KJIIETKU, KOTOPKIE, KaK
W y IT9eJIbl, cOOMparoTcs Ha mnepudepun 1ieHTpa. He
OBLIO OOHAPYKEHO HU CUMMETPUYHBIX, HU ACUMMET -
PUYHBIX IeJIeHUI HelipobiacToB. O cylecTBOBaHUU
MEPBBIX JIMIIbL OBLIO MPEANOI0XKEHO Ha OCHOBAaHUM
3HAYUTEJBHOTO POCTa YMCJia HEMpoOJacTOB B Xome
JmmurnHo4YHoro pa3sutus (Ishii et al., 2005).

Briire yxe ObLIO yKa3aHO, 4TO IIOAABJISIONIEE
OOJIBIIMHCTBO MCCJIEAOBAaHHBIX YEITyeKPhUIbIX ME-
10T 110 OTHOMY HeMpoO6JacTy B cocTaBe Iposundepa-
TUBHBIX LIeHTPOB IpuboBuaHbIX Ten (ITanos, 2018).
IToxa 4TO eAMHCTBEHHBIM HCKJIIOUYCHHEM SIBJISIETCS
0abouka-moHapx D. plexippus plexippus, y KOTOpoOii B
cocTaBe npoJimpepaTUBHBIX IEHTPOB ObLIO HaiiIeHO
Heckonbko HenpooOnactoB (Nordlander, Edwards,
1970). ¥ Hee Kaxablil U3 YeTbIpeX LIEHTPOB UMEET BUJL
OIIHOCJIOMHOTO I1CKa, 00pa30BaHHOIO Y HOBOPOXKIEH-
HOM TyCEHWIIBI TpeMsI HelpoOiiactTaMi, HEMHOTUMM
TAHTJIMO3HBIMU MAaTEPMHCKUMM KJIETKAMU U KJIeTKaMU
KenboHa. B TeyeHure 1-ro Bo3pacra 4ucio Helipoobiaa-
CTOB yABauBaeTCs, a K cepearHe S-TO BO3pacTa X YKC-
JIo nopacTtaeT npuodausuteabHo 10 30. B ueHTpe ObLIU
OOHapyXeHbl CUMMETPUYHEIE 1 aCUMMETPUYHbBIEC Je-
JIEHUSI HeMpoO1acToB, IIpUYeM IIEpPBhIE, 32 CYET KO-
TOPBIX TIPOUCXOINIO YMHOXEHUE HEMPOOIAacTOB, He
OBUIM IIPUYPOYEHBI K KAKOMY-JIM0O OTOEIy IMCKa, a
BCTPEYAJIMCh ITOBCEMECTHO. BepeTeHa mx neneHui
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HaXOIWJINCh B IVIOCKOCTH AUCKA, KOTOPHI ITO3TOMY
ocTaBajics OMHOCIONMHBIM. OCH BEpEeTeH aCUMMETPUY-
HBIX AeJICHUI OBLIU MePIIeHAVKYJISIPHbI CJIOIO IIOT0OHO
TOMY, YTO HAOJIIOMaeTCs y HEiipoOJIacTOB B paHHEM 5M-
opuorenese. Ilpobiaema, MMeIOTCs U B TIpoandepa-
TUBHBIX LIECHTpax 06a00uYK1I-MOHapXxa IBa TUIa HepoO-
JIaCTOB, HEJSIIIINXCS CUMMETPUYHO MM aCUMMETpUI-
HO, WJIW OOHU M Te XXe HEeHpoOIacThl CITOCOOHBI K
JIeJIeHsIM OOOMX THMIIOB, aBTOpaMM He OOCyKOaiach.
Ocob6eHHOCTh CTPOSCHUS ITPOTM(PEPATUBHBIX IICHTPOB Y
0a00UYKM-MOHapXa aBTOPHI MPEIITOJIOKUTETHHO CBSI-
3aJI1 C TPOIOJLKUTEILHOCTBIO KM3HU MMaro U CJIOXK-
HBIMA MUTpanusMu. OgHaKO y Apyroi 0a0odKI-MU-
rpaHTa, TAKCOHOMUYECKM JOCTAaTOUYHO OJIM3KOTO BUIA,
HumMmbamunbl Vanessa cardui, B IegHTpax UMEJIOCH TOJb-
Ko o omHoMy Helipoo6acty (Kollisch et al., 2002).

MHOTI'OOBPA3UME KJIETOK KEHbOHA
N ETO ®OPMHUPOBAHUE
(BTOPOUM OTAIl HEMPOT'EHES3A)

IMocne geneHus TaHITIMO3HBIX MATEPUHCKIX KIJIETOK
Ha4YMHAETCs BTOPOM 3Tall HeliporeHe3a, 3aKjioda-
1o1uiics B 1uddepeHIUPOBKE ITOCTMUTOTUYECKUX
KJICTOK B HEMPOHBI pa3jiuYHbIX TUIIOB. CorjIacHO
MHTEHCHUBHO pa3pabaTbiBacéMOM B HACTOSIIIEE Bpe-
MsI KOHLEIILUU, CYIIECTBYeT IIPOCTPAaHCTBEHHO-
BpEMEHHAasI pEeryysiius KOMIETCHINMNU HelpalbHBIX
IIPOT€eHUTOPOB OIPENESIISATh XapaKTePUCTUKHA CBOETO
notoMmcTtBa. IlojlydeH OrpoMHBIii MAacCUB TaHHBIX O
TOM, YTO B 3aBUCUMOCTH OT ITOJIOKEHMUS IIPOTe€HUTO-
pOB B HEPBHOII cHUCTeME M BpeMEHU OOpa30BaHMUSI
TFaHIJIMO3HBIX MAaTEPUHCKUX KJIETOK B HEMpaIbHBIX
MIPOreHUTOpax 3KCIPECCUPYETCS IOCIEIOBaTEIb-
HO pPsiI TPAaHCKPUIILIMOHHBIX (paKTOPOB, KOTOPHIE IIe-
peXoIsaT B TaHIIMO3HbIE MaTEPUHCKME KIETKU U B
JaJIbHEUIIIEM OIIPEACISTIOT Cyab0Yy X JOYEPHUX KIICTOK
(0630pn1, Hanpumep, Kohwi, Doe, 2013; Yasugi,
Nishimura, 2016; Holguera, Desplan, 2018). Huke
IIPUBOISTCS U3BECTHHIC CBEACHUSI O MHOTrooOpa3uu
kieTok KeHboHa y ripencraBuTelieil pa3HbIX OTPSIIOB
HACEKOMBIX U O ITyTU ero (hopMUpPOBaHUSI.

Tapakanbl. [lepBoHaYaJIbHO Yy aMepUKAHCKOTO Ta-
pakaHa Periplaneta americana cpenn Kietok KeHboHa
ObLIM BblIIE/IEHBI “00bIYHbIE” KJIeTKU KeHboHa, 3aroii-
HSIBIIME ITOJIOCTU OOKaJioB, U “HapyXHbIe” KJIETKU
KenpoHa, Tema KOTOPBIX JeXKaJli OKOJIO Kpast boka-
JIOB M Jajiee BOOJIb UX Hapy>kHoro Kpasi (Weiss, 1974).
B manpHeiilieM rpuOOBUIHBIC Tejla TapaKaHOB MC-
CJIEIOBAIMCH ITOYTH UCKIIIOUUTEIbHO IIyTeM MMIIpe-
rHauuu 1o merony lonapmxu. B mepBomM Takom uc-
cJIelIOBaHUM B Ka4eCTBE KPUTEPUEB UCIOJIb30BaINUCh
Tororpaus TeJl KIIETOK OTHOCUTEIBHO OoOKaja,
¢opma 1 MecTo BETBJICHUS ICHIPUTOB, X0/l aKCOHOB
B HOXKe U noiigx (Mizunami et al., 1998). bsuto BEI-
neneHo ueThipe kiacca kietok Kenvona (K1, K2, K3
u K4), Tena KoTopbiX pacroJjiarajiich KOHLIEHTpUYe-
CKMMM KOJIblIaMM, HauMHasl OT 1eHTpa 6okana (K1) u
K ero nepudepun (K4). Aennputer K2- u K3-kieTtok
Ne 3
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OBLIM pacIipedeseHBI 110 BCeMy HEeMPOIMIIIO Yalied-
KU, Torna kak neHaputsl K1- u K4-kimetok BcTpeya-
JINCh, COOTBETCTBEHHO, B HAPY:KHOM 1 BHYTPECHHEM
ciosix ee Heiporms. [lo-BummMoMy, KIeTKM Kiiacca
4 COOTBETCTBYIOT “Hapy:XHBIM~ KiieTKaM KeHboHa,
onucaHHbIM Baiicom, a kieTkm kinaccoB 1-3 —
“o00brYHBIM” KJ1eTKaM KeHboHa.

INo3gHee Ha OCHOBaHUM MPENMYILIECTBEHHO CTPOE-
HUSI OKOHUYAHWI TeHIPpUTOB KJIeTKM KeHboHa Tapaka-
HOB OBLIU TTopa3ae/ieHbl Ha IBa Kiacca. KireTku xiac-
ca I xapakTepu3zoBanch 0OMIMEM ITUITUKOB HA TEH -
PUTHUYECKUX OKOHYAHUSIX Y COOTBETCTBOBAJIN KJIETKAM
KiaccoB 1—3 MuiyHamu, Toraa Kak KjieTku kiacca 11
WMeJN “KOITeBUIHBIE” IEHIPUTUIECKIIE OKOHYAHMS 1
COOTBETCTBOBAIIM KiieTKaM Kitacca 4 (Farris, Strausfeld,
2001). Kpome TOro, y aMepuKaHCKOTO TapakaHa ObLI
HalileH elle OOUH TUM KiIeTOK KeHboHa, KIIETKU
kiacca 111, KoTopwie 06pa3yroTcs yke y SMOPHOHOB,
MOChUIAIOT IEHIPUTHI B IPUAATOYHYIO YaIIEUKY, a UX
aKCOHBI (POPMUPYIOT cieliUUIECKIEe CyOCTPYKTYPHI
B moJisax (Farris, Strausfeld, 2003).

IMTponudepaTuBHble LEHTPHl B Pa3BUBAIOIIMXCS
IrpUOOBUIHBIX TeJlaX TapakKaHOB, COCTOSIINE U3 He-
MHOTUX Heiipo0JIacTOB, HaXonsITCSl BOJM3U OCHOBA-
Hus 6okanoB (Malzacher, 1968). IlosToMy MoOXHO
MPEAIIOJIOXUTh, UTO Hanboyiee paHO 0Opa30BaHHBI-
MU, TIOMMMO KjieTokK kiacca III, gBastioTcs KiieTKu
Kimacca 4 MuiryHaMu, pacriojiararoiirecst Ha nepude-
pun KoMIuiekca Kietok KeHboHa, a KjieTku Kiacca |
MuiyHaMM, pacIioJIOXKeHHBIE OJIKe BCceX KO THY 00-
Kaja, SIBJSI0TCS caMbIMU MoJionbiMu. PanHee dop-
MUpOBaHUE KJIeTOK Kjacca Il moaTBepknaeTcst Tak-
JKe TeM, UTO YK€ Y HOBOPOXIEHHbIX HUM@ TapakaHa
MMEIOTCSl COOTBETCTBYIOIIME UM OTAebI noJeit (Far-
ris, Strausfeld, 2001).

IIpsamoxkpeLabie. C10XXKHOCTb CTPOSHUS YaIlleUKH Y
MpEeACTaBUTENCH NPSIMOKPBUILIX ObLJIa YCTaHOBJICHA
yxe B kKoHLe XIX Beka (Dietl, 1876; Viallanes, 1887),
MIpUYeM MEPBBI aBTOP Y OOBIKHOBEHHOM MEIBEIKM 00-
HapyXWJI ee IByXpa3aeabHOCTb. JIByXpa3aeIbHOCTh Ya-
IIIEYKH ObLJIa 3aTeM YCTaHOBJIEHA Y JOMOBOIO CBEPU-
Ka 1 IByX BUmoB capaHuyoBbIX (Hanstrom, 1940), a
ellle MO3Xe — Y IIMPOKOro Kpyra IMpsIMOKPBUILIX
(Weiss, 1981).

PaznmeneHue yaledyky Ha IBa OT/eJIa Ipearnoaraet
CyLLIECTBOBAHME I10 KpaiiHeil Mepe IBYX TUIIOB KJIETOK
KennoHa. BniepBble 0HU OB OMUCAHBI TIPU UCIOJIb-
30BaHUM OOIIET0 TMCTOJIOTMYECKOIO OKpPAIINBAHUS Y
JIOMOBOTO CBepyYKa: 0oJiee MeIKMe KIICTKH, 3arlOTHSIB-
ILIMe IJIaBHBIM OOKaJI YallleyKu, U KJIETKH ¢ 00J1ee Kpym-
HBIMU IIEpUKapUOHAMM, CBSI3aHHBIE C 3aJHeil Jya-
meykoit (Hanstrom, 1940). [Tocie mmnperHauuu
no Tonpoku kieTku KeHbOHa JOMOBOIO CBepykKa
ObUIM TONpa3aeiieHbl Ha 3 Kjlacca: KJIETKU KJIaccoB 1 u
2, CBI3aHHbBIC C NIABHOM YaIlleUKOM, M KJISTKH Kjlacca 3,
CBsI3aHHbIC C 3agHeil yaieukoit (Schiirmann, 1973).
KpynHbie HeiipoHbI KJIacca 3 UMEIOT CHAOKEeHHbIE I~
MUKaMH JeHOPUTHI B 3aMHen yameuke. [Tyaku nx akco-
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HOB 00Pa3yIOT TSDKM, PACcTONIOKEHHBIE T10 TIeprudepru
DIaBHOI HOXKMU, Nepudepurio oi-101, a Takxke Y-I0-
JII0, TIPUJIETAOLILYIO K 3-m01e. JIeHAPUTHI KJIETOK 1-r0 1
2-TO KJTaCCOB HaXOIsITCS B TNIaBHOM Yartieuke. [1o3mHee
KJIETKH 1-TO Kjlacca CTajli paccMaTpuBaThCsl KaK He-
3pesibie HelpoHbl 2-ro Kiacca (Mashaly et al., 2008).

B xaxxnom rpruOoOBUIHOM Tejle TOMOBOTIO CBEpUYKa
nMeeTcd okoio 50000 menkmx kinetok KeHboHa,
CBSI3aHHBIX C IJIaBHOI 4Yamieykoit, u okojio 5000
0oJiee KPYIMHBIX KJIETOK BOKPYT 3aJHEH YallleuKu.
KpynHbie kaeTku oOpa3yioTcsl TOJBKO B 3MOpPHO-
HaJIbHOE BpeMsI, B KOHIIe KOTOPOro HAaYMHAIOT oopa-
30BBIBATbCS U MeJIKME KJIeTKU. MoJjioable KIIeTKU
pacIiojiaraloTcs 110 OCH OOoKaia U OTTECHSIIOT CTaphle
KJIETKHU K ero Kpasm. [Ipenronaraercs, 4To B IIpOIr-
¢depaTUBHOM LIECHTPE UMEIOTCS IBE TPYMITbI HeiipoOia-
CTOB, 13 KOTOPBIX OIHA IIPOU3BOAUT KPYITHBIE KIIETKH,
a II0TOM BKJIIOUAETCS BTOpasi rpyImna, IpoOn3BOIsIIIAs
Meskue KiaeTku (Malaterre et al., 2002).

Kectkokpouibie. Y Tribolium castaneum B rpu60-
BUIHBIX TeJax ObLIM OOHAPYXKEHBI Te XKe J0JIU, YTO U
y apo30oduibl, 4TO MOJApa3yMeBaeT CyllleCTBOBaHUE
ki1etok KenvoHa y-, o' /B'- u o/B-tunos. Kpome to-
r0, y 3TOM YepHOTEIKY OblIa HaliIeHa ele 0cobast 8-
noJisi, cchopMUpPOBaAHHASI OTPOCTKAMU COOTBETCTBY-
oKX KjieTok KeHboHa. B xone oHTOoreHeTU4eCcKoro
pa3BUTHUS KjieTKu KeHboHa 3TUX TUIIOB 00pas3yloTcs,
KakK Uy Ipo30(duJibl, MOCIEA0BATEIBLHO, HO BPEMSI UX
¢dopMuUpoBaHUsI UHOE, YeM Yy npo3oduibl. Tak, ca-
MBIMU paHO (OPMUPYIOIMMUCS CIUTAIOTCS O-KIIET-
KM, 3aT€M Ha MPOTSLKEHUU JUUYMHOUYHOTO BPEMEHU
dbopmupylorcs y-KiIeTKu. Y KyKOJKU TOSIBIISIIOTCS
o'/B'- KJIETKU ¥ TOJBKO Y IOJTOXMUBYILETO UMAaro —
o/B- xinetku (Zhao et al., 2008).

Y mnactuHuyaTtoycoro xyka Pachnoda marginata
ObLIM BBISIBJIEHBI TOJILKO JIB€ KaTeropuu kiietok Ke-
HbOHA: lIEHTpaJbHbIe U Tlepudepuyeckue. JdeHapu-
TUYECKHE OKOHYAHUS LIEHTPATTbHBIX KJIETOK MOP(hOJI0-
TMYECKU CXOIHBI C TAKOBBIMU KJIETOK Kjacca II, akco-
Hbl KOTOPBIX 00PAa3yIOT Y-I0JU Y IPYTUX HACEKOMBIX.
INepudeprueckue kaeTKu 1o MOpdoJIOruy MOXOXKU Ha
kieTkn knacca IIl, oOHapy:keHHBIE Yy TapakKaHOB U
HEKOTOpbIX npyrux HacekoMmbix (Larsson et al.,
2004). JlanHbBIEe O pa3BUTUU TPUOOBUIHBIX TENI Y 3TO-
ro XyKa OTCYTCTBYIOT, HO MO aHaJIOTUU C JAPYTUMU
HACceKOMBIMHU MOXHO TIPEANOoJOXUTh, YTO Nepude-
puyeckue KieTku KeHboHa 06pa3yroTcs TepBbIMU.

IlepenonyaTokpslibie. MemoOHOCHAsI IMYejia UMEET
CaMyl0 MHOTOJIETHIOIO MCTOPUIO M3YUYECHUS MHOT000-
pasusa kierok Kenbona. Yxxe KenboH (Kenyon, 1896)
BHYTpU OOKAaJIOB TPUOOBUIHBIX Tel MEIOHOCHOI
ITYeJIBI BBIIEIWII ABa THUITa HeiipoHoB. HelipoHbI ¢ 60-
Jiee MEJIKMMHU KJIETOYHBIMM TejJaMu (HOpMUPOBaIA
MeIUAJIbHO PACIIOJIOKEHHYIO TPYIITY, OKPYXEHHYIO
CO BCEX CTOpPOH 0OoJiee KPYITHBIMM KiaeTKamu. [lo-
cJIeIHYE UMEJIM CUJIBHO pa3BETBJIICHHBIC ASHIPUTEI B
CTeHKe GOKAJIOB, TOrAA KaK Yy MEJIKMX LIEHTPaTbHBIX
KJIETOK CJIa00 pa3BeTBIEHHBIC IEHIPUTHI pacIiojiara-
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JINCh B OCHOBaHMM Ookaja. [lomoOHoe pasmeneHue
HEMPOHOB BHYTPM OOKaJIOB Ha LIEHTPAJIbHYIO U Te-
pudeprIeCKyIO TPYIIIbI OBIJIO OOHAPYKEHO TaKXKe Y
mHorux Aculeata (Alten, 1910). IlpaBaa, 3TOT aBTOp
Mpearnoaarajl COOTBETCTBUE IIEHTPaJIbHONM TpPYIIbI
“o0OpaszoBaTeIbHOMY LIEHTPY”, HE3aJ0JIT0 IO 3TOrO
ONMCAaHHOMY B TPMOOBUIHBIX TelaxX KYKOJIOK IIepe-
noH4yaToKpbLUIbix (Bauer, 1904).

IMo-Bunumomy, Monecky (Jonescu, 1909) 6b11 ep-
BBIM, YKa3aBIIIMM Ha CYIIIECTBOBAHME B TPUOOBUIHBIX
TeJax MEIOHOCHOM ITYeJTbI, IOMUMO ABYX TUITOB BHYT-
PHUOOKAJTOBBIX KJIIETOK, TPETHETO TUTIA HEPBHBIX KIIETOK,
PaCITONIOKEHHBIX BOKPYT 60KajioB. OMHAKO 3TH KJIIETKH
crelMaIbHO He ObUIM MM OXapaKTepHU30BaHbI U HE ObI-
Jla yKa3aHa TpaHWIIa, pasleisBIIas UX W KpyIHbIC
repudeprdecKkre BHyTPUOOKAIOBhIE KICTKMN.

Bboiee monpobHas xapakTepucTHKa HApPY>KHBIX KJIe-
TOK ObLIa cAejlaHa TIPU M3YYeHUM TPUOOBUIHBIX Tell
HECKOJIBKMX BUIOB Bombus n Psythirus (Barendrecht,
1931) u mo3nHee — MemoHocHOI1 muenbl (ITaHoB, 1957;
Farris et al., 1999). Kak v B mpeaplayiux, B 3Tux pabo-
TaX XapaKTepPUCTUKH TUTIOB KJIeTOK KeHhoHa OCHOBEI-
BaJIMUCh Ha TTOJIOKEHUY KJIETOK OTHOCUTEJIBHO Yallley-
K1 ¥ Ha pa3Mepe Tella KIIeTKU (TIPaKTUIECKH — sIpa).

T'opaszno Gomplee pazHooOpasue KieToK KeHpo-
Ha OBLIO BBISIBJIEHO B FpI/I6OBl/I£LHbIX TeJ1axX MEOOHOC-
HOM IT4eIbl IPU UCIIOJIb30BaHMM METOIA UMIIpEeTrHa-
uu 1o ToabIkKu U APYTrMX HEHpOrnucTONOTMYCKUX
MeTonoB. IlepBoii Takoit paboToli, B KOTOPOI TUIIBI
KJ1eToK KeHboHa y MeJOHOCHOM MYeJIbl OIPEICIISUINCh
110 CTPOEHMIO 1 TOHOorpachuy KJIETOYHBIX OTPOCTKOB,
ObLIO UccaeaoBaHue Mo00ca, BBIISIUBIIIETO 5 TUTIOB
kireTok Kenbona (Mobbs, 1982).

Crpaycdenn (Strausfeld, 2002) nompaszaenia KpyIi-
Hble Kj1eTK KeHboHa Ha Tpu rpyminbl. KiieTku MajieHb-
KOl MPOKCHUMAaJIbHOI I'pyMHITbl HOCHUIAIOT ACHIPUTHL B
HapyKHYIO 30HY 0a3aJIbHOTO KoJbla. JIeHIpUTHI cpeli-
HEM IrPYIbl HAXOOATCSA B HAPYXKHOM, ITPOMEXKYTOUHOM
¥ BHYTpEeHHEeIl 30HaX BOPOTHUYKOBOM YaCTHU Yalleyu-
KH. JleHIpuThl Hapy>XKHOI TPYMIIBI, PacIIOI0XKEHHOMN
BOKPYT BEpXHETO Kpasl yalleyku, UIYT B €€ KpaeBylo
yacTh. LleHTpanbHast rpymia MeJKux Ki1eTok KeHboHa,
CBsI3aHHAsI ¢ 0a3aJIbHBIM KOJIBLIOM YallleUyKU, IOApa3-
JleJieHa Ha Hapy>XKHYI0 U BHYTPEHHIOIO Tpymnbl. Bce
9T HEMPOHBI UMEIOT IIUITMKOBEIE NEHIPUTUYECKIE
OKOHYAHMS 1 OTHOCATCS K Kiaccy I kietok KeHbo-
Ha, OMNMCAaHHOMY y aMEpMKaHCKOIo TapakaHa (CM.
BhIlIe). OT mIepUKapHMOHOB BCEX 3TUX KJIETOK OTXOIST
OTPOCTKM K BHYTPEHHEI CTEHKE YallleuKHu, IJIe OHU
BETBATCA. OL[Ha BE€TBb BXOIUT B HCﬁpOl’[VIHb yaliey-
KM, a BTOpasi UAeT BIOJIb BHYTPEHHEN IIOBEPXHOCTU
OoKaJia B HOXKY.

OTpOCTKM MEJIKMX HapyXHBIX KJ1eToK KeHboHa
BXOOST B HApPYXHYIO CTEHKY 4YallleuKU C BHEIIHEe
CTOPOHBI U UOYT B HeMpomuie IepreHIUKYISIPHO
MMOBEPXHOCTHU Yamieyku. OT KaxKaoro Heipura oTxo-
JIUT HeOOJIIIIOE YHUCIIO KOPOTKUX JEHIPUTHBIX BETO-
YeK, KOTOpbIe OKAHYMBAIOTCS B BUAE KOTTEBUIHBIX
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CTPYKTYp. TakuM oOpa3oM, MeJIKre Hapy>KHbIe KJIeT-
k1 KeHboHa oTHOCcsTCS K Kiacey I1. Bo Bcex Tpex oT-
Jieiax BOPOTHUYKOBOM YaCTH YaIlleUYKN UX OTPOCTKU
GOopMHUpPYIOT HaJMCAOHYIO CTPYKTYPY HEHpOITMIIS.
OTtpoctku kiaetok KenpoHa Il Tuma mpoxoasT Takske
yepe3 HeMpOMIb 0a3aIbHOTO KOJIbIIA.

HMuoe nonpasaeneHue KpynHbIX KiieToK KeHboHa
OBUIO MOJy4eHO Ha OCHOBE aHajlM3a MPeUMYyIe-
CTBEHHOI1 KCIIPECCUU I'€HOB B IepUKaproOHaX KJiie-
Tok (Kaneko et al., 2013; Kaneko et al., 2016). B coctase
KPYIHBIX KJIETOK BHYTpH OOKasia ObLIa BbIIEJICHA 00JIb-
111asi KOMITAKTHAsl TpyIlia HeiipOHOB, Ha3BaHBIX KJIET-
kamu KeHboHa “cpemHero Tuma”, pacroJiararoniasicst
BOKPYT BHYTPEHHUX MEJIKMX KJIETOK. Takoe ke momapas-
JieJieHVie BHYTPEHHUX KPYITHBIX KJIETOK ObUIO HalIEHO
y ocbl-ckomun Campsomeris prismatica, CKITagdaTOKPbI-
JIoM OCHI Vespa mandarina, HO OTCYTCTBOBAJIO Y Hae3-
HuKa Ascogaster reticulata (Oya et al., 2017).

Tpu ocHOBHBIX TUNA KJIeTOK KeHbOHA 00pa3yoT-
csl Y MEIOHOCHOIT mYelibl II0CASA0BaTEIbHO B TeUe-
HUE JMYMHOYHOIO 1 HavyaJia KyKOJIOYHOTO II€pHUOI0B
pasButusg (ITanoB, 1957; Farris et al., 1999). Menkue
HapyXHbIe KJIETKH IOSIBIISIIOTCS BOKPYT IIpoJndepa-
TUBHOIO IIEHTPA yX€ Yy 3-AHEBHOM JTMYMHKU, U UX
o0Opa3oBaHUe JIUTCS BILIOTh 10 CTAJAUM TPEIKYKOJI-
K1. 3aTeM BOKpPYT IIpOJIr(epaTUuBHOIO LICHTPA MOSIB-
JISIETCS CJIOM KPYITHBIX BHYTPEHHUX KJIETOK, MPOIYK-
LIMST KOTOPBIX TTPOAOJIKAETCS BIUIOTh 10 BTOPOTO KYKO-
souHoro nHs. ITocne aToro nesaTeIbHOCTh oYara CHOBa
W3MEHSIETCSI, M BOKPYT HETO MOSIBIISIFOTCS TeJIa MEIKIX
BHYTPEHHHUX KJIETOK, KOTOpbIE ITPOAOIKAIOT (hOopMU-
poBatbesl A0 6-ro AHST KYKOJKH, KOIIa HauMHAeTCsI
IereHepauus IpoiandepaTuBHoro 1eHrtpa. Mmes B
BUY TaKoii xapakTep (hopMUPOBaHUSI COCTaBa KJie-
ToK KeHbOHa, MOXHO CUYMTAaTh, YTO KiIeTK1 KeHboHa
“cpemHero ThIia”, YIIOMSIHYTEIE€ BBIIIIE, TTPEICTABIISI-
10T cO0O0If HanboJiee MOJIOAYIO MO BpeMeHU 00pa3o-
BaHUsI TPYIIITY BHYTPEHHUX KPYITHBIX KJIeTOK KeHboHa.
B 1restom, xaptiHa hopMHpOBaHMS BCEro KOMILIEKCA
ki1eToKk KeHboHa B TpMOOBUIHBIX TeldaXx MEIOHOCHOM
ITYeJIbl XOPOIIIO COOTBETCTBYET KOHILICIIIUM BO3PACT-
HO-3aBUCHMON T depeHIIMPOBKE HEMPOHOB, MPO-
U3BOJMMBIX HEeipobiacTaMu.

JBykpbuibie. MHoroo6pasue kiaerok KeHboHa y
JIBYKPBUIBIX UCCIIEIOBAJIOCh MOYTH MCKIIIOUNTEIIHHO
Ha npuMepe APo30(WIbl C HOMOIIBIO PA3IMYHBIX MO-
JIEKYJISIpPHBIX MapkepoB. [lepBoHavaibHO ObLIO Haiie-
HO, YTO HEeMpOIMWIsIpHAsI YaCTh TPUOOBUIHBIX TEJI IPO-
30(WIIbI, TOMUMO OOBIYHBIX CTEOEbKA, O- U 3-1051ei,
BKJIIOYAET TAKXKe TaK Ha3bIBAEMbIH LU U Y-I0JTI0, KO-
Topasi TecHO nipuieraet K B-mose (Heisenberg, 1980),
U TIoapaszneneHue KieTok KeHboHa Ha ocoObIe KaTe-
ropuu ObLIO OCHOBAHO Ha XOJ¢ UX aKCOHOB B JOJISIX.
Tak, cHauana kinerku KeHboHa npo3oguiabl ObLIN
noapasaesieHbl Ha TpY KaTeTopuu: 1) KIIETKH, TTOCHI-
JIAIOIIIMEe aKCOHBI B O~ M 3-10J11; 2) KJIETKH C aKCOHA-
MU B IIIUIIE U Y-I0Jie U 3) KJIETKH ¢ aKCOHAMU B - 1
v-nossix (Yang et al., 1995). UMMyHOLIMTOXMMUYECKUIA
Ne 3
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aHaJIN3 CTPYKTYPHI TPUOOBUIHBIX TEIT APO30GUIIHI TI0-
Kas3aJl, YTO B UX HEUPOMWISIPHON YaCTU MOXKHO BBIIE-
JIUTB HE TPH, a TISITh IOJIEH: O-I0JTIO0, OL'-10JTI0, B-1050,
B'-momo u y-nomo. B cBsi3u ¢ 3TUM GbUIM BBIIEICHBI
TpU TPyNIbl Ki1eToK KeHboHa, MOChUIAIOITNX aKCOHBI:
1) B o - u B-momio (o/B-knetku), 2) B o'~ u B'-momro
(o'/B'-knetku) u 3) B y-momio (y-kietku) (Critten-
den et al., 1998). IIpu 3TOoM U3 NMPUOIUBUTEIBHO
2000 kireTok KeHboHa, BBIAEICHHBIX B KasKIOM I'PY-
OOBHIHOM TeJIe MOJIEKYJISIpHBIMU Mapkepamu, 33%
cocTaBisu y-kietku, 18% — o'/B'-kinerku u 49%
o/ - ketku (Aso et al., 2009).

Takoii CIOXHBIN cocTaB KiIeToK KeHboHa dop-
MUPYETCS B CTPOTOii 3aBUCMOCTH OT BpeMeHU 00pa-
30BaHUs KJeTOK. Tak, HEMPOHBI, MOCHIIAOIINE aK-
COH B Y-10J110, GOPMUPYIOTCS yKe Yy d9MOpUoHa (Arm-
strong et al., 1998) 1 y IMYMHKU BIJIOTh A0 CEPEINHBI
3-ro Bo3pacra. HeiipoHbl ¢ akcoHamu B O'/PB'-mosisix
00pa3yloTcs ¢ CeperHbI 3-TO BO3pacTa 1 10 MOMEH-
Ta 00pa3oBaHUS MMyMapusl, a HEHPOHBI C aKCOHAMMU B
0./B-nonsix 06pasyroTcs y MPEIKYKOJKU U KYKOJKHU
(Lee et al., 1999).

Bo Bcex mepeumcieHHBIX paboTax MCITOIb30Ba-
JIUCh JIUIITb MOJIEKYJISIPHO-TEHETUUYECKHUE U UMMYHO-
TUCTOXUMMYECKIE XapaKTePUCTUKU KiIeToK KeHbo-
Ha. C yJ4eToM X CBS3ei C Iy KepOTHBIMI HEMPOHAMU
B yallleyKe M JOJISIX YMCIO TUIOB KJIeToK KeHboHa B
TPUOOBUIHBIX TelaX OPO30(MIIIBEI OBUIO JTOBEACHO IO
cemu (Aso et al., 2014). 3 nux xirerku KeHboHa 5 Ti-
MOB MMEJIN JCHAPUTUYECKUE BETBJICHUS B TJIaBHOM
Yalreyke, a IBYX TUTIOB — B IBYX ITPUIATOYHBIX.

HccnenoBanne CTPYKTYpBl TPUOOBUIHBIX TEI C
MOMOIIIBIO METOAA UMITpeTHALIUM 1o [onbaKu ObLIO
IIPOBEICHO B €IMHCTBEHHOM McclienoBaHUM (Straus-
feld et al., 2003). [TyreM KOMOMHAILIMKX 3TOrO METOIA
C MMMYHOLIMTOXMMMWYECKUM BBISIBJIEHUEM HEKOTO-
PBIX MEIUATOPOB U APYTUX OMOIOTMUYECKY aKTUBHBIX
MOJIEKYJT JOJU TPUOOBUIHOIO Teja Ip030(MUIIbI ObI-
JIM moApasaesieHbl Ha HECKOJIBKO HOBBIX OTHEJIOB, a
kieTku KeHboHa — Ha 8 TUIIOB, pa3JIMYaIONINXCS 110
X0y UX OTPOCTKOB B JIOJISIX, XapaKTepy BETBIICHUIA
JIEHJPUTOB B YallleyKe ¥ UMMYHOLIMTOXUMUYECKIM Xa-
paktepuctukaM. Knetku KeHboHa ¢ akcoHamu B Y-10-
JIe U KOTTEBUIHBIMU JEHAPUTUIECKUMH OKOHYAHUSIMU
ObITM oTHeceHHI K kKiaccy 11 kiretok KeHboHa.

Yemyekpbliabie. Y UYEIIYeKPbUIBIX MMEIOIIUECs
Kinaccudukauum Kietok KeHboHa OCHOBaHEI IIpe-
MMYIIECTBEHHO Ha CTPYKTYpP€ UX NEHAPUTUIECCKUX
BETBEl B yalleuke U Ha Tororpaguu u CTpOEHUU aK-
COHAJILHBIX OTPOCTKOB. B mepBoM 13 TaKMX HUCCIIEI0-
BaHM, IIPOBEACHHOM IIPEUMMYIIIECTBEHHO Ha CUpe-
HeBOM OpaxkHuke (Sphinx ligustri), ObLIN BblAEIESHBI
Tpu ThNa KjaeTok KeHboHa. Takke ObLJIO 0OOHapyxXe-
HO CYIIECTBOBAaHME B I'PUOOBMAHBIX T€JIaX MHOIHUX
YeIyeKpbLJIbIX CBOEOOpa3HOM CTPYKTYPHI, TaK Ha3bI-
BaeMoro Y-TpakTa, (GOpMHUPYEMOIO aKCOHAMMU KJIE-
toK KeHroHa ocoboii kateropuu (Pearson, 1971).

I[TAHOB

B nByx mpyrux uMcciaemoBaHUSIX XapaKTEPUCTUKU
JEeHIPUTUYECKUX BeTBIeHM I K1eToK KeHboHa ObLIN
JIOTIOJTHEHBI YKAa3aHUEM MECT OKOHYAHUS aKCOHAJIb-
HBIX BETBEM B CUCTEMeE JOJICH, KOTopasl y UCCIIeNOBaH-
HBIX YEITYeKPbLIbIX OKa3a1ach IO CIOXKHOCTU CXOTHOM
C TaKOBOM y 1po30duIibl. Y coBKU Spodoptera littoralis n
TYTOBOTO IenKonpsiaa Bombyx mori ObLI 0OOHapyXKe-
HBI CXOIHBIH ¢ Ip030(puI0ii COCTaB U B3aUMOPACIIO-
JIOXKEHVE OCHOBHBIX JOJIE U B COOTBETCTBUM C TUM
YCTaHOBJIEHO CYILIECTBOBaHMUE OAMHAKOBOTO C IPO30-
dwuroit coctaBa kietok Kenrona (ta6a. 1). ITomumo
HUX, Y Spodoptea littoralis AMMYHOITUTOXVIMUYECKU ObLI
BBISIBJICH €11le OIMH TUII KIIeTOK KeHbOHa, Tak Ha3bIBa-
eMble kiaeTku Kiacca I11 (Sjoholm et al., 2006).

Ocob6oro BHMMaHUs 3aciayXUBalOT JaHHbBIE IO
reHesucy Kjietok KeHboHa y TabauHOro 6paxxHukKa
Manduca sexta, y xoToporo kieTku KeHboHa kiacca
IIT oGpazyoTcs TipoTolepedpaibHBIMUA Hepobia-
CTaMM, PACIIOJIO)KEHHbBIMU BHE TPUOOBUIHBIX Tes
(Farris et al., 2011). Knetkm kiacca Il y npyrux Ha-
CEKOMBIX (Y KOTOpPbIX OHM OOHapyXuBaroTcs) Gop-
MUPYIOTCS TIEPBBIMU B Uepelie TUTIOB KiieToK KeHbo-
Ha. OmHako y TabayHoro OpakHWKa OHU HAaYMHAIOT
00pa30BBIBAThCSI TOJBKO C CepeardHbl T'YCEHUYHOI
cTanuu pa3BuTvs. UMEHHO B 3TO BpeMsi, KaK ObLIO
MOKa3aHO BBILIE, Y YEITYeKPbUIbIX HAUMHAIOT (PyHK-
LIUOHUPOBATh OMNWHOYHbIE HEUPOOJIACTHI BTOPOIO
TMOKOJIEHUSI.

3AKJIIOYEHHME

MHOTrOoJIETHSISI UCTOpUST M3yYeHUsI 0Opa3oBaHUS
HEPBHBIX KJIETOK B LICHTPAJIbHOM HEPBHOI CHUCTEME
HACEKOMBIX MOXET OBITh Moapa3aeieHa Ha HECKOJIb-
KO IJ1aBHBIX 3TamnoB. IlepBblii aTan, HayaBIIUIiCS C
OTKPBITHSI HelipalIbHbIX CTBOJIOBBIX KJIIETOK, XapaKTe-
pU3yeTcs MeIJICHHBIM HaKOIICHUEM JaHHBIX ITOYTH
HUCKJIIOUUTEIBHO 110 ABMOPUOHAILHOMY HEMpOreHe3y.
B 3HaunTEeTBHOIT CTETIEHN 3TO OBIJIO CBSI3aHO C MPEe0d-
JJamaHueM MHTepeca uccienonareneil Kkonma XIX—Ha-
yaja XX B. K OOILIMM BOIIpocaM 3MOPUOJIOTUU: POp-
MUPOBAHUIO 3apOABILIEBBIX 000J0YEK, 3apOAbIlIe-
BOIi MOJIOCKM, 0OpPa30BaHUIO OTIEIOB KUIIIEYHUKA U
JIPYTUX CUCTeM opTraHoOB. [TpakTU4eCcKM OTCYTCTBOBA -
JI pabOoThI IO PA3BUTHUIO TOJILKO HEPBHOM CUCTEMBI.
IMo-Bumumomy, muires Yunep n Buamman crienmanb-
HO MCCeaoBaad pa3BUTUE HEpBHOI cucTeMbl. Cra-
60e pa3BUTHE MUKPOCKOIMMYECKON TEXHUKU, TPYI-
HOCTH TTOJIy9€HUSI XOPOIIUX IIPEInapaToB SMOPHUOHOB
M3-3a CYIIECTBOBAHUS IPOYHOrO, NPaKTUYSCKU HEe-
MIPOHMIIAEMOI0 [JIsT OOJBIIMHCTBA (PUKCUPYIOIINX
KUIKOCTEN XOpHOHA ObUIM OOBEKTUBHBIMU IIPUYM-
HaMU MeJJIEHHOTO TIporpecca B UCCJIeTOBaHUSIX.

Btopoii sTam oxBaThIBaeT MouTH Bech XX BeK. OH
MOXKET ObITh OXapaKTepH30BaH MPOJOJDKCHUEM MeE-
JIECHHOTO HAKOIUTIEHMSI JAHHBIX Ha OTHOCHUTEIBHO I~
POKOM Kpyre HaCEKOMBIX C IPUMEHEHNEM TPAIULIMOH-
HBIX TUCTOJIOTMYeCKUX MeTonoB. [losBisiioTes uc-
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HEMPOTEHE3 B LIEHTPAJIbHOM HEPBHOM CUCTEME HACEKOMBIX

CJIEOAOBaHMUA I10 HeﬁporeHe3y B HEPBHbLIX HLECHTpPAax
TOJIOBHOI'O MO3ra.

CoBpeMeHHbIII 3Tall — HEBEPOSITHOE CyXXEHUE
Kpyra uccjaeayeMbIX HaCEKOMBIX, TPAKTUYECKH 10 Of-
Horo Buma, Drosophila melanogaster, 1 HeBepOSITHAsI
TyOMHA MCCIeNOBaHMI Ha OCHOBE IIIMPOKOTO MPUME-
HEHUSI MOJIEKYJIIPHO-TEHETUIECKIUX METOIOB MCCIe-
JIoBaHUii. B coBpeMeHHOI1 JIMTepaType IOYTU OTCYT-
CTBYIOT HCCJIEIOBAaHMSI HEMPOTeHe3a Y MHBIX, YeM APO-
30¢uiia, BUIOB HACEKOMBIX. B 3HAaUNTENIbHOM CTereHu
5TO OBLJIO O0YCIIOBJIEHO OTKPBHITUEM MyTallMii HEMPO-
reHe3a y Ipo30(MuMiibl, CXOMHBIX C TMIIepIUIa3ueil He-
IudhepeHIMPOBAHHBIX KJIETOYHBIX 3JIEMEHTOB TPU
HelipaJIbHOM TyMOpOIeHe3¢e y MJIeKonuTaonx. bia-
romapsi 3TUM MCCIICIOBAHUSIM, ObUTH pacIIipoBaHbI
MOJIEKYJISIPHBIE MEXaHU3MbI AU(PDEPEHIIMPOBKU HEell-
poO0JIaCTOB U3 KIIETOK HEMPOIKTONEPMBI, MEXaHU3MbI
CUMMETPHUYHBIX 1 aCUMMETPUYHBIX JIeJICHUI HEMPOO-
JIaCTOB, OTKPBITO CYIIIECTBOBaHNE OCOOOTO BUIA Heii-
pobiacroB, HelipoomacToB Tuiia 11 1 MHOTOE ApyTOE.

BmecTe ¢ Tem aHanmM3 IpOIECCOB HeliporeHe3a Ha
KJIETOYHOM YPOBHE ITOKa3bIBaeT, uto Drosophila melan-
ogaster — INIIb ONVUH U3 OTPOMHOTO YKCJia BUIOB Ha-
CEKOMBIX, CYILIECTBEHHO OTJIMYAIOIINXCS OT Hee IO
XOIIy HeliporeHe3a Kak B 9MOPHUOHAIbHBIN, TaK 1 I10-
CTAMOPUOHAJIBHBIN MTePUOIbl Pa3BUTHS. DTO XOPOIIO
IIPOIEMOHCTPHUPOBAHO B 0030pe Ha IIpUMepe Helpo-
reHe3a B IpUOOBUIHBIX TeJIaX TOJIOBHOTO MO3Ta U I10-
Oy>KIaeT ucclieoBaTh MPOIEeCChl HeliporeHe3a y Ha-
CEKOMBIX Pa3HbIX TAKCOHOMMWYECKMX TPYIIII, 00JIagao-
VX Pa3HLIMU TUITAMHU Pa3BUTHS Y Pa3HOM OMOJIOTHUEIA.
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NEUROGENESIS IN THE INSECT CENTRAL NERVOUS SYSTEM
AND ITS PECULIARITIES IN THE BRAIN MUSHROOM BODIES

A. A. Panov*

Severtsov Institute of Ecology and Evolution, Russian Academy of Sciences, Moscow, 119071 Russia
*e-mail: tortrix@yandex.ru

Neurogenesis is divided into two main stages: proliferation and differentiation. Neural stem cells were discov-
ered in insects almost a century and a half ago, in 1885, by A.A. Korotneff, who called them ganglionic cells,
while the term neuroblast was introducted by W.M. Wheeler in 1891. Initially, neurogenesist was assumed as
single-stage process. The smaller daughter cells of the neuroblast were believed to differentiate directly into
nerve cells. A two-stage process and the introduction of the term ganglion mother cell as a special stage of
neurogenesis were established by V. Bauer in 1904. More than a century later, that type of neurogenesis was
discovered to be not the only one, but a second, three-stage process was revealed. This type is characterized
by the existence of an additional link between the neuroblast and the ganglion mother cell, called an interme-
diate neural progenitor. Traditional neuroblasts have become known as type I neuroblasts, and the neuro-
blasts that give rise to an intermediate neural progenitor are termed type 11 neuroblasts. The modern stage of
studying the neurogenesis is characterized by the range of study insect species sharply narrowed to almost
one, Drosophila melanogaster, and the introduction into research practice of a huge arsenal of molecular ge-
netic methods, thus allowing for the finest mechanisms of neurogenesis to be detected. When comparing the
fate of single neuroblasts of type I during the development of the insect, 4 types of their functioning have been
identified: (1) only during the embryonic time; (2) continuously in embryos and larvae; (3) intermittent with
a period of quiescence in the late embryogenesis to the early larval stage; and (4) in the form of two indepen-
dent generations of neuroblasts, embryonic and postembryonic. The peculiarity of the initial stage of neuro-
genesis lies in the mushroom-like bodies showing both a longer duration of the mitotic activity of neuroblasts
and the presence of aggregations of neuroblasts of different origins. Some of the neuroblasts of the mushroom
bodies have been suggested to represent type 11 neuroblasts. At the second stage of neurogenesis, intrinsic
cells of the mushroom bodies are formed as a variety of Kenyon cells. Like the descendants of single neuro-
blasts of the cell cortex, this depends on the time of their formation.

Keywords: type 1 neuroblast, type 11 neuroblast, ganglion mother cell, intermediate neural precursor, em-
bryogenesis, postembryogenesis, proliferative center, Kenyon cells
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