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Pesrome. TprboBUAHDIE TeAd SIBASIIOTCS ITAPHBIMYU BBICIIMMM MHTErPATUBHBIMU LEHTPAMM MO3ra HACEKOMBIX, UIPAOIUMU
KAIOYEBYIO POAb B CEHCODHOI MHTerpauuy, mpoleccax oOyuyeHUs ¥ IaMsTH, IPOCTPAHCTBeHHOU HaBuraumu. Hecmorpst
Ha OOLIMpHbIE AQHHBIE 3apPYOEXHBIX MCCAEAOBATEAEl, B PYCCKOSI3BIYHON AMTEPAType 9Ta TeMa OCBeljeHa HeAOCTATOYHO.
Hacrostiuit 0630p 060611aeT COBpeMeHHbIe IIPEACTABAEHMSI O CTPOEHNH, KAETOUHOM COCTaBE U CMHAITUYECKOI OpraHn3aLun
rprbOBUAHBIX TeA. OmucaH OOLMIT TAQH CTPOEHNS IPUOOBUAHBIX TeA, BKAIOUAIOLINIT YalIeuKy (KAAMKC), HOXKKY (ITeAYHKYAYC)
U AOAU, @ TAKXe OCHOBHbIE TUIIbI HelIpOHOB: KAeTKM KenboHa, addepenTHble, apdepeHTHBIE I MOAYASTOPHBIE HENPOHBI.
PaccmaTpyBaeTCst 9BOAIOLIMOHHAS TAACTUYHOCTD I'PUOOBUAHBIX TEA: VX CTPOEHME 3HAYUTEABHO BapbUPYeT Y Pa3HBIX OTPSIAOB
HaceKoMbIX. O6CY)KAQIOTCS CAydal PeAYKLIMM ITPUOOBUAHBIX TeA Y HeKOTOPbIX HacekoMbix (Odonata; Hemiptera: Notonectidae)
u'y myrautoB aAposzoduast (Diptera: Drosophilidae), 4To AeMOHCTPUPYeT BO3MOXXHOCTb KOMITEHCALMM UX QYHKLIMIT APYTUMU
MO3rOBBIMU LleHTpaMu. [puboBMAHBIE TeAQ HACEKOMBIX SIBASIIOTCSI OTHOCUTEABHO AMHAMMUYHOI CUCTEMON, Ubsi CTPYKTYpa U
bYyHKLMA GOPMUPYIOTCS TTOA BAUSHMEM CEHCOPHOI CPEABI 1 TOBEAEHYECKNX 3aAaU.

Karoueswie crosa: Insecta, mo3r, rpuboBuAHbIE TeAd, KaeTKM KeHboHa.
Neuroarchitectonics of Insect mushroom bodies
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Abstract. Mushroom bodies are paired higher integrative centers of the brain that play a key role in sensory processing,
learning and memory processes, and spatial navigation. Despite international data, the Russian-language literature on this topic
is plentiful. This review summarizes current understanding of the structure, cellular composition, and synaptic organization
of mushroom bodies. It examines the general composition of the mushroom bodies, including the calyx, pedunculus, and vale,
as well as the main types of neurons: Kenyon cells, afferent, efferent, and modulatory neurons. The evolutionary plasticity of
mushroom bodies is discussed: their structure varies significantly across different orders of Insecta. There are also cases of
mushroom body reduction in some insects (Odonata; Hemiptera: Notonectidae) and in Drosophila melanogaster Meigen, 1830
(Diptera: Drosophilidae) mutants, which leads to the possibility of their functions being altered by other brain centers. Thus,
mushroom-shaped organs are dynamically developing systems whose structure and functions evolve under the influence of the
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sensory environment and the ethological tasks.

Keywords: Insecta, brain, mushroom bodies, Kenyon cells.

Beepenue

Ipubosuansie Teaa (I'T) mpeacTaBAsiloT coboit map-
Hble CTPYKTYPBI B AOPCAABHOI YaCTU MO3Ta YAEHMCTOHO-
rux. OHU SIBASIFOTCSI UHTET PATUBHBIMI LIEHTPAMM BbICIIETO
HOPSIAKA U UTPAIOT KAIOYEBYIO POAB B IIpolieccax ofyue-
HUSI, TAaMATY, CEHCOPHOM MHTerpauuy ¥ MpOCTPAHCTBEH-
Hoit HaBurauuu [Strausfeld, 2012].

ITepBble ONMMCAHMS ITUX CTPYKTYP OBIAM CAEAQHBI B
XIX Beke AroskappeHom [Dujardin, 1850], KOTOpBIiT IIpeA-
[IOAOXKMA MX CBSI3b C IIOBEACHMEM Y HacCeKOMbIX. Pabo-
bl Bockpecenckoit [1957], Xaitzenbepra c coaBTOpamu
[Heisenberg et al., 1985], Menseass u T'opcder [Menzel,
Giurfa, 2001] 3aA0KMAY OCHOBY COBPEMEHHBIX IPEACTAB-
A€HMIT O POAU IPUOOBMAHBIX T€A B OOYUeHUM U MaMATU
HaCEeKOMBIX. B IocAepHYEe AeCSTMAETYSI TIPOTPECC B U3yYe-
Huu ['T mpousomrea 6Aaropapst METOAAM MOAEKYASIPHOI
6uoaoruu u reneruku (GAL4/UAS, onToreHeTuxe u Ap.),
B YaCTHOCTM BO3MOXXHOCTM M30MpaTeAbHONM aKTUBALUY U
BBIKAIOYEHNS CrielndrIecKux KAACCOB HEMPOHOB rpubo-
BUMAHBIX TeA Ha MopeAu Drosophila melanogaster Meigen,
1830 [Aso et al., 2014a, b; Owald, Waddell, 2015]. dTo

O6sopuast craTps / Review Article
DOL: https://doi.org/10.5281/zenodo.18096161

MO3BOAMAO TIEPENTH OT KOPPEASLIOHHBIX HAOAIOAEHUIT K
MPUYMHHO-CAEACTBEHHOMY YCTAaHOBAEHMIO (DYHKLMIT OT-
AEABHBIX HEeMIPOHHbBIX KOHTYPOB U IIOHMMAHUIO X BKAAAQ
B KOHKDETHBIE TIOBEAEHYECKIE AKThI.

[pubOBMAHBIE TEAQ TIPUCYTCTBYIOT y HACEKOMBIX, pa-
KOOOpa3HbIX, MHOTOHOXeK U XeAuuepoBbix [Strausfeld,
2012]. Haanune rpnOOBUAHBIX TEA UAYM TOMOAOTMYHBIX UM
CTPYKTYP YKa3bIBaeT Ha ApeBHee MPONCXOXKAEHIEe, BOCXO-
Asllljee K ITOCAeAHeMY OO0leMy IMPeAKY BCeX YAEHUCTOHO-
I'X, 2 BO3MOXXHO, U K TIPeAKyY Bcelt anHuu Panarthropoda
[Strausfeld, 2012; Wolff, Strausfeld, 2015; Ma et al., 2015].
BeposiTHO, rpu00OBUAHBIE TeAa — arloMOpP st YAEHUCTOHO-
I'MX, KOTOpasi BO3HMKAQ de novo AAsT 06pabOTKM CAOXKHOI
CEHCOPHOII MHPOPMALINM B YCAOBUSIX CErMEHTHPOBAHHOIO
TeAQ U >KECTKOTO 9K30CKeAeTa, TpeOyIollero mpennsmnoH-
HOro KOHTpoAs [Farris, 2011]. VIMeHHO y HACEKOMBIX I'PU-
OGOBUAHBIE TEAAQ AOCTUTAY CBOMX MAKCMMAABHBIX PA3BUTUS
1 CAOXKHOCTH.

CpaBHUTeAbHasT HeMPOAHATOMUSI AEMOHCTPUPYET
9BOAIOLIMIOHHYIO KOHCEPBAaTUBHOCTD ITAQHA CTPOEHUI IPU-
OGOBUAHBIX TEA Y PA3AUYHBIX TPYIIT HACEKOMbIX. OAHAKO B
AETaASIX HAOAIOAQIOTCST 3BHAUUTEAbHbBIE PA3ANYNS, OTPasKa-
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IOI/ie S9KOAOTMYECKYEe HUILIY U 9BOAIOL[MOHHbIE TPEHADI B
pasHbix TakcoHax. Hauboaee sipko aTa CBsI3b MPOSIBASIET-
Cs1 Y 00LIeCTBEHHBIX MEPENOHYaTOKPBIABIX HACEKOMBIX, Y
KOTOPBIX OTHOCUTEABHBINT 00'beM IPUOOBUAHBIX TEA MaK-
CUMaA€H U TIOAOXKUTEABHO KOPPEAMPYET CO CAOXKHOCTBIO
moBeAeHVs:: GYypaXMpOBKOIL, HaBUraluell, COLMaAbHBIM
obyueHneM u xommyHukauueir [Farris, 2011; Menzel,
2012].

Ha ceroAHSILIHUI A€Hb CYILIeCTBYeT OOABIION MAACT
3apyOEXHON AUTEPATYPbI O CTPOEeHUM U QYHKLUMSX TprbO-
BUAHBIX TeA. OAHAKO B PYCCKOSI3BIYHBIX HAYUHBIX U Y4eO-
HBIX U3AQHMSIX AQHHAsI TeMa NPAKTUYeCKU He OCBelaeTCsl.
LleAp HacTOsIlero MrHU-0630pa — MPOAHAAUZUPOBATD U
00001UTb COBPEMEHHbIE AQHHBIE O CTPOEHUM U PYHKLIVSAX
IPpUOOBMAHBIX T€A Y HACEKOMBIX PasHbIX (MAOreHeTude-
CKUX AVIHUM.

OrpaHnyeHnst paboTel: B 0630p He BKAIOUEHbI OIICa-
HUSI METOAUYECKUX IOAXOAOB, C IOMOILbI0O KOTOPBIX ObIAY
MOAYY€EHDbI AQHHbBIE; HET MOAPOOHOIO PacCMOTPEHUS 0CO-
6enHocteir ['T BHYTpPU OTpsiAQ HACEKOMBIX; pacCMaTpu-
BAIOTCSI TPUOOBUAHBIE TE€AQ TOABKO HA CTAAUM MMAaro, He
[pUBeAEHBI AaHHble 1o oHToreHedy I'T; caeaaHbl obigue
ONMCaHMS OTPSIAOB HA OCHOBAHWMM AQHHBIX, TIOAYYEHHBIX
Ha HECKOABKHMX BMAAX MOAECADbHbBIX HACEKOMBbBIX.

OO0LpI1 MAAH CTPOEHNS TPUOOBUAHBIX TEA

[pu6GOBUAHbBIE TeAa TPEACTABASIIOT COOON MapHbIe
nporoLepebpaAbHble  HEMPOIMMUAM, OOpasyemble IIpe-
UIMYILECTBEHHO OTPOCTKaMU HellpoHoB KeHboHa (KA€TOK
Kenbona, KK). Heitponuab rpuboBUAHOTO TeAa OOBIYHO
COCTOUT U3 Yalleyky (KAAMKCA), HOXKKM (TIEAYHKYAyca) U
AOAelT (BEPTUKAABHON U MEAMAABHOI), KOTOpble 0bpasy-
10TCs paspeAeHreM HOXKM (puc. 1). Teaa kaetok Kenbona
OOBIYHO PACIIOAATAIOTCS HAA YalledKaMU U OYeHb HAUSKO

mo 6oxaM vaureyek. HeKoTopble AOMOAHUTEABHbIE TUIIBI
BHYTPEHHMX HEMIPOHOB MMEIOT TEAQ, YAAAEHHBIE OT Ipurbo-
BUAHBIX TeA [Strausfeld, 2002; Fahrbach, 2006]. Otpoctku
APYTVX HEMIPOHOB MPOHMKAIOT B OTIPEAEAEHHbBIE YaCTV IPU-
OGOBUAHBIX T€A, COEAVHSISI X C ADYTUMM 00AACTSIMU ITPOTO-
Lepebpyma mosra. OOt MAaH CTPOEHUST IPUOOBUAHBIX
TeA OTPaKaeT MX (QYHKLMIO B Ka4eCTBE LieHTPa KOHBep-
reHuuy, 06paboTku u xpaHeHus nHpopmanuu. CTpykTypa
«yJalreyka — HOXKa — AOAM» 00ecIieunBaeT MocAeAOBa-
TEAbHbIE STAIIbI [IP/EeMa CEHCOPHBIX CUTHAAOB, X BHYTPHU-
LIeHTPAaAbHO 00PabOTKY M reHepaLM aAAIITUBHbIX ITOBe-
AeHueckux orBeToB. CTelneHb pasBUTHUS IPUOOBUAHBIX TEA
HAIPSIMYI0 KOPPEAUPYET CO CAOXKHOCTBIO ITOBEAEHUSI JKI-
BOTHOTO, AOCTUTAsl CBOEr0 MaKCUMyMa y OOILIeCTBEHHbBIX
HACEKOMBIX, TAKMX KaK [TYEABI I MyPaBblL.

Yamreyka, MAM KAAUKC. DTO CaMasi AOPCAAbHAS YaCTh
rpuOOBMAHOTO T€AQ, MMeIOIIas YalleoOpasHyIo MAU OKPYT-
Ayto popmy. Haleyka COCTOUT M3 MAOTHOTO HENPOIMAS,
rAe AEHAPUTBI KAeTOK KeHboHa 00pa3yioT cuHanTuuecKue
KOHTaKTbl C aKCOHaMM CEHCOPHBIX HeNpOHOB. Ipymiibi
pasAMYHBIX KAETOK KeHbOHa BHYTPU yallleyeK YIIOPSIAO-
YeHbI 1 TIPEACTABAEHBI B BUAE CTEPEOTUIHBIX TOAOC UAU
CAO€EB, PACIOAOKEHHBIX B BHUAE CTOAOUATBIX CyODbeAM-
Hull. Yalreyka sIBASIETCS OCHOBHBIM BXOAHBIM OTAEAOM,
KyAa mpoeuupyioTcs: adpdepeHTHbIE (BXOAHDIE) HEVIPOHBI
U3 Pa3AMYHBIX CEHCOPHBIX LIEHTPOB MO3ra. Y HEKOTOPbIX
IPYIIIT HACEKOMBIX MOXKET OBITh ABe YauIeuku (MeAraAbHas
U AaTepaAbHasl, TAQBHAsI U AOMIOAHUTEAbHas1) B OAHOM ['T.
PasHble yalleuyku MOTYT MOAYYaTb MHPOPMALMIO PasHbIX
MOAQABHOCTEI: OOOHSITEAbHBIE, 3DUTEAbHbIE, MeXaHU4e-
CKue U BKycoBble curHaabl [Mobbs, 1982; Strausfeld, 2002;
Fahrbach, 2006].

Hoskka, nau crebeaek, MAT MeAYHKYAyc. OT varrey-
K/ OTXOAUT MOLIHBIN Imy4ok akcoHoB KK, dopmupyrommit
HOXKY I'PMOOBMAHOTO TeAd. DTO OCHOBHOM 3 depeHTHbI
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Puc. 1. CxeMa HelIpOHHON ceTy rpubOBUAHBIX TeA. CTpeAKaMy yKa3aHO HallpaBAeHMe II0TOKa MHGOpMALVNL.
Fig. 1. Scheme of the mushroom body neural network. Arrows indicate the direction of information flow.
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Tabanua 1. CTpoeHre rpubOBMAHBIX TEA Y Pa3HBIX OTPSIAOB HACEKOMBIX.

Table 1. The structure of mushroom bodies in different insect orders.

419

OTpsp Pazmep* Yamreykn** Hoxxxa Aoan
Order Size* Calyces** Pedunculus Lobes
1, koMmaKTHas (HeKpyIHast KOMITAKTHBII1 Iy 90K aKCOHOB PasHbIX , ,
@ 30,0, B, B ys
OTHOCUTEABHO HOXKM), TIPOCTAst kaaccos KK (y, o'/B', a/B); akconbt
aKCOHBI pa3HbIx KaaccoB KK
(oxpyraas, HeT Mopdoaornyeckoro | pasHbix KaaccoB KK obpasyror caom /
. MeAKUe . obpasyror caon /
Diptera AEAEHMS Ha 30HBI) / compact bundle of axons of different , )
small . . L 3; a0, B, BLys
1, compact (small in relation to the | classes of Kenyon cell (y, «'/B’, a/B); o
. . . . . stratification by axons of
pedunculus), simple (roundish, no stratification by axons of different .
. AT different Kenyon cell classes
morphological division into zones) Kenyon cell classes
1, KpyIHast; y BOAHBIX . 2-3; 0, B, V;
) ) ; PasBUTHIN ITy4OK aKCOHOB, aKCOHBI
(Gyrinidae: Dineutus sublineatus Y HEKOTOPBIX BUAOB
pasHbix Kaacco KK o6pasyioT caon /
cpeptne | (Chevrolat, 1834)) — 3pureabHas / pasAeAeHBbI Ha IOAAOAM /
Coleoptera : ; . o developed bundle of axons,
middle 1, large; in aquatic (Gyrinidae: . . . 2-3;0, B, Y;
. ; stratification by different . e .
Dineutus sublineatus (Chevrolat, Kenvon cell classes in some species divided into
1834)) — visual Y sublobes
1, npocTasi, mpeuMyLeCTBEHHO
Hemiptera cpepHMe 000HATEABHbIE BXOABI / PasBUTBIN ITyYOK aKCOHOB 2; a, B; caomucTOCTD CAADAS
P middle 1, simple, predominantly developed axon bundle 2; o, P; slight stratification
olfactory inputs
2, MEAMAAbHASL M AQTE€PAAbHAST; MACCUBHBDIIT, CAOXKHO 3: MmeamaabHas (),
YaluieBUAHbIE, MOP(HOAOTUYECKY 1 OpraHM30BaHHbII ITy4OK; cpeanHHas (Y), AaTepaAbHast
KDVHHbIE (YHKLMOHAABHO pasAeAeHBI Ha Iy0y, |  CUABHAsI CAOMCTOCTb; MHOXXECTBO (B); xopo1IO BBIPAXKEHBI,
Hymenoptera Py BOPOTHUYOK, 6a3aAbHOE KOABLIO / KOAAaTepaaeit / CMABHAs1 CAOUCTOCTD /
large . . . . .
2, medial and lateral; cup-shaped, | massive, complexly organized bundle; | 3: medial (a), median (y),
morphologically and functionally strong stratification; numerous lateral (); well defined, high
divided into the lip, collar, and basal ring collaterals stratification
2, KPYIIHbI€, YallleBUAHBIE, ;
XOPOLIO BbIPQ)KEHHBII ITy4OK,
pasAeAeHbl, MyAbTUCEHCOPHbIE 3; a, B, Y; BblpakeHHast
cpeaHue CAOMCTOCTb aKCOHOB /
Orthoptera . BXOABI / CAOMCTOCTD /
middle well-defined bundle, . .
2, large, cup-shaped, separated, . . 3; a, B, y; stratification
. . axon stratification
multisensory inputs
1, mpocTas; YacTo peAyLMPOBaHa, | AKCOHBI KATOK KeHboHa (pOPMUPYIOT | CTpOEHME IIPOCTOE, 0BBIYHO
KDOVITHBIE MPEUMYILeCTBEHHO 3pUTEAbHbIE A dy3HO OpraHM30BaHHBIN 2 poau (a, B), nHoraa 6oabiie /
Odonata pl};r o BXOABI / HepONMABD / the structure is simple,
g 1, simple; often reduced, Kenyon cell axons form a diffusely usually 2 lobes (a, B),
predominantly visual inputs organized neuropil sometimes more
XOPOLIO PasBUTHII ITy4OK; popma
2, OCHOBHAsI (MYABTHCEHCOPHbIE CXOAHA C TAKOBOI1 y ITYEAB;
MeAKME | BXOADI) 1 AODABOUHAS (3pUTEABHBIIT) / pasAeA€eHVe Ha CAOY HETTOAHOe / 2; o, B; caoucTocTh
Blattodea . . . . .
small 2, primary (multisensory inputs) well developed bundle; shape 2; a, P; stratification
and secondary (visual) similar to that of a bee; incomplete
stratification
YeTKO BbIPAKEHHBI CAOUCTBIN 3; a, B, Y; CAOXKHas CUCTEMa,
IIYYOK, Pa3AEASIOLIMICS Ha €CTb AOTIOAHUTEAbHAsI
. cpeaHue 2, yallleBUAHbIE
Lepidoptera . MEeAMAABHYIO U BEDTUKAABHYIO AOAY / Y-pons/
middle 2, cup-shaped S L .
a distinct layered bundle, divided into | 3; a, 3, y; complex system,
medial and vertical lobes with additional Y-lobe
IIy4OK YETKO He BBIPAKEH;
HeIPOIMADb — KOMITaKTHas 3; MepIeHAUKYASPHO
MeAKIe 1, KoMMaKTHasi, HepanbepeHLpoBaHHAs Macca, OPMEHTUPOBAHBI, ACASITCS
Zygentoma small YeTKO He BhIpakeHa / HeT TPaKkToB / Ha 15 moppoaeit /
1, compact, undefined shape undefined shape of bundle, 3; perpendicularly oriented,
neuropil is compact, undifferentiated | divided into 15 sublobes
mass, no tracts
Ipumeyanue. * — pasmep rprOOBUAHBIX TeA OTHOCUTEABHO pa3Mepa Moara: MeAkue <5%, cpeprune 5—10%, Kpynubie >15%; ** — AaHHbIE O CTPOEHMM

I'T y pasHbIX OTPSIAOB B3sThI 13 MCTOYHMKOB: Diptera [Farris, 2005; Tanaka et al., 2008; Shih et al., 2018; Saumweber et al., 2018; Thum, Gerber, 2019;
Li et al,, 2020]; Coleoptera [Farris, Roberts, 2005; Farris, 2008; Panov, 2010; Lin, Strausfeld, 2012]; Hemiptera [Groh, Rossler, 2011; Schiirmann, 2016];
Hymenoptera [Mobbs, 1982; Gronenberg, 2001; Strausfeld, 2002; Groh, Rossler, 2011, 2020]; Orthoptera [Schiirmann, 1970, 1972, 1973; Laurent, Naraghi,
1994; Groh, Rossler, 2011]; Odonata [CBupepckuit, [TaoTHukosa, 2004; Groh, Rossler, 2011; Strausfeld, 2012; Wolff, Strausfeld, 2015]; Blattodea [Strausfeld,
Li, 1999; Farris, 2008; Groh, Rossler, 2011; Wolff, Strausfeld, 2015]; Lepidoptera [Pearson, 1971; Homberg et al., 1988; Groh, Réssler, 2011; Schiirmann, 2016];
Zygentoma [Farris, Sinakevitch, 2003; Farris, 2005; Strausfeld, 2012].

Note. * — mushroom body size relative to brain size: small <5%, medium 5-10%, large >15%; ** — data on the structure of the mushroom body in
different orders are taken from the articles listed below: Diptera [Farris, 2005; Tanaka et al., 2008; Shih et al., 2018; Saumweber et al., 2018; Thum, Gerber,
2019; Li et al., 2020]; Coleoptera [Farris, Roberts, 2005; Farris, 2008; Panov, 2010; Lin, Strausfeld, 2012]; Hemiptera [Groh, Réssler, 2011; Schiirmann, 2016];
Hymenoptera [Mobbs, 1982; Gronenberg, 2001; Strausfeld, 2002; Groh, Réssler, 2011; Groh, Réssler, 2020]; Orthoptera [Schiirmann, 1970, 1972, 1973;
Laurent, Naraghi, 1994; Groh, Réssler, 2011]; Odonata [Svidersky, Plotnikova, 2004; Groh, Réssler, 2011; Strausfeld, 2012; Wolff, Strausfeld, 2015]; Blattodea
[Strausfeld, Li, 1999; Farris, 2008; Groh, Rossler, 2011; Wolff, Strausfeld, 2015]; Lepidoptera [Pearson, 1971; Homberg et al., 1988; Groh, Réssler, 2011;
Schiirmann, 2016]; Zygentoma [Farris, Sinakevitch, 2003; Farris, 2005; Strausfeld, 2012].
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TPAaKT, 10 KOTOpOMY 06paboTaHHas MHGOPMaLVS TOKMAQ-
eT yaureyky. HoXXka TsIHeTCS BEHTPAABHO U BIlepeA depe3
MIPOTOLIEPEOPYM.

AKCOHBI B HOXXKE OPraHM30BaHbl B CErperupoBaH-
Hble IapaAA€AbHBIE Iy4YKM, KOTOpble COOTBETCTBYIOT
ONpeAeA€HHOMY TUIYy KAeTOK KeHbOHa M OIpeAeAeHHO
CEHCOPHO MOAAABHOCTU. BOAOKHA B 3TUX Iy4YKaX MOTYT
OBITb CBsI3aHBI MEXAY CO0OI AMAAHBIMM CHHANCAMM, YTO
obecrieunBaeT MOCAEAOBATEABHbIE U PELIMIIPOKHbIE CBSI3U
M CO3A2€T CTPYKTYPHYIO OCHOBY AASI ITAPAAAEABHON 00-
paborku Bxopsimen mHbopmauuu. Takasi opraHmusarvs
[IPEATIOAAraeT, YTO MPSIMasi MAM AQXKE HENpsiMasi CUHAITH-
yeckasi CBsI3b BO30y>xpaeHHbIX KK MoXeT pekpyTupoBarthb
VAU UHTMOMPOBATh OTAEABHBIE TPYIIIBI BOAOKOH, 00pasyst
crnieyuduyeckre GYHKLMOHAABHBIE E€AVMHMLIBI, MEPIIEHAM-
KYAsIpHbIEe ¥ BAOAb HOXKM [Schiirmann, 2016]. B To xe
BpeMs MAPAaAAEAbHAs] OpraHM3alusi aKCOHOB II03BOASIET
pasAMYHBIM TUIaM HeilpoHOB KeHboHa o6pabaTbiBaTh
MHPOPMALMIO HE3aBUCUMO M MPOELVPOBATHCS B CIIELM-
¢buyeckre 30HBI BBIXOAHBIX AOAel, obecreunBasi AMBep-
reH1MIo mmyTeit 06paboTku [Aso et al., 2014a]. Kpome Toro,
B HOKKaX HaOAIOAQIOTCSI OOIIMPHBIE AY HEOOABIINE pa3-
BETBAEHMS PA3AMYHBIX BHEIIHUX HEJPOHOB I BHYTPEHHUX
HEIPOHOB I'PUOOBMAHOIO TEAQ, CBSI3aHHBIX CO BCEMU KOM-
naprMeHTamu rpuboBuaHoro teaa [Tanaka et al., 2008].

Takum 06pa3oM, HOXKa CAY>KUT MECTOM KOHBEpIeH-
Ly MHGOpPMALMM OT Pas3HbIX CEHCOPHBIX MOAQABHOCTEI 1
AMBepreHLuu o6paboTaHHON MHPOPMALIUIAL.

Aoan, uau aomactTu. AMCTaAbHas YaCThb HOXKMU pas-
AEASIETCSI Ha ABe MAM OOAee BepTUKAAbHbIE U/MAU MeAU-
aAbHble A0AM (at-, B-, Y- 1 Ap.). VIMeHHO B 06AacTM AOA€N
akcoHbl KK ¢popMMUPYIOT BBIXOAHBIE CHHAIICHI C AEHAPUTA-
MU 3 PepeHTHBIX HEPOHOB, KOTOPbIE, B CBOI0 OYepEAb,
MIPOELMPYIOTCS B APYTIyie 00AACTY MO3Ta, TaKye KaK POTO-
LepebpyMm, AeltouepebpyMm 1 MoTOpHbIe 1eHTpH! [Li et al.,
2020]. AoAM SIBASIIOTCST KAIOYEBOJ 30HOW AASI MOAYASILIIN
CUTHaAa M MAACTUYECKUX M3MEHEHWIT, AEXKAIMX B OCHOBE
o0yuenns. TOHKOe CTpOeHME AOAE MOXKET 3HAYUTEAbHO
pasAMYaTbCS y PasHBIX OTPsIAOB HacekoMbix [Fahrbach,
2006].

OCHOBHbBIE pa3AM4MsA B CTPOEHNY I'PUOOBUAHBIX TEA Y
pasHbBIX OTPSIAOB HACEKOMBIX ITPEACTaBAEHBI B TabAu1LE 1.

KAeTouHbIil cOCcTaB rpMﬁOBMAHbIX TEA

IpuboBMAHBIE TeAa COCTOSIT NPEUMYIECTBEHHO U3
kAeToK KenboHa (Tea u orpocrtkoB). Kpome xaerox Ke-
HbOHA B cOCTaB HelpomMAs I'T BXOAAT OTPOCTKU APYTUX
HEJPOHOB, TeAa KOTOPbIX HAXOASTCH 32 IPeAeAaMU TPrbo-
BUMAHBIX T€A.

Kaerkn KeHpoHa. OTO OCHOBHbIe BHYTpeHHUE Hell-
POHBI I'PUOOBUAHBIX T€A. BHYTpeHHMe HePOHBI HAa3BaHBI
TaK MOTOMY, UTO BCE VX OTPOCTKM, @ CAEAOBATEAbHO, UH-
TerpaTuBHbIE MPOLIECCHI AEXAT B IpeAerax obbeMa Ipu-
0GOBUAHOTO TeAa. DTO, KaK IIPABUAO, MEAKME HEIPOHBI C
KOMITAKTHBIMU KAETOYHBIMU TeAaMM, PaCIIOAO>KEHHBIMU
AopcaabHee vamreuku. Kaxpas kaerka KenboHa umeer
pa3BeTBAEHHBIE AEHAPUTBI, KOTOpPble IIOAYYAIOT CHMHAIl-
TUYECKMIT BXOA B 00AACTM YallleYKy B MUKPOTAOMEPYAAX
(cM. HMKe), 1 €AMHCTBEHHBDI aKCOH, KOTOPBIN CITYCKAETCs
B HOXKKY U 3aT€M IIPOELIPYETCS B OAHY MAM HECKOABKO AO-

aeit [Aso et al,, 2014a]. KoanuectBo KK Bapbupyer ot He-
CKOABKIIX TBICSIY AO COTEH THICSIY B Pa3HbIX IPYIIIIAX: y TYEA
ux okoao 170000 B opHOM rpuboBuMAHOM TeAe [Rybak,
Menzel, 1993], y aposodua — okoao 2000 [Li et al., 2020].

VY 60ABIIMHCTBA HACEKOMBIX KA€TKM KeHbOHa AeASITCST
Ha pa3sAMYHbIE TIOATUIIBI (KAACChI) HA OCHOBAHUU pasMepa,
CTpOEHNsI, aKCOHAABHBIX MPOEKLMIl, AEHAPUTHOIO pas-
BETBAEHUSI, TIPOUCXOXKAEHMSI U3 HEMPOOAACTOB, PYHKLMO-
HAABHBIX CBOJICTB 1 reHeTUYeCKMX MapKepoB. Hampumep,
Y APO30(]UABI BBIAEASIIOT HECKOABKO IIOATUIIOB KAETOK
Kenbona — o/, o/p’, y, — MOCBHIAQIOLIMX aKCOHBI B COOT-
BETCTBYIOLIE AOAU TPUOOBUAHOTO TEAQ, @ TAKXKE pa3AMYa-
FOLLMXCS [I0 BpEMEeHM BO3HUKHOBEHMUsSI B OHTOT€He3se, IPO-
exuysiM 1 pyHKLMoHaAbHOM poau [Crittenden et al., 1998],
y maeanl Apis mellifera Linnaeus, 1758 — I (teaa KK pacrno-
Ao>keHbI BHYTpH vaureuku) u I kaaccer (Teaa KK Ha BHer-
Hell CTOPOHe YalleyKy), y TapakaHa Periplaneta americana
(Linnaeus, 1758) 4 tuna — K1, K2, K3, K4 (pasauvaTcs 1o
AMiaMeTPY COMBI, €€ PACIIOAOXKEHUIO B IPOOBMAHOM TeAe,
PaCIOAOKeHNI0 AeHAPUTOB) [Mizunami et al., 1998]. Y He-
KOTOPBIX HaceKOMbIX (Hampumep, y 6abouxu Spodoptera
littoralis (Boisduval, 1833)) Taioke Bcrpeuatorcss KK kaac-
ca III ¢ AuddysHO BETBAIMMUCS AEHAPUTAMU U OTAEAD-
HOI1 CCTEMOIT aKCOHOB 1 BUAOCTIEUUYHBIMI 0COOEHHO-
crsamu [Sjoholm at al., 2006]. Heo6X0AMMO OTMETUTD, YTO
pasAMYHbIE TUIIBI KAacCUUKaLMIl HEe BCETAQ MOTYT OBITh
OAHO3HAYHO COOTHeceHbl. IlopTumbl KAeTok KeHboHa B
pasHbIX IPYIITAX ONUCAHBI B TabAULLE 2.

AddepenTHbie (BXxOAHbIE) HEIPOHBI. DTO HEVPOHBI,
AocTtaBasiionye nudopmanuio B rpuboBuaHbie Teaa. K Hum
OTHOCSITCSI TIPOEKL[MOHHbIE HEMPOHbI PA3HON MOAAABHO-
ctu. TeAa sTUX HEMPOHOB PACIIOAOXKEHBI B CEHCOPHBIX 00-
AacTsIX (0OOHSITEABHDBIX AOASIX, 3DUTEABHBIX AOASIX U AP.),
A aKCOHBI POELVPYIOTCS B YalleyKy, 00pasyst CHHAICHI Ha
aeHpputax KK. Kaskablil IPOEKLMOHHDIN HENPOH 00bIY-
HO Pa3BETBASIETCSI B OAHOII vallleyKe U KOHTaKTUPYEeT C
MHOXXeCTBOM KAeTOK KeHboOHa, obecrieumBasi AMBepreH-
uuio curHasa [Mobbs, 1982; Gronenberg, 2001; Strausfeld,
2002; Farris, 2005].

dddepenrnnie (BbIXOAHBIE) HEIIPOHDL. VIX KAETOY-
HbIE T€AA PACIIOAOKEHBI BOKPYT AOAEM IPUOOBUAHBIX TEA.
AEHAPUTBI 3TUX HENPOHOB IIOAYYAIOT CUHANTUYEeCKUIT
BXOA OT aKCOHOB KAeTOK KeHbOHa BHYTpu AOAell. AKCOHbI
2 depeHTHBIX HENIPOHOB 3aTeM HECYT MHTErPUPOBAHHYIO
MHPOPMAaLIMIO K ADYTMM OTA€AaM MO3ra (LleHTPAaABHOMY
KOMIIAEKCY, AQT€PAABHOMY POTY U AD.) AASL MHULIMALMU
UAVM MOAYASILMM TOBepeHMs [Aso et al, 2014b; Owald,
Waddell, 2015; Li et al., 2020]. Ba>kHo1 0COOE€HHOCTBIO SAB-
ASIETCSI HaAM4Me 00paTHOiT CBs3u: MHOrMe sddepeHTHbIe
HEJPOHBI TIOCBHIAAIOT KOAAATEPAAM HA3aA B YallEUKy MAU
HOXKY, pOpMIUpYsI CAO>KHBIE peKyppeHTHbIe ceTH [Ito et al.,
1998].

MoayasaTopHbie HeiipoHbl. Oco0yi0 BaXHOCTb
MIPEACTABASIIOT HEMHOTOYVCAEHHbIe, HO (YHKLMOHAABHO
KPUTUYECKU BaXKHbIE MOAYASITOpHBIE HelpoHbl. Haubo-
Aee UBYYEHHBIMU U3 HUX SIBASIIOTCS AObaMMHepruyeckue
M OKTONaMUHepruyeckue HerpoHsl. OHM He MepeAaroT
creudpUIecKy0 CEHCOPHYI0 MH(POPMALMIO, a BBIAEASIIOT
HEPOMOAYASITOPBI (AOaMuH, OKTOIAMUH M Ap.) B CU-
HAIICHI YallleyeK U AOAEN. DTU HEMPOMOAYASITOPbI UTPAIOT
KAIOYEBYIO POAB B IIOAKPENAEHUN U SIBASIIOTCSI LIEHTPAAb-
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Tabanua 2. IToaTumnsr KAeTOK KeHbOHa y pa3HbIX OTPSIAOB HACEKOMBbIX.

Table 2. Kenyon cells subtypes in different orders of insects.

OTpsip
Order

Onmnucanue
Description

Hymenoptera

Y MeAOHOCHOU ITYEABl M APYTMX BHICOKOOPIaHM30BaHHbIX II€PEMOHYATOKPBIABIX HAOAKAAETCSI MAKCUMAAbBHOE
pasHoobpasue MoATUIOB KAacca I (0oAbLMe, CpeAHIE, MaAbIE), YTO CBSI3AHO C YCAOXKHEHMEM MTOBEAEHNS U
counaapHoit opranmsauuent. Kaacc II Takxe Xopoluo BeIpakeH, AeHAPUTBI MMEIOT KOITeoOpasHyio Gpopmy

[Kaneko et al., 2016; Oya et al., 2017; Kuwabara et al., 2023]. ¥ 6asaabtbix popm (Hanpumep, MMAUADBIIMKOB)
obHapy)xeH TOAbKO 0AMH moATuI Kaacca I [Oya et al., 2017; Kuwabara et al., 2023] /
In the honeybee and other highly organized Hymenoptera, the greatest diversity of class I subtypes (large, medium,
small) is observed, which is associated with increasing complexity of behavior and social organization.
Class II is also well defined, with claw-shaped dendrites [Kaneko et al., 2016; Oya et al., 2017; Kuwabara et al., 2023].
In basal forms (e.g., sawflies), only one class I subtype was found [Oya et al., 2017; Kuwabara et al., 2023]

Diptera

B rpuboBupHbIx Teaax Drosophila melanogaster Meigen, 1830 BbIAEASIOT TP OCHOBHBIX KAacca KAeTOK KeHboHa
(y, o'/B' n a/B), KOTOpPBIE PA3AMYAIOTCS IO BpeMeH! MOP(OAOTIIeCcKoro 0b6pasoBanust U GPyHKLMSIM.
Ka)kAbIiT KAQCC TTIOAPA3AEASETCSI Ha TIOATUIIBL, UTPAIOLLJE PA3HbIE POAM B IIPOLIECCAX MAMSTH
[Takemura et al., 2017; Shih et al., 2018] /

In Drosophila melanogaster Meigen, 1830 mushroom bodies, three main classes of Kenyon cells are distinguished
(y, o«’/B', and a/P), which differ in the timing of morphological development and function.

Each class is subdivided into subtypes that play different roles in memory processes
[Takemura et al., 2017; Shih et al., 2018]

Orthoptera

V cBepuka Gryllus bimaculatus De Geer, 1773 onncansr ABa kaacca KaeTok Kenbona (I u II),
Pa3AMYAIOLINMECS [T0 PACTIOAOXKEHUIO AEHAPUTOB B YallleuKe U IIPOoeKLysaM akcoHoB [Hamanaka, Mizunami, 2019] /
In the cricket Gryllus bimaculatus De Geer, 1773, two classes of Kenyon cells (I and II) have been described,
differing in the arrangement of dendrites in the calyx and axon projections [Hamanaka, Mizunami, 2019]

Coleoptera

Y HeKOTOpPbIX XYKOB (Hanpumep, Pachnoda marginata Drury, 1773) o6Hapy>keHbI ABe IONYAALMM KAeTOK KeHboHa,
COOTBETCTBYIOLME LIEHTPAABHOI 1 KOABLIEBOI 30HaM Jalleuky. KAeTKM 1ieHTpaAbHOI 30HBI HAIIOMUHAIOT KAacc 11,
a KoAbLeBoil — KAacc III, mpu aTom Kaacc I MoXXeT ObITh yTpaueH VAN HEOTAMYMM MOPHOAOTMYECKN
[Larsson et al., 2004] /

In some beetles (e.g., Pachnoda marginata Drury, 1773), two populations of Kenyon cells have been found,
corresponding to the central and annular zones of the calyx. The cells of the central zone resemble class II, and the
annular zone resemble class III, while class I may be lost or morphologically indistinguishable [Larsson et al., 2004]

Lepidoptera

Y 6abouku Spodoptera littoralis Boisduval, 1833 BeIA€ASIIOT Bce Tpu Kaacca KaeTok KeHboHa:
I — ¢ MPOKO BETBSIUMUCS ACHAPUTaMU, 11 — ¢ y3KuMM KOrTeobpasHbIMI AEHAPUTAMY,
III — ¢ Andy3HBIMU BETBSIMU U OTAEABHON CCTeMOI akcoHOB [Sjoholm et al., 2006] /
In the butterfly Spodoptera littoralis Boisduval, 1833, all three classes of Kenyon cells are distinguished:
I — with widely branching dendrites, II — with narrow claw-shaped dendrites,
I1I — with diffuse branches and a separate axon system [Sjoholm et al., 2006]

Blattodea,
Isoptera

Y TapakaHOB 1 TepMUTOB BbIAeAstioT Kaacchl I u II, xaacc I mpepcTaBaeH y HeKoTopbIX BuAOB [Farris, Strausfeld, 2001]
Cockroaches and termites have classes I and II, with class III present in some species [Farris, Strausfeld, 2001]

HBIM 9A€MEHTOM MeXaHM3Ma aCCOLMATUBHOIO O0y4eHUs,
YCUAVBAsI CHUHANTUYEeCKME CBSI3M MEXAY OAHOBPEMEHHO
aKTUBHBIMM HYTSMM (Hampumep, HeMPpOHAMM, KOAMPYIO-
MMM YCAOBHBIN pa3pAPaXUTEAb — 3amax, X HeIpOHAMIU,
[EePEAQIOIMMM CUTHAA O 0E3yCAOBHOM DPasAPOKUTEAE —
Harpape uau Hakasanuu) [Schwaerzel et al., 2003; Scheiner
et al., 2006; Burke et al., 2012]. Apyrum npumMepom MOTyT
cayxutb TAMKsapruveckue HelpoHbI 0OpaTHOI CBS3U Y
maeant [Grinewald, 1999]. CuuraeTcs, YTO UMEHHO 3TU CU-
CTeMbl OTBETCTBEHHBI 3a MAACTUYHOCTb CUHAIICOB U A€XKAT
B OCHOBe accoluatuBHoro obyuenns [Menzel, 2012].
I'r\uaabHbie KAeTKU. [AUS — HEOTBEMAEMBIN U AKTUB-
HbIII KOMITOHEHT I'PUOOBUAHBIX TEA, UTPAOLINIT KAIOUEBYIO
POoAb B ux opranusauyu 1 GyHKumu. [AnaApHast HOMyASILVIST
I'T cTpyKTypHO M GYHKLMOHAABHO reTeporeHHa. CXoAHO
C MO3BOHOYHBIMMU, TAMsI obecreunBaeT TPOUKY Heipo-
HOB, MOAYAVPYET CHAIITMUECKYIO ITepeaady U y4acTBYeT B
passButuu ['T, HarpaBasist pocT akcoHoB [Stork et al., 2014;
Kremer et al., 2017]. B rpuboBuAHBIX TeAaX 0OHAPY)KEHBI
CAEAYIOLVie TUIBI TAUM: ACTPOLIUTONIOAOOHAS TAMSI HAaXO-
AUTCS B CHMHANTUYECKMX 30HAX (HENPOIMAE), OKpyXKaeT
MUKDPOTAOMEDYABL; 00BOAAKMBaIOLIasi TAMs 00BOAAKMBa-

€T OCHOBHbBIE CTPYKTYPbI IPMOOBMAHBIX TE€A U X QKCOHBI,
dbopmupys sammTHBIE 000AOUKM U PA3AEAsIst CyOKOMITapT-
MEeHTbI; KOpKoBas raus nokpeiBaet Teaa KK, Haxopsmmecs
B KOPTHUKaABHOM CAO€ IPUOOBUAHBIX TEA.

CunanTmyeckas opraHm3sanusa I'pl/l60-
BUAHBIX TEA

Ha MMKpPOCKONMYECKOM YpOBHE I'PUOOBUAHBIE TeAd
UMEIOT BBICOKOYIOPSIAOYEHHYIO CTPYKTYpy. Herpomuab
PUOOBUAHBIX TEA OPraHM3OBAH B BMAE MAPAAAEABHBIX
BOAOKOH akcoHOB KK 1 mepecexarmommx Mx nop NnpsiMbIM
YIAOM OTPOCTKOB adpepeHTHDBIX U 3 depeHTHBIX HENPO-
HOB. DTa OpraHu3alys HAIIOMUHAET TAKOBYI0 MO3)KEYKa
[TO3BOHOYHBIX U SIBASIETCSI ONITMMAABHOI AASI aCCOLMATB-
Horo obyuenns [Farris, 2011].

Heripommab yameyek. AeHAPUTHI HellpoHOB KeHb-
OHa U TepMUHaAU adPepeHTHBIX HENPOHOB GOPMUPYIOT
B YallleyKe BBICOKOOPTaH30BaHHbIE CTPYKTYPbI — MUKPO-
TAOMEpPYABI (MMKPOKAYOOUKM). B Ka’ka0il MMKpOrAOMe-
PYA€e KDYIIHBIIT aKCOH IPOEKLMOHHOIo HeilpoHa obpasyer
CUHAIICBI C AEHAPUTaMVU MHOXXeCTBA (COTE€H MAM ThICSY)
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Tabanua 3. MUKpOrAOMepPYAsIpHasi OPraHM3aLMsl HEMPOIMAS JallleyeK B PasHBIX OTPsIAAX HaceKoMbIX (1o [Groh, Rossler, 2011]).
Table 3. The microglomerular organization of the calyx neuropil in different insect orders (according to Groh and Rossler [2011]).
Pazmep ITaoTHOCTD
MUKPOTAOMEPYA | (MUKPOTAOMEpPYA Ha
OTpsip: BuA (Anamerp, MKM) / 400 mxm?) / OcobeHHocTu
Order: species Microglomerulus Density Features
size (microglomeruli
(diameter, pm) per 400 pm?)
Diptera: Muxporaomepyabt (MI') He TOABKO OKpYTABIE,
Drosophila melanogaster 1.75+0.3 ~27 .(bOpMMpymT MAOTHBIE PAAD B HauIeKe /
. Microglomerules (MGs) are not only rounded,
Meigen, 1830 .
form dense rows in the calyx
MI OKpyrabl€e, CXOAHBIE C TAKOBBIMU Y APO30(UA, HO MeHee
Orthoptera A aoace oo meycoson sobamomon
1 1 + ~
f?;ﬁ:ii?gggwm 3.02+04 193 MGs are rounded, similar to those of Drosophila,
’ but less ordered. They are found in both the olfactory main
calyx and the accessory gustatory calyx
MI' noanmopdHbIe, paCOAOXKeHbI Pa3peXKeHHO,
T, Do oo e
Eudicella woermanni 4.25 £ 0.63 ~10 A . Y
White, 1839 MGs are polymorphic, sparsely arranged, and clustered. More
’ than one synapsin-positive bouton is visible
in a single phalloidin halo
Blattodea:
y MI' 1
Nauphoeta cinerea 438073 108 MGe sre polymorphic and cstered simtaly to Coloaptera
(Olivier, 1789) potymorp Y P
M o s s
Hodotermes mossambicus 4.39 + 0.65 ~10 ’ AY HUMIL ]
(Hagen, 1853) MGs are loosely arranged, F-actin is distributed
’ not only in MGs, but also between them
Beicokast maoTHocTh MI' B 0Ab(aKTOPHOI 30HeE,
OKpyrAast popma: MAOTHbIE KOAbLIA F-akTuHa BOKPYT
Hymenoptera: CUHAIICMHOBOro OyTOHA, PaCCTOsIHME MEXAY OyTOHAMMU
. . BBICOKAs
Apis mellifera 32+0.3 hich 4.7 £ 1.3 Mmxm /
Linnaeus, 1758 & High density of MGs in the olfactory zone, rounded shape:
dense rings of F-actin around the synapse bouton,
distance between boutons 4.7 + 1.3 pm
Hawuspicmas naorHocTh MI' cpean Hymenoptera,
Hymenoptera:
i OY€Hb BbICOKast paccrosiume Mexxay OyToHamu ~3.2 MKM /
Atta vollenweideri 23+0.2 . . .
(Forel, 1893) very high The highest density of MG among Hymenoptera,

’ the distance between buds is ~3.2 pm
Hymenoptera: B noBepeHnu ator Z}}l{[;aggl(/)[ :ﬂp}f}::/mpomx—[ Ha 3peHIe,
Cataglyphis fortis ~1.25 ~66 In its behavior, this ant is primarily guided by sight
(Forel, 1902)

rather than smell

HellpoHOB KeHboHa. DTO obecreunBaeT MOIHOE AUBEp-
TEHTHOE pAaclpOCTPaHeHMe CEHCOpPHOM MHOpMaLuu
[Yasuyama et al., 2002]. O6pI4HO MMKpPOrAOMEpPYAQ CO-
CTOUT U3 €AVHCTBEHHOIO L[€HTPAABHOIO IIpeCHHAaNThye-
CKOTro OYTOHA OT TepMMHAAEI MPOEKLMOHHBIX HEPOHOB,
OKPY’KEHHOTO MHOTOYMCAEHHBIMU ITOCTCHHANTUYECKIMMU
9AEMEHTaMU, B OCHOBHOM 00Opa30BaHHBIMI TOHKUMI A€H-
AputHbiMU BeTBAMU KK — KorTamu man mmnukamu. Kax-
Aasl MUKPOTAOMEpPYAQ M30AMPOBAHA OT APYTMX TAVIAABHBI-
mu kaetkamu [Groh, Rossler, 2020]).

OCHOBHbIE Pa3AUYMS B CTPOEHUM IPUOOBUAHDBIX TEA Y
Pa3HbIX OTPSIAOB HACEKOMBIX TIPEACTaBAEHbI B TabAnLe 3.

Heiiponuab HOXKeK U pAoAeit. HOXXKM 1 AOAM COCTOST
B OCHOBHOM M3 TapaAAeAbHbIX IMyukoB akcoHoB KK. Cu-
HaNTU4YeCcKass MHTEerpauus IMPOMCXOAUT IPeUMYIeCTBeH-
HO B AOASIX, TAe akcOoHbI KK KOHTaKTMPYIOT ¢ AeHApPUTaMU

9 depeHTHBIX I MOAYAVPYIOIIMX HEMPOHOB. DT CHHAIICHI
YaCTO MMEIOT CAOXHYIO CTPYKTYPY M SIBASIIOTCSI MECTOM
CMHAINITUYIECKON MAACTUYHOCTU. MOAyAMpYIOLIME Hepo-
Hbl (HampuMmep, AodaMuHepruyeckre) oOpasylT CHUHAI-
Cbl HA MPECHHANTIYECKMX TePMUHAASIX abdepeHToB uAn
Ha aeHpputax KK, MOAyAMpysi cuAy mepepaun CUrHaAa
[Strausfeld, 2012].

Takum obpasom, mHboOpMaLus B vaueyku rpudo-
BUAHBIX TeA IIPUXOAUT M3 CEHCOPHBIX 00AacTeil depes
IIPOEKLVIOHHbIe HEPOHBI Ha AEHAPUTHI KAeTOK KeHboHa,
obpabarpiBaeTcs 1 epepaaercs paaee o akcoHam KK, 06-
PasyIoLIMM HOXKY, I AQA€E B AOAY, OTKYAQ OHA MOCTYIIa-
eT B apdepeHTHBIe 06AACTY Yepesd BBIXOASILYE HENIPOHBIL.
IMepeparoiyecst CUTHAABI MOT'YT MOAYAMPOBATBCSI IIOCPEA-
CTBOM HEPOHOB OOPATHOII CBSI3M U1 MOAYASITODHBIX Hell-
poHoB (puc. 1).
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Hacekomble ¢ pepyKijueii rpuOOBUA-
HBIX TEA

Kax yke roBOpMAOCH Bblllle, IPUOOBMAHDIE TeAd He-
O0OXOAMMBI AASL KOHTPOASI CAOXKHOTO IIOBEAEHUS Yy Ha-
cexoMbIX. OAHAKO CYILIECTBYIOT HACEKOMBIX, Y KOTOPBIX
IpUOOBUAHDBIE TeAa PEAYLMPOBaHBI MAU OTCYTCTBYIOT.
CpeaM COBPEMEHHBIX HACEKOMBIX TPUOOBUMAHBIE TeAa OT-
CYTCTBYIOT y ApeBHeueAloCTHbIX (Archaeognatha). Caabo
anddepeHLIpoBaHHbIe TPUOOBUAHDBIE TeAQ Y YeIIyIHML]
(Zygentoma). Kpome TOro, €CTb IpyIibl HACEKOMbIX C OT-
CyTCTByOLMMY Yamredkamy. K Takum HaCEKOMBIM OTHO-
cares crpekosel (Odonata) u moaenxu (Ephemeroptera),
HeKoTopble BopaHbIe KAaotibl (Notonectidae).

OTCyTCTBME PAa3BUTBIX IPUOOBUAHBIX TEA TIOAHMMAET
BOIIPOC O TOM, KaKk 0OpabaTsiBaeTCsi BXOAsILIast MHPpOpMa-
LM I PETYAUPYETCSI IOBEAEHNE Y TAKUX HaceKoMbIX. Kom-
MEHCATOPHBIMY UHTErPATUBHBIMU LIEHTPaMu AASL UHGOpP-
MaLMM PasHBIX MOAAQABHOCTEN MOTYT OBbITb AATe€PaAbHBII
PO, LIEHTPAABHBII KOMITAEKC, OIITUYECKUE AOAU.

Tak, y CTpeKo3, KOTOpbIE SIBASIIOTCS BM3yaAbHBIMU
XUIHUKAMU C PEHOMEHAABHBIMM CIIOCOOHOCTSIMMU K TIepe-
XBaTy AOOBIYM B BO3AYXE, 3DUTEAbHbIE (ONTUYECKUE) AOAU
MO3ra CUABHO PasBUTHI M 00AAQIOT CAOXKHOV BHYTPEHHEN
opraumsauueit [Olberg, 2012]. O6paboTka 60AbII0I YacTH
)KM3HEHHO Ba)KHOI MHGOpPMALMU INPOMCXOAUT OBICTPO B
3PUTEABHBIX AOASIX U 0e3 HEOOXOAMMOCTM MPUBAEYEHUS
MHTErPATUBHBIX LIEHTPOB BBICIIETO MOPSIAKA.

V raappimieit (Notonectidae), ABASIIOIMXCSA aKTUBHbI-
MU XMIHMKaMU, YTPaTa Yallevyek, M0-BUAUMOMY, CBI3aHa
C yTpaToil 0OOHSIHMS Y QHTEHHAABHBIX AOA€IL. A OCTaBLINU-
ecst HOKKa 1 A0AU ['T HeoOXOAMMBI AAST 00pabOTKM HE0bO-
HsiTeAbHOI nHpopmaruu [Strausfeld et al., 2009].

TTop0OHBIE OTKAOHEHUSI OT OOIEero MAQHa CTPOEHMsI
AEMOHCTPMPYIOT CBOJICTBO BCEX IPOTOLIEPeOPAABHBIX
MOSIOBBIX ILIEHTPOB: COXPQHEHME WCXOAHBIX CTPYKTYP,
HECMOTPSI Ha 3BOAIOLIMOHHbIE MOAMQUKALMMY, TaKMe Kak
yTpara OAHMX KOMIIOHEHTOB 1 Pa3BUTHE APYTUX. AAsI IpU-
GOBMAHOTO TeAa HACEKOMBIX 3TY MOANDUKALIMY BKAIOYAIOT
VM3MEHEHUS B OpraHU3aLMM HOXXKY U AOAEN C COXPaHEHU-
€M CAOMCTOI CTPYKTYpPbI, PaCIIMPEHHOE MPEACTABAEHME
CEHCOPHBIX MOAQABHOCTEN U IOTEPI0 UAU TUIEPTPOPUIO
yamrevexk [Strausfeld et al., 2009].

Takum 06paszoMm, rprOOBUAHBIE TEAQ HACEKOMBIX — 3TO
BBICOKOAQOMABHAS CTPYKTYpa, CHPOpMUPOBaHHAS CEHCOP-
HOUT aKoAoruent u noBeaeHueM [Farris, 2005]. VIx orcyt-
CTBME VIAYL PEAYKLIVISI TEA OTPAKAET S9KOAOTMIECKYIO U CEH-
COPHYIO CIELMaAM3aLIMIO, 3 HE TIOAHYIO YTPaTy CAOXXHOIO
noBeaenus [Wolf et al., 1998].

Iennble wmytamum y Drosophila
melanogaster, Hapymamomue ¢(opMupo-
BaHNe IPUOOBUAHBIX TEA

B0o3MOXXHOCTD XU3HU 6e3 TPUOOBUAHBIX TeA OBIAO
[IPOAEMOHCTPUPOBAHO Ha AAGOPATOPHBIX MYTAHTHBIX AU-
HUsIX Apo30buAbl Drosophila melanogaster ¢ CAbHO pe-
AYUMPOBaHHBIMU MAU OTCYTCTBYIOIUMU IPUOOBUAHBIMU
TeAaMM. DTU MYTaLuy 3aTParMBalOT IeHbI, KPUTUYECKU

BaKHbIE AASL PA3BUTHsL, BBDKUBAHUS AU TIPABUABHOTO Ae-
A€HUS HelpoOAaCTOB B 3MOPMOHAABHDIN M AMYMHOYHBIN
nepuoabl. HekoTopble Takue MyTaLuM, BbIShIBAOILME pe-
AYKLVIO TPUOOBUAHBIX TEA, TIPUBEAEHBI HIDKeE.

Mushroom body miniature (mbm). Myrauus mbm
HapyliaeT IpoAudepanuio HelpobAacTOB B MpoToOLepe-
O6pyMe, YTO NPUBOAUT K 3HAYUTEABHOMY YMEHBLIEHIIO
VAU OTCYTCTBUIO I'PUOOBUAHBIX TEA Y B3POCABIX 0CO6EIL.
B noBepeHNy MyTaHTbI b A€MOHCTPUPYIOT HAPYLIEHMsI
ACCOLMATMBHOTO OOOHSITEABHOrO OO0yuYeHUsl, O0COOEHHO
B ¢dase popMUPOBaHUS MAMSTH, TIPU STOM 0a30BbIE CEH-
copHble (QYHKLUUU U AOKOMOLMSI OCTAKTCS COXPaHHBIMU
[Heisenberg et al., 1985; de Belle, Heisenberg, 1996].

Eyeless (ey) u dachshund (dac). 9t reusi, usBect-
Hble TIPEXA€E BCETO CBOEN POABIO B Pa3BUTUM I'Aas, TAKXKe
HEOOXOAUMBI AASI TIPABUABHOTO MOp(OreHesa rpubOBUA-
HOro TeAaa. MyTauuu NPUBOASIT AMOO K ITOAHOMY OTCYT-
cTBUIO (ey), AOO K Cepbe3HbIM aHaTOMUYECKUM AedekTam
(dac) B I'T, xoTOpBIE KOPPEAUPYIOT C AeULIMTOM OOOHSI-
TeAbHOro obyuenus u namstu [Kurusu et al., 2000].

Mushroom body defect (mud). ¥ myranToB mud
nsmeHeHo crtpoenue [T, BKAloyass M3MeHeHMS pasMe-
pa yauleyky U aKCOHAABHBIX IMPOEKLWIl, YTO TPUBOAUT
K HapyueHuo (GOPMUPOBAHMST OOOHSTEABHON IMaMSTH
[Yu et al., 2006].

[To-BUAMMOMY, Y APO30]MADBI TPUOOBUAHBIE TEAQ He-
06XOAUMBI TIPEUMYILECTBEHHO AAsL GOpMUPOBaHUs 060-
HATEAbHON MamsATh. Heob6X0AMMO OTMETUTD, YTO TIOAHOE
OTCYTCTBUE 3TOM CTPYKTYPbl MOXKET MPUBOAUTD K TsDKe-
ABIM HAapYLIEHMSIM PasBUTHUS LIEHTPAABHOI HEPBHON CH-
CTEeMbl, TAK KaK MHOTME TeHbl, KOHTpOAMpYolue Gpopmu-
poBaHUe TPUOOBUAHBIX TEA, YACTO KPUTUIECKU BASKHbI U
AAST APYTUX QCITEKTOB Pa3BUTVsI MO3Ta.

3akAloUueHMe

[pnbOBMAHBIE TeAa IPEACTABASIIOT COO0JI BEICOKOCITE-
LMAAV3MPOBAHHbIE U SBOAIOLIOHHO KOHCEPBATUBHbIE, HO
IIPY 5TOM AOCTATOYHO MTAACTUYHBIE CTPYKTYPBI MO3Ta YA€-
HuctoHorux. CrpoeHne rprbOBUAHBIX TEA TECHO CBSI3aHO
C 9KOAOTMEN U ITOBEAEHUYeCKOI cTpareruen Buaa. Maxkcu-
MaABHOTO PasBUTHS I'PUOOBUAHBIE TeAQ AOCTUTAIOT Y 00-
I[€CTBEHHDIX NT€PENOHYATOKPBIABIX, Y KOTOPBIX UX pasMep
U KAE€TOYHOE Pa3HO0Opasyie KOPPEAUPYIOT CO CAOXKHBIMU
dbopmamu noBepeHMs. B To e BpeMs PeAYKLMS MAM OT-
CYTCTBME Yallle4eK Y HEKOTOPBIX IPYMI (CTPEKO3, TAAABI-
1Iel) CBUAETEABCTBYET 00 5BOAIOLIMOHHON MAACTUYHOCTHU
IPMOOBMAHBIX TE€A UM CIIOCOOHOCTM MO3ra HACEKOMBIX K
(YHKIIMOHAABHO IIEPECTPOIIKE, IIPU KOTOPOI 06paboTKy
KAIOY€EBOI AAsI BBDKMBaHMsI MHGOpMaLy (Harpumep, 3pu-
TEABHOI Y CTpeK03) OepyT Ha ceOsi Apyryiie HepBHBIE LjeH-
Tpbl (ONTUYECKUE AOAU, LEHTPAABHBII KOMIIAEKC). Vccae-
AOBAHMsI MYTQHTHBIX AMHMII ADPO30(DMABI MOATBEPKAAIOT
KPUTUYECKYIO POAb I'PUOOBUAHBIX TeA, B IIEPBYIO OYePEAD
AASL CAOKHBIX pOPM 00y4eHMsI ¥ MaMATH, B TO BpeMsI KaK
6a30Bble CEHCOMOTOpPHBIE (DYHKLMM MOTYT COXPaHSATBCS.
BasoBast CTpyKTypa rpMOOBUAHBIX TeA (Jalreyka — HOX-
Ka — A0AM) obecnieunBaet apPeKkTUBHYIO aaThopmMy AAS
KOHBEPTeHL[MJ MyABTMCEHCOPHOI MHPOPpMALIMY, ee TOCAe-
Aytoleit 06paboTKM, XpaHEeHMs 1 FeHepaLMy aAAITUBHBIX
MMOBEAEHYECKUX OTBETOB.
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