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Ha npumepe 060HSITEIbHBIX, 3DUTEJIbHBIX, MEXaHO-, TUTPO- U TEPMOPELIENITOPOB pacCCMOTpeHa
pOJIb TIPOMEXYTOYHBIX CyOCTPaTOB, MPEACTABICHHBIX MOPMOJOTUUECKUMU CTPYKTYpaMU WU
XUMUYECKUMM COCTUHEHMSIMU, HAXOMAIIMMUCS MEXIy HOCUTeJeM UHhOopMaIuy (CTUMYJIOM)
1 pelenTOpHON MeMOpaHO# NEeHAPUTAa B CEHCOPHBIX OpraHax HaceKOoMbIX. [TpoMexXyTouHbIe
cyocTpaThl B OOOHSTENbHBIX CEHCWIIIAX MPEACTaBIeHbl X KYTUKYISIPHBIMU OTIEIaMM, Mopa-
MU WUJIM TTOPO-TPYOUATOit CUCTEMOI, BHYTPUCEHCUJUTSIPHOM TuM(DOIi, a TaKKe OTOpaHT-CBSI3bI-
BarouMu Oeikamu. [TpoMeXyTOUHBIMU CTPYKTYpaMU SIBJISIFOTCS TaKXkKe COYWICHOBHASI MEM-
OpaHa (MexaHOpELENTOPHbIE BOJOCKHW), TUMIIAHAJIbHAasE MeMmOpaHa (OpraHbl Clyxa),
MUHEpaTbHbIC CTATOJIUTHI (PELIeTITOPBI IPABUTALIMK ), HAHOYACTUIIBI OKCHIA XKeje3a (pelernTo-
pPbl MarHUTHOTO TIOJIST), OKPYXKAIOIIMM AEHIPUTHI MATPUKC (TUTPOPELIETITOPHI), CBSI3AaHHBIE
¢ MeMOpaHOIl IeHApUTa MUKPOUYACTULIbI (TEPMOPELIENTOPHI), HECKIEPOTU3MPOBAHHAS ME30-
KyTUKyJa (MHdpakpacHble pelenTopbl). B pacrpocTpaHeHUM cUrHaIa, BOCIPUHUMAEMOTO Op-
raHaMM 4yBCTB OOJIBIIMHCTBA MOJAJIbHOCTEH, HabtoqaeTcst 1Ba aTana: 1) 10 KOHTaKTa CUTHa-
Ja ¢ nepudepruyeckuM OKpYXeHUeM (BellleCTBOM WM CTPYKTypoi); 2) Tocjie KOHTaKTa
CUTHaJIa ¢ TiepuhepuIecKuM oKpykeHrueM. [Ipr 3ToM cUTHAT OXHOM MOAAJILHOCTHU Ha TIEPBOM
aTare CBOero pacipoCTPaHEHUsT MOXKET 3aMellaThCsl CUTHAJIOM MHOM MOIATbHOCTH Ha BTOPOM
aTare pacrnpocTpaHeHMsI, KaK, HAapUMep, Y TUTPO- WIM TEPMOPELETITOPOB, MOCKOIBKY Tep-
BUYHBIII CTUMYJ (Bjara, Teruio/Xojod, MHdpakpacHoe W3IyuyeHMe) 3aMellaeTcsl MeXaHU-
YeCKUM BO3/IeCTBUEM Ha MEMOpaHy NeHAPUTA ero nepudepruueckoro okpyxeuusi. MexaHus-
MBI 3aMeIleHUsI MOIAJIbHOCTU CUTHAJIa BO MHOTMX CEHCOPHBIX OpraHax, paBHO KaK poJib O0-
PaHT-CBSI3BIBAIOIINX OEJTKOB U TTIOPOBBIX TPYOOK B OOOHSITETbHBIX CEHCUIITAX OKOHYATEbHO HE
BBISICHEHBI 1 TPEOYIOT MaJIbHEMIIIeTO N3YUeHMSI.

KiroueBble ciioBa: rHacekombie, ceHCOpHble 0p2aHbl, 00OHAMENbHbBIE PEUEnmopbl, 0K0A0PeUenmop-

Hble CMPYKMYpbl, 000paHM-C8s3bl8aroujue beaku, nopossie mpyoxu, 0030p

MHoroob6pa3ue TUIIOB UyBCTBUTEJIbHOCTH Hace-
KOMBIX O0ecIeuyrBaeTcss HaJaudueM CHelnaIu3upo-
BaHHBIX OPraHOB UYBCTB, MPEJACTaBAEHHbBIX ¥ HACEKO-
MBIX OpraHaMu 3peHus U CEeHCWIJIJaMU pa3HOM
MOJAJTbHOCTH.

OnpezeneHue TIOHSITUS CEHCOPHOW peueniuu
B MOHoOrpadusx, ydeOHUKAX U SHLIMKIONEAUSIX OITHO-
3HaYHO — 3TO BOCHPUSITUE CIELMATU3UPOBAHHBIMU
HEPBHBIMU KJIETKAaMU SHEPIMU Pa3IMUHBIX pa3apaki-
Tenel (XMMUUYECKHX, MEXaHUYECKUX, TEPMUUYECKUX,
SJIEKTPOMAarHUTHBIX W [NIp.) W TIpeoOpa3oBaHUE €e
B BHEPrUIO0 HEPBHBIX UMITYJIbCOB, T.. B HEPBHBIE CUT-
Hanbl. IlocnenoBatelbHOCTb (PYHKIMIA pelerTOPOB —
BOCIIpUSITUE U TIpeoOpa3oBaHUe — TakKKe OJHO3HAYHA
U He BbI3bIBaCT KaKUX-JIMOO COMHEHUI. 3a UCKIIoYe-
HUEM OJHOTO: M3 CTOJIb JAKOHWYHOIO OIpeAcseHUsI
PELIETITOPHOTO aKTa MOXHO C/eJiaTh BbIBOJA, YTO CEH-
COPHBIII MeMOpaHHBI PeLENnTop BCeraa BOCIIpUHUMA-
€T HATHUBHBIN HETpaHC(OPMUPOBAHHBIN MEPBUYHBIN

ctumyn. IlomoGHast TpakToBKa TOATBEPKAACTCS
U OlpeAesieHUeM MeXaHu3Ma pelieniM, BKIIoYaroIe-
ro TepBUYHOE B3aMMOJEHCTBUE PELEeNTopa ¢ pasapa-
xutenaeM. OgHAKO pe3yabTaThl U3YYeHUs PEeLeNTOPOB
HACEKOMBIX CBUAETEILCTBYIOT O TOM, UTO TaKO Mexa-
HU3M peLeNMU CBOWCTBEH JIaJieKo HE BCEM OpraHam
YyBCTB. Y HACEKOMBbIX Hapsily C peuerntopamu, BOC-
MPUHUMAIOIIUMI HATUBHBIE CTUMYJIbI, UMEIOTCSI U pe-
LIENTOPBI, BOCIPUHUMAOIIME MpeoOpa3oBaHHbIE Ha
CBOEM ITIyTH K perienTopy ctumMyJibl. Hacrosimii 0630p
HarmpapJIeH Ha 00CYKIEHUE 3TOI MPOOIeMbl.
O06006111eHHOE MpeACTaBIeHNe O TIEPBUYHOM aKTe
pelenuuyu CTUMYJIOB JIIOOOM MOJAJbHOCTH OBLIO
copmynrpoBaHo B 70-e I'T. IPOIILJIOrO BeKa; B COOT-
BETCTBMM C HUM B IIa3MaTU4YeCKOM MeMOpaHe JeH-
JPUTOB PELENTOPHBIX KJIETOK HMEIOTCS OeIKOBbIE
MOJIEKYJIbI, MEPBbIMUA BCTYIAIOIIMMU B crienuduyue-
CKOE B3aUMOIEHCTBUE C JIUCKPETHOW €IMHULEH
SHEPIruM BHelIHero ctumyia [1]. BriepBoie Takue 6e-
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KOBbI€ O0OHSITEJIbHBIE PELIENITOPhI Y HACEKOMBIX ObLIN
UIEHTU(UIIMPOBaHbI B cOCTaBe MeMOpaHbl JEeHIpU-
TOB HEWPOHOB, pACMHOJIOKEHHBIX B CEHCHJLIax
Drosophila melanogaster [2—4]. 3a nocnenHue nBan-
1aTh JIET MOJyYeHbl MHOTUE NaHHbIE, TTOATBEPXKIAl0-
IIMe 3Ty KOHIEMIMIO, MPUMEHUTEIbHO, TI0 KpaliHei
Mepe, K HauboJjiee XOpOoIIO M3YYEeHHBIM OOOHSITENb-
HBIM penenTopam [5—7].

CeHCWJITBI  HACEKOMbBIX — MPEACTABIISIIOT  cOOO0M
Mop(doJoruyeck He3aBUCHUMBbIE BJIEMEHTApHbIE CEH-
COpHbIE 00pa3oBaHUsI, COCTOSIIIIME U3 ONHOMN WU He-
CKOJIbKMX CIMeLMaTu3upPOBaHHbBIX NTEPBUYHOYYBCTBYIO-
LIMX PELEeNTOPHbBIX KJIETOK (HEHPOHOB), HECKOJIbKUX
00KJIaIOYHBIX KJIETOK M KYTHUKYJISIpHOro otaeia [8].
[TepBUUHOUYYBCTBYIOIIME PELICNITOPHbBIE KJIETKU, B OT-
JINYKME OT BTOPUYHOUYBCTBYIOIINX, HE TOJBKO BOCIPY-
HUMAaIOT 3HEPTUI0 CTUMYJa, HO M CaMU TeHEPUPYIOT
U TiepeJaloT HepBHbIE MMIYJIbChl B TAHTJIMM HEPBHOM
cuctembl. C MOMOIIBIO CEHCUIJT HACEKOMbIE BOCIIPU-
HUMAalT KakK HEHallpaBJCHHYI0 Ha OMpeaeJeHHbI
opraHu3M HWHGOPMALIMIO O COCTOSSHUM BHEIIHEH
cpenbl  (BETPOUYBCTBUTENbHBIE PELENTOPhI, TUIPO-,
Tepmopenentopsl, peuentopbl CO,), Tak ¥ Harpas-
JICHHYIO Ha ompee/ieHHblE BUIbI HACEKOMBIX MH(OP-
Maluio B BUIE 3BYKOBBIX WJIM CBETOBBIX CHUTHAJIOB,
(EepOMOHOB U APYTUX XUMUUYECKUX COSTUHEHUI.

Perientopbl HaceKOMBIX KJIaCCU(MULMPYIOT MO
pasHbIM TapamMeTpamM: 1) MOIaJbHOCTU aJeKBaTHBIX
pasapaxuTtesieil (oTropenenTopbl, MeXaHOPELEeINTO-
PBI, XeMOPELENTOPbI, TEPMOPELENTOPHI, TUTPOPELIET-
TOPBI, PEUENTOPHI TPaBUTALIMU, MATHUTHBIX U BJIEKT-
puyeckux Toseit); 2) OTHOILIeHWI K OpraHu3My
WUCXONSIIEr0 CUTHaja (3KCTepo-, MHTEpO- U Ipo-
MPUOLIENTOPHI); 3) B3aMMHOMY PACIIOJIOXEHUIO pe-
LIenTopa U pa3apakuTtesist (IMCTaHTHOE, KOHTAKTHOE).

OnHaKo CTpOeHHE 3KCTEPOLIeNTOPOB HACEKOMBIX
HE TI03BOJISIET OOJIBIIMHCTBY CTUMYJIOB JOCTUYbL DPe-
LIENTOPHON MeMOpaHbl AeHApPUTA 0e3 MpeaBapuTeib-
HOTO B3aMMOIEUCTBUS C KaKUM-JIUOO CyOCTpaTom,
pacmnoyiokeHHbIM B TepudepruuIecKoM OKpPYKEHUU
pelenTopHOii MeMOpPaHbl, B HEKOTOPBIX CIyJasix Jaxe
He OTHocsIeMycsl K HepBHOI cucteme. Kak usBecT-
HO, J1000€e B3aUMOCHCTBUE MPUBOIUT K U3MEHEHUIO
000MX B3aMMOICUCTBYIOIINX OOBEKTOB. AHATU3UPYS
UMEIOIIYIOCS MH(MOPMALIUIO TI0 OpraHaM YyBCTB Hace-
KoMbIX [1, 8], Heab3sd HEe OTMETUTh HEAOCTATOUHYIO
U3y4YEHHOCTh (DYHKLMU CyOCTpaToB, JeXallux Ha
MyTU OBUKEHUsI CTUMYyJla U3 BHEIIHEH cpelbl K pe-
LIENITOPHOI MeMOpaHe NeHAPUTOB PELENTOPHBIX Ke-
TOK, 4YTO 3aTPYAHSIET TPAKTOBKY BCEX O3TarioB aKTa
MEePBUYHON peLIeTILH.

Hanuuue mnpoMexXyTOYHBIX CyOCTpaToB, Mpel-
CTaBJICHHBIX MOP(OJOTMYECKUMU CTPYKTypaMu WU
XUMUUECKUMU COEAMHEHUSIMU, MEXIY HOCHUTEIeM
uHopMaLuu (CTUMYJIOM) U BOCIIPUHUMAIOIIUM pe-
LIETITOPOM B MeMOpaHe HelipoHa CBOMCTBEHHO Opra-
HaM 4yBCTB OOJIBIIMHCTBA MojaanbHOcTel. Haunboee
CJIOXHAasi OpraHM3alusl OKOJOPELENTOPHOTO OKPYXKe-
HUS CBOMCTBEHHA OOOHSTEIbHBIM CEHCUJITIAM.

Bocnpusitue XuMu4ecKux CTUMYJIOB

B mocnenHue Tpu AeCATUICTHS MIPOU3OIIET 3Ha-
YUTEIbHBIN TTPOPHIB B TTO3HAHWU TIEPBUYHBIX Mexa-
HU3MOB  BOCIIPMSATHSI  HACEKOMBIMU  MOJICKYJ
XUMHWYECKUX COCIWHEHMI, TIpeXIe BCEro IPUCYT-
CTBYIOIIIUX B OKPYXKarollei cpene (0M0paHTOB), BOC-
MMPUHUMAEMBIX  OOOHSTEJIbHBIMU  CEHCHMJIJIAMMU,
U B MEHbLIEH CTENEHU — COCIMHEHUI, paCTBOPEH-
HBIX B Pa3IUYHBIX MUILEBBIX XUIKOCTIX, KOTOPHIE
BOCTIPUHUMAIOTCSI KOHTAKTHBIMU XEMOPEIIETITOPHBI-
MU (BKYCOBBIMU) CEHCUJUIAMMU.

KoHTakTHBIE XeMOpeIenTOpHbIE CEHCUIUIBI pac-
MOJIOXEHbI HE TOJIbKO Ha MPUAATKAX POTOBOIO arma-
pata, HO M Ha aHTEHHaX, JlallkaX HOT, TeHUTAINIX,
SUIeKIane, a y MHOTMX BUIOB M Ha KPBUIbIX. DTU
XeMOCEHCOpPHBIC OpTaHbl MPEACTABICHBI MPEUMYIIE-
CTBEHHO TPUXOMIHBIMU M 0Oa3MKOHUYECKMMM CEH-
CWJITAaMU, JUTS KOTOPBIX XapaKTepHO HATWINE TOJHKO
ONTHO WJIM HECKOJIBKUX TTOP Ha BEPITNHE KYTUKYIISIP-
HOTO OTHAeNia U HEBETBSIIINXCS ICHIPUTOB B TOCIEI-
HeM [8]. JeHapuThl B KYTHUKYJISIDHOM OTIEJIe HaXo-
IATCS B CEHCWJUIAPHON KUIKOCTH, SIBJISTIOIIEIICS
eIMHCTBEHHBIM CYOCTPAaTOM Ha IMyTH MEXIY BOCTIPH-
HUMaeMOU THINEeBON XUIKOCThIO M BKYCOBBIMU pe-
IenTopaMyu MeMOpaHbl ACHIPUTA.

M3yuasi ¢ moMolibio 31eKTpohU3U0TIOTUIECKOTO
MeTOoNIa peaKIIMy Pa3HBIX HEMPOHOB Ha BKYCOBEIE pa3-
IPaXUTEIN, BO BKYCOBBIX CEHCUJUIAX BBHISBICHBI
4 TUIIa HEMPOHOB: CaxapOUyBCTBUTEIIbHBIC (S) HEpo-
HBI; BOIOUYYBCTBUTENbHBIE (W) HEHpOHBI; HEMPOHHI,
YYBCTBUTEJbHBIC K HU3KUM KOHIICHTpAIIUSIM COJIeH
(L1); HelipoHBI, YyBCTBUTEJIbHBIE K BBICOKMM KOH-
neHTpauusiM cojeit (L2) [9].

PetteriTopbl  BKYCOBBIX COETWHEHMIA, PaCITONO-
>KeHHBIe Ha MeMOpaHe MEeHIPUTOB KOHTAKTHBIX Xe-
MOpEIIETITOPOB, M KOAMPYIOIINE WX TeHBI BIIEPBHIE
ObUIM uaeHTUULUMpPOBaHbl Y Drosophila melanogaster
[10, 11], a omopaHT-CBSI3bIBaOIINE OCIKA BHISIBIICHBI
y Drosophila [12] u cepoit MsicHOI Mmyxu Boettcherisca
peregrina [13]. OnHako moka Heu3BecTHa (YHKLMS
OJIOPAHT-CBSI3BIBAIOIINX  OEJIKOB,  BBISIBIISICMBIX
B TKaHSIX BKYCOBBIX OpPTaHOB HACEKOMBIX, a TaKXkKe
MeXaHM3M (pOPMUPOBAHUS CBSI3U ATUX OCIKOB C JIN-
raHIaMH.

OO0oHsTEeTbHBIE OpTaHbl HACEKOMBIX 00JIee pa3HO-
00pa3HbI 10 HOpMe UX KYTUKYIISIPHOTO OTHEsa; CPeau
HUX TOMUHHPYIOT TPUXOUIHBIE, 0a3MKOHUYECKHE, 11e-
JIOKOHWYECKHNE, OYJaBOBUAHBIC, CTHJIOKOHMUYECKUE
U TUTAKOWIHbIE CEHCUIUIbL. 1o CTpOeHMIO KYTUKYIISIp-
HOTO OT/ieJIa BblIeJIEHbl OJJHOCTEHHbIE CEHCUJLIbI, UME-
OI1IME OJIHY CILIOIIHYIO KYTUKYJISIPHYIO CTEHKY, U IBY-
CTEHHBIC CEHCUJLTBI, UMEIOIINE IBE CBI3aHHBIC MEXKITY
€000i1 cteHKU. OTHOCTeHHbIE OOOHSITEIbHbIE CEHCUIT-
JIbl  XapaKTEepU3YIOTCSl HaJWYMeM MHOTOUMCIEHHBIX
IOp B KYTHKYJISIPHOM OTHEJIe M BETBSIIMXCS JTCHIPH-
TOB B TOJOCTU mnochenHero. KyTuKynsipHblii oTaen
JIBYCTEHHBIX OOOHSITEJIbHBIX CEHCUJIT TIPOHU3aH MOPO-
BbIMUM KaHajaMH, a B €ro IMOJIOCTU PacriojoXeHbl He-
BETBSIIMECS JEHIPUTHI PELIEITOPHBLIX HEHPOHOB [§].
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B memOpaHe NeHAPUTOB PELIENITOPHBIX KIETOK
OOOHSATEJIbHBIX CEHCUJUI MAEHTUMUILIMPOBAHBI OEIKU
Pa3HBIX KJIACCOB: PELIENITOPBl omopaHToB [5, 14, 15],
WOHOTPOMHbBIE pelenTtopbl [16], Geaku MeMOpaHbI
ceHcopHoro HelipoHa [17]. B okpyxatoiieit MmeMOpa-
HY BHYTPUCEHCWJUISIpHON suMdbe BbISIBIEHBI OI0-
paHT-cBsI3bIBalone O0enku [18] m omopaHT-pasiara-
e pepmeHTsl [19].

OOOHSATEbHBIE PELENITOPbI MPENCTaBAEHbI IJIMH-
HBIMU, TIPOHU3BIBAIOIIMHA MeMOpaHy OeJTKOBBIMI MO-
JIeKyJaMu, JUIsl KOTOPBIX XapaKTepHO W30MpaTesibHOe
CBSI3bIBAHME C MOJIEKYJIaMU OJOPAHTOB OIpeAeeHHO-
ro kKjacca; y Myx pona Drosophila BbIsiBlIeHO 52 Turma
00oHsITeNbHBIX pelienTopoB [20]. TIpu 3TOM Kaxmblit
OOOHSITE/IbHBIN HEMPOH 00J1a1aeT TOJbKO OJHUM, Pell-
KO IByMsI, TUTTAMM TaKHX PELIETITOPOB.

YCTaHOBIIEHO TaKXe, YTO BOCIPUSITUE MOJIEKYJIbI
ollopaHTa pelenTopHbIM OenkoM y Drosophila ocy-
LIECTBASIETCS] TIPU HaJU4YMM B MeMOpaHe AeHIpuTa
oenkoB-kopenenTopoB ORCO. B yactHOCTH, O€IOK
ORS83b (HazbiBaeMmblii Takxke OR2 wnu OR7 y apyrux
HAceKOMBIX) UMEET CXOAHOE CTPOCHUE Y Pa3HBIX Heii-
POHOB, B OTJIMYME OT pelienTOpHbIX 6eaKoB. [Ipenmno-
naraetcs, 4yTo 6esok OR83b BbIMOJNHSIET TpaHCIIOPT-
HYIO B OTHOLIEHUHU PELENTOPHBIX OEIKOB (PYHKIIUIO,
MOCKOJIbKY TIpY OJJOKMPOBAHUM CEKPELIMU 3TOTO Oe-
Ka pelernTopHble OeJKM He CBSA3bIBAIOTCS ¢ MeMOpa-
Hoil geHaputa [21]. B 1LenoKoHWYeCKMX CeHCUJIIax
Drosophila BbISIBIEHbl MOHOTPOIHbBIE PELEIITOPHI,
(opMupyroIIe MOHHBIE KaHajbl [16], KoTopble pac-
CMaTpMBAIOTCS KakK HauboJjiee IpeBHUE CEHCOPHBIE
pelienTopsl [22].

BosHukaeT Bompoc: Kak IIONagalT MOJICKYJIbI
OIOPAaHTOB Ha pelenTopHyio MeMmOpaHy? Benp um
HaJlo MPOHUKHYTH Uepe3 MHOTUE OKOJIOPELIENITOPHbIE
CTPYKTYpPHI U TUMQY, OKpYXKalolllyto AeHAPUTHI. B xe-
MOpPELIENITOPHBIX OpraHax HaCeKOMbIX TaKoe Tepude-
pUUECKOE OKPYXKEHHUE PELENTOPOB MPEACTABICHO KY-
TUKYJSIPHBIMU OTACIaMU CEHCUJUI, UX TOpaMu WJu
Mopo-TpyOUaToii CUCTEMON M BHYTPUCEHCUJLISIPHOM
ymMdoii [23]. T1pu aTOM ciaoxXuiach rapamgoKcaabHas
CUTYyallMsl, BbIpaxKarlIiasicsi B TOM, YTO U3yYEHHOCTb
U TeopeTndeckass 000CHOBAHHOCTb BOCIIPUSITUSI OI0-
paHTa COOCTBEHHO MeMOpPaHHBIM PELIENITOPOM OKaza-
JINCh 3HAYUTEIBLHO TIIyOXKe MO CpaBHEHUIO C U3YUeH-
HOCTbBIO yUacTUsI B 3TOM IIpoliecce Mepudepruyeckoro
OKPYXEHMUSI pelenTopa.

TlepBoii CTPYKTYypOIi, Ha KOTOPYIO MOMagarT MO-
JIEKYJIbl OZIOPAHTOB, SIBJISIETCS MPOHU3aHHBIN MTOpamMu
BHELIHUIA CJIOU KYTUKYJIbI OOOHSTEIbHON CEHCUJIBI.
ITpu aTOM Ccynpba MOJIEKy, JOCTUTILIUX 3TOU TTOBEPX-
HOCTH, pa3IMvyHa: TEOPETUUYCCKU, OJHU M3 MOJIEKYJ
cpasy TOIajaloT B MOPbl, 1 MOXHO TIPEATONOXUTD,
YTO UMEHHO OHM CJYyXXaT MCTOYHMKOM MHMOpMaunu
0 MPpUPOJE XMMUUECKOrO0 CHUTHalla, B TO BpeMs Kak
OOJIBIIIMHCTBO MOJIEKYJI MOIAaAaeT Ha BHEIIHIOW JIM-
MOTMPOTEUHOBYIO IUIEHKY KYTHUKYJISIPHOTO OT/Ie/a CeH-
cuibl. TlomaBiire Ha MOBEPXHOCTh AHTEHHBI OMO-
PaHTBI Pa3HOU MPUPOIBI, B TOM YUCIE U (DEPOMOHHI,

noaBepraloTcs  Kak (epMEHTHOMY  pa3pylIEHUIO
[18, 24], Tak M MexaHUMYECKOMY YIAJIEeHUIO TIpu
OUHCTKE (IpyMMHI€) HaceKOMbIMU aHTeHH [25]. Ilo-
JIydeHbl TaKXe JaHHble O HEOJHOPOAHOCTU XUMUYE-
CKOTO cOCTaBa JUMUI0B MOBEPXHOCTU OOOHSTEIbHbIX
CEHCWUI yV pa3HbIX HaceKoMmbIX [26]. [lomyckanachk
TakXe BO3MOXHOCTh «CTeKaHUsI» OHOPAHTOB B MOPHI
MO JIMIIONIPOTEMHOBOH TiIeHKe [23]. OgHaKo MOJIEKY-
JIbl OIOpaHTa, B YaCTHOCTU MOJIOBOTO (pepoMOHa, He
TOIABILME CPa3y B ITOPbI, BPsIIL I UMEIOT CUTHATIbHOE
3HAYEHUE JIJII HACEKOMbIX, aKTUBHO Pa3bICKUBAIOIIINX
B TOJIETE MOJOBOIrO NMapTHepa. Jlaxe rurnoreTuyeckoe
HaJIMYMe TaKOTO «CTeKaHMSsI», 3aHMMAIOIIETro orpee-
JIEHHOE BpeMsl, 3HAUYUTEJbHO YCI0XHSET OObSICHEHNE
MeXaHM3Ma OpUEHTALIMM HACEKOMbIX Ha HMCTOYHMK
3arnaxa, Tak Kak B 9TOM CJly4yae HaceKomoe OyneT Boc-
MPUHUMATh BEIIECTBO, JaXe HaXoJsCh BHE 3aM1ax0BO-
ro cliefia, YTO TPUBEAET K JI€30PUEHTALIMU €r0 MoJieTa
WA TTOMCKOBOTO TIoBeaeHus [27].

BHyTpUCEHCUISAPHBIMU CTPYKTYypaMH, C KOTO-
PBIMU B3aMMOJENCTBYIOT MOJIEKYJIbI OJIOPAHTOB, SIB-
JISIOTCS TIOPOBbIE TPYOKM M OJOPAHT-CBSI3bIBAIOLINE
OenKu.

NHTeHCHBHOE U3YYeHUE OJIOPAHT-CBA3bIBAIOIIMX
0eJIKOB OBbLIO OOYCJIOBJIIEHO BO3MOXKHBIM pELIeHUEM
npo0JieMbl AOCTAaBKU TUAPO(POOHBIX MOJEKYJI OI0-
paHTa 4yepe3 ruApOoGUIbHYIO BHYTPUCEHCUJUISPHYIO
JIuMQy K pelienTopHoi MemoOpaHe aeHapuTa. [1osiBu-
JIUCh pabOThl, HAMpPaBJIEHHbIE HA JOKA3aTeJbCTBO I'M-
MoTe3bl aKTUBHOIO IlepeHoca MOJIEKYJ1 OJ0paHTa
K JIOKycaM MeMOpaHbI pelientopHoi kietku [28]. 1o
9TOW THUIOTE3€ MOJIEKYJbl OJIOpaHTa, TOMaB yepe3
MOpbI B TMOJOCTb KYTUKYJSPHOTO OTAENa CEHCUJUIBI,
CBSI3bIBAIOTCSI C OEJIKOBBIMU MOJIEKYJIaMU, KOTOPbIMU
OHM AKTHMBHO TPAHCIIOPTUPYIOTCS K MeMOpaHe pe-
uentopHoir kjetku (puc. 1A). IlepBeiM dakTom,
MOJATBEPAUBILIUM MEPCIEKTUBHOCTh PA3BUTUS JaH-
HOII TMIIOTe3bl, ObLJIO OOHApyXeHHEe B aHTEHHE Oa-
0ouku Antheraea polyphemus 6e1Ka, KOTOPBI CBSI3bI-
BaJIcsl ¢ MoJieKyJaMu (hepoMOHa, HO MPU 3TOM HeE
00J1a]a71 UHAKTUBUPYIOIIMMU CBOMCTBAMM B OTHOIIIE-
HUM 3TUX MoJieKya [18]. YcraHoBieHO, 4TO OgOpaHT-
CBSI3BIBAIOIIME OCIKM CUHTE3UPYIOTCS OOKIamo4-
HBIMU KJIETKAMU CEHCWJIJIBI U BBIAEJISIIOTCS B CEHCUJI-
JISIPHYIO KMIKOCTb [24].

braronapst uCroab30BaHNI0 METOJIOB MOJIEKYJISIP-
HOII OMOJOTUM BO BHYTPUCEHCUJUISIPDHOM XKMIKOCTHU
OOOHSITEIbHBIX CEHCWJIJT MHOTHMX HACEKOMBIX (Yellye-
KpbLUIble, Myxa-Ipo3oduia, KoMapbl, Mmyeia MeaoHOC-
Hasl) KpOMe OJ0paHT-CBS3bIBAIOIIMX OETKOB BbISIBIIE-
Hbl U ONOpPaHT-WHAKTUBUpYIOLIME (epMeHThl [19].
IIpennonaraercs, 4ro 3T (hepMEHTbl UHAKTUBUPYIOT
CBOOOJIHbIE MOJIEKYJIbI OJOPAHTOB, HE CBSI3aBILIMECS
C O/lopaHT-CBsI3bIBatolMMu Oesikamu. TlocienHue mMo-
IYT BBIIOJHSATH ABe (PYyHKIUM: 1) TpaHCIIOPTUPOBKY
ruapo¢GOOHBIX MOJIEKYJT OJOpaHTa 4Yepe3 TMAPO(hUIb-
HYI0 CEHCWUISPHYIO XMIKOCTb K pelenTopaM Ha
MeMOpaHe OeHIpUTa; 2) 3alIUTy MOJIEKYJ OOpaHTa OT
NEWCTBUSI OTOPAHT-UHAKTUBUPYIOIIUX (DEPMEHTOB.
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[Tpoliecc TpaHCTIOPTUPOBKU MOJIEKYJT OOPAHTOB
K pelenToOpHOil MeMOpaHe COIPOBOXKAAETCS 00pa3o-
BaHMEM KOMILJIEKCa, COCTOSIILIEr0 U3 OMpeneeHHOro
OIOPaHT-CBSI3bIBAIOIIETO OeIKa U JUTaHIa — MOJIEKY-
bl omopaHTa. [lpoiiecc B3aMMOJENCTBUSI 3TOrO
KOMILJIEKCa C PelenTOPHON MeMOpaHOI JeTaabHO HE
U3y4yeH U TI03TOMY HEW3BECTHO, BOCIPUHUMACET JIU
MeMOpaHHBIN pelenTop BeCh KOMILIEKC, TO €CTh 070~
pPaHT-CBS3bIBAOIIMI OENOK W JIMTaHI, WIU TOJbKO
onuH jauraHna [7]. BocopusTthe peuentopoM BCEro
KOMILUIEKCa MOXET CBUAECTEJbCTBOBATH O TOM, YTO
0/IOPaHT-CBSI3bIBAIOIINI 0el0K, chOpMUPOBAB 3TOT
KOMIUIEKC C ONpeAesIeHHbIM JIMTaHAOM, OIpeaesieT
U cneuru(UIHOCTb KOMILJIEKCa B LIEJIOM.

Kaxymasicsi joruuyecku 0e3ynpeyHoil u MOoAaT-
BepxXaaeMasi 3KCIepUMEHTaIbHBIMU JAHHBIMU KOH-
LIETILIUST JOCTaBKU MOJIEKYJI OJOPAHTOB K peliernTopaM
3aMETHO TMOIIaTHYJIach MpU OOHApYKEHUU OJOpaHT-
CBSI3bIBAIOIIMX OEJKOB BO MHOTMX TKaHSIX U OpraHax
HAceKOMBbIX, HE HMEIOIIMX OTHOIICHMSI K OpraHam
oboHsHUS [29]. OnopaHT-CBI3bIBaOIINE OSIKN K Ha-
CTOSIIIIEMY BPEMEHU BbISIBJIEHBI HE TOJHKO B OOOHSI-
TEJIbHBIX CEHCUJIJIaX HACEKOMBIX, HO U BO BKYCOBBIX
CEeHCUJIIaX, PACIIOJI0XEeHHbBIX Ha Jlabe/utyMax Xo00TKa
u Horax [12, 13]. KpoMe xemMopelenTopHbIX OPraHoB
OIOPaHT-CBS3bIBAIOIINE OCIK OOHAPYKEHBI B TUTPO-
pelenTOpHbIX ceHcusax auTeHH Drosophila [20, 30].
HeoxugaHHbIM OBLJIO OOHapyXKe€HHWE OTHX OEJKOB
B ¢depoMoHHBbIX [31] u mosoBbix [32—34] kenesax,
a TakKe B KUIlIeUHUKe [35] HaceKOMBIX.

TpyaHOCTM OIHO3HAYHOM TPAKTOBKU POJIU OJ0-
PaHT-CBSI3bIBAIOIINX OEJIKOB OOYCIOBJIEHBI M PSIIOM
apyrux ¢aktoB. HecMoTpst Ha 1mmpokoe pacrpocTpa-
HEHME B OpraHax M TKaHSX HACEKOMBIX OJOPaHT-CBSI-
3bIBAIOIIMX OEJIKOB, MHOTME U3 HUX, TEM HE MEHEe, He
OOHapy:XMBalOTCS B HEWpOHAX OOOHSTEIbHBIX CEH-
CWJUI, BKJIIOYAs X aKCOHBI U IEHAPUTHI, HO BBISBIISI-
IOTCS B OOKJIAZOYHBIX KJIETKaX CEHCHJUI — TEKOIeH-
HOI, TOPMOTeHHOM. [IJIsT HEKOTOPBHIX HACEKOMBIX HE
yIQJIOCh MOATBEPAUTH YYaCTHE OJO0pPaHT-CBSI3bIBAIO-
II1X OEJIKOB B OOOHSITEIbHOM IPOLIECCE C MOMOIIBIO
anexkTpodusnoornyeckoro Merona [20]. JoBonbHO
HEOXUIAaHHBIMU ObLIY U pe3yJbTaThl U3YYEHUS peak-
LIMM PELIETITOPHBIX HEHPOHOB Ha OOPAHT-CBSI3bIBAO-
mue 6enku. ITokazaHo, B YaCTHOCTU, YTO OJOPaHT-
CBSI3bIBAIONINE OCJIKA MOTYT B HEKOTOPBIX CITydasix He
MHUIIMUPOBATh peaKIMIO PELICIITOPOB B OTBET Ha O0-
paHT, a, HAIIPOTUB, €€ MHIMOUpoBaTh [18].

ITokazaHo Takxe, YTO peaklius pelenTopa Ha
OIO0PaHT MOXKET MPOSIBISTLCS U TIPU OTCYTCTBUM O0-
paHT-CBSI3bIBAIONIMX 0eJKOB [36, 37]. DTO moATBEPXK-
JlaeTcsl ONbITaMu ¢ BocripusitueM D. melanogaster de-
pomoHa 11-yuc-BakueHunaaneTraTa, KOTopoe OOBIYHO
obecrnieyrBaeTcsl HaJMYMEM OJIOPAHT-CBSI3bIBAIOIIETO
oenka LUCH, tpancMmeMOpaHHoro Oeinka SNMP
n oboHgrenbHoro peuenrtopa OR67d [38, 39].
B a1exTpodr3nooruyecKrux onbiTaXx ¢ MyTaHTHBIMU
no 6enky LUCH gpo3odunamu ycTaHOBJIEHO, UTO,
HECMOTPSI Ha HEBO3MOXXHOCTh (POPMUPOBAHUS Y APO-

30¢un kKommiaekca «pepomoH—LUCH», mocinenHue
objlamany YyBCTBUTEJBHOCTBIO K (EepOMOHY. IDTO
KOCBEHHO yKa3blBaeT Ha BO3MOXHOCTb HEIOCPEACT-
BEHHOTO AaKTUBUPOBAaHUS PELENTOPOB HEUPOHOB
MoJieKynaMu ¢GepoMOHa, XOTS IJIsI 3TOro TpedyeTcs
MOBBIIEHHA KOHIEHTPAIMS MOCJIEIHETO.

Bos3HukaeT BoOIpoc: MOXET Ju Tepudepudeckoe
OKpYXEHME PeLeNTOPHOI MeMOpPaHbl B O0OOHSITEIbHBIX
CEHCWJIJIaX BBIMOJHATL 00Jiee BaXHYIO POJb B Mexa-
HU3Max TEePBUYHOU pelerniuu, 4eM IMPOBOIHUKOBAS
pOJIb WM €ro yyacTue B JeaKTUBALIMU MOJIEKYJ OJ0-
panToB [40]? Takast BO3MOXXHOCTb HE MCKJTIOYACTCS:
B YaCTHOCTH, c(hOpMYJIMpPOBAHA TUIIOTE3A, B COOTBET-
CTBUU C KOTOPOI OJIOPAHT-CBSI3bIBAIOIINE OSIKI MOIYT
OCYIIECTBJISATh CEJIEKIMIO 3aMaXOBbIX MOJIEKYJ Tepen
X TOCTaBKOH K pelienTOpHbIM Oenikam [7]. Eciu Takoe
MPeANnoyioXeHue MOATBEPAUTCS, TO ITpodsiemMa NepBruY-
HBbIX MEXaHU3MOB pelennU TpeOyeT KapAUHAJIbHOIO
MepecMoTpa, MOCKOJIbKY MEXIY MOJIEKYJIaMU OJOpaH-
Ta U peLENTOPHOM MeMOpaHOUl HelpoHa CYIIECTBYET
MPOMEXYTOUYHOE aAKTMBHOE 3BEHO — COEIUHEHUS,
«OTIO3HAIOIINE» TIPUPOLY OOOHSTEIBHOTO CTHUMYJa
U OCTaBJSIONIME TIOCIEIHUI K OIpeNeseHHOMY pe-
LIeNTOpY MEMOpaHbI IEHIPUTA.

Ilopogévie mpy6xu. Het 11OJTHOM SICHOCTU U B TpaK-
TOBKE (PYHKILMU MOPOBBIX TPYOOK B OOOHSITEIHHBIX
CeHCcuUlaX. OKCTPakJeTOYHBbIE IIOPOBbIE TPYOKMH,
¢dopmMupylolIecss B IIOJOCTH OOOHSITEIbHBIX BOJIO-
CKOB €11l 10 BXOX/IEHUS B HEE JEHIPUTOB PELIETITOP-
HBIX KJIETOK, UMeIoT nuaMmeTp 15—20 HM, a ux mjauHa
nocturaeT B cpeaHeM 350 HM. IlopoBble TpyOKu
JNUCTAJIbHBIM KOHIIOM CBSI3aHbI C MMOpaMu B KYTUKY-
JISPHOM OT/ieJie OOOHSTEIbHbIX CEHCUJUI, a TTPOKCU-
MaJIbHbIM KOHIIOM KOHTaKTUPYIOT C MEMOpaHOi JeH-
JNIPUTOB PELENTOPHBIX KJIETOK, (POpMHUPYS TaKuUM
00pa3oM eauHyo Iopo-TpyoyaTyio cucremy (puc. 1b
u 2A). @opMmupoBaHue TIOp B KYTHKYJIe OOecCIeun-
BaeTcsl CNelMaIn3MpPOBaHHBIMU BbIPOCTAMU TLJIa3Ma-
TUYECKOM MeMOpaHbl OOKJIAaJOYHBbIX KJIeTOK [41],
a (opMUpOBaHUE IIOPOBBIX TPYOOK IIPOMCXOMUT,
MO-BUAUMOMY, MyTEM CaMOCOOPKU JIMTTUIHOTO MaTe-
puaja, BBIACISIEMOr0 TPUXOreHHOM KieTtkoii. Ilopo-
BbI€ TPYOKM OOOHSTENIbHBIX CEHCHIJLI CXOIHBI C IIOPO-
BBIMM KaHalaMM KyTuUKyabel (puc. 2bB), um 370
MOCJY>XXKMJIO OCHOBaHMEM CUMTaTb, 4YTO IOPOBbIE
TpyOKH, KaK U MOPOBbIE KaHAJIbl, COCTOSIT U3 JIUIIU-
JIOB, HaXoJsIIMXCS B Me30MOP(HOM COCTOSIHUM, TO
€CTb MMEIOT XUAKOKPUCTALINUYECKOe cTpoeHue [42].
Kak oTMeueHo BbllIE, U3 CXOOHOTO MaTepualia CoCTO-
WUT U TOHKUM CION BMUKYTUKYJIbI, KOTOPOMY TaKXe,
Hapsily ¢ MOpo-TpyOuaToil CUCTEMOM M CEeHCUILISpP-
HOM XXUAKOCTbIO, MPUIHUCHIBAIOT 00ECIIEYEHUE «CTe-
KaHWS» MOJIEKYJI OJOPAaHTOB, ITOCTYITAIOIINX W3
BHEIIIHEN cpefbl, B IMOJOCTb CEHCOPHOIo BOJIOCKA
[23]. ITockonbKy TTIOpO-TpyOUaTasi CUCTeEMa CBSI3bIBACT
peLenTOpHYyI0 MEMOpaHY C BHEILIHEN CPefoit, TO 3TUM
NIOJKHA obecrieynBaTbCsl BbICOKast 3((HEKTUBHOCTh
MOCTYIIJIEHUSI MOJIEKYJl OJOpaHTa K pelenTOpHOn
MeMOpaHe.
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C.10. Yaiika

Puc. 1. Monenu TpaHCIIOpTa OZOPAHTOB C TTOMOIIBIO OIOPAHT-
CBSI3BIBAIOIINX OCJIKOB U IIOPOBBIX TPYOOK.

A — Mosekysbl omopaHTa (KpyXKW), TIoTiaB yepe3 mopy B JTUMQy
CEHCHUJLTBI, CBSI3BIBAIOTCSI C OJIOPAHT-CBSI3bIBAIOIIUM OEJIKOM (reK-
CaroH) M TPAHCIOPTUPYIOTCS K pelenTtopy (KBaapaT) AEHIpUTa
(0); B — TpaHCTIOPT MOJIEKYJT OJJOPAHTa K PELENTOPY ACHAPUTA TI0
OJIOCTH TIOPOBOM TpyOKwM (mo: Larter et al., 2016).

JIunuaHeI cocTaB MOPOBBIX TPYOOK TeOpeTH-
YecKM NOJKeH obecrnedyuTb auddysuto aunoduib-
HBIX MOJIEKYJI MHOTMX OJIOPAHTOB Yepe3 TUMOopPOOHYIO
BHYTPUCEHCWLISIDHYIO JUMQY TOJOCTU CEHCUILIBI,
B KOTOPOI HAXOASITCS NIEHAPUTHI OOOHSITEIbHBIX HEeli-
poHOB. KMIKOKPUCTAUTMYECKUM CTPOEHUEM IOpO-
BBIX TPYOOK MOXKHO OOBSICHUTb U MEXaHU3M OBICTPO-
ro TMMPOHUKHOBEHUST MOJIEKYJT OIOPAHTOB K MeMOpaHe
pelienTopa, MOCKOJbKY XXUIKNE KPUCTALIbI XapakTe-
PU3YIOTCSI TUIACTUYHOCTBIO, BBICOKOIW aacopOIIMOH-
HOI aKTMBHOCTbIO, JIETKOH 3aMeIlaeMOCTbIO MOJIEKYJI
[43]. JlunuaHast >KUAKOKpUCTaJUIMYEeCKasi Mpupojaa
MOPOBBIX TPYOOK M BHEILIHEro CJosi MeMOpaHbI
JEHIIpUTa PELENTOPHOM KJIETKM CHUMAaeT mpobJjeMy
MX CBSI3U APYT C IPYTOM.

[TocKoJbKY MPOBOAHUKOBASI (DYHKIIMSI TTOPOBBIX
TPYOOK, J0JTOe BpeMsl paccMaTpuBaBILIasiCs KakK OC-
HOBHasl JUISl 3TUX CTPYKTYP, BBIMTOJHSIETCS MO COBpE-
MEHHBIM TIpEACTaBACHUSAM CIeLUabHBIMU OCJIKaMU,
OCTaeTCsl HEeSICHBIM BOIIPOC O POJIM MOPOBBIX TPYOOK
B KOHTEKCTE HOBOU TPaKTOBKU IOMAJaHUSI MOJEKYJI
ollopaHTa Ha pelenTopHylo MeMOpaHy. BcnenctBue
HESICHOCTU, CJIOXKUBIIEHCS BOKPYT POJU TTOPOBBIX
TPYOOK B OOOHSITEILHOM TTpoliecce, MOoCAeAHUE YacTO
MPOCTO YIIOMUHAIOTCSI HAPSILy ¢ TTIOpaMM UJIM BOOOIIIEe
HEe OTpaXeHbl B cxemax IMpoliecca peleniuu Jubo,
HaIlpoTHB, UM BHOBbH MPUITMCHIBAETCS BO3MOXKHasI
pOJIb B TPAHCHOPTE MOJIEKYJI OIOPAHTOB K peLieNTOP-
Holi MeMOpane [20].

[Toka He CHSIT BONpoC O TOM, KaKUM 0OOpa3om
MOMajalT MOJIEKYJbl OJOpaHTa, HaXOASIIMecs BO
BHYTPUCEHCUJUISIDHON KUAKOCTHU, K PELENTOPHON
MeMOpaHe IeHAPUTOB B CEHCMJLIaX, Y KOTOPBIX Ha-
OMoJaeTcsl KOHTAKT MOPOBBIX TPYOOK C pelenTop-
Holii MeMOpaHo#i. Eciu MoJiekysibl ogopaHTa mora-

B

Puc. 2. TlomepeuHble cpe3bl yepe3 XeMOpPELEeNTOPHble CEHCWJUIBI aHTeHH HaceKoMbIX ((oTo aBTopa, mukpockorn JEM-1011

[JEOL, fAAnonus]).

A — Ga3MKoOHMYECKasl CeHCUIUIa MOIIKU Boophthora erythrocephala De Geer (x40 000); B — xemopelienTopHbIit BoJocoK Biu Pediculus
humanus corporis De Geer (x40 000); B — 6asukoHnueckast ceHCHLIa B 000HsTeIbHOM ssMKe O1oxu Ceratophyllus sciurorum Schrank (x60
000). O6o3HaYeHUs: 60 — BETBU ACHAPUTOB, 0 — NEHIPUTHI, H — TOPHI, NK — MIOPOBBIC KAHAJIbI, M — ITOPOBbIEC TPYOKU, 9IM — BJIEKTPOH-

HOIJIOTHBIN MaTepuai. MacurabHble TUHEHKN — 0,5 MKM.
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JAlT B XUIAKOCTb CEHCWUIbI, KaKUM-TO 00pa3zoM
MUHYsI TOPOBbIE TPYOKHU, TO KaKy (DYHKIMIO HECYT
nocienHue? Y HEKOTOPbIX HACEKOMBIX TMOPOBbIE
TPpYyOKM PacroyioXeHbl CTOJIb IIOTHO, YTO MTpaKTUYe-
CKM TIOJTHOCTBIO MPErpaxiaamT CBOOOAHOE COoOIe-
HUE MOPHI C TOJOCThIO KYTUKYJSIPHOTO OTHeNia CeH-
cunnbl (puc. 2B). B HaumOonblneit cTeneHU 3TOT
¢eHOMeH BbIpaxkeH B OOOHSATENbHBIX CEHCUJUIAX
JIPYTUX YJIEHUCTOHOTUX — KJIelllell, B Topax KOTOPbIX
“MeeTcsl JEKTPOHHO-TUIOTHAsI OJIsIIIKa, a MOPOBbIe
TpyOKM pacrojaralorcsi BOKPYT OCHOBaHUSI 3TOM
onsiiiku. CXOACTBO Marepuaja TOPOBBIX TPyOOK
U TOPOBOM OJSAIIKKA, a TakXKe paclojoXeHue
MOCJeIHEe, COOTBETCTBYIOIIEE PACIOJOXEHUIO TMO-
POBBIX TPYOOK, 1alOT OCHOBAaHUE paccMaTpUBaTh MO-
POBYIO OJISIIIKY KakK JOMOJHUTEJbHbIN YJIOBUTE/b
MOJIEKYJ OJOpaHTOB [44].

WNmeeTcsa n uHOM B3MISiA HAa (DYHKLIUIO MOPOBBIX
Tpyook. Mcxoasd 3 XKUAKOKPUCTAUTMYECKOTO COCTO-
SIHUSI TIOPOBBIX TPYOOK, aBTOP HACTOSIIEro o63opa
chopMyJIUPOBAJl TUIOTE3Y O TOM, UYTO TTIOPOBBIE TPYO-
KU OOOHSITEJIbHBIX CEHCUJI BBIMOJHSIOT (DYHKIIUIO
MPOBOJHMKA HE CaMUX MOJIEKYJl OIOPaHTOB, a JUIIb
uHGOpPMALIMU O CTPOEHUU (XMMUUYECKOUW Mpupoje)
nociaenHux [27].

M3BecTHO, UTO MonaaaHue Ha XXUIKOKPUCTAJIU-
YeCKMI XOJEeCTepUK Jaxke HeOOJbIIOro KOJIWYeCcTBa
KaKoro-jam0o BellecTBa MEHSIET 1ar Cupain XUuaKo-
ro KpucTajia, YTo 0OHapy>KMBAEeTCsI B OMBITAX IO U3-
MEHEHUIO 11BeTa OTpakeHHOro cBeTa [45]. DTO CcBOIi-
CTBO KMIAKHUX KPUCTAJIOB OOYCIOBUJIO UX ILIMPOKOE
MpUMEHEHUEe B OMOJIOTMYECKUX ceHcopax [46, 47].
B yacTHOCTH, Ha OCHOBE XUAKUX KPUCTAJIOB CO3/1a-
Hbl JATYUKW IS pa3HbIX aHAJUTOB — TOKCUYHBIX
U B3PBIBYATHIX BEILECTB, BO30yauTeneil Oose3Hei
B BbIIBIXaeMOM Bo3ayxe u ap. [48].

I1pu HaIMYMKM KOHTAaKTa IMOPOBOIA TPYOKM ¢ MEM-
OpaHOIl pEeLENTOPHOU KIETKU TMOCHEAHSISI MOXET
MTHOBEHHO TMOJYYUTh MHMOpMALIMIO O MOJIEKyJaXx,
afcoOpOMPOBAHHBIX TTOpaMU OOOHSTEIbHBIX CEHCHILI.
DT0 0COOEHHO BaXKHO IJIs1 AETEKTUPOBAHUS KU3HEH-
HO BaXXHBIX CUTHAJOB — HampuUMep, MOJIEKYJ IOJ0-
BbIX (D€POMOHOB, KOHIIEHTPALIMSI KOTOPBIX B OTKPHI-
TOM IIPOCTPAHCTBE OOBIYHO HEBBICOKA.

Hacrosiias runoresa npenycMaTpuBaeT B3auMO-
NENCTBUE pa3apakKUTeIsl ¢ pelenTOpHOM MeMOpaHoit
HEeMpoHa, XOTsl TaKoe B3aMMOJICUCTBUE OCYIIECTBIISI-
€TCsl OIIOCPEIOBAaHHO — Yepe3 IIOPOBbIE TPYOKMU.
K Tomy ke HocuTenb MHGOPMAaIMM U BO MHOTHX JIpY-
TMX OpraHax 4yBCTB JOCTUIaeT pPeLeNTopa He B CBOEM
HaTMBHOM COCTOSIHMM, a B MpeoOpa3oBaHHOM. Pac-
CMOTPUM B3aUMOJEHCTBUE pa3apaKUTEIeH MHBIX MO-
NAJIbHOCTEH ¢ peLienTopaMu JeHIpUTa.

Bocnpusitue cTUMYJI0B pa3HbIX MOJAJIbHOCTEH

B ¢dotopenienitopax HaCEKOMBIX OKOJIOPELIETITOP-
HBbIE CTPYKTYpPbI MPEICTABICHBI CBETONPEIOMIISIONIM
anmnapaToM — POTrOBMYHOM JIMH30M W KpUCTaJInye-
CKMM KOHYCOM, a TaKxKe MUTMEHTHBIMU U (DOTOpELIeT-

TOPHBIMU KJIETKAMHU, B IIMTOTIA3M€E KOTOPBIX UMEIOTCS
MUTMEHTHBIC TpaHyJbl. B coOOCTBEeHHO oTOpEeLeNTOp-
HYI0O MeMOpaHy IIOTpy>KeHbl OeJIKOBasi MOJIEKYJIa po-
JIOTICMHA U PeTUHAJIb (aJIbAerua BUTaMUHA A), U OHU
OTBETCTBEHHbI 32 MOIJIOIIEHUE KBaHTA CBETA, SHEPIUs
KOTOpOTO TepenaeTcs MoyieKyaM Oesika, YTO BbI3bIBa-
€T Kackaj (epMEHTATUBHBIX peaKlWii, MPUBOISIINX
yepe3 yCWJIEHWE CBETOBOTO CUTHaJla K 3alyCKy 3pU-
TeJabHOro akTa [49]. ITocKoabKy (POTOHBI MpenCcTaBIs-
JOT COOOM 3JIeMeHTapHbIe YaCTULIBI C HYJIEBOM MacCO,
HO o0JIafialolle HEPTUel, TO TOJBKO MOCIEIHSS Bbl-
MOJIHSIET TPUITEPHYIO POJib B (DOTOPELIENITOPHOM aKTeE.
BcnenctBue 3TOro mpoMexyTouyHble CyOCTparthl (eciu
K TIOCJIEAHUM Mbl HE OTHOCUM UHTEIPUPOBAHHBIE B pe-
LIETITOPHYIO MEMOpaHy POJIONICMH U PeTUHAJIb) BBIIOJ-
HSIOT MCKJIIOYUTEIbHO PETYIUPYIOLIYI0 (YHKIIHUIO,
BO3IEHCTBYSI Ha CBETOBOI MOTOK Ha €ro MmyTu K (hoTo-
pelLienTopHOi MeMmOpaHe: (hOKYyCUpPOBaHUE CBETOBBIX
M3JyYEHUII B CBETOUYYBCTBUTEJIbHYIO 00JacTb (hOTO-
peLenTopoB M SKPaHMPOBAHUE CBETOBBIX ITOTOKOB
B Pa3HbIX OTAEIaX OMMATUAMSI.

B opranax 4yBCTB MHBIX MOIAJIbHOCTE! (TUIpo-,
TEpPMO-, MEeXaHOPELIENTOPaX) MPOMEXYTOUHBIE Bellle-
CTBa WJIM CTPYKTYpPHI, OOECIIeunBaloIIne crienuain3a-
LIMI0O CEHCOPHOTO OpraHa, TakXe He BXOIAT B COCTaB
CcoOCTBEHHO penienTopa MeMOpaHbl. OHM pacHoIoXe-
Hbl Ha HEKOTOPOM pACCTOSIHUU OT pEeLEeNTOPHOMI
MeMOpaHbl AeHApuTa U 3(GGEKTUBHO YJIaBIMBAIOT
9HEPIUI0 CHELU(PUUECKOTrO pa3apaxuTesis, Tepena-
Basi ero MeMmMOpaHe AEeHApUTA PELeNTOPHON KIIETKU.
B uyacTHOCTHM, B BOJIOCKOBBIX MEXaHOpELENTopax
Takas  CTPYKTypa  IpeJcTaBjieHa  COYJIEHOBHOM
MeMOpaHOi, Tepeaamleil MeXaHUYeCKUe CTUMYJIbI
Ha MeMOpaHy TpyO4aToro Teja ASHApPUTA CHELIMAIM-
3MPOBAHHOTO HelipoHa [8].

Crielinanusaliust ClIyXOBbIX OPraHOB HACEKOMBIX
MPOUCXOWIa TIyTeM YCTAHOBJIEHUSI CBSI3U XOPJAOTO-
HaJIbHBIX CEHCUJIJI C OMNpeNeSIEHHBIMU CTPYKTypamu
Tena, O0O0JIaJaloIIMMU  CIIOCOOHOCTBIO  YJIaBJIMBATh
9HEPIruI0 3BYKOU3JIyUEHUS U MepenaBaThb €€ pelern-
TopHBIM KiieTKaM [50]. B BEICOKOCOBepIlIEeHHBIX Opra-
Hax cjyXxa — THUMIIaHAJbHBIX OpraHax CapaH4YOBBIX,
YelIyeKpbLIbIX, IUKAI U IPYTMX HACEKOMbBIX — TaKOM
MPOMEXYTOUHOU CTPYKTYpOW SIBJISIETCSI TUMIAHA/Ib-
Has MeMOpaHa, IIpUXOonsdIasl B KojeOaHUs Mpu Oeii-
CTBUU 3BYKOBOW BOJIHBI U Tepenaroliast 3T CUTHaJIbI
pPeLenTOPHBIM KJIeTKaM HEMOCPEeACTBEHHO WU Yepes
MpUMBIKaIOIIMe K Hell BO3MyliIHble Kamepbl. [1o MHe-
nuto P.JI. XKantueBa XOpmOTOHAJbHBIE CEHCUJLIBL,
BXOJISIIIIM€ B COCTaB TUMIIAHAJIbHBIX OPraHOB, HE MOT'-
JIN Obl aJIeKBaTHO BOCIIPUHSTDH BCE TTapaMeTphbl 3ByKO-
BBIX CUTHAJIOB 0€3 BCIIOMOIaTeIbHBIX CTPYKTYp [51].

Opranbl paBHOBecHs (rpaBUTALIMM) MpPeacTaBIie-
Hbl y Ha3eMHbIX HAaCeKOMbIX pPa3HOOOpPa3HbIMU
CEHCUJIJTaMM: BOJIOCKOBBIMM TIJIAaCTUHKAMU, OyJiaBo-
BUJHBIMM CEHCUJLJIAMU, TPOXOJIUTAMU, CTATOJUTONO-
NIOOHBIMU OpraHaMM, a y BOJHBIX HACEKOMbIX — CTa-
TOLIMCTAMM, CMEIleHWE KOTOPbIX PETUCTPUPYETCS
HelpoHaMK MeXaHOPeLeNTOPHbIX BOJOCKOB [8, 52].
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Bocnpusgtiie reOMarHMTHOTO MOJISI HACEKOMBIMHU OCY-
LLIECTBIISIETCS] peleNTOpaMu, pearupymiiMu Ha CMe-
1IeHWe MarHeTuTa — OKCMIA Kejlesa, TpaHyjIbl KOTO-
pPOTro JIOKaJIM30BaHbl B 3HOLUTAX U KJIETKAX JKUPOBOTO
tena [53].

[To snexTpodM3NOIOTUUYECKM IaHHBIM THUTPO-
peLenTopbl MpeacTaBieHbl 0ECITOPOBBIMU OTHOCTEH-
HBIMU CEHCUJIJITAMM, a TEPMOPELIENITOPHl — KaK 0ecro-
POBBIMM OAHOCTEHHBIMM, TaK WM MMEIOLIMMM IIOPLI
JIBYCTEHHBIMU ceHcuJIIaMu [54]. ¥ MHOrMX Haceko-
MbIX (DYHKIIMIO TUTPO- M TEPMOPEUEIIIUN BBITOJIHSI-
10T CEHCUJIJIbI OJJHOTO TUIIA, CoJepXKalllue peLenTop-
HbIe KJIETKM 00eux MoaajlbHOCTE [55].

B rurpopelienTopHbIX CEHCUIUIaX UMEETCS TUIPO-
CTaTUYECKWI MaTepuajl, pacIloJOXEHHBIM MEXIY Ky-
TUKYJI0M CEHCWIJIBI U JeHIPpUTaMU PeleTOPHBIX KJe-
TOK. HachlllieHre 3Toro MaTepuasa rnapamMu Bjiaru uiu
MX TTOTeps TIpY MCTIIapEHNH 0Ka3bIBAIOT MEXaHUUEeCKOe
BO3/ICICTBUE HA PELIENTOPbl JEHIPUTA CIELMNATN3U-
poBaHHOTrO HeilipoHa. CrenoBaTebHO, W3MEHEHMUSI
B TUIPOCKOIIMYECKMX KOMIIOHEHTAaX, OKPYKaIOIINX
JEHAPUTHI HEMPOHOB, WHAYLUPYIOT (hOpMUPOBaHUE
BJIEKTPUYECKOro MoTeHImana [54, 56].

B KyTukynsipHOM oOTAele TepMOpPELEenTOpPOB,
MPEACTABJIICHHBIX CTUJIOKOHMYECKMMM CEHCUJIIaMMU,
JEHAPUT TEPMOPELEITOPHOMN KJIETKN UMEEeT IUIaCTUH-
yaTtoe cTpoeHue [57], u ¢ ero MeMOpaHOU CBSI3aHBI
npuMeMOpaHHble cheprudecKrie MUKPOYaCTULBI Ara-
METPOM OKOJIO 8 HM. XMMWYECKHI COCTaB 3TUX
CTPYKTYp IOKa He BBISICHEH, HO MPearojaracTcs, 4ro
OHU pearvpylor Ha U3MeHEeHUe TeMIlepaTyphbl U3MeHe-
HUEM CBOMX Pa3MepoB, OKa3biBas MPU BTOM pa3HOe
JaBJeHue Ha MeMOpaHy JeHapuTa [58].

Opranbl, BoCIpMHUMAaOLIe WHPpaKpacHOe W3-
JlydeHue, y XXyKOB-31aToK Melanophila nipeacTaBiaeHbI
WHHEPBUPYEMbIMU KYTUKYJISIDHBIMM OpraHaMu —
chepynaamu [59]. OHM UMEIOT KYTUKYJISIDHBINA OTIE,
COCTOSIIIUI MX BHEIIHErO IIOTHOIO CJIOST 9K30KYTH-
KyJIbl W JIeXKaIllero IMOJ HUM CJIOSI HECKJIEPOTU3UPO-
BaHHOI TyOuYaToOll Me30KYTHKYJbl. BHYyTpu cdepyiibl
MMeEEeTCS 3aIll0JIHEHHAST KUIKOCThIO TTOJIOCTh, CBSI3aH-
Hasi ¢ ME30KYTUKYJIOM CUCTEMOM MUKPOIIOJOCTEN
1 TOHKHX KaHAJIOB, B KOTOPYIO BXOAUT ACHIPUT MeXa-
HOpELeNTOpHOTO HelipoHa. M3MeHeHMsT monm Oeii-
CTBMEM MH(MPaKpacCHOIO W3Ay4YeHUSI BHYTPEHHETO
JaBJICHUS XUIKOCTU B MOJIOCTU CepysIbl perucTpu-
PYIOTCSI MeXaHOpPelLeNTOpHbIM HelipoHoM. ClrenoBa-
TeJIbHO, CEHCUJUIbI UH(MPaKpaCHbIX OPraHOB SIBJISIIOT-
csl (POTOHHBIMU peLenTopaMu, HO UHHEPBUPYIOTCS
MeXaHOPELeNITOPHBIMU HelipoHaMu. boJibllioe 3Haue-
HUE B aKTe pelenuuu WH@paKpacHOro M3Iy4yeHUsI
nMeeT Tnepudepudeckoe OKpyKeHrne MeMOpaHbl JeH-
JIpUTa, TMOCKOJbKY KYTMKYJa U MOJOCTU B CEHCUJIE
WUTpaloT poJib MHTepdeiica MexXay IonagaloluM Ha
KYTUKYJIy UH(pPAKPACHBIM U3JIyYEeHUEM U PEeLenTop-
HOI MeMOpaHOIl MexaHOPELIENTOPHOTo HelipoHa [60].
IMocnenHuii 061a7aeT BHICOKOW YYBCTBUTEIBHOCTHIO,
KOTOPYIO CBSI3BIBAIOT C HaJWM4YMEM MEXaHU3MOB aK-
TUBHOTO YCUJIEHUS BXOAHBIX CUTHAJIOB [61].

CpaBHUTEJIBHO HEJABHO B psife padOT, BBHIMOJ-
HEHHbIX Ha Drosophila, mokazaHo y4yacTue B TEpMOpe-
LENLIUU CEHCUIUT, HEMPOHBI KOTOPBIX 00JIaAal0T MOHO-
TPOIHBIMU perienropamMu [62—64]. OgHako MexaHU3M
BOCHPUSITUSI TEMITEPATYPHBIX CTUMYJIOB MOHOTPOITHBI-
MU pelLieITOpaMU OCTAeTCS HEM3YYSHHBIM.

3akinoyenune

HeTtpynHo 3aMeTuTh, 4TO BO MHOTHX OpraHax
YYBCTB HACEKOMBIX, 32 UCKJIIOUeHUEM (DOTO- U XEMO-
PELIETITOPOB, OTCYTCTBYET HEMOCPEACTBEHHOE B3aMMO-
JIEVCTBUE pA3IPAXKUTEIECH MHOTUX MOIJAJIbBHOCTEN C pe-
LIeNTOpaMu JEHAPUTA, HO BJIUSIHUE pa3ipaxKuTesei Ha
PELIENITOPBI OCYIIECTBIISIETCS OMOCPETOBAaHHO — IyTEM
MEXaHWYeCKOTro BO3JAEMCTBUSI HA HUX CTPYKTYP, OKpPY-
JKaIOIIMX JEHAPUTHI PeLIENTOPHbBIX KJIETOK.

Bcneacteue 3TOro MoXHO ciejiaTh BBIBOI, YTO
B pacnpoCTpaHEHUU CUTHaJa, BOCIIPUHUMAEMOTO Op-
raHamuy 4yBCTB MHOTHUX MOJAJIbHOCTEH, HaOI0AaeTCs
IBa 3Tama: 1) 4o KOHTaKTa CUTHala ¢ mepudepude-
CKUM OKpYy>XeHHEeM (BELIECTBOM WJIM CTPYKTYpOW);
2) mocie KOHTaKTa CUTHaja ¢ IepudepudecKuM
okpyxeHueMm. Ilpyu aTOM curHaa Ha BTOpOM 3Tare
pacnpocTpaHeHUsI MOXET 3aMelllaThCsl CUTHAJIOM
WHOW MOJQJIbHOCTH, KaK B cllydyae TUTPO- U TEPMOpe-
LIENITOPOB, OPraHOB PaBHOBECHUSI U TEOMarHUTHOIO
M0JisI, TTOCKOJIbKY MEePBUYHbBIN CTUMYJ (BJjlara, TeTuio
WM X0J0[, MH(paKpacHOe U3JTydeHue, CUIbl 3eMHO-
ro TATOTEHUSI, MATHUTHbBIE TIOJISI) 3aMelIaeTcs Mexa-
HUYECKUM BO3/IeUCTBMEM Ha MeMOpaHy ASHIpUTA ero
nepudepuyeckoro okpyxeHus. K Hacrosiiiemy Bpe-
MEHU MeXaHMU3Mbl 3aMelIeHUsI MOJAAIbHOCTH CUTHaJIa
BO MHOI'MX CEHCOPHBIX OpraHax, paBHO KakK M POJib
OJIOPaHT-CBSI3bIBAIOIIMX OEJIKOB M TOPOBBIX TPYyOOK
B OOOHSITEJIbHBIX CEHCUJIJIaX TpeOyloT AajibHEeuIero
U3y4YeHUs.

ABTOp HE UCKJIIOYAET U BO3MOXKXHOTO TlepecMoTpa
psiia KOHUENUUH MepBUYHOTO BOCIPUSITUSI CTUMYJIOB
pelienTopaMyd HAaceKOMBbIX, TTOCKOJIbLKY OIHU W3 HUX
BOCIPUHUMAIOT HATUBHbIE CTUMYJIbI, a IPYyTUe — CTHU-
MyJibl, TIpeoOpa3oBaHHbIE B MeXaHOPELENTOPHbIE.
B nocnenHem cinyyae uckomasi MOAaJIbHOCTb TIEPBUY-
HOTO CUTHaja BOCIIPUHUMAETCS He MeMOpaHHBIMU
pelienTopaMyd, a HEWpPOHAMM CEHCOPHBIX OPraHoOB
U CBSI3aHHBIMU C HUMU C MOMOIIbIO MHTEPHENPOHOB
HelpoHaMU CTelUaIu3uPOBaHHbBIX ILIEHTPOB TOJIOB-
Horo mogsra. [TokazaHo, Hampumep, YTO aKCOHbI THU-
rpo- U TEPMOPELENTOPHBIX HEMPOHOB CEHCUJLI, pac-
MOJIOKEHHBIX Ha aHTeHHax TapakaHa Periplaneta
americana, cleAyloT B CIelMaJU3UPOBAaHHBIE TJIOMe-
PYJIbl aHTEeHHAJIBHBIX J0JIEH, a 3aTeM ¢ MOMOIIbIO NH-
TEPHENPOHOB CBS3BIBAIOTCSI C LIEHTPaAMMU JiaTepajibHO-
ro ITpoTolepedpymMa  TroJIOBHOro wmosra  [65].
B 1ieHTpax rojloBHOro Mo3ra (OnTUYecKue 10U, Tpu-
OOBUIHbIE TeJa, LIEHTPAJIbHbBI KOMILIEKC U Jp.) OCY-
LIECTBJISIETCSI aHAJIM3, MHTErpalyss U KOAUPOBaHUE
BCEX CHUTHAJIOB, MOCTYMUBIIMX OT PELIENTOPOB Mepu-
(bepuueckoii HEpPBHON CHUCTEMbI, YTO HEOOXOAUMO
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REVIEW

The role of peripheral environment of neuronal receptors
in the perception of stimuli by sensory organs of insects:
facts and hypotheses

S.Yu. Chaika

Department of Entomology, School of Biology, Lomonosov Moscow State University,
Leninskiye gory 1—12, Moscow, 119234, Russia
e-mail: biochaika@mail.ru

The role of intermediate substrates represented by morphological structures or chemical
compounds, located between the information carrier (stimulus) and the dendrite receptors of
insect sensory organs is considered on example of olfactory, visual, mechanical, hygro-, and
thermoreceptors. Intermediate substrates in olfactory sensillae are represented by their cuticular
regions, pores or pore-tubular system, sensillum lymph, and odorant-binding proteins.
Intermediate structures also imply articular membrane (mechanoreceptor hairs), tympanic
membrane (hearing organs), mineral statoliths (gravity receptors), iron oxide nanoparticles
(magnetic field receptors), matrix surrounding the dendrites (hygroreceptors), microparticles
associated with the dendrite membrane (thermoreceptors), and non-sclerotized mesocuticle
(infrared receptors). There are two stages in propagation of a signal that is perceived by sense
organs of most modalities: 1) before signal contacts the peripheral environment (substance or
structure); 2) after signal contacts the peripheral environment. Besides, a signal of one modality
on the first stage of its propagation can be replaced by a signal of other modality at the second
stage of propagation, as, for example, in hygro- or thermoreceptors, since the primary stimulus
(moisture, heat/cold, infrared radiation) is replaced by a mechanical effect on the dendrite
membrane of its peripheral environment. The mechanisms of signal modality substitution in
many sense organs, as well as the role of odorant-binding proteins and pore tubes in olfactory
sensillae have not been fully elucidated and require further study.

Keywords: insects, sense organs, olfactory receptors, perireceptor compartments, odorant-binding
proteins, pore tubules, review
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