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ITpoBeneHO cpaBHUTENBHOE UCClIeqOBaHE MOPGhOIOTMU HUCXOASIIUX HEUPOHOB, CBSI3bIBAIOIIMX HAITJIOTOY -
HbBI TaHDIMI ¥ TOpaKaJibHbIe TAHIJIMY Y TApaKaHOB, TIpeAcTaBUTelel ceMeiicTBa Blaberidae, koTopble pas3iu-
YaloTCsl 3alIUTHBIM MOBENEHNEM U CITIOCOOHOCTHIO K MoJieTy. CTpoeHue HEMPOHOB y TapaKaHOB 3TUX CEMEICTB
CpaBHMBAJIM C HUCXOMSAIIMMU HelipoHamMu TapakaHa Periplaneta americana. BBISIBIEHO CXOICTBO B KOJIMYE-
CTBE, MPOCTPAHCTBEHHOM pacnpenejeHun, PaciojoXeHUU aKCOHOB U IEHAPUTOB HUCXOISIIIINX HEUPOHOB Yy
TapakaHOB Leucophaea maderae, Gromphadorhina portentosa, Blaberus craniifer, Nauphoeta cinerea (Blaberi-
dae). O6HapykeHbl HEUPOHBI, TOMOJIOTMYHBIE OLIEJUISIPHBIM, MEXaHOUYBCTBUTEIbHBIM, 3pPUTEIbHBIM HUCXO-
ISIIIAM HeipoHaM, OTTMCaHHBIM y TapakaHa Periplaneta americana. CielaHO TIPEIIIONIOXKEHUE, YTO B TIpoliecce
9BOJIIOLIMY OTPsiia TApaKaHOBBIX M3MEHEHUE aJalTUBHOTIO MOBEAEHUS TP OMACHOCTU MTPOM30LLIO 3a CUeT
TpaHchOopMaIu CEHCOPHBIX BXOIOB U ABUTATEIbHBIX OTBETOB, TIPU 3TOM CHCTeMa HUCXOISIIUX HEHPOHOB

ocTajlaChb HEM3MEHHOM.

Knroueesoie crosa: HaC€KOMBIC, TapaKaHbI, HaAIJIOTOYHBIN l"aHl"J'WIf/I, HHUCXoad1u1e HeﬁpOHbI, ITOBCICHUC
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BBEAEHHWE

MeXxBua0BOE CpaBHEHUE OpraHU3alluy ABUTATEIb-
HBIX CUCTEM CIOCOOCTBYET (PyHIAMEHTAIbHOMY ITOHM -
MaHUWIO X PYHKIUU U IpoucxoxneHus. CpaBHeHUE
POICTBEHHBIX BUAOB MO3BOJISET MCCIENOBAaTh B DBO-
JIIOLIMOHHOM IJIaHe, KaK HEMpPOHHBIE CTPYKTYPHI, X
(YHKIIMM U IOBEACHNUE B 1IEJIOM M3MEHSIOTCS B COOT-
BETCTBUU C YCJIOBUSIMU cpelbl oouTaHus. HacekoMbie B
LIEJIOM, 1 TapaKaHbI B 0COOEHHOCTH, SIBJISTIOTCS YIOOHOI
MOJIEJIbIO UISI CPAaBHUTEILHOIO aHAJIM3a 3BOJIIOLIMOHHO
MPUOOPETEHHBIX ITOBEIEHUSCKUX U aHATOMUUECKUX OCO-
OeHHOCTeil. 3a MUJUIMOHBI JIET CBOETO CYIIECTBOBAHUS
TapakKaHbI IIPHUCITOCOOMINCH KO MHOKECTBY HUIIT OOMTa-
HUS OT CyOTPONUYECKUX JIECOB 0 XUJIUIIL YeJ0BeKa 1
BCTPEYAIOTCS B pa3HbIX KJIMMAaTUYECKUX Tosicax [1].

IToBeneHe HaceKOMBIX OMpenessieTcsl aKTUBHO-
CTbIO HEHPOHOB, OTHOCSIIMXCS K Pa3HbIM YPOBHSM
CEHCOMOTOpHOM uHTerpauuu. HeitpoHHsle ienu, oT-
BeYalllIMe 3a JBUTaTeIbHbIE peaKIIMM, HaXOISITCS B
TPYOHBIX TaHIUSIX [2—4]. CurHaabl pa3JIudHbIX CEH-
COPHBIX MOAAJIbHOCTEM 0OpabaThIBalOTCS B HAIMIO-
TOYHOM U MOAIIOTOYHOM TaHIMIUSIX W TiepeaaroTcsl B
IPYOAHBIE OTHEJIbI 4Yepe3 TMOIYJIILNI0 HUCXOISIINX
HeiiponoB (HH) [5]. ITockonbky konnuectBo HH oT-
HocuUTelIbHO Hebombiroe (okojo 200—300 map) mo
CPaBHEHMUIO C HEipPOHAMMU FOJIOBHOTO MO3Ta U IPYIHbBIX
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TaHIJINEB, OHU WHTETPUPYIOT 3HAYMTEIBbHBINA IIOTOK
CeHCOpHOM nHdopmalnu, 00padboTaHHOM B MO3Te IIpHU
nepenaye K MOTOPHBIM CETSIM B TPYIHBIX TaHITINSX [5],
T.e. UX CyMMapHasl aKTUBHOCTb MOXET B 3HAUUTEIb-
HOM CTEeNeHM KOHTPOJMPOBATh IMTOBEACHNUE XUBOTHO-
ro. I'lpu aTtom onHu U Te xxe HH neMoHCcTpupyloT pas-
JIMYHYIO aKTUBHOCTD U BBIIIOJIHSIOT pa3Hble (DYHKIIN
IIPU pa3HbIX NOBEJEHYECKUX YCIOBUIX [6].

Peaxiiust n3deranust IpencTaBiisieTCs XOpolleit Mo-
JIEJIBIO 111 TOHMMAaHWS OBENEHYECKOM 1 HEMPOHAJIb-
HOM 3BOJIIOLIMM, IIOCKOJILKY OHA BaxKHa JJIsI BbDKUBa-
HUS BUOA U OOBIYHO OCYIIECTBIISIETCS BBIACICHHBIMU
HEUPOHHBIMU LIETISIMM, YTO JAaeT BO3MOXKHOCTb Olle-
HUTb UX BKJIad B moBedcHHEe. UTOOBI OOHApPYyXWUTh
XUITHUKA 1 YKIIOHUTBCS OT HEr0, HACEKOMOE TOJIKHO
o0JianaTh HEPBHBIMU CTPYKTypaMM, KOTOpbIE TpaHC-
GOpPMUPYIOT CEHCOPHYIO MH(GOPMALIIO O XUIIHUKE B
COOTBETCTBYIOIIYIO IBUTATEIBbHYIO PEAKIINIO, MCIIOIb-
3ysli OTHOCUTEIBbHO HEOOJIbIIIOE KOJIUYECTBO CUHAIICOB
[7]. HeitpoHHble 1ienu, obecrieurnBaronne yoeraHue,
YacTO SIBJISIOTCS CaMbIMU KPYINHBIMU, HAIEXHBIMU 1
HaunboJee CTepeOTUITHBIMU HEPBHBIMY CUCTeMaMU [8].

Paznuunbie Bunbl TapakaHoOBBIX (OTpsin Blattodea)
cchopMUpPOBaIN pa3Hble CTPATETMU 3allUTHl OT XWUIII-
HUKOB. ¥ aMepHKaHCKOTO TapaKaHa 3TO PeaKIs 13-
OeraHus, KOTopast 3aKII04aeTcs B TOBOPOTE OT UCTOU-
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HUKa OITACHOCTU M MOOEXKE, M BHI3bIBaeTCs 00myBa-
HUEM I1IepOK, NMPUKOCHOBEHHEM K aHTEHHaM WU
JIpyTuM obJiacTsM TeJia U KoHeuHocTeit [9, 10]. Heko-
TOpbIe BUABI TapaKaHOB pearupyroT Ha IIPUKOCHOBE-
Hug mrieHueM [ 11] unm ctpunynsiaueii [12], HekoTo-
pble BBIACSIOT xuMuuyeckue BeiiectBa [13]. TapakaH
Blaberus craniifer neMOHCTpUpPYeT HECKOJILKO 3aIlIUT-
HBIX peaklUii, B TOM YUCJIE IIUITEHUE HU3KOM aMILIN-
TYIOBI, XUMUYECKHE BBIACICHUS 1 CIIEIMAIM3UPOBaH-
HOE MOBeJeHNE, TaKOe KaK IPY:KMMaHUe Tejla K 3eMJIe
WM 3aKanbiBaHue [14].

B aT0i1 paboTte MBI 1aeM MOPPOJIOTUUECKYIO XapaK-
tepuctuky HH B HaaIIOTOYHBIX TaHIIMSIX HECKOJIb-
KMX BUIOB TapaKaHOB, IMpHHAMIIEXAIIUX CEMEUCTBY
Blaberidae, HO oTnMYarOIIMXCs TMOBEIEHNEM, M CpaB-
HuBaeM ux ¢ HH amepukaHckoro tapakaHa Periplaneta
americana, 9TOOBI BBISICHUTh CYILIECTBYIOT JIU TOMOJIO-
TWYHBIe eqWHULBL. I MccaeqoBaHus B3STHI BUIHI,
XapaKTepU3YIOIIUeCs pa3HbIM ITOBEACHUEM U peaKIiiv-
SIMU YKIIOHEHHUS OT OITACHOCTH.

Manepckuii TapakaH Leucophaea maderae (Rhypar-
obia maderae) obnTaeT B 1€CHOI MOACTUIIKE HA TJIaH-
TalMsX CaXapHOTO TPOCTHMKA, Ha KOKOCOBBIX IMajlb-
Max, 6aHaHax, ryaBe. CpemHux pazMepoB (40—50 Mm),
OoYeHb noABUXKeH. [1o IOKOMOTOPHOIT aKTUBHOCTH IO~
XOX Ha aMEePUKaHCKOTO TapaKaHa: MOXeT JIETaTh, CIIO-
co0eH K OBICTpOil MaHEeBpeHHOI xonwoe. L. maderae
YacTO M3JAeT CTPEKOUYIIMii 3BYK, KOTHa A0 HETO J0-
TparuBaooTCs.

KybuHckuit Tapakan Blaberus craniifer — onuH u3
BUJIOB I0)KHOAMEPUKAHCKUX TapaKaHOB TaKXe U3BECT-
HBIA TION Ha3BaHUEM “MepTBast TosioBa”. JlnuHa
B3pocoii ocobu coctapsieT 60—75 MM (Y KpYITHBIX ca-
MOK mHorda 10 80 MM). AKTUBHBIC MOIBUKHBIC XKU-
BOTHbBIE, CIIOCOOHBIE K KOPOTKOMY IUIAHUPYIOILIEMY
noJjiety. OOHUTAIOT B OCHOBHOM B YKPBITUSIX, TTeIlepax,
NyTI1ax, MUTAITCS ONaBIIUMU JIMCThIMU. B. craniifer
JIEMOHCTPUPYIOT HECKOJIbKO 3alllMTHBIX peakilvii, B
TOM 4YWCJIE IIWMMNEeHWe HU3KOW aMIUIUTYIbl, XUMUYe-
CKHe€ BBIISJICHUS 1 ClIeMaIu3UPOBaHHOE MOBEJCHME,
Takoe Kak MpuXKrMMaHue Tejia K 3emJie Wi 3aKalblBaHUE
MPU OTMAaCHOCTH [14]. DT HaCEKOMbIE MOTYT 3apbIThCS B
PBIXJIbIIT MSITKUIA CyOCTpaT BCETO 32 HECKOJIBKO CEKYH/I,
WCITIOIb3Y$ OBICTPOE NBMXKEHHE HOT B COYETAaHUU CO CTe-
PEOTUITHBIM JOPCO-BEHTPATLHBIM CTMOAHUEM TOJIOBBI U
MepEeIHECTTMHKI. DTOT METOJI, PhIThsI HE TPeOyeT U3MeHe-
HUI TeJia, XapaKTepHbIX LISl TapaKaHOB, CHeUTU3UPY-
IOIIMXCSI Ha PbIThe B TBEPABIX CyOCTparax, U IO3TOMY
COBMECTHM CO CITOCOOHOCTBIO OBICTpO Oeratsh [15].

Mapnarackapckuii TapakaH Gromphadorhina por-
tentosa — KpynHbiii (55—60 MM) Tpornmudeckuii Tapa-
KaH. DHIeMHK Mamarackapa oOHWTaeT Ha CTBOJIAX U
BETBSIX JICPEBhEB U KYCTOB, MUTAETCS TPaBIHUCTBIMU
YacTIMM pacTeHui U ppykrtamu. Ocobu 3TOro BHIa
TepEeaBUTAIOTCS MEIJICHHO, ¥ HUX OTCYTCTBYIOT KPBI-
Jibst. [Ipy omacHOCTHM TapakKaH 3aMHUPAET U BBITSITUBAET
aHTEHHBI BOOJIb Tesa. B ciydasx KacaHus Tejla MOXKET
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W30aBaTh IPOMKOE IIUTNIeHUE. 3BYyKOBbIE CUTHAJIBI CITy-
KaT IS OTIIYTUBAHUSI XUIIHUKOB U I BHYTPEHHUX
OTHOIIEHUIT (Hampumep, 00opbda CaMIIOB 3a CaMKYy)
[11]. M3BaedyeHHEe 3ByKa OCYIIECTBIISIETCS IIOCPE-
CTBOM PE3KOTO COKpAIlleHMsI MBI OproliKa, 0iaro-
Japsi UeMy BO3IyX C CUJION MPOXOAUT Yepe3 BUIOU3Me-
HEeHHBbIe JbIXajibla [16].

INenenvHblii TapakaH Nauphoeta cinerea B 3TOU
rpymnme camblii Mejkuii (30 MM B IJIMHY), Y B3POCJIBIX
0co0eil eCTh KPbUIbsl, HO OHU He JIETAIOT, IIepeIBUTa-
JOTCsT OBICTpBIMM TiepeOexxkamu. Ilpm Mameiineit
OMNACHOCTHU CTapaloTCs CIIPSATAThCS B OJIVKalIIeit 1me-
Ju. Y caMmiibl, 1 CaMKM MOTYT M37aBaTh CTPEKOTaHUE
Kak curHan oeactBusi. N. cinerea colyaabHbIe XUBOT-
HbIE€, aTOHUCTUYECKUE PEeaKIIM MEXIYy caMllaMHU OC-
HOBaHBI Ha KOHTAKTaX aHTEHHAMU U IIPOAYKIUU (e-
poMoHOB [17].

B HacTostiee BpeMst HEMpOHHbBIE pa3Iuydusl, JiexKa-
1€ B OCHOBE MOBEIEHUYECKOTO pa3HOOOpa3us, u3yue-
HbI HeJocTaToyHO. CpaBHEHUE TOMOJIOTMYHBIX HEl-
POHOB Y OJIM3KUX BUIOB MOXKET 00ECIIeYUTh HOBOE 10 -
HUMaHWEe GYHKIUU HUCXOOIIIMX HEMPOHOB M MX
3HAYCHUE B DBOJIOLIMM IMOBEAECHMS. YUUTHIBAs MO-
IYJIBHYIO CTPYKTYPY HEMPOHHBIX CeTeil, JeXKaIlylo B
OCHOBE KOHKPETHOTO IMOBEIeHUSI, MOKXHO TIPEIITOIO0-
KUTh, YTO SBOTIOLUOHHBIE U3MEHEHWSI HAKATUIMBAIOT-
Cs1 B OTIpeNEeICHHBIX YaCTIX HEMPOHHBIX Lenel [18] u
BO3MOXKHO IPOCIIEINTh, KaK CTPYKTYPhl HEMPOHHBIX
ceTeil OrpaHMYMBAIOT WM OOJIETYAIOT SBOJIIOLIUIO T10-
BeICHMUS.

HekoTopble JaHHbIE, IIPEACTABIICHHBIE B 3TOM CTaThe,
OBIITN ONMyOJIMKOBAHBI B KPATKOM cOOOIIIeHN! [ 19].

METOAbI UCCIEAOBAHUA

B nanHoii pabote n3ydyeHbl MOP(OIOTUIECKHE OCO-
6eHHocTM HH B HaIIIOTOYHBIX TAaHIJIUSIX YEThIPEX pa3-
JIMYHBIX BUOOB TapakaHoB (Blattaria): Leucophaea made-
rae (Rhyparobia maderae) (Fabricius, 1781) (Blaberi-
dae:Oxyhaloinae), Gromphadorhina portentosa (Schaum,
1853) (Blaberidae:Oxyhaloinae), Blaberus craniifer (Bur-
meister, 1838) (Blaberidae:Blaberinae), Nauphoeta cinerea
(Olivier 1789) (Blaberidae:Oxyhaloinae).

TapakaHbl BeIpalllMBaJUCh B JIJAOOPATOPHBIX YCIO-
BusIX mpu Temmeparype oT 20 mo 24°C, BIaxXHOCTH
30—60% u doropexume 14:10 (meHb: Houb). Haceko-
MbIX KOPMUJIU sI0JIOKaMH, GaHaHAMU, MOPKOBBIO, OB-
CIHBIMU XJOMbSIMU, OOCTYI K BOJAEe OBLI CBOGOM-
HBIM. DKCIEePUMEHTHI OBIIN MPOBEACHBI HA B3pOC-
JIBIX caM1iax.

Jnsa seinenennst HH B HaarmoToYHbIX TaHTINASIX MIC-
MOJB30BaIM METOAUKY PETPOTPATHOIO OKpalllMBaHUs
XJIOPUCTBIM HUKEJIEM Yepe3 OOHY M3 KOHHEKTUB MEX-
Iy TIPOTOPOKAILHBIM TaHTJINEM U TTOATIIOTOYHBIM TaH-
mMeM. B HEKOTOpBIX ciydasiX BBeIeHUE KpacUTes
OBUIO OCYIIECTBIIEHO MEXAY ME30TOPOKaJIbHBIM U
MpOTOpaKaJbHBIM TAHIJIMSIMU, B 3TOM CJIydyae OKpa-
Ne 6
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LIMBAJIOCh MEHbIllee KOJIMUYECTBO HEMPOHOB M Jierdye
BBIACIISIMCh UX OCOOEHHOCTH. JIJIs1 aHeCTe3Mu TapaKa-
HOB MOMeIlaJM B cpeny, coaepxauyo CO,, Ha
10 MmuH. KyTukyny BCKpbIBajv B 1IEiHOI objiacTu U
OJIHY W3 IIEHHBIX KOHHEKTUB MOMEIIAIN B KIOBETY C
2.5%-ab1M pactBopoM NiCl,. [Ipemapar BeinepKuBa-
JIY B XOJIONWJIbHUKE B TeueHUe 2—3 cyT. OKpacKy npo-
SBJISIZIA PACTBOPOM pyOeaHOBOM KUCIOTHI B 70%-HOM
sTaHojie. HanrmoTtoyHblii raHmmii uKcUpoBaiv B
2%-HOM pacTBOpe TIIOTapOBOTO abaervuaa. Jdernmpa-
TalMIO TIPOBOJWJIM B CIUPTOBBIX PACTBOpaX BOCXOIS -
Il KOHILIEHTpAallMU, MPOCBETICHNEe B METUJIOCH30-
are, IMOCJe Yero BBIMOJHSUIM CTaHAAPTHYIO 3aJIUBKY
mamMMmap-KcuiioiaoM. Beito ncrmonbp3oBano 1o 15 oco-
Oeii kaxxnoro Buaa. Ha ToTajbHBIX IIpemapaTax Mo3ra
OTIe/IbHbIE HEHPOHBI, X AKCOHBI U AEHAPUTHI U3yUa-
JIX ¢ TOMOMIBIO cBeTOBOTro MuKpockorna HUB JIOMO
(Poccust). IlocnoitHble nM3o0paxkeHUs MoJydyaid Ha
mukpockorne Leica AF7000 (I'epmanust). Cepun co-
crosinn u3 10—12 onrtruaeckux cpe3os (mar 8—10 um).
MN300paxeHust oopadaThIBaju C IOMOIIbIO rpaduye-
ckoro pemaktopa Helicon Focus 8. Mopdoioruue-
CKHMIi aHaJIM3 BKJIIOYAaJl MOACYET TeJ HEMPOHOB, ONpe-
JleJIeHHe UX pa3MepoB, pacIloJIoXKeHUEe TeJ U BETBIIe-
Hue oTpoctkoB. HH moacuuTeiBanu Ha mpernaparax
eJoro Mo3ra y 5 ocobOeif kaxmoro Bupa. [aHHbIe
npeacTaBieHbl B BUae MenuaHbi(Q1—Q3).

Tepmunonoecus

Cyl1iecTByeT HECKOJIbKO BapUaHTOB MPUMEHEHUS
TepMHUHA MO3r y HacekoMbix [20]. Mmbl o0o3HauaeMm
TEPMUHOM MO3T HAAIJIOTOYHBIN TAHTIIWN.

Tpyrmer HH anaromMudecky KiiacCupUIIMPYIOTCS TT0
TOJIOXKEHUIO TeJT KJIETOK. DTH TPpYIIbl 0003HAYAIUCH CO-
IJIAaCHO HOMEHKJIAaType, npencrasieHHoi Okada [21].

HeitpoH 0603HavaIu UIICUIaTepaIbHBIM, €CITH €TO
COMa JIEXKUT Ha TO# Xe CTOPOHE TaHIJIUSI YTO M HUCXO-
IAIIMI aKCOH, IT0 KOTOPOMY IIPOBOIUIOCH OKPAIlIMBa-
HUE, U KOHTpalaTepajlbHBIM, €CIM COMa JICKUT Ha
MIPOTUBOMNOJIOXHOI CTOPOHE TaHTIIMSI.

PE3YJIBTATbBI MCCIIEAOBAHUA

ITo onuHakoBoO# MeTonuke ObuTM oKpaieHbl HH
aMepUKaHCKOIo TapakaHa U TapaKaHOB, MPeACTaBUTeE-
nei cemeiictBa Blaberidae, m mpon3BeneHO cpaBHEHNE
pacrhoyioXeHusl TeJl U JCHAPUTOB B HAATJIOTOYHBIX
TaHIJIMSIX TapakaHoOB (puc. 1).

Y tapakaHoB cemeiicTBa Blaberidae okpammBanue
BBISIBUJIO CXOIHBIN MATTEPH PACITOJIOXEHMS Tel HUC-
XOISIINX HEUPOHOB M TPACKTOPUU OTXOXIECHUS OC-
HOBHBIX OTPOCTKOB (pHC. 2).

bonpmrasg vacte Ten HH, pacmonararommuxcss Ha
JOpCcalbHOI U BEHTPaJAbHOI MOBEPXHOCTSIX MPOTOLIE-
pebpyMa, coOpaHbl B IPYyMIlbl. DTU TPYMNITbl MOAOOHBI
TEM, 4TO OIMCAHHBl Y aMepMKAaHCKOro TapakaHa [21].
3HaunTtenbHO MeHblle HH B meiiTo- n TpuTotiepedpy-
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me (tabi. 1). B obiacTu jJarepajibHOro JOpPCaaIbHOTO
JIeiTouepedpyMa Ha TpaHUIIE C IPOToLEepeOpyMOM 00-
HapyXeHa TpyIna B cocTaBe 4—6 KJIETOK pa3MepoM
20—35 um. Ilo xmaccudukanum Okana [21] ata rpyn-
rna obo3Havaercd Kak i9, B Ipyrux MyolMKauugax oTa
rpyrnmna obo3HayeHa kak G5 [22].

Ha BeHTpaibHOIT TTOBEPXHOCTU MO3Ta HUCXOISIIIINX
HEMPOHOB MEHbIIIe, UeM Ha JOopcajibHOU. Y Bcex uc-
CJIEJOBAaHHBIX BUIOB CPENU BEHTPaJIbHbIX HEMPOHOB
MpoTolepeOpyMa BBIACISIOTCS ABE TPYMITbI, OJHA Ha-
CYHTBIBaeT 6—9 KiIeToK (BKIItoUast 2—3 KPYITHBIX HEel-
poHa pa3MepoM OKoJIo 55 um, apyras 12—15 kieTok
(Taxke 2—3 KpyTHbIe KJIeTKU) (puc. 3). OTPOCTKU 3TUX
KJIETOK OOBENMHSIIOTCS B OOIIIME TSIKU M HUCXOSAT B UTI-
CUJIaTepajibHyl0 KOHHEKTUBY. KpyriHble HEMpOHbI uMe-
10T ACHAPUTHI B 00JIACTU JIaTepaIbHOM MPUIATOYHOM 10~
1 (lateral assessor lobe, LAL). DT rpyniibl COOTBETCTBY-
IOT TpyIIIaM i5 1 i5n y aMeprKaHCKOTO TapaKaHa.

B nmopcaabHOM TIpoToliepeGpyMe HaxXOISTCs Telia
WUIICUJIaTepaJbHBIX U KOHTpaJIaTepaJbHBIX HEMPOHOB,
KOTOpbIE JIOKAJIM30BaHbl B TpYMIlaX, aHaJOTMYHO
rpynnam il—i4 u cl—c4 y aMeprKaHCKOIro TapakaHa.
PasmMephl KJIleTOYHBIX TEJT B ITPOTOLIEpEOpyMe Y BCeX Tapa-
KaHOB KoJsieomoTcs B Tnipenenax 30—55 um. Tena kpyr-
HBIX KOHTpaJaTepallbHbIX HEPOHOB JieXaT B MPOTOLIEe-
pebpyMe, a JeHIPUTHI 00pa3yIoT pa3BETBICHMUS B JIOP-
CaIbHOI JoJie AeiiTouepeOpymMa. MBI CpaBHWINA TaKue
HEMPOHBI ¢ KOHTpaJlaTepaIbHBIMA HEMPOHAMU aMepu-
KaHCKOro TapakaHa (puc. 4), Mopdoyiorus KOTOPBIX

Puc. 1. Hucxonsiuve HepoHbI B HAANNIOTOYHOM TaHIJIMU
TapakaHa Periplaneta americana. MB — rpuboBuaHbIC TEIa
(mushroom body); CC — neHTpasibHBII KOMILIEKC (central
complex); DL — nopcanbHas noiist aeiitoriepeopyma (dorsal
lobe); cl, ¢2, c3 — koHTpanarepanbHble rpynnbl HH; i1, i2,
i3, 19 — unicunarepanbHbie rpynmbl HH. bemast ctpenka —
HarpaBJieHMe OKpallMBaHMsSI MO KOHHeKTHBe. MacuTad
100 um.
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Puc. 2. Hucxonsmue HeiipoHbI B HAAIIOTOYHBIX TAHIIMSIX TapakaHOB ceMeiicTBa Blaberidae. (a) — Nauphoeta cinerea; (b) — Leu-
cophaea maderae; (c) — Gromphadorhina portentosa; (d) — Blaberus craniifer. OL — ontudeckue noiu (optic lobe); ANt — aHTeH-
HaJIbHBIN HepB (antennal nerve); AN — OTpOCTKM BOCXOISIIUX HeiipoHOB (ascending neuron); iS5, iSn — BeHTpaibHbIe Tpynbel HH;
i9 — uncunarepansHas rpynmna HH. Ctpenku — HanpaBieHue oKpaliMBaHus Mo KOHHeKTuBaM. Maciitad 100 um.

OIMMCaHa, U 3JIeKTPOGU3NOJIOTHUECKIE JaHHBIC CBUIE-  JIOKEHUE OKOJIO OLICJUISIPHOIO HEPBa B IIPOTOoLIepeopy-
TEJILCTBYIOT, YTO OHM IIOJIy4arOT CEHCOPHBIE BXOABI OT  Me. Ha puc. 5 nmpeacraBiieH KOHTpajdaTepaJbHbIA Heil-
HECKOJIbKMX THUIIOB PELENTOPOB. DTU MHTEPHEHPOHBI  poH KyOMHCKOTO TapakaHa B. craniifer.

MOXKHO YCIIOBHO KJIaCCU(UIIMPOBATh KAK: OLEJIISIPHbBIN
Heiipon (1) [23, 24], 3putenbHbIi HelipoH (2) [25, 26] u
MEXaHOUYBCTBUTEIbHBIN HelipoH (3) [27, 28].

Y rapakanoB ceMeiicTBa Blaberidae B rpynmnax i3 u
¢3 HaOIrOmaIOTCsT KPYITHBIE COMBI HEMIPOHOB, V¥ KOTO-
PBIX OTPOCTKH UMEIOT XapaKTepHyIo (popMy U pacro-

Puc. 4. Konrpanarepanbusie HH Ttapakana Periplaneta

Puc. 3. [pynnbl HEHPOHOB Ha BEHTPaAIbHOI MOBEPXHOCTH americana. O — oLEJUISIpHBIN OTPOCTOK, DL — mopcayibHbIe
HaaroToyHoro raHrms. LAL — natepanbHble puaaTod- noau, Cbl, Cb2, Cb3 — Tena KIETOK, 1 — OLIEJUIAPHBII HE-
HBIE 10JM; 15, i5n — BeHTpaibHble rpynnbl HH. Maciura6 pOH, 2 — 3pUTENIbHBIN HEWUPOH, 3 — MEXaHOYYBCTBUTEIb-
100 um. HbIi1 HelipoH. Maciura6 100 um.
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Ha puc. 6 u 7 3T0T HelipoH o603HauYeH Hudpoii (1).
Ero kpymniHoe Teno (50 um) JIeXXUT B 1OpCaIbHOM ITPO-
TouepeOpyMme. Ha 3Toit ke CTOpOHE TraHIIMS B BEH-
TPaJbHYIO 00JaCTh OTXOAUT OTPOCTOK, KOTOPHIM TaeT
OTBETBJICHHME B HEWPOMNWIb OLICJUISIPHOTO TpaKTa B
nporouepedpyMe. Ellle oqrH OTpOCTOK AeIaeT NETIIIO
¥ II0 JOPCaJIbHON IIOBEPXHOCTU TaHIJIMS HOET B 00-
JacTh UIICUIATepajbHOIro AekTolepedpyma. OCHOB-
HOI aKCOH MMeEET pa3BeTBIICHUs B UIICHUIaTepaIbHOM
neiTolepeOdpyMe 1 IIePEeXOIUT Yepe3 CepearHy TaHIINS,
a Jajee HUCXOMUT I10 KOHTpajiaTepalbHON KOHHEKTHUBE.
Takue HEepoHBI C OYEHBb CXOXeit MOP(OJIOTUEN €CTh Y
BCEX MCCIIENOBAaHHBIX TApaKaHOB. Y TapaKaHOB, CITOCO0-
HBIX K TOJETy (aMepHUKaHCKOTO TapakaHa, KyOMHCKOTO
TapakaHa), OLE/UISIPHBIA OTPOCTOK JOBOJBHO KPYITHBIA
XOPOIIIO BBIPAXKEHHBIM, a Y MagaraCKapcKoro M Iereiab-
HOTO TapaKaHa 3TOT OTPOCTOK COBCEM TOHKMUI (puc. 7).

Cpenu KoHTpajgaTepaJlbHbIX HEMPOHOB y BCeX Tapa-
KaHOB ObLI OOHapyKeH HEWPOH, KOTOPbIi MMEET Xa-
PaKTEpHBIA OTPOCTOK, UMEIOLIIUIA PA3BETBIICHUS B JIa-
TepaJIbLHOM MpOTOllepeOpyMe B pailoHE BETBIICHUS
BXOIOB U3 3PUTENBHBIX TOJIEH, 2 TAKXKE UMEET BETOUKY
B 00J1aCTU aHTEHHAJIbHOTO JBUTaTEIbHOIO 1IEHTPAa, Ha
puc. 6 u 7 oH 0603HaYeH Hudpoii (2). [To Mmopdomorun
3TOT HEPOH TOMOJIOTMYE€H HUCXOISIIEMY 3PUTEIbHO-
My HelipoHy (DVI), o6Hapy>keHHOMY y aMepHUKaHCKO-
ro Tapakana [26].

Emre omyH KpyITHBINM KOHTpaJlaTepaJIbHBIX HENpOH
y BCEX BUJIOB TapaKaHOB UMEET KJIETOYHOE TEJIO pa3Me-
poM 45—60 um, KoTopoe pacIiojlaraeTcs B CepelrHe
npoTolepedpyMa OKOJIO JOpCajlbHOI TMOBEPXHOCTHU
raHrusi. OCHOBHOM OTPOCTOK UMeeT HeOOJIbIINE OT-
BETBJIEHUSI B IOpCOMeAraIbHOM MpoToliepedpyMe U
3aTeM MIEeT B JOPCaTbHYIO aHTEHHATBHYIO JOJIO Heii-
TolepeOpyMa, rae oopa3yeT 60JIbIIOE BeepooOpa3zHoe
JNIEHIPUTHOE APEBO, 3TOT HEMPOH 0003HaUYeH LU poit
(3) (puc. 6, 7). AKCOH NepeXOaUT Ha MPOTUBOMOJIOXK-
HYIO CTOPOHY FaHIJIUS, TJAe JaeT HeOOJIbIINE OTPOCT-
KU B 00J1acTu IeiiTouepedpyMa U CITyCKaeTCsl 1o KOH-
TpalaTepaJIbHON KOHHEKTHBE B TOpaKaJlbHBbIE TaH-
TJIUU. BToT HelipoH rOMOJIOTUYEH
MEXaHOUYYCTBUTEJILHOMY HEHPOHY, OOHApy>KeHHOMY Y
aMepUKaHCKOTO TapakaHa.

Kpome ornrcaHHBIX BbIIIe HEMPOHOB, CPEIU UTICU-
JaTepajbHbIX U KOHTpPAJATEPATbHBIX HEPOHOB €CTh
KJIETKW, UMEIOIINE CXOOHYI0 aHATOMUIO Y BCEX BUIOB
TapaKkaHOB.

Hennputel HH pacrnipeneneHbl BO MHOTUX OTaEdax
MO3ra, BKJII04Yasi 00KOBBIE M CpeTHUE 00JIaCTH ITPOTO-
1iepedpyMa, HO MX HEeT B ONITUYECKUX U aHTEHHAJIbHBIX
JIOJISIX, TPUOOBUIHOM Tejle, IIEHTPAJIbHOM KOMILIEKCE.

IIpn wncnonb30BaHMM METOAVKHW OKpAIIMBAHUS
HH yepe3 KOHHEKTUBY, B HAAINIOTOYHOM T'aHIJIMU TaK-
JKe MPOKPALINBAIOTCI OTPOCTKU BOCXOSIIX HEAPOHOB.
Bocxongiye akCoHBI 3aKaHYMBAIOTCSI BAapUKO3HBIMU
HelipuTaMu B IIPOTOLIEPEOpaIbHOM HEelponuiie, B Heli-
pornwie aeiitoliepeGpyMa 1 TpuToLiepeOpyMa y Beex Tapa-
KaHOB. MBI OOHAPYKWJIM BapUKO3HBIE OTPOCTKIA BOCXO-

Ta6auua 1. CpaBHenue konmdectBa HH y TapakanoB u3 ceMeiictBa Blaberidae n y Tapakana Periplaneta americana

467

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3SUOJIOTUU

xE
a3 =2 o o " " o
> Z ¥ T 7 9 T3
QE,S ) T ) o o
A & o ) < < < A
“ 2
>
& = 0 < 0 o
N )
= e < < o o
é I\ S\ IS IS\ ISy
<
g E" ~ —~ —~ —~ —_
S e 'e) ] S Ve S
O N < ocxoooov ol o
2 29|29 8939 &9 89
1) O~ [C\h O O o =R
= S0 |9y S s g An
= ) < N e Iag]
5 S m % S S
Q. N N N N N
=
>
A < o N N " N
T g ) © ~ © ©
T L] | | | |
= o " — Ne) ~
o é Vo) v O v <
m
1
R 5 ~~ ~~ ~~ ~~ ~~
S = ) S > n =)
2 Sl e =2 Y SN
< o o o2 o o
STISTE2ST Zr8Y
51 N=) N e o o —
25 lng.mo_l\ﬁ mﬁ.m(‘(}
Nt < 8) ~ Ne) =
v wv \O v <t
N N N N N
>
° <
= T O SR
& =) e\l [\l o e\l [\l
g
5
= E o0 <t <t o~ \O
= ) T
E [ o~ o] (oo} (@\| o
: .é — — p— — p—
T E o
o o —~ ~ o~ —~ —~
an = ’5 in o n o 7o)
o g H | e& N < N > N
/A < ol o o ox o2
O - - B N B S B
° = D — | © s D 0 o o
™ g EO a3 — L2 -7 — 3
- 5 : ) : ) d
= -2 2 2 2 3
E % ~ ~ ~ ~ ~
&)
>
© | E < N o 3 en o
: i A S W
= Ne) =) I R =
8 g ~ ~ h ~ N}
)
E ~ ~~ ~~
] 7o) ~ Ve %)
% _ o~ W N o~
E|sx S od ol ok oo
39 %ﬁ%%@pmgufgl\l
51 N ol 9T < x
28 ol o SRS o2 &4
) ~ o <
a = < > '\ < N
: 2 T 07 7 TT
<
] 5 o w9 v ®
[T I\ e N < ~

S 3

< N < )

S € NS
= = = 5 N =
=~ % N - = ()
23] = S 3 S S

S S Y £ S

Y q &) ~ 2

ToM 59 Ne 6 2023




468 CEBEPMHA, NCABHUHA

Puc. 5. KoHTpanarepaibHbIii HelipoH TapakaHa Blaberus
craniifer. O — OLIEJUISIPHBII OTPOCTOK, D — nopcayibHbIi OT-
pocTtok, A — akcoH, DL — mopcanwhbie momu. Maciirab
100 um.

IISIIAX HEMPOHOB B UIICHJIATEPaJIbHOI J100yie (puc. 2).
Bocxonsiye akcoHbl, OAHAKO, HE OOHApYKUBAIOTCS
HU B HelipoIiiie TpuOOBUIHBIX TEJI, HU B HEMpomnuie
LEHTPAJTBHOTO KOMILJIEKCA.

OBCYXIEHMWE PE3VIIBTATOB

CpaBHUMBAsI HAAIJIOTOYHbBIE TaHIJIMKA YEThIPEX MC-
cJIeIOBaHHBIX BUIOB TapaKaHOB C HAAIIOTOYHBIM TraH-
DIMeM aMEpUMKaHCKOIo TapakaHa, MOXHO 3aMeTUThb
CXOJICTBO B KOJIMYECTBE U IIPOCTPAHCTBEHHOM pacIIpe-
neneHu HH. MHorue HeiipOHBI UMEIOT UASHTUYHEIS
PYICYHKHM BETBJIEHUS JEHAPUTOB U aKCOHOB.

Hexotopsie u3 okpamteHHsix Hamu HH coBmamaior
C OIMCAaHHBIMU paHee y aMEpPUKaHCKOIrO TapakaHa.
Y Bcex TapaKaHOB Ha BEHTPaJIbHO ITOBEPXHOCTH IIPO-
TollepeOpyMa oOHapyKEeHBI TPYIIIILI i5 1 i5n. HelipoHbl
9TUX TPYMIl ObUTHM UAESHTUGDUIUPOBAHBI Y aMEepUKaH-
ckoro TapakaHa [21], cBepuka [29] u cTpekosbl [30].
V cBepuka HEMpPOHBI ITPYIII i5 1 i5n MOay4YaroT BXOObI
OT 3PUTEJIBHOI U CIYXOBOW CUCTEM M Y4YacTBYIOT B
KOHTpOJIE yIia TTOBOPOTa MPU OPUEHTAIIUM K MCTOU-
HUKY neHus [29]. UHTepHelipoHbI U3 TPYMIIbI i5 MOTYT
BO30YXIaThCs PE3KUMU U3MEHEHUSIMU OCBELIECHUS U
obayBaHueM LepkoB [6]. Takke OBLIIO OGHAPYKEHO,
4TO MO KpaiiHei Mepe OOuH HeHPOH U3 TPYMIIHI i5 4yB-
CTBUTEJIEH K aHTEHHAJILHOMY KOHTaKTy [6]. Y cTpeko-
36 HEKOTOpPBIE HEMPOHBI M3 3TUX TPYIIT OTHOCITCI K
3pUTEIILHBIM HEIpOHAM — JeTEeKTOpaM IBUKEHMUS, 10
MOP®dOJOTMIECKUM OCOOEHHOCTSIM OHM aHaJIOTUYHBI
3pUTeIbHBIM HeiipoHam MDT4, MDT?2, DIT?2 [31, 30].
J1st TapakaHOB HET JAHHBIX, YTO HEMPOHBI ITPYMIIHI i5 1
i5n MoJTy4aroT 3pUTEbHYIO WU MEXaHOUYBCTBUTEIbHYIO
vHbOpMaIIKIO, U UX PYHKIIMS HEU3BECTHA.

Eliie onHa rpyrina HeiipoHOB, KOTOpbIE UAEHTU UL -
pPOBaHBI y aMEPHUKAaHCKOTO TapaKaHa, TaKKe OOHapyKu-
BaeTCs U y UCCIENOBaHHBIX TapakaHoB. DTo rpynmna G5 B
JlaTepaJibHOM JOpCaJIbHOM AeiiToliepedpyme. ¥ amepu-

Puc. 6. KontpanarepaabHble HEIIPOHBI B HAITIJIOTOYHOM FaHIIMK TapakaHoB (a) Leucophaea madera, (b) Gromphadorhina portento-
sa. 1 — HeipoH, TOMOJIOTMYHBIN OLIEISIPHOMY, 2 — HEMPOH, TOMOJIOTUYHBII 3pUTETLHOMY, 3 — HEPOH, TOMOJIOTMYHBII MEXaHO-

yyBCTBUTENIbHOMY. Maciuta6 100 um.
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Puc. 7. KoHTpanaTtepaiabHble HEIHPOHBI B HAIINIOTOYHOM TaHIJIMKM TapakKaHoB (a) Nauphoeta cineria, (b) Blaberus craniifer. 1 — Heii-
POH, TOMOJIOTUYHBIN OLE/UISIPHOMY, 2 — HEHpOH, TOMOJIOTUYHBII 3pUTEIbHOMY, 3 — HEHPOH, TOMOJIOTUYHBINA MEXaHOYyBCTBU-

TeapHOMy. Macutad 100 um.

KaHCKOTO TapaKaHa M capaH4’ 5TW HEUPOHBI SIBISIOTCS
TUPAMUH- U OKTONTAMMH-3PTUYECKUMU HeiipoHamu [22].
Ot HH pearupyroT Ha CIIOXHBII ITATTEPH MEXaHOUyB-
CTBUTEJIbHBIX CTUMYJIOB U MOTYT OBITh BaXKHBIM KOMIIO-
HEHTOM PEaKIIMK CTpecca Y HAaCEKOMBIX.

YV amMepuKaHCKOro TapakaHa KjJacTepsl i3 u ¢3 co-
JiepKaT KpYMHbIe COMbI HUCXOJSIIIMX UIICUIaTepab-
HO YW KOHTpajaTepaJibHO OLEJUISPHBIX MHTECPHEUPO-
HoB OT—D1 u OT—D2 [24]. ¥ uccienoBaHHBIX HAMU
TapakaHOB OOHapyXeHbl HEMPOHBI, 110 MOP(HOIOTUU
aHAJOTWYHBIE 3TUM HeipoHaM, pacHoJIOKeHUue U
¢dopmMa X OTPOCTKOB YKa3bIBaeT HA TO, YTO OHU ITOJTY-
YyaloT BXOJ OT I1a3KoB (olemieit). Y y aMmepukaHCcKoOro
TapakaHa, U y IipeactaBuTesicii cemeiictBa Blaberidae
STU HEUPOHBI OJHU U3 CAMbIX KPYITHBIX CPEIU HUCXO-
asux. OUeIIpHbIil OTPOCTOK JIydllle Pa3BUT y JieTa-
IOIINX TapaKaHOB — aMEPUKAHCKOT0, KyOMHCKOIO, y
HUX U OoJiee KpyMnHbIe Ma3ku. Hucxonsiye HelipoHbI
aMepHMKAaHCKOTO TapaKaHa C BXOJOM OT IJIa3KOB SIBJIsI-
IOTCS MYJIbTUMOAAIbHBIMU, KPOME U3MEHEHUST OCBe-
LIIEHHOCTU OHM TaK:Ke OTBEYAlOT HAa CTUMYJISILIAIO BET-
POUYYBCTBUTEIbHBIX PELIENITOPOB Ha LIepKax U Ha TaK-
TUWJIBbHBIE CTUMYIIBI [23]. MOXHO NpeamnoloXuTh, YTO
9TU HEMPOHBI BKIIOUCHBI B MOIYJIMPOBAaHUE OTBETOB
MEXaHOYYBCTBUTEJIBHOMN M APYTUX CEHCOPHBIX CUCTEM
C TIOMOIIIbIO M1a3KOoB [32]. Y cBepuYKa MOgOOHEII HUC-
X0 KOHTpaJaTepaJlbHbIi HEPOH C OTPOCTKOM B

KYPHAJ 3BOJIIOLIMOHHON BUOXUMUU U GHU3NOJIOTUN

OLEJUIIPHBIN TPaKT ObUI MASHTU(UIIMPOBAH KaK 3pH-
TeJbHbIN HelipoH DBNc2—1 [29].

Panee y aMeprKaHCKOro TapakaHa BbISIBUJINW KOH-
TpaJlaTepaJibHbIA UHTEPHEHPOH, KOTOPBIA pearupyer
Ha IBUXYILIMECS B IOJIE 3pEHUS MEJKUE OOBEKTHI U
MOKa3bIBaeT CXOXKUe MOP(HOJIOTUIECKNE OCOOEHHOCTU
C HUCXONSIIMMU HEHpOHAMU — NaTYMKaMU JBUKEHUS
(DCMD) capanuu [25]. ¥ atoro HH TapakaHa ecTb
HeCKOJIbKO 0011ux yept ¢ DCMD HelipoHOM: OH pea-
TUPYET Ha ABUXKYIIIMECS] MEJIKUe OOBEKThI B MOJIE 3pe-
HUS, KOHTpaJaTepaJIbHOM K €ro akCOHY B OpIOIIHON
HEpBHO# 1ienoyke. DTOT HEUPOH MPEANOYTUTEIHLHO
OTBEYAET Ha YMEHbIIIEHHE OCBeIlIeHHOCTHU. Teso KiieT-
KU PacIiojioKEeHO B CpeAHEM NpoTolepedpyMe, aKCOH
MEePEeXoIUT Ha KOHTpajlaTepaibHyl0 CTOPOHY MO3ra U
OpoeLupyeTcss 40 MeTatopakaiabHoro ranrus (T13).
Mpbl 0OHapY XU HEHPOHBI, MOP(OIOTUYECKHU CXOMI-
HbI€ CO 3pUTEIbHBIM HEHPOHOM aMePUKaHCKOTO Tapa-
KaHa y BCEX MCCICIOBAHHBIX IIPEACTaBUTENECH ceMeii-
ctBa Blaberidae.

Y Bcex BUIOB TapakKaHOB Mbl OOHAPYXWIW HEHpPO-
HBI, MOPQOJIOTMYECKM TOMOJIOTUYHBICE MEXaHOUYYB-
CTBUTEJIBHOMY HEWPOHY aMEPUKAHCKOTO TapakaHa.
DTU HEUPOHEI 00JIaIaI0T JOBOJBHO KPYIIHBIM KJIETOY -
HBIM TEJIOM U OCHOBHBIM OTPOCTKOM U UMEIOT CJIEAYIO-
IIME CXOMOHBIC YEPTHI: KIETOYHOE TE€JIO HAXOOUTHLCSI B
cepearHe IIpoTolepedpyMa OIKe K ero JopcaabHOMI
TIOBEPXHOCTH, KOPOTKME BETBU B JOPCOMEOUATIBHOM
Ne 6
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nportolepedpyMe O0onbIIoe BeepooOpa3Hoe AeHIPUT-
HO€ JIP€BO B JOPCAJIbHOM aHTEHHAJbHON H0JIE NEHUTO-
Hepebpyma. ¥ aMepuKaHCKOTO TapaKaHa ONKCaHbI ABa
HUCXOISIINX MEXaHOIYBCTBUTEIbHBIX HEMPOHA, OMUH
13 KoTophix — DIMa HaxoauTcst B HAATIIOTOYHOM TaH-
mmu, apyroir DIMb — B IOANIOTOYHOM TaHIIMM, U
MOKAa3aHO, YTO 3TU HEMPOHHBI YIYACTBYIOT B ITOBEICHUN
YKJIOHEHUSI OT onacHocTH [27, 28]. AKTUBHOCTb HEM-
poHa DMIa koppenupyeT ¢ yrJioBOi aMITJIMTYIOM TTO-
BOpOTAa BO BpeM:I IBMKEHMUSI IT00era, BBI3BAHHOIO CMe-
meHueM aHTeHHBI [27, 28]. IloBemeHue m3beraHust
OIIAaCHOCTH aMEPMKAHCKOI'O TapaKaHa XOPOIIIO U3y4eHO,
OHO MPENCTABISIET COOO0I IOBOPOT B CTOPOHY, IIPOTUBO-
MOJIOXKHYIO HamageHUIo U TooexKy [33, 34]. Orta peak-
LSl BBI3BIBAETCS 00IyBaHUEM LIEPOK, IPUKOCHOBEHHUEM
K aHTEHHAaM WX APYTUM O0JIacTsIM Tela M KOHSYHOCTEMH
[9, 10, 33, 34]. UneHTrULIMPOBaHbI PELICOTOPHI HA LIEP-
Kax, KOTopble OTBeYaloT Ha ooayBaHue [35], u Bocxonasi-
e TUTAaHTCKWEe MHTePHEMPOHEI, TIepeaarolmne nHPop-
MallMIo B TOpaKajJbHbIe TaHmmu [ 10, 36].

CBepyUKHU, KOTOpbIE TaKXKe, KaK U TapaKaHbl OTHO-
CSITCS K TPYIINE OPTONTEPOUTHBIX HACEKOMBIX, 1IEMOH -
CTPUPYIOT peaKlIMIo U30eraHus, CXOMHYIO C peakiuei
aMepurKaHCcKoro TapakaHa [37]. ¥ cBepUYKOB BbISIBJICHBI
HECKOJIbKO HUCXOSIIIMX HEPOHOB, KOTOPbIE ToJIyda-
JOT MeXaHOUYYBCTBUTENbHBIN BXxoH [38]. Heitpon ame-
pukaHckoro TtapakaHa DMIla-1 u HelipoH cBepuka
DBNc1-2 cxonHbl MOP(MOIOTMYECKN U UMEIOT Mexa-
HOYYBCTBUTEJIbHbIE BXOJbl UCKJIIOYUTEJIBHO OT KOH-
TpajaTepalibHO# (IT0 OTHOILIEHUIO K UX aKCOHY, MpPO-
XOISIIEMY B JOPCOMENUATIbHON YacTU LIEMHONM KOH-
HEKTUBbI) aHTEHHBbI U MOKa3bIBaIOT OBICTPbIIi OTBET
(aKCOHBI MPOBOMST MOTEHIINAJIBI IEMCTBUS B TPyIHbIE
TaHIVIMU CO CKOPOCTHIO 3—5 M/C). YUUTBIBasI COBIAACHUE
aHATOMUYECKUX U (DU3NOJOTUUYECKUX CBOMCTB, MOXHO
CUMTATh 3TU HEHPOHBI TOMOJIOTMYHBIMU [38]. TakuM 00-
pa3oM, y aMepUMKaHCKOTO TapakaHa M JOMOBOI'O CBEpUKa
TOMOJIOTUYHBIE HUCXOSIIIUE HEUPOHBI BBITTOTHSIOT Ofl-
HY U Ty Xe (PYHKIIMIO — pearupyroT Ha OTKJIOHEHHUe aH-
TEHHBI U YYaCTBYIOT B peaKIMK1 U30eraHusl.

OCHOBHOE TIPEAIIOJIOXKEHUE IIPU WU3YYECHUU PO.-
CTBEHHBIX BUJIOB, YTO TOMOJIOTMYHBIE HEHAPOHBI UTpa-
I0T AHAJIOTUYHYIO POJIb. YUUTHIBAS TO, UTO OTIMCAHHBIC
HaMM HEMPOHBI UMEIOT Pa3BUTHIC AEHIPUTHL B 00JIaCTU
IOPCAIbHOTO aHTEHHAIBHOTO MEXaHOYYBCTBUTEIBHO-
ro LIeHTpa B AeliToliepeOpymMe, MOXKHO TIPEANOIOXKUTD,
4YTO 3TH HEIIPOHBI yYACTBYIOT B 00pabOTKEe MEXaHOCEH-
copHoIi nH(GopMauu oT aHTeHH. MccaemoBaTenbckoe
ITOBEICHUEC U ITOBECACHUEC n30eraHusl B OTBET Ha Mexa-
HOCEHCOPHYIO aHTECHHAJBbHYIO CTUMYJISILIAIO OIOCpe-
JIOBaHbI HUCXOASIIIMMU HelipoHaMMU.

Bce npencraBuTenu ceMmeiictBa Blaberidae ncrmons-
3YIOT TAKTUJIbHBIC BXOJBI OT aHTCHH JIJIsI OpPUEHTALIH B
MpoCcTpaHCTBe. B HacTosiiee BpeMsl HET JAHHBIX O
TOM, UTO OCsI3aTelIbHOE BO30YXKIeHNE aHTEHH y Maja-
rackKapCkKux TapakaHOB MOXKET BbI3BaThb PEaKIUIO 13-
GeraHus, XOTs ITOKA3aHO, UYTO BJIEKTPUYECKAsT CTUMY-
JISIHUSI aHTEHH Y 3TUX TapaKaHOB BEI3bIBAET ITOBOPOT U
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mBmkeHne [39]. Hamm HaOmromeHUs 3a MOBEIECHHUEM
MaJlaracKapCcKoro TapakaHa Mmokasaju, 4To Tpu Kaca-
HUM aHTESHH TapakKaH JiejaeT HECKOJIbKO IIIaroB B CTO-
POHY, IPOTUBOITOJIOXHYIO CTUMYITy. TapakaHbl N. cine-
7ea OOBIYHO KUBYT OOJBIIMMM TPYIIIIaMM, B KOTOPBIX
dopMupyeTcsl couuanbHas uepapxus. OTKIOHEHUE
AHTEHHBI Y4acTBYeT HE B IOBeICHUU yOeraHus, a B
OostblIeit Mepe BO B3aMMOJACHCTBHUM C COpPOIAMYAMMU.
JoMuHupyolye caMIbl 4allle MOBOPAaYMBAIOTCI K
CTUMYJTY, a TIom9MHEeHHBIe 0codu otcTymnarort [40]. Ta-
pakaH B. craniifer ipy OTIaCHOCTHY 3aMUpPaET U IbITACT-
Cs 3apBIThCSI B MOYBY. Takoe IMOBeICHUE 3aIyCKaeTcs
TaKTWIBHOM cTUMYyJIsiimeii KpeuibeB [14]. ITpu mogauge
HaITpaBJICHHOTO CBETOBOIO CUTHAaJIA JIMYMHKY Tapaka-
Ha B. craniifer BBITIOJHSIOT MOBOPOT U mober [41].

IIpu HanMMuMY y UCCIeTOBaHHBIX BUIOB TapaKaHOB
HEMPOHHBIX IeNeil, KOTOPhIEe Y aMepUKaHCKOTO Tapa-
KaHa OTBeYaloT 3a ObICTpoe U 3(PEeKTUBHOE yOeraHue
OT XUIIIHMKA, TTIOBeIcH1E IIPU KaCAHUM aHTEHH 3HAYM -
TeJIbHO pasimyaercs. IlomoOHy10 KapTUHY MOXHO Ha-
61101aTh IPU UCCISIOBAaHUM peaKluu U30eTaHusI, BbI-
3BaHHOI 00IyBaHMEM LIEPOK Yy IBYX BUIOB JICTAIOIINX
TapakaHOB P. americana u B. craniifer 1 1ByX BUIOB,
HE CIIOCOOHBIX K moJjieTy B. germanica n G. portentosa
[42]. Bce aTu BUAbBI UMEIOT Pa3BUTYIO BETPOYYBCTBU-
TEJIbHYIO LIePKaJbHYIO CUCTEMY, COCTOSIIYIO U3 HUTE-
BUIHBIX CEHCUJLT Ha 1IepKaX, CECHCOPHBIX HEMPOHOB U
TUTAHTCKHUX BOCXOASIIINX HEMPOHOB, KOTOPKIE Y Ipe/l-
CTaBJICHHBIX BUIOB MMEIOT Pa3HBIil TuaMeTp aKCOHOB
[43]. IIpu MopdosgornyeckoM U (U3NOJIOTNUECKOM
CXOJICTBE LIepKaJbHOI CCTEMbI IOBEACHYECKIE peaK-
K1 Ha 00ayBaHUE LIEPOK Y TUX BUAOB CUJIBHO Pa3Jin-
yarorcsi. O0ayBaHMEe BbI3bIBAET peakldio yOeraHus y
TapakaHOB P. americana n B. germanica. Y TapakaHa
B. craniifer moToK BO3IyXa BBI3BIBAE€T TOJILKO CIA0YIO
peakumio, a 'y G. portentosa He BbI3bIBaeT TaKylo peak-
muio [42]. Olsen u Triblehorn gemaioT BEIBOA, YTO Liep-
KaibHas cuctema y G. portentosa B OTBET Ha 0OyBaHUE
3amycKaeT IpyTrue MoBeAeHYSCKUEe PeaKIuu.

TapakaHbl B. craniifer B yCIOBUSIX TIOBBIIICHHOM
temrepatypbl (28—30°C) meMOHCTPUPYIOT pPeaKIInio
n36eraHus, BRI3BaHHYIO 00myBaHueM 1iepok [ 14]. Llep-
KaJIbHbIe BETPOUYYBCTBUTEIbHBIC HEMPOHBI y4ACTBYIOT
TakXe B MOAIepKaHUHU TI0JIeTa, pearupys Ha co3iaBa-
eMble KPBUIbSIMM TIOTOKM Bo3nmyxa [44]. Dnekrpodn-
3MOJIOTUYECKHUE HCCIASAOBAaHUS OTBETOB THUTAaHTCKUX
HEMPOHOB Ha IOTOKHU BO3AyXa Pa3HOI CKOPOCTHU ITOKA-
3aJIiM, 9TO KakK y Jeraomux P. americana n B. craniifer,
Tak U Hejetaromux G. porfentosa u B. germanica, ya-
CTOTa CITaiflKOB B OTBETE IIPSIMO ITPOMOPLIMOHATIBHA
CKOpPOCTHU BETpa, XOTs HEOONbIINE Pa3IuIus MEXIY
BUJIaMU ObIJIM 0OHapyKeHHI [43].

B 3BoIIOLIMOHHOM Mpoliecce aHATOMUYECKU TOMO-
JIOTMYHEBIE HEWPOHBI MOTYT COXpaHSATHh CBOIO (DyHK-
LM1IO, HAIIpMMEP, KaK B ClIydyae CBEpYKa M aMEpUKaH-
CKOT'0O TapakaHa, y KOTOPBbIX HUCXOMMIINE MeXaHOpe-
LENTOPHBIE MOP(QOJOTUYECKA CXOOHBIE HEeHpPOHEI
BBITIOJTHSTIOT OOWHAKOBYIO POJIb B MOBEICHHWM yoOera-
Ne 6
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Hus. CrpaTterueit BbLKMBaHUS JIJI1 aMEPUKAHCKOTO U
HEKOTOPbIX IPYTUX BUAOB TapaKaHOB U CBEPUYKOB CTa-
JIV TTOBBIIIIEHHASI TOABUXXHOCTD U ObICTpasi peakiivs Ha
MeXaHWJIeCKHe CTUMYJTBL. Bumocmerndpmiaeckoe mose-
JIEHUE MOXET BOZHUKHYTb B TOM cllydyae, KOrJa aHaToO-
MUYECKHU oMpele/ieHHbIE CXeMbl BOBJIEKAIOTCSI B APY-
roro BUJa NESITEJIbHOCTb C MOMOIIIbI0O HEHPOMOMYJIsI-
LIMM, TIEPEKJTIOUYEHUS] CUHAIICOB WU TMPUHUMAas Ha
ce0s1 TOTIOJTHUTEIbHbIEe (DYHKIIUU.

I1pu n3yyeHN TOMOJIOTUIHBIX HEMPOHOB y OJIM3-
Kux BUIoB Drosophila 0b1I10 TOKa3aHo, 9TO HEMPOH
pIPIO, Mopdosiornuecku cxogHblii y BugoB D. mela-
nogaster n D. yakuba, onipenensieT pa3Hblii TUIT Opay-
HOI1 ITecHM y caMToB [45]. PaBHOKpBUIBIE M pa3HOKPHI-
JIble CTPEeKO3bl MMEIOT aHAaTOMUYECKUE pas3Indyusl B
KOH(UTrypanuu a3, KMHeMaTHUKe II0JIeTa, TaKTUKE
0oxoThbl [46]. bbuto mpoBeneHO cpaBHEHUE HUCXOIAILINX
HelipoHOB otciexuBanus 1ead (TSDNSs) y nipencraBu-
TeJIsl pPaBHOKPBUILIX cTpeKko3 Calopteryx splendens v tipen-
CTaBUTEJISI pa3HOKPBUIBIX CTpeKo3 Erythemis simplicicollis
1 BBISIBJIEHO, UTO IO MOP(OJIOTUYECKIM 1 (DU3NOJIOTH-
YEeCKUM XapaKTepUCTUKAM 3TU HEMPOHBI TOMOJIOIY-
HBI, HO €CTh CYILIECTBEHHBIEC pa3INIMs B OpTraHMN3alNN
OTCJIEXXUBaHUA LIeau [46].

MHoroyHKIIMOHAJILHOCTh HUCXOISIIUX HEUpo-
HOB IO3BOJISIET UM Y4aCTBOBATh B Pa3HbIX TUIAX IIOBE-
nenus. [loBeneHue n3deraHusI XUITHUKA MOXKET OBITh
CJIOXKHBIM M pa3HOOOpa3HbIM Jaxe y (puioreHeTu4e-
CKU O0JIM3KUX BUAOB. B mpoiiecce 3BOMIOINNT TOMOJIO-
TMYHbIE HUCXOISIIE HEMPOHBI B MO3Ie TapaKaHOBBIX
BOBJICKAIOTCSI B peajn3alilio pa3HbIX MOBEACHUYECKUX
peakumii. Y KpymHBIX TapakaHoB G. porfentosa U
B. craniifer anTeHHbBI yTpa4nBalOT POJIb B IIOBEACHUHU yOe-
raHUsI, HO COXPAaHSIOT (DYHKIUM OpHUEHTALUM B IIPO-
CTPaHCTBE, BLIOOPE MUK 1 ITOJIOBOM HoBeaeHUN. [Tote-
psI aJalTUBHOIO TTOBENCHUS, 3aKJIIOYAIOIIErOCs B peaK-
Uy yoeraHusi Ha oOOMyBaHME UM KacaHUE aHTEHHBI,
MOXET 3aMellaThCs MCIIOJb30BAaHUEM IPYIUX CIIOCO-
0OB 3alIMTHI OT XUITHUKOB: YTOJIIEHUE IK30CKEIIeTa,
3aMUpaHue, 3akallblIBaHWE, XMMMWYecKasl aTaka, HC-
MOJIb30BaHME 3BYKOB IIpu 000poHe. [1pu 3TOM romo-
JIOTUYHBIE HUCXOMSIINE HEMPOHBI, COXpaHss aHaTO-
MHUYECKOE CXOACTBO U, MO-BUAUMOMY, (DU3MUOJIOTUYEC-
CKHE XapaKTEepUCTUKM, JIETKO IlepecTpamBaloTCs Ha
y4JacTHe B IPYTUX TUIIAX IIOBEICHUSI.

AHTEHHBI UTPAIOT BaXXHYIO POJIb B OPUEHTALIMU Ha
MECTHOCTM, W30eraHuu BparoB, B3aUMOIECWCTBUM C
0COo0SIMY CBOETO BUjia, BIOOPE MUIIIY, TOJOBOM MOBE-
JIEHUH, OCOOEHHO C YYETOM TOTO, UTO TapaKaHbl B OC-
HOBHOM aKTUBHBI B HOUHbIE Yachl [47, 48]. OqHaKo OT-
cyTcTBUe TIpsiMbIX cBsizeit HH ¢ aHTeHHanbHBIMU A0-
JIIMUA — TIEPBOM CTYIIEHU OOpaOOTKM OOOHSTEIBLHOM
vHMOopMaLMK, TPUXOASIIEHA OT OJIb(paKTOPHBIX CEH-
CUJUI, a TaKXXKe C TPUMOOBUIHBIMU Te€JIaMU — BBICIIIMMU
accollMaTUBHBIMU LIEHTPAMU MO3ra HaCEKOMBIX, MO-
BUJIMMOMY, CBUAETEIBCTBYET O HEOOXOIMMOCTHU TIIy-
00KOIT MHOTOCTYIIEHYaTOI 00pabOTK1 0OOOHSITEIbHBIX
curHasioB. CxonHasi cuTyalldu HaOJIo#aeTcss M CO

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3SUOJIOTUU

CJIOXKHOW 3pUTEIbHON WHEOOpMAIE, TTPUXOISIIIeii
OT IJ1a3, KOTopasi Hy>KIaeTCsI B BRIWJIEHEHUU TaKUX Ia-
paMeTpoB, KaK CIIEKTPaJIbHbIIA COCTaB, IOJSIpU3alusl,
a TaKKe ABIDKEHNE OOBEKTOB II0 OTHOIIEHUIO K Hace-
KOMOMY M JABWXXKE€HHE CaMOro HacEKOMOIO, U JOJIKHa
OBITh MpeABapUTEIbHO 00padoTaHa ONTUYECKUMU 10 -
JIIMHA M CTPYKTypaMHM IIeHTpajJbHOTO KoMmIiuiekca. HH
MoJy4yaloT nepepadboTaHHYIO U UHTETPUPOBAHHYIO UH-
dopmalrio, KoTopasl 3aTeM IMOCTyIIaeT B MOTOpPHEIE
LICHTPHI B TAHIJIMSIX.

Harmmm manHBIe TOATBEPKAAIOT MHEHHE, YTO OOTb-
IIMHCTBO amanTallMii Mo3ra K M3MEHEeHUIO obpasa
KW3HU CBSI3aHBI C TIEPBUYHBIMU 3TarniaMu 00pabOTKH
CEHCOpHOM MHMOPMALINK, a HEUPOHHBIE 1IeTTH, KOTO-
pbIe CBSI3BIBAIOT MO3T C JOKOMOTOPHBIMU IIEHTPaMU B
TOpaKaJIbHBIX TAHTJIUAX, MEHee TIOABEePKEeHBI N3MEHE -
HUSM B 3BOJIIOLIMOHHOM TIpOIIecce.

COBJIIOAEHUE 5TUYECKHUX CTAHIAPTOB

Bce mpumMeHuMBIe MeXIyHAapOOHBIE, HAIlMOHAJbHBIE
1/VIM MHCTUTYLIMOHAIbHBIE IIPUHLIMITBI YXOAa U UCIIOIb30-
BaHUSI XKUBOTHBIX OBIJIM COOJIIONEHBI.
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COMPARATIVE NEUROANATOMY OF DESCENDING NEURONS
OF THE SUPRAESOPHAGEAL GANGLION OF COCKROACHES
OF THE FAMILY BLABERIDAE (BLATTODEA)

I. Yu. Severina®* and I. L. Isavnina“

“Sechenov Institute of Evolutionary Physiology and Biochemistry, Russian Academy of Sciences, St. Petersburg, Russia
#e-mail: severinaira@mail.ru

A comparative study of the morphology of descending neurons connecting the supraesophageal ganglion and
thoracic ganglia in cockroaches of the family Blaberidae, which differ in protective behavior and flight ability,
was carried out. The neuronal structure of these families was compared with the descending neurons of the cock-
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roach Periplaneta americana. The number, spatial distribution, and arrangement of axons and dendrites of de-
scending neurons of cockroach Leucophaea maderae, Gromphadorhina portentosa, Blaberus craniifer, Nauphoeta
cinerea (Blaberidae) were found to be similar. Neurons homologous to the ocellar, mechanosensory, and visual
descending neurons described in the cockroach Periplaneta americana were found. It is suggested that during the
evolution of the cockroach species, the adaptive behavior at danger was changed by transforming sensory inputs
and motor responses, while the system of descending neurons remains stable.

Keywords: insects, cockroaches, supraesophageal ganglion, descending neurons, behavior

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3SUOJIOTUU  Ttom 59 Ne 6 2023




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


