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IMosiBneHre HEPBHOI CUCTEMBI SIBJIIETCSI OMHUM U3 BaXKHEMIIMX COOBITUI B 9BOJIOIIMU XXU3HU Ha 3eMIIe.
JeTanu 3TOro cOOBITHSI OCTAIOTCSI MAJIOTIOHSITHBIMU, B YACTHOCTH, OOBSICHEHHUS TpeOyeT OOIbIlIoe pa3HO-
o0pasue U3BECTHBIX BEIIECTB-HEHPOTPAHCMUTTEPOB. M bl aHAUIM3UPYEM FOMOJIOTM HEifpOHAbHBIX PeLieT -
TOPOB TJIyTamaTta U ramMma-amMmuHomaciisiHoit kuciaotel (FAMK) y Placozoa — >XMBOTHBIX 6€3 HEpBHOI CH-
CTEMBbI, HO 00JIaJAIONINX MMOABMXKHOCTBIO M TToBeneHeM. PuiloreHeTUYeCKUit aHaJIM3 U CPaBHEHUE aMM-
HOKHCJIOTHBIX OCTaTKOB, OTBETCTBEHHBIX 32 JINTAHIHYIO CIELIM(UIHOCTD, MOKA3au, YTO 3TU PELEITTOPbI
Placozoa HeoXuaaHHO MHOTOYMCIIEHHBI, PAa3HOOOPa3Hbl M 3BOJIOIMOHHO TMHAMUYHBI U TIO0 BCEM 3TUM
NMpU3HaKaM HaITOMUHAIOT CKOpee OOOHSITEeNIbHbIE PELIETITOPHI BBICIIMX XKMBOTHBIX. Hallim pe3ynbraThl yKa-
3BIBAIOT, YTO XEMOPELENTOPHAs cUcTeMa Oblla BaXXHBIM MCTOUHUKOM Pa3HOOOPa3HBIX PELIENTOPOB IJIs
BO3HMKaIOIIIeil HEPBHOM CUCTEMBI, a OyaylIe aMUHOKUCIOThI-HelpoTpaHCMUTTEpHI (mmytamaT, TAMK,
[JIMIMH) ObLIU peJieBAaHTHBIMU BHEIITHUMU CUTHAJIAMMU JIJTsI TIEPBBIX XKMBOTHBIX, €111e HE UMEBIINX HEPBHOM

CUCTEMBI.
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ITpoucxoxaeHre HEPBHON CHUCTEMBbI SIBJISICTCSI
OIIHVM W3 CJIOKHEHIIMX BOIIPOCOB 3BOTIOIIMOHHOMN
ouonorum (Szathmary, Smith, 1995; Layden, 2019).
Ero BaxkHOM 4acCThIO SIBISETCS IPOUCXOXKICHUE HEeli-
pOTpaHCMUTTEPOB. s Tepenady CUTHAJIOB MEXIY
HelpOHaAMM UCITOIB3YIOTCS AECATKH Pa3HOOOpa3HBIX
BEIIECTB. aMHWHOKMUCIOTHI  (TIyTamar, IJIWIWH,
I'AMK), MoHOAMMHEI (CEpOTOHMH, fohaMUH U 1p.),
MHOTOYHCIICHHBIC HEUPOTIETITUABI U Jaxke HU3KOMO-
JIEKYJISIpHbIE ra3bl, HanpuMep okcua azora NO. Cle-
HapUX 3BOJIIOLIMOHHOTO TIPOUCXOXICHUS HEPBHOMN
CHCTEMBI TOJDKHBI BKITIOYATh B ce0sI TIPEATIONIOKCHUS
0 TIPOUCXOXICHUM 3TOT0 pa3HOOOpa3us U KPUTEPUSIX,
IO KOTOPBIM T€ WJIM WHBIE BEIIECTBA BOIILIM B YMCJIO
HelipoTpaHcMutTepoB (Sakharov, 1974; Agnati et al.,
1995).

st u3ydeHust TIpOUCXOXKICHUSI HEPBHOI CUCTEMBI
HEOOXOMMMBI TaHHBIE IO XUBOTHBIM C ITPUMUTHUB-
HbIMHM HepBHBIMU crucTeMaMi (Cnidaria u Ctenophora)

Cokpamennsi: AT® — ageHosuntpucdocdar; TAMK — ramma-
amuHoMacJiisiHas kuciota; iGluR — noHoTponHblit yramar-
Hblii penentop; mGluR — MeTaGoTpOMnHBIN ITyTaMaTHBIN pe-
uentop; TAMK, — MOHOTpOMNHBKII peLenTop raMmMa-aMUHO-
MacissHoi kucioTsl; TAMKp — MertaGoTponHblil peLientop
raMMa-aMHUHOMACJISTHON KUCIIOTHI.
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u 6e3 HepBHoOI1 cucteMbl BoBce (Porifera u Placozoa).
Oco60e MecTO 3aHUMAIOT 30ech Placozoa — moaBuxK-
HbI€ XXUBOTHbBIE, Y KOTOPBIX €CTh ITOMCKOBOE, MUIIIE-
BO€ U COLMAJIbHOE ITOBEICHUE IPU MOJIHOM OTCYT-
crBuU HepBHOU cucteMbl (OxinreitH, 1987; Cepa-
BuH, 1987; Ueda et al., 1999; Smith et al., 2015;
Mayorova et al., 2018; Fortunato, Aktipis, 2019; Romanova
et al., 2020). B reHome HauboJiee N3YYEHHOIO BUIA
Placozoa, Trichoplax adhaerens, oOHapy>XeHbl UOH-
HBIe KaHAJIbl, KOTOPhIE YYaCTBYIOT B iepeaade HepB-
HBIX UMITYJIbCOB Y KMBOTHBIX, KOMIIOHEHTEI CUCTEM
OMOCUHTEe3a HEMPOTPAHCMUTTEPOB U TPAHCIIOPTA BE-
3UKYJI, a TAKKE IIpeArioaraeMblii HeiipO3HIOKPUHO-
MOmOOHBIN ceKpeTOpHbIl armapar (Srivastava et al.,
2008; Smith et al., 2014).

JIas BBIMOJITHEHUSI BEHIeCTBOM (DYHKIIMM TpaHC-
MUTTEpa HEOOXOIUMO HaJIMUMe CUCTEM KaK ero CUH-
Te3a, TaK 1 peuenuuyu. YToObl BOSHUKHOBEHME 3TUX
CHICTeM OBIJIO TIOIEP:KAHO €CTECTBEHHBIM OTOOPOM,
OHMU JIOJDKHBI OBLIM BBIITOJIHATH KaKue-TO (PYHKIIUU
o oTaeabHOCTU. TO ecTh 3BOJIOHUS BEIEeCTB-
TPAaHCMUTTEPOB C HEOOXOAMMOCTBIO TOJKHA BKIIIO-
yaTh B cebs1 cMeHy (yHKUUiA. MOXHO TIpearosio-
KUTH IBE TPYHITLI MyTeli BOBHUKHOBEHUSI TPAHCMUT-
TepoB. Bo-mepBhIX, BEIIECTBO-TPAHCMUTTEP MCXOMTHO
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MOTJIO OBITH CUTHAJIOM U3 BHEIIHEH cpelbl, M opra-
HU3M CHauyajia IpuoopeTaeT CUCTEMY €T0 PeLeITINN,
a TIOTOM CHUTHAJl UHTepHau3yeTcs. Bo-BTophIX, Oy-
IYyIIU TPAHCMUTTEP UCXOIHO MOXET UMETh KaKHe-
TO HE CUTHaJIbHbIE (DYHKIIUM, HAIIPUMED 3aIUTHBIC.
Torma cHayaja BO3HMKAeT CHUCTEMA €ro CUHTE3a U
BBIJICJIEHUSI, a TTOTOM, HAIIpUMep I KOOpAWHAIIUU
3allIMTHOM peaKLU, BO3HUKAIOT PELEHTOPHI K 3TOMY
BEILIECTBY, U OHO CTAHOBUTCS TPAHCMUTTEPOM.

IlepBoblii cueHapuii (TpaHCMUTTEP W3 BHEIIIHETO
CUTHaJla) TTIoKa3aH, HalpuMep, I THPOUIHBIX TOP-
MOHOB XXWBOTHBIX, MPOUCXOASIINX OT BTOPUYHBIX
MeTaboauToB Bomopocieit (Heyland, Moroz, 2005;
Heyland et al., 2005). Cpenu HelipOTpaHCMUTTEPOB
TIePBBIi clieHapuii Hanbosiee BEpOSITeH IS ITyTaMa-
Tau AT®. DTu 1Ba BelecTBa cCoaepKaTcs B OOJIbIINX
KOJIMYeCcTBaX B IIUTOIJIa3Me MOUYTU BCEX KJIETOK, MX
MPUCYTCTBUE BO BHEIIIHEH cpe/ie coo0IIaeT o IoBpe-
KIEHUW U TUOESIM KJIETOK U MOXET CIIYXKUTh IMUILIe-
BBIM WIn 0oJieBeIM curHajaoM (Moroz et al., 2021b).
Btopoii cueHapuit 6osiee BeposTeH IJisi HEMporen-
TUAOB U OKcula a3oTa. HeitponenTuabl UCIIONb3YIOT
Ty € CUCTEeMY ITOCTTPAHC/SIIIMOHHOIO MPOLIECCUHTA,
YTO U aHTUMHUKPOOHBIEC MENTUAbI, aHTUMUKPOOHAsI
aKTUBHOCTb OKCHUJA a30Ta TaKXke XOPOIIIO U3BECTHA
(Moroz et al., 2020a, 2021b).

HMmeronuecss skcnepuMeHTaIbHBIE MaHHBIE IO
Trichoplax ToKa3bIBAIOT OOJBIIYIO POJIb CEKPETUPYE-
MBbIX IIEOTUAOB B PETYJISIIINI X1 MHTETPALlU €TO TTHIIE-
Boro noBeneHus (Senatore et al., 2017; Varoqueaux
etal., 2018). B oTHoOIIEHMN AaMWHOKUCIOT-HEUPO-
TPaHCMUTTEPOB TaHHBLIX MEHBIIIE, U3BECTHO TOJILKO,
uyto Trichoplax cogep>XXUT MUUIAMOJISIDHBIE KOHIIEH-
tpauuu TAMK, munuHa, D-acnaprara u L-miyra-
MaTa, U 4YTO IJIMIUH SIBISIETCS XeMOATTPaKTaHTOM
st aToro kuBotHoro (Romanova et al., 2020; Moroz
et al., 2020b).

Imyramat 1 TAMK BBINOJTHSIOT psin DYHKIWHA,
KpoMme (HEeWpOo)TpaHCMUTTEPHON, KaK Y MO3BOHOY-
HBIX, TaK U y 0€CTTIO3BOHOUYHBIX XXMBOTHBIX. OnIKCaHO
WX y4acTU€ B IPYTUX PETyJSITOPHBIX CUCTEMAX MJle-
KOIUTAIOIINX: MUMMYHHON UM 3HIOKpuHHON. Tak,
cekpeunss TAMK B OeTa-kieTkax IOIKETyIOUHOM
JKeJie3bl MPOUCXOAUT COBMECTHO C CEKpELeid MHCY-
JIMHA, 4YTO BJUSIET HAa MHTUOUMpPOBaHMUE CEKpelUu
mmrokaroHa (Bansal et al., 2011). B snurenuu npixa-
TeJIbHBIX TTyTeil Oblta onucaHa TAMK-apruyeckas
cucTema, KoTopasi akTUBUPYETCS T101] BO3[IeCTBrEM
aJIJIEpreHOB U, TPEINOJIOXUTEIbHO, UTPAET POJIb B
MexaHu3Max pa3BUTHUS acTMbl. Kpome Toro, miyra-
MaT BBIMOJHSIET (DYHKIMIO TUIIEBOTO curHaia. Bos-
NIeCTBYsI Ha BKYCOBBIE PELIENTOPHI YesioBeKa, IyTa-
MaT BBI3bIBAeT BKyC “yMamu”. BriepBbie 3Ty (pyHK-
uuo riyramata B 1908 1. omwmcan mpodeccop
Toxniickoro ynusepcurera Knkynas Uksna. Imyra-
mat, TAMK u npyrue HeiipoTpaHCMUTTEPHI SIBIISIIOT-
Csl BaXKHBIMU CUTHAJIbLHBIMU MOJIEKYJIaMU Y 3apO/Ibl-
1Ieii pa3IMYHbBIX XKUBOTHBIX €111€ A0 MOSIBJIEHUS Y HUX
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nepBbix HeiipoHos (bysnukos, 1987; Levy et al.,
2021; Spirkové et al., 2022).

Y T03BOHOUYHBIX JKUBOTHBIX B INIyTaMaTHOI1 Tiepe-
Jladye yJ4acTBYIOT BO30yXIaolIe MOHOTPOIHEIE IITy-
tamaTHbie penentophl (iGluR) m MeTaGoTpoIHBIE
(cBsi3aHHbIe ¢ G-0eKaM1) TTyTaMaTHbIE PELIETITOPHI
(mGIluR). MoHOTpOTIHBIE pellenTOPbI IPU CBSI3bIBA-
HUU JUTaHIa OTKPHIBAIOT B MeMOpaHe KJIETKU MOH-
HbIA KaHaJl, TIPOHMLIAEMBIN IS OmpenaeeHHBIX
MOHOB. [IJI1 MOHOTPOITHBIX IJTyTaMaTHBIX PELEnTO-
pos 510 Na™ u Ca?". B TAMK-3aBucumoii nepenaue
Y4YacTBYIOT TOpMO3Hble MOHOTpornHble TAMK,-pe-
nentopsl (GABA-A), oTKpbIBalolive KaHajbl IS
noHoB Cl~, u metaborponHbie TAMKg-perienTopbl
(GABA-B). G-06enok-cBsi3aHHbIE MeTaOOTpPOITHBIE
peLenTOpEl B HEAKTUBHOM COCTOSIHUU CBSI3aHBI C
komrutekcoM cyobenuauil Go,, GB u Gy. Ilpu cBsi-
3bIBAaHUM JIMTAHIa PELICTITOP MEHSIET KOH(POPMALIUIO,
cyobenmauIbl G-0e1Ka JUCCOLUMPYIOT OT pelerTopa
¥ CBSI3BIBAIOTCS C IPYTUMM BHYTPUKJICTOYHBIMU O€JI-
KaMU, 3aIlycKasl aJibHelIlIe CUTHAIbHbIE KacKalbl,
HanpuMmep aneHuIaTuukIasHblii. ¥ TAMKg-peuen-
TOPOB OCHOBHBIC ITyTH Ttepenayur curHama G-0eIKoM —
9TO aKTUBALIMS KaJueBbIX KAHAJIOB BHYTPEHHETO BbI-
MpSIMJIEHWSI, UHAKTUBAlKUSl KaJbLIMEBbIX KAHAJIOB U
ameHmwnatTuukiiasel (Terunuma, 2018). Paznuunbie
TUIBl METAaO0OTPOIHBIX IJTyTaMaTHBIX PELENTOPOB
MOTYT aKTUBUpOBaTh ¢ocdonumnaszy C, MpOTEUHKHU-
Ha3el MAPK, cdk5, Junu MTOR /p70-S6, dochatu-
IUIMHO3UTONKMHAa3y P13, kanueBble KaHAIbI, MHAK-
TUBUPOBATh KaJIbIIMEBbIC KaHAIbI U aleHUIaTIHKIIa3y
(Niswender, Conn, 2010). B Bocnpusatiu riuimHa y
MMO3BOHOYHBIX OCHOBHYIO POJIb UTPAalOT TOPMO3HEIE
MOHOTpPOITHbIe IMUUMHOBBEIE pelentopbl (GIlyR).
Kpome Toro, mmmuH SBIISIETCS KOATOHUCTOM MOHO-
TPOITHBIX IJIyTaMaTHBIX pELIENTOPOB CeMeEMcTBa
NMDA. Tunuuasie NM DA-pelientopsl — 3TO rete-
poTeTpaMephl U3 IBYX CYOBEOIMHUII, CBSI3bIBAIOIINX
miyTaMmat, U IBYX — DIMUMH, W I aKTUBAallMU OHU
HYXIAIOTCS B OJHOBPEMEHHOM CBSI3BIBAHUU O3THUX
IBYX TPAHCMUTTEPOB.

IF'AMK, mDiyraMar ¥ Opyrue aMUHOKHUCIIOTHI
YYaCTBYIOT B ITlepeladye CUTHAJIOB MEXIY KJIeTKaMu
yXe y Gakrepuit (3akataeBa u np., 2006; Chevrot
et al., 2006; Quillin et al., 2021). ¥ Gakrepuii 3T
aMHMHOKMUCJIOTHI YYacTBYIOT B “4yBCTBe KBOpyMa”,
peryiasanuyu oOpa3oBaHUS OMOIUIEHOK, COCTOSIHUS
IMOKOSsI, MAaTOTeHHOCTHA M MHOXKECTBA APYTUX IIPOLIEC-
COB. Y IuaHoOaKTepuu Synechocystis ObLI BbIICICH U
oxapakTepM30BaH pPeLenTOp, CXOMHbIA C MOHOTPOII-
HBIMU IJIyTaMaTHBIMU pelenTopaMu 3yKapuorT. OH
pearupyer Ha IIUPOKUI CIEKTP aMHHOKUCIOT,
BKJIIOYasl IIyramMaT, CEpyuH, TPEOHUH, TOMOLMCTEUH
¥ aJlJaHWH, HO He pearupyeT Ha acrraprart (Chen et al.,
1999).

Cpenu syKapuoT CUTHaJIbHbIE (DYHKIIUU TIyTaMa-
ta, TAMK M mIuuuHa Jydiine BCero U3ydeHbl Y KU-
BOTHBIX, PACTEHU, MHPY30pUid U MUKCOMUIIETOB.
Ne 3
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V BbICHIMX pacTeHU ITyTaMaT peryjanupyeTr peak-
LIMI0 Ha TIOBPEXIEHUE, POCT IbLUIBLEBLIX TPYOOK, OT-
BETHI HA CTPECChl U MHOTHME Apyrue mpolecchl. B re-
HoMe Arabidopsis HalineHo 20 reHOB MOHOTPOITHBIX
nryraMaTHEIX perientopoB (iGluR), turana-cBsi3pIiBa-
IoII1e TOMEHBI HEKOTOPBIX M3 HUX MOXOXM Ha TaKo-
Bbl€ IOMEHbI PELENTOPOB K raMMa-aMUHOMACIISIHOM
kuciore TAMKg. ITokazaHo, YTO arOHUCTHI U aHTAro-
Huctbel TAMKGg-penenTopoB BIUSIOT HA TPAHCIIOPT
KaJIbLIUSI U pOCT y psicku Lemna minor (Kinnersley,
Lin, 2000). CoBMecTHOE AeiicTBHE INIMIIMHA 1 TJIyTa-
MaTa B KoHIeHTpauuu 0.01 MM BbI3bIBaE€T BXO[
Ka/IbLUS B KIETKU IIPOPOCTKOB Arabidopsis. DT ke
AMUHOKMCJIOTHI M0 OTAEIbHOCTU BbI3BIBAIOT aHAJIO-
TMYHBII OTBET JIUIIb B HAMHOTO 00Jiee BBICOKOM KOH-
neHTpauuu 1 MM. DddexT rmuimHa 1 ryraMaTa uc-
yesaeT nmpu godasiaeHnn DNQX — Gi1okaTtopa Bcex
CEMEMCTB MOHOTPOITHBIX TJIyTaMaTHBIX PELIENTOPOB
xkuBoTHBIX (Dubos et al., 2003).

Y unoyzopuu Paramecium T’AMK 6bl1a 06Hapy-
JKeHa MMMYHOTMCTOXMMUWYECKMMU METOllaMU, a ee
peuentop TAMK, — rucroxumuyecku, duyopec-
LIEHTHBIM MTPOWU3BOMHBIM OE€H30IMAa3eINMHA; TOKa3aHo,
yto TAMK perynmmpyeT KOHBIOraluio 3Toit HH(pYy30-
puu (Delmonte Corrado et al., 2002). ¥V Hee ke ObLT
obHapyxeH TAMKg-peuenTop, KOTOpBIA y4acTBYET
B monyJisiuyu miaaBaHbs (Ramoino et al., 2003; Bucci
et al., 2005). Beimeneane TAMK y sToit mHdy30pun
MMPOMCXOMUT MO MEeXaHU3MaM, OJIM3KUM K CUHAIITU-
YECKUM: KaJIbLIMA-3aBUCUMBII DK301IUTO3, 3aITyCcKa-
eMBIil Jermonsgpu3alneii MeMOpaHBI, TIPU YYaCTHUH
MeMOpaHHbIX 6e71KoB VAMP, SNAP-25, cuHTakcuHa
n Be3ukyiasspHoro TAMK-tpancrioprepa (Ramoino
et al., 2010). Ilmyramat SIBAsIETCS XeMOATTPAKTAHTOM
JUTST 9TOM MH(GY30PUU U BBIZBIBAET TUIIEPIIOISIPU3A-
muio Mmemopansl (Preston, Usherwood, 1988). OnHo-
BpeMeHHoe gobapieHue rmmnnHa 1 N-metmir-D-ac-
nmaprata (NMDA) BbI3BIBaET y Hee Tepexol K IiaBa-
HUIO MO KpYry, TOrga Kak o0a 3TU BellecTBa IO
OTAEJILHOCTH OTBETA HE BhI3bIBAIOT. DTa peaKlus UH-
dy3opuii Ha mMuKuH + NMDA mnogasisieTcs crienu-
¢uueckumu Oiokatopamu NMDA-cemeiicTBa T1y-
TaMaTHbBIX PELENTOPOB MO3BOHOUYHBIX: MEHNPOIU-
aoMm, D-AP5, DCKA, MK-801 n noHamMu IIMHKa
(Ramoino et al., 2014).

Y cinuzeBuka Dictyostelium (tun Mycetozoa)
IT'AMK B HaHOMOJSIpHOI KOHIICHTPAIINN 3aITyCcKaeT
muddepenumnanmio cnop yepes 'AMKg-peuenrop
(Anjard, 2006). I'tyramat oka3sajcs KOHKYPEHTHBIM
naruontopom '’AMK — 100 HM mIyTamara mOJHO-
CThIO TIOAABJISIOT criopyisuuio Ha doHe 1 HM TAMK.

Taxkmm o0OpazoMm, mryramat, TAMK n B Kakoii-To
CTEIIEHU IJIMLMH SBJSIOTCS CUTHAJBHBIMU MOJIEKY-
JIaMU B Pa3IMYHBIX CyTNIEPIrPyInax 3yKapuoT — XKUBOT-
HBIE, pacTeHMsI, MHQPY30pUH, CIN3eBUKHA. B reHoMax
pacTeHuii 0OHAPYKMBAIOTCS T€HBI, SIBHO CXOIHEBIE 10
MOCJIeN0BATEIbHOCT ¢ TeHAMU MOHOTPOITHBIX TITy-
TaMaTHBIX PELENTOPOB XKUBOTHBIX. [ €HBI MIOHOTPOIT-
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HBIX TITyTaMaTHBIX PEIEITOPOB OOHAPYKMBAIOTCS 1 B
JIPYTUX TPyIINax 3yKapuoT, TAKUX KaK KpacHbIe, 3e-
JIeHble, Oypble U TMaTOMOBbBIE BOIOPOCIU, TMHODIa-
TeJIJISITBI, BOPOTHUYKOBBIE SKTYTUKOHOCIIBI, XUIITHBIHN
XryTtukoHocel Tunicaraptor (Opisthokonta) u ameba
Naegleria (nipenctaButTenb cyrneprpynibl Excavata),
YTO MOXET yKa3bIBaTh Ha MPUCYTCTBUE ITOTOOHBIX
PELIEITOPOB YKe y TIPeaKoBhIX ykapuoT (Bortoli et al.,
2016; Tikhonenkov et al., 2020; Moroz et al., 2021a).

B reHoMax uHbY30pUil U CIM3EBUKOB MOUCK 1O
MOCJIeA0BATEIbHOCTA HE HAXOJIUT U3BECTHBIX TUIIOB
nrytamatHbiX 1 TAMK-penienTopoB, HO pelenTOphI
mryramata 1 TAMK B atux rpymnmax mo ¢gpapMakoso-
TMYECKMM CBOIMCTBaM ITOXOXM Ha peuenTopbl ce-
MeitctB NMDA, TAMK, u TAMKg XXMBOTHBIX.

Ha ¢unorenetndyeckom apese XUBOTHBIX Placo-
Z0a SIBJISIOTCSI TPETheil BETBbIO Moce ryooK 1 rped-
HeBuKoB (Ryan et al., 2013; Moroz et al., 2014; Feuda
et al., 2017; Simion et al., 2017; Nielsen, 2019). Takas
TOMOJIOTUS IpeBa COBMECTUMMaA C ABYMS CLIEHapUSIMU
MPOUCXOXISHUSI HEPBHOM CHUCTEeMBI: 1) IByKpaTHOE
He3aBucumoe TosipieHue y Ctenophora u Cnidaria +
Bilateria m 2) omHOKpaTHOE ITOSIBJIEHHE y OOIIEeTro
npenka Metazoa u nocieayouiasi BTopuuHas yrpara
y Placozoa 1, Bo3aMoxxHO, eliie y Porifera.

B03MOXXHOCTE BTOPUYHOTO YIIPOIICHMS B BOJIIO-
uu Placozoa mmpoxo o6¢cyxmnanach (CM. 0030psI Sy-
ed, Schierwater, 2002; AnemuH, Iletpos, 2002). Oc-
HOBHBIMU JIBVKYIIMMU CUJIAMU TTTyOOKOTO BTOPUY-
HOTO YIIPOIIEHUS B BOJIIOLINHY XKUBOTHBIX SIBJISTFOTCS
rMapa3suTu3M U TIPUKpPErJIeHHbI o0pa3 xku3Hu. Hu
TO, HU Ipyroe He oTHocuTcs K Placozoa — monBux-
HBIM CBOOOIHOXKMBYIIIMM XWBOTHBIM. U maxe cpenu
MmapasmTu4CCKMX )KMBOTHBIX ITOJIHAsA yTpaTa HepBHOﬁ
CHCTEMBI IPOM30IIUIa JINIIb ABA pa3a — y JUIUEMU/I
u mukcocrniopuanii (Feng et al., 2014; Zverkov et al.,
2019). 1 Te, u apyrue IEeMOHCTPUPYIOT KpaliHIOO
cTerieHb MOP(MOJOrn4ecKoil peaykKuuu, Oymydu
yCTpOeHBI HaMHOTo mpoilie, yem Placozoa. ¥ ayTth
MEHEEe peayLMPOBaHHBIX APAa3UTOB, TAKUX KaK Op-
TOHEKTHUIbI MJIN CIIOPOLMCTHI COCAJILIIUKOB, HEMPO-
Hbl coxpaHsiorcs (Podvyaznaya, Galaktionov, 2012;
Slyusarev et al., 2019).

I'eHOMHBIE HaHHBIE yKa3bIBalOT Ha BO3MOXHYIO
BTOPUYHYIO yTpaTy CUMMETPUU M CETMEHTAIIUN Y
Placozoa B cBsI3M ¢ MMHMAaTIOpU3alMeil (Turmores3a
“npuspaunoro Hox-mokyca”; Ferrier, 2016), HO MH-
HUATIOPU30BaHHBIC KUBOTHBIE HE YTPauyMBaiOT
HEPBHYIO CUCTEMY TTOJTHOCTHIO. [1oaTOMy BropruHast
yTpara HepBHOIi cuctembl Placozoa BHITISIIUT MeHee
BEPOSITHOI, YeM TIEPBUYHOE €€ OTCYTCTBHE.

HeszaBucumo oT MepBUYHOCTUA WJIM BTOPUIHOCTHU
OTCYTCTBUSI HEpBHOM cucTeMbl Yy Placozoa nzyyeHue
UX Habopa peLenTOPOB NPEACTABISIET OONBIION UH-
tepec. Ecnn y Placozoa Hukorma He OBIITO HEPBHOM
CUCTEMBI, MX PELIENITOPbl MOTYT COXPAHSTh T€ UCXO/ -
HbIe (DYHKIIMM, KOTOPBIE OHU BBIIIOJIHSIIN Y APEBHUX
KUBOTHBIX IO ITOSIBJICHUSI HEPBHON CUCTEMBI, YTO
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MOXeT HaTh BaxKHYI0O MHG(pOPMAILIMIO O BXOXICHUU
rmytamata, TAMK u mmmnuHa B 4Mcio HelpoTpaHc-
mutTepoB. Ecnu HepBHas cuctema y Placozoa 6bia
MOTepsiHA BTOPUYHO, Yy HAC €CTh IIaHC U3YIUTh CMe-
HY (GYHKIMN OBIBIIMX KOMITOHEHTOB HEPBHOI CH-
ctembl. [ToaTOMY MBI TTIPOU3BEIN TTOUCK, AHHOTALIIO
1 (UIOTeHEeTUUYECKUI aHaIU3 T€HOB, KOMMPYIOIINX
penenTopbl myramara, mmimHa 1 TAMK, B reHo-
Max IByx BuUmoB Placozoa: Trichoplax adhaerens n
Hoilungia hongkongensis.

MATEPHAJIBI U METObI

s moncKa W aHHOTAllMM TE€HOB PEICIITOPOB
MBI VICITOJIb30BAJIM TTOCTEIOBATEIbHOCTA TEHOMOB
KUBOTHBIX U3 0a3bl gaHHbIX GenBank. /Ing Placozoa
HCITOJIb30BaJIN OOHOBJIICHHYIO aHHOTAIIIO TeHOMa
T. adhaerens (https://genomevolution.org/coge/
Genomelnfo.pl?gid=31909) u aHHOTaLMIO reHOMa
H. hongkongensis  (https://bitbucket.org/molpalmuc/
hoilungia-genome/src/master/).

IMouck mpou3BOAWIN 10 TOMOJIOTHH MOCJIEI0BA-
TeJIbHOCTel ¢ momMolbio mporpamMmbl BLASTP (Alt-
schul et al., 1997), ucrnonb3ysi B KaYeCTBE UCXOAHOTO
3arrpoca nmociegoBarteabHoCcTH BeeX iGluR, mGluR n
T'AMKj;-peuentopoB 4eaoBeka U3 0a3bl AaHHBIX
SwissProt/Uniprot (https://www.uniprot.org/). Haii-
JIIEHHbIE TaKMM OOpa30oM IIOCJIENOBATEIBHOCTH pPe-
nentopoB Placozoa ObuIM BBIpaBHEHEI C ITOCJICIOBA-
TEJILHOCTSIMU APYTHX XKMBOTHBIX ITPHU MIOMOIIIU cepBepa
MAFFT Online (https://mafft.cbrc.jp/alignment/serv-
er/) (Katoh, Standley, 2013). BeipaBHUBaHUsI ObLIA
MpoBepeHbl Bpy4Hylo. HemnosHble mociaenoBaTeb-
HOCTH, HE coaepKalllye OTHOTO M3 00s3aTeIbHBIX
i iGluR mwim mGluR nmomenoB (PBP1, PBP2 u
TMD nnis1 nonorpornnHsix, PBP1 u 7tm misa metabo-
TPOITHBIX), OBUIN yIaJCHEL.

dDuioreHeTUYECKUE IePEBbSI ObLIU MOCTPOEHDI C
nomo1ipio anrropurMa Maximum Likelihood, peann-
3oBaHHoro B mporpamme IQTREE 1.6.12 (Nguyen
etal., 2015) ¢ aBTOMaTM4eCKUM BEIOOPOM MOIIE/IN
aMUHOKMCJIOTHBIX 3aM€H, U ¢ moMollbio baliecoBoro
aaropurMma B mporpamme MrBayes 3.2.6 (Ronquist
et al., 2012). Craructudeckasi HOCTOBEpPHOCTb Maxi-
mum Likelihood nepeBreB OblIa IpOBEpPEHA C TTOMO-
mbto 2000 peruk yasrpadsicTporo 6yrcrpana (Ho-
ang et al., 2018).

PE3VJIBTATDI
louck u annomayus peyenmopoe 6 cenomax Placozoa

MpI aHATM3UPOBAIM TEHHBIE CeMEMCTBA, CBI3aH-
HbIE C Mepegayeil CUTHAJIOB MPU IMMOMOIIIM TIyTaMarta,
IIIAIIMHA ¥ TaMMa-aMHHOMACJISTHOM KMCIOTBL. Y TT0-
3BOHOYHBIX XKMBOTHBIX B IJIyTaMaTHO# Tepemadye
Y4acTBYIOT BO30yKAalolllie WOHOTPOMHbBIC IIyTa-
MmaTHbIe perentopsl (iGluR) 1 MmeTaboTpoIHbBIE TITYy-
tamaTHble perentopsl (MGIuR). B TAMK-3aBucu-
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MOIi Tiepeaye y4acTBYIOT TOPMO3HbIE MOHOTPOTTHBIE
TAMK,-peuentopsl (GABA-A) u MeTaboTpoOnHbIE
T'AMKj;-peuentopet (GABA-B). B Bocnpusitun
[JIMLIMHA Y TIO3BOHOYHBIX OCHOBHYIO POJIb UTPAIOT
TOPMO3HbIE€ HIOHOTPOTIHbIE TIMIIMHOBBIE PELIETITOPHI
(GlyR). B renome Trichoplax oOGHapy>KeHbI TeHbI 1151
OOJIBLIMHCTBA U3 3TUX CEMEINCTB PeleNTOPOB, 32 UC-
kmoueHueM TAMK,, ¥ IIMIIMHOBBIX.

Dunoeenus u 360JAH0UUA UOHOMPONHbIX
cAYMAaAMAMHLBIX peuenmopoes

AKTyalbHBII B3I, Ha KJacCU(PUKAILIMIO U 3BO-
JIIOIMI0O MOHOTPOITHBIX IJIyTaMaTHBIX PELeIITOPOB
npencTtasiieH B 0030pax (Ramos-Vicente et al., 2018,
2021; Moroz et al., 2021a). iGIluR >kMBOTHBIX OEJISITCS
Ha cemeiictBa NMDA, Epsilon, Lambda m AKDF.
B cBoto ouepenp, cemeiictBo NMDA aensT Ha KJiac-
coi NMDAI, NMDA2, NMDA3. B cemeiicTBe
AKDF Boigensaior getsipe ki1acca (AMPA, kanHat-
Hble, Delta, Phi), cooTBeTCTBYyIOIIMX MOHOMUIETH-
YeCKMM KJIaJlaM Ha JepeBe perentopoB. Kpome Toro,
qacTh penenrropoB ceMerictBa AKDF, obpasyronmas
Ha JE€peBE HECKOJbKO BE€TBEHi B OCHOBAHUM CEMEN-
CTBa, He BKJIIOYAECTCS HU B OIMH U3 3TUX KJ1accoB. Jla-
Jlee MBI OyoeM Ha3bIBaTb 3Ty TIPYIMIIy PELEITOPOB
“HeknaccuduiimpoBanublie AKDF”. DkcnepuMeH-
TaJlbHO M3y4YeHbl B IIEPBYIO OYepenb IpeACTaBICH-
HBIC Yy YeJI0BeKa U IPYTUX IIO3BOHOYHBIX U BaXKHEIC
11 MeaunuHbl Kiaccel NMDA, AMPA u kanHat-
HBIX PELIEIITOPOB.

Bce o6napyxennbsle Hamu iGluR Trichoplax Ha
¢duoreHeTMYECKOM JiepeBe TMONaaalT B CEMEUCTBO
Epsilon (mpucyTcTBYIOT y 6a3aIbHBIX MHOTOKJIETOU-
HbIX XXHWBOTHBIX, TOJIOBOXOPIOBBIX M HEMEPTUH) U
rpyrry HekinaccuuumpoBaHHbix AKDF.

YV Trichoplax umeercst 14 T€eHOB HMOHOTPOMHBIX
mTyTaMaTHbIX petentopoB (10 cemeiicTBa Epsilon u 4
cemeiictBa AKDF). Peuenropsr Trichoplax AKDF-
TUIIA JEJISITCI Ha ABE KJIalibl, OHA U3 KOTOPBIX SIBJISI-
€TCsl CECTpPUHCKOM Mo oTHolIeHUI0 K AKDF-penen-
TOopy IyOKu Sycon. B To ke BpeMs y mpeacTaBUTEs
JIpyroro popa mnjacTuH4YaThix, H. hongkongensis,
ToJibKO TITh iGIuR — Te ke yetbipe AKDF u nuib
onuH peuenrtop Epsilon-cemeiicTBa (puc. 1). Takum
obpasom, 7. adhaerens u H. hongkongensis nmeioT
MOHOTPOITHbIE TIyTaMaTHbIE peLIeNITOPhl U TOTEHII -
aJlbHO MOTYT pearupoBaTh Ha IiyTamar.

IlpencraBuTen OByX caMbIX 0Oa3aIbHBIX BETBEit
JKUBOTHBIX, TYOKM U TpEeOHEBUKU, TOXE UMEIOT
MOHOTPOIIHBIE TIIyTaMaTHEIE pelieITOPEL. I peOHeB1-
KM MMEIOT MHOTOYMCJICHHBIE PELIEIITOPhI CEMEMCTBA
Epsilon, oO0bikHOBeHHas ryoka Ircinia — onuH Epsi-
lon-peuenTop, y M3BECTKOBOII Tr'yOKM Sycon M TO-
MockiepuTHOI Oscarella ectb penerrropsl AKDF-Trma.
V MoJeIbHBIX BUTOB OOBIKHOBEHHBIX TYOOK Amphim-
edon queenslandica v Spongilla lacustris H”OHOTPOTIHbIE
IJIyTaMaTHBIE PElEenTOPhl MOJHOCTBIO OTCYTCTBYIOT.
Ne 3
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Puc. 1. BaiiecoBo ¢uitoreHeTM4ecKoe ApeBO 117 MOHOTPOITHBIX IyTaMaTHBIX PELIENITOPOB XXUBOTHHIX. BeTBU petientopos Pla-
€0z0a BblIeIeHbI cepbIM (hoHOM. baiiecoBbl TOCTEpUOpHBIE BEPOSITHOCTU BeTBeit 0603HaUeHBI LIpaMK OKOJIO Y3JI0B IepeBa.
AHanu3 niponosekancs 1.42 MJIH TOKOJIEHUM 10 KOHBEPreHIIMY MapKOBCKUX LIeTIei, ONpeIeIeHHON ¢ MOMOILLbIO ITPOTrpaMMbl
Tracer. BelpaBHMBaHMEe cOCTOSLIO U3 2472 no3uimii, 1348 u3 HUX MHGOPMATUBHBIX.

XYPHAJI OBIIIEM BUOJIOTUM  Tom 84 Ne 3 2023
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DTO yKaspIBaeT Ha TO, YTO AUBEPreHIIMs CEMEICTB
MOHOTPONHBIX IIIyTaMaTHBIX PELENTOPOB IPOU30-
[JTa O AUBEPreHIIMN COBPEMEHHBIX TUIIOB MHOTO-
KJIETOYHBIX SKMBOTHBIX 1 1O MOSIBJICHUSI HEPBHBIX CHU-
creM. PacripenenieHue TUITOB PeLICITOPOB MO TIpe-
CTaBUTEJISIM KJIACCOB I'YOOK YKA3bIBAET, UTO B 3BOJTIOLINI
ryOOK MPOUCXOIMIIA TTIOTEPSI TEHOB ITyTAMATHBIX pPeLieT-
TOPOB.

Oco60 cTOUT 0O6CYINTh MPOUCXOXICHNE perell-
TopoB ceMmeiictBa NMDA. DTy pelienTopsl, ¢ OQHOM
CTOPOHEBI, OTCYTCTBYIOT Y BCEX BOIICAIIMX B aHAIU3
TryoOK, TpeOHeBUKOB 1 Placozoa, ¢ Ipyroit CTOpoOHHI,
X BETBb OTXOJIUT OT caMoii 0a3ajbHOM YaCTU AepeBa,
YTO YKa3bIBaeT Ha INIyOOKYIO JPEBHOCTh pa3ncacHUS
penenrropoB Ha NMDA 1 Bce ocTtajgbHBIE — IO M-
BEpreHIMKM 0a3ajbHBIX TUMIOB Metazoa. DTo MOXHO
MHTEPHPETUPOBATh JTMOO KAaK IMOJTHYIO BTOPUYHYIO
notepro NMDA-pe1ienntopoB y TyOOK, TpeOHEBUKOB
u Placozoa, 11060 Kak MCKaxXeHHUe X IMOJIOXEHUS Ha
JIiepeBe, HallpuMep, B pe3yabTaTe 3¢ deKTa IpUTIKe-
HUS JJIMHHBIX BETBEA.

Jlueanonas cneyughuunocms UOHOMPONHBIX
2AYMAMAMHBIX PEUENopos

HecmoTtpst Ha Ha3BaHUe “TiIyTamMaTHbIe”, MHOTHE
PELIETITOPHI 3TOTO CEMENCTBA UMEIOT Apyrue pu3mo-
Jlorndyeckue JUraHapl. JIurangHast cneluuIHOCTh
SKCIEPUMEHTAJILHO M3y4eHa B OCHOBHOM IJIsSI Ce€-
meiictBa NMDA n kmaccoB AMPA, kanHaTHBIX B
Delta, Tak Kak OHU UTPaIOT BaXKHYIO POJIb B HEPBHOM
CUCTeME MJIEKONMUTAIOIINX 1 YeitoBeKa. AMPA u ka-
MHATHBIE PELIEIITOPHI BEICOKO CITeIM(UYHBI K IJIyTa-
Maty. CemeiictBa NMDAI, NMDA3 u Delta pearu-
pyIOT Ha DMuMH U D-cepuH, HO He Ha IJIyTamar.
NMDA?2 pearnpyioT Ha IIIyraMaT ¥ acrapTar.

CewmeiictBo Epsilon oTCyTCTBYET Y ITO3BOHOUYHBIX
W MOMAEIbHBIX IPyNIl 0€CO3BOHOYHBIX, TAKUX KaK
HaceKoMble U MoJUTIOCKU. [ToaToMy TuraHmaHas cre-
MUOUIHOCTh M3BECTHA JIMIIL IJISI IISITU PELeNTOPOB
9TOr0 ceMeiicTBa — NBYX M3 JAHIETHUKA U TPEX U3
rpeoHeBUKOB (Alberstein et al., 2015; Ramos-Vicente
et al., 2018). Tpu u3 ISITU 3TUX PELIEIITOPOB CIICLI-
¢uunbl K muiuHy, oguH (GluE13 Mle) — Kk miyra-
Marty, U, HakoHell, peuentop GIuE7 Bla nannerHu-
Ka He pearupyeT HM Ha Kakie IpoBepeHHbIE aMUHO-
KucJIOoThl. M3ydyeHune KpUCTaIMYeCKON CTPYKTYpPHI
GIuE7_Bla noka3zajno, 4To €ro JMraHia-cBs3bIBalo-
11 KapMaH NepeKpbIT 00bEeMHOM OOKOBOM 1IETIhIO
tupo3nHa-653 (Ramos-Vicente et al., 2018), u, Bepo-
SITHO, 3TOT O€JIOK OOJIbllIe HE SIBJISIETCSI MOHOTPOII-
HBIM PeleNTOPOM aMHHOKMCIIOT W BBIIIOJIHSIET OpY-
rne GyHKIINH.

AMUHOKUCJIOTHBIE OCTATKU PELIENTOPOB, y4acT-
BYIOIIIYI€ B CBSI3bIBAHUM JIMTAHIOB, XOPOIIIO U3yYeHBI
(Armstrong, Gouaux, 2000; Furukawa et al., 2005;
Naur et al., 2007; Yao et al., 2008; Mayer, 2021). Tu-
po3uH nin peHUIATaHUH B mTo3uinn 450 ygacTByeT
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B Ban-nep-BaanbcoBoM B3aMMOmENCTBUM C alibda-
yIJIEPOAHBIM aTOMOM JIMTaHAa, KOHCEpPBaTUBHBII ap-
TMHUH B To3unuu 485 o0pasyeT MOHHYIO CBSI3b C
KapOOKCWJILHOM TPYNIIOi, acapTaT WK IJIyTaMaT B
no3unuu 705 — NOHHYIO CBSI3b C AMUHOTPYIITION JIN -
raHga (Hymepamusi COOTBETCTBYET 3peJIOil IOCea0-
BaTenbHOCTU perentopa GluA2 kprickl). Kpome Toro,
BOJOPOOHYIO CBSI3b C KapOOKCHIOM oOpa3yeT
NH-rpynma 654 ocratka (0OBIYHO CEpWH WIIM ajia-
HUH), a BOOOPOIHBIE CBSI3M C aMUHOTPYIIIION TUTaH-
Jla — ocTaTtku 478 (IIpoJIvH, aJJaHUH WX acnapTar) u
480 (cepuH Wiy TPEOHUH).

JlurangHast cneun(@UIHOCTb 3aBUCUT IJIaBHBIM
00pa3oM OT aMMHOKMCJIOTHBIX OCTAaTKOB 653, 655 u
704, KOHTAKTUPYIOIIUX C OOKOBOM ILIEINbI0 aMHUHO-
KMCJIOTBI-IUTaHaa. Y  DIyraMaT-chnelnu(@UIHBIX
AMPA 1 KamHaTHBIX PELIEITOPOB B 3TUX MO3UIIHAIX
Haxoastcst octatku G/S, T, V/I/M cooTBETCTBEHHO.
I'myramar-cnenudununsiii  peuenrtop GluE13 Mile
MMeEET B 3TUX MO3ULIUSIX CEPUH, TPEOHUH U IIyTaMmar.
Peuentopst NMDAZ2, cBsI3bIBalolIMe ITyTaMaT U ac-
rnapraT, MMEIOT B 3TUX ITIO3ULUSIX IMIVH, TPEOHUH U
TUPO3UH (Tabm1. 1).

YV IIMUIMH-CBSI3BIBAIOIIMX PELIENITOPOB JIMTaH/I-
CBSI3bIBAIOIIME  CalTBl  OoJjiee  pa3HOOOpPAa3HBI.
Y NMDAI1, NMDA3 u Delta (Jiuranabl — INIMIWAH 1
D-cepuH) B 3TUX MO3ULIMSIX CepUH, ruapodoOHast
aMMHOKMCJIOTa U TpUITO(aH. Y INIMILIH-CBI3bIBAIO-
IK1X penentopoB ceMeiictBa Epsilon HaGmomaeTcs
oonbiee pasHooOpasue. GluEl Bba nanuerHuka
nMeeT Tam octatku S, P, W, 4TOo Tmoxoxke Ha
NMDA1/3, Ttorma kak y GluE7 Mle u GluE3 Pba
rpeOHEBUKOB ITPUCYTCTBYIOT O0JIee TTOJISIPHBIE OCTaT-
KU: aprMHUH B 653 1 mrytamar B 704, MexXmy nx 60Ko-
BBIMU LIEMSIMUA €CTh MOHHASI CBSI3b, B 655 mo3uiuun
npoauH (tadi. 1).

ITocMoTpuM Temepb Ha COOTBETCTBYIOLIME aMU-
HOKMCJIOTHBIE OCTaTKU peuentopoB Trichoplax. Cpe-
1nu ero peuentopoB Epsilon-cemeiicTBa Bblaes0TCS
mate OenkoB (GIluES, GIuE7, GIuES, GIuE9,
GIuE10) ¢ HebonpmmmMu amMuHokuciaotamu (Gly,
Ala, Ser) B 704 no3uiiun. 704 octaTOK KOHTPOJUPYET
pa3Mep JUTaHI-CBI3BIBAIONIECTO KapMaHa, y IJIMIIM-
HOBBIX PELIENTOPOB TaM OOBIYHO TpUIITO(haH, Y Ty~
TaMaTHBIX — ajudaThudyecKue aMUHOKMWCIOTHl WU
TUpOo3nH. HebonpIilime aMMHOKUCIIOTHI B 3TOM MTO3M-
LIMM YKa3bIBalOT Ha BEPOSITHOCTh CBSI3bIBAaHUSI MOJIe-
KyJI JIMTaHOOB 00Jiee KPYIHEIX, YeM IIyramar. bonee
toro, y 6enka GIuE7 Trichoplax KoHCcepBaTUBHBII
apruHuH-485 3aMeHeH Ha HEeTOJISIPHBIN JIEHIIMH, YTO
JIOJDKHO HapyllaTh CBSI3bIBaHME KapOOKCHIBHBIX
TPYNII aMUHOKMCIOT, 1, BEPOSITHO, €TI0 JIMTaHIbI BO-
00llle HE OTHOCSITCSI K aMUHOKMCJIOTaM. 3aMeHbl B
3TOI 1o3unuu, noMmmumo Placozoa, Hamu ObUIM Hali-
JIEHbI TOJILKO Y TYOOK, Bee 63 IIpoaHaJIM31pPOBaHHbBIX
peuenTopa Bilateria umetror Tam apruHuH. OnuH pe-
nenTop (GluEl) umeer MmotuB SAW B 3TUX ITO3ULIM-
ax, Kak y NMDAJ3-penenntopoB MJICKOITMTAIOIINX
Ne 3
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Ta6mmma 1. BeipaBHUBaHUE (hparMeHTOB MOHOTPOITHBIX NIyTaMaTHBIX PELIETITOPOB, YYACTBYIOIINX B CBI3BIBAHUY JIMTAHIOB

Tun Peuierrrop Cemeii- JIurann AMMWHOKUCJIOTHBIE TTO3ULINN

HHMBOTHBIX CcTBo 450 478 480 485 653 655 704

Placozoa ~ GluEl _Hhon Epsilon ~‘ewsecrmii g gy G g AGAFSI TVNRA GGGATE FLWDAA
TIPOMEXYTOYHbIN

Placozoa GIuE1_Triad Epsilon  mmumn/D-cepun RNY G S AGAFSI TASRS | DSEAM FL WDAA

Placozoa  GIuE2_Triad Epsilon HeSBECTHBIE AGAFSI TVKRS | DTEAM - - - - - -
TIPOMEXYTOYHBIN

Placozoa GIuE3_Triad Epsilon  mmmwmu/D-cepun NS Y G G AGAFSI TVKRS ANSSYE FLWDAA

Placozoa  GIuE4 Triad Epsilon HewsseeTHblE -y gy G G AGAFSI SVSRA ANTSTE FLWDAA
TIPOMEKYTOYHBI i

Placozoa  GIluE5_Triad Epsilon :;ﬁ};elfl;"”ﬁ GQYGA AAPLSI SPVRQ KEGSTN F I ED A 'S

Placozoa GIuE6_Triad Epsilon  wmmum/D-cepun G QY G VAPLSI TKERE ANSSI E FLYDAS

Placozoa  GIuE7 Triad Epsilon :;;il‘ﬁ;“““ GQYGR LVPLSITAE Q GNSSAE F I DST

Placozoa GIuE8_Triad Epsilon zgi}:ﬁ;”hm GQYGS AAPLSI TPERQ AGGSIH YI DAA

Placozoa  GIuE9_Triad Epsilon :;3?:;;””'7‘ GFYGT AAPLSI TPERQ QGSSVY FII GAT

Placozoa GIuE10_Triad Epsilon :;ﬁf;;““ﬁ GQY GV AAALSI TPERAQ SGSSVH F I DTA

Placozoa  GluAkdfl_Hhon AKDF NI FGE VAPLSI TSFRQ =----- FI WY S Q

Placozoa  GluAkdfl Triad AKDF  mmmuun/D-cepun N1 F G E |l APLSI TSFRQ QGSSVD FI WYYP

Placozoa ~ GluAkdf2 Hhon AKDF  HewssecTHbii gy gy VADLTI TADRE RGGQTS FI WDTP
TIPOMEKYTOYHBIN

Placozoa  GluAKkdf2 Triad AKDF ~ HOMBCCTHBUE oy g A FADLTI TAERE KGGHTS FIl WDTP
TIPOMEXYTOYHbBIN

Placozoa  GluAkdf3 Hhon AKDF  HewsecTHHil g oy g g | GDLTI SQQRQ SDTSLT FLLDAQP
TIPOMEXKYTOYHbIN

Placozoa  GIuAkdf3 Triad AKDF  Fewssecrmii g oy g g LGDFTI SRERQ SDTSLT FLLDRP
TIPOMEKYTOYHbBIN

Placozoa  GluAkdf4 Hhon AKDF ~ HewssecTmii 40y g LADLTI TMHRE RDSQLH FLI DQV
TIPOMEXYTOYHbIN

Placozoa  GluAkdf4 Triad AKDF ~ HeMSBCCTHBE gy G A LADLTI SLI RE QDSQVH FLI DKA
TIPOMEXKYTOYHbIN

Chordata ~ GluA2_Hsa AMPA  L-miyramar GKYGA Il APLTI TLVRE DSGSTK YLLEST

Arthropoda GluAl-4 Ame  AMPA  L-miyramar GKYGM | APMTI TSERE SHGSTW LLI ESP

Chordata ~ GluK2 Hsa Kainate  L-miyramar GKYGA VAPLAI TYVRE EDGATM FLMEST

Arthropoda GluK1-5alpha_ Kainate  L-tiyramar ERYGS | ADLTI TYDRE KGGSTA FLMEST

Ame

Ctenophora GIluE13 Mle Epsilon  L-riyramar GRYGH AMDL SVSSQRR QNSVTS LI DSL

Ctenophora GIuE3_Pba Epsilon  mmumn LKFGG VVALSNNAVRK DSIANPE F I EI P

Ctenophora GIuE7 Mle Epsilon  mmiun RKF GA Al DLSTNSARK GSIidHP E Fl EGP

Chordata ~ GIuEl Bla Epsilon  mmmums ENFGA AASFTI SYERE QNSQPL FI WDSA

Chordata ~ GIuE7 Bla Epsilon  wer GQYGI LAPLSI TSERQ S TA TW LFTDSA

Chordata GIuN1_Hsa NMDA  mmuus/D-cepun GKF G T VAPLTI NNERA KQSSVD FI WDSA

Chordata ~ GIuN3A_Hsa NMDA  wmiun/D-cepun G K'Y G A VTSFSI NTARS RESSAE FI MDKA

Chordata ~ GluD2 Hsa Delta ui/D-cepun -V WD A A | SALTI TPDRE LDSAVY FVWDAA

Chordata ~ GIluN2_ Hsa NMDA  JI-Tny/L-Acn GKHGK VGSLTI NEERS PNGSTE FI YDAA

IIpumevanne. JIlurangHast cnelimUIHOCTD MPUBENCHHBIX B Tabuile perienitopoB Chordata, Arthropoda u Ctenophora ycraHoBieHa
aKcIepuMeHTanbHO. CriendUIHOCTb pelienTopoB Placozoa npeackazaHa HaMu ITyTeM CpaBHEHMSI ITOCIIEI0BATEIbHOCTEM ¢ AKCIIepU-
MEHTaJIbHO OXapaKTepU30BaHHBIMU pelieNTOpaMU. AMMHOKUCIIOTHI, CBSI3bIBAIOIIINE aMUHOTPYIIITY, KapOOKCUJIBHYIO TPYITIY U aibda-
YIJIepOJ1 JIMTAaHA, BbIIEJIEHBI CBETIO-CePbIM (POHOM. AMUHOKMUCIIOTHI, CBSI3bIBAIOLIEe OOKOBYIO LI€Tb JIMTaHIa, BbIIEIeHbI XXUPHBIM
1wpudTOM Ha CBETJIO-cepoM (hoHEe. AMUHOKHMCIIOTHI, PE3KO OTIMYAIOIIMECS OT TOMOJIOTMYHBIX Y IPYTUMX PELENTOPOB, MOKa3aHbl Oe-
JIBIM IpUPTOM Ha YepHOM (poHE. AMUHOKHMCIOTA B MO3nuLuu 450 B3anMOIeCTBYET ¢ ab(a-yrjiepoaoM JIUraHaa, B HO3UIUsIX 478,
480 1 705 — CBA3BIBAIOT aMUHOTPYIIITY, 485 1 654 — anbha-KapOOKCWIBHYIO IPyIITy. AMUHOKUCIOTHBIE ITO3ULIMK 653, 655 1 704 KOH-
TaKTUPYIOT C GOKOBOI 1LIENbIO JIUTaHIa U ONPEACISIOT CrieliuUYHOCTh pelentopa. CnelnGUIHOCTh “HEU3BECTHBINA MPOMEXYTOY-
HBII” yKa3aHa JIsl pelieNTOPOB, JIUTAH-CBSI3bIBAIOIINE MOTUBbBI KOTOPBIX COYETAIOT MPU3HAKYU TIyTaMaTHBIX U NIMIIMHOBBIX peLieT-
TOpoB. OHY MOTEHUMAIBHO MOTYT CBSI3bIBaTh OeTa-ajnaHuH, TaypuH U TAMK. CneunduyHOCTb “HEeU3BECTHBIN KPYITHBIN” — 1151 pe-
LIENITOPOB, Y KOTOPBIX B 704 nmo3uiiuu oo6beMHble aMmuHOKUCIOTH (Trp, Tyr, Leu, Ile, Met) 3ameHeHbl Ha komnakTHbie (Gly, Ala, Ser),
U, COOTBETCTBEHHO, JIMTaHI-CBSI3bIBAIOIINI KapMaH OOJIbIIe, YeM y TUITMYHBIX IJTyTaMaTHBIX PELIEITTOPOB.

(murannsl — mmnouH U D-cepun). IBa peuenropa, konHeu, GluE4 ummeer motuB TTW, coueraromiuii
GIuE3 u GIuE6, nmerot motuBbl SYW u SIY, Gosee  4epThl DIMLMH-cBsI3bIBatomx (W704) u miyTamar-
cxogHbie ¢ NMDAI MJIEKONUTAIONINX, U TOXeE, Be-  cBs3biBamomux (T655) pelenTtopoB, M e€ro cremu-
POSITHO, MOTYT CBSI3bIBaTh IMIMH U D-cepuH. Ha-  (puYHOCTH MBI IPEANOI0XKUTh HE MOXkeM (Tabir. 1).

XYPHAJI OBIIIEM BUOJIOTUM  Tom 84 Ne 3 2023



170 HUKUTHUH, BOPMAH

N3 getnipex AKDF-peuenropoB Trichoplax onuna
(GluAkdf1) umeer motuB SVW, kak NMDA1 miieko-
MMUTAIOLINX, 1, BEPOSITHO, CBI3bIBACT MNIMIUH U D-
cepuH. Tpm npyrux nmeiotr motuBsl TLL, SVI, GTW,
COYETaOIIME YePThl NIMIIUH-CBSA3bIBAIOIINX U IJTyTa-
MaT-CBSI3BIBAIONINX OCJIKOB, Y UX JIUTAHIHAS CIICIIV-
(UIHOCTH OCTAETCSI IO, BOIIPOCOM.

Takum obpa3oM, n3 14 NOHOTPOITHBIX TIIyTaMar-
HBIX pelenTtopoB Trichoplax 4, NpeaNOI0XUTENbHO,
crieuM@pUYHBI K TIUIUHY U D-cepuHy, 5, BEpOsITHO,
pearupyroT Ha KaK1ue-To JJUTaHAbl O0JIbIIe MOJIeKy-
JIIPHOW Macchl, 4eM IIyTamMar, BO3MOXHO Jaxe He
aMUHOKMCJIOTHI, U Y 5 pellenTOPOB JIUTaHd-CBSI3bIBa-
IOIIME CalTbhl MMEIOT MPOMEXYTOYHOE CTPOECHUE
MEXIy TUIMMUYHBIMU [JIyTaMaTHbIMUA U TJIULUHOBBI-
Mmu. Hu onuH u3 peuentopoB 7Trichoplax He cOOTBET-
CTBYET TUINUYHBIM IJIyTaMaTHBIM, OJIMXe BCEro K
HuM peuenTop GluAkdf2 ¢ motuBom GTW.

Dunocenus u 260410UUsI MEMabdoOMPONHbIX
enymamamuwix u TAMK z-peyenmopos

MeTtaboTporHbie perenTopsl niyramara 1 TAMK
oTHocATcd K (G-0eJIoK-CBSI3aHHBIM pelienTopam
(GPCR) kiacca C, xapakTepHU3yIOLIUMCS TeTepo-
WJIY TOMOJUMEPHOM CTPYKTYpOil. DTOT KJIacc peLier-
TOPOB TaK:Ke BKJIIOYAET BHEKJIETOUHbIE KAJIbIIMEBBIE,
BOMEpOHa3aJbHbIE, BKYCOBBIE PELETITOPHI CIATKOTO
n ymamu, peuentopbl ctepounoB GPRC6A u He-
CKOJIBKO PEelenTOpPOB C HEU3BECTHbIMU JWUTaHAAMU
(orphan).

M3-3a 3HAUUTEIbHONM NMBEPreHUMU TOCIEI0BAa-
tenbHocTelt GPCR knacca C Mbl aHHOTUPOBAIU U
ananusupoBanu FTAMK, otaensHo oT mGIluR u pon-
CTBEHHBIX UM pelienTopoB. [1pu moctpoeHnn Guiro-
TeHETUYECKUX JepeBbeB peuentopos TAMK, nocne-
nmoBaTenbHOCTH MGIUR Mcmonb3oBaau B KadyecTBe
BHEIITHEW TPYIIITHI, 1 HA0OOPOT.

B renome Trichoplax namu oGHapyXeHO 34 reHa
mGIluR-110006HBIX peLIeNTOPOB, YTO HAMHOTO OOJIbIIIE,
yeM y yeaoBeka (8 mGIluR u 4 mGluR-nogo0HbBIX pe-
nentopoB) u Aplysia (2 mGIluR u 8 mGluR-nono6-
HbIX). bonbmoe pasHooOpasue mGIuR-nogoOHBIX
peLenTOpOB TaKKe HaiaeHo y Kopajia Stylophora
(35 reHOB) U U3BECTKOBOM ryoku Sycon (29 reHoB).

®dunoreHetTnyeckoe apeBo mGIluR u poacreeH-
HBIX PELIETITOPOB (pPUC. 2) TTOKa3bIBAET OOIBIIIOE pa3-
HooGOpasue aTux peuentopoBy Placozoa. B ato npeBo
TaKXe BKJIIOUEHBI PELIeNTOPbl BHEKJIETOYHOTO KaJlb-
1151, BKYCOBBbIE (CJIAIKOTO U yMaMM1) U MEMOpaHHbBIA
peuentop aHaporeHoB GPRC6A, mockoiabKy OHU
oonee cxomubl ¢ mMGIuR, yem ¢ GABA-B. Penenro-
pol Bilateria Ha aTOM IpeBe 00pa3yroT nBe BeTBU. Om-
Ha cocTaBjeHa MeTaOOTPONMHBbIMU [IIyTaMaTHbIMU
peuenropamu (mGIluR), apyras — penentopamu
BHEKJICTOYHOTO Kajblius, BKycoBeIMU 1 GPRCOA.
Penenrtoper Trichoplax oGpa3yloT 4yeThipe BEeTBU Ha
npeBe. JIBa penenrtopa Trichoplax oOpa3yroT cecT-

KYPHAJI OBLIEN BUOJIOTUU

puHckyro BetBb K mGLuR wmommockoB (Tria-
dITZ 005103, 005104). Tpu npyrux 6enka Trichoplax
COCTABJISIIOT IBE BETBU, OJIM3KME K BETBU KAJIbLINIT-UyB-
CTBUTEJILHBIX, BKYCOBBIX PELIENTOPOB U PELIENTOPOB
GPRC6 nosBonounbix (TriadlTZ_ 006745, 006746,
009440). 29 iGluR-nmono6HbBIX peuentopoB Trichop-
lax 0Opa3yIoT CBOIO COOCTBEHHYIO KJIady, Oojiee oT/ma-
JICHHO CBSI3aHHYIO C KaJbLIWI-4yBCTBUTEIbHBIMU,
BKycoBeIMU 1 GPRC6 penrentopamu Bilateria.

Taxke y Trichoplax v psina Apyrux BUIOB OOHapy-
KEeHO OoJibllloe KoJudecTBO pelenTtopoB TAMKS.
V Trichoplax wnx 37, y Stylophora (Anthozoa) — 18,
Amphimedon (Porifera) — 21, Saccoglossus (He-
michordata) — 28. DTo pe3Ko OTJIUYaeT UX OT MO3BO-
HOYHBIX, MOJUIIOCKOB U YJIECHUCTOHOTUX, KOTOpbIE
MMEIOT He 0oJiee YeThIpeX PeLeNTOPOB 3TOTO ceMeii-
crBa. Ha ¢uyioreHeTMYeCKOM ApeBe PpeLEeNTOpoB
T'AMKjy (puc. 3) peuentopsl Trichoplax, Porifera n
Cnidaria 00pa3yloT MHOXECTBO BETBeit, mepeMeIniaH-
HBIX IPYT C IPYTOM U C peLIeTITOPaMU MOJTYyXOPIAOBOTO
Saccoglossus.

I[IpumeuarenbHO, YTO Kilama penentopoB Placo-
zoa 1 Cnidaria SBisieTcs CECTpMHCKOM K pellennTopam
T'AMKj} Bilateria. OOwast TonoJyiorust Apesa ¢ He-
CKOJILKMMM KJlagaMu peuenTtopoB Placozoa m Cni-
daria mpenmosaraeT, 4To AuUBepcHpUKALIMSI ceMeli-
ctBa perientopoB TAMKg Hauanmach Ha caMbIX paHHUX
CTagusIX BBOJIOLIMU XUBOTHBIX, U Bilateria (kpome
Saccoglossus) TIOTepsiIn OOJIBIITYIO YaCTh 3TOTO IPEB-
HEeTo pa3HooOpasusl.

Mukposeontoyus enymamammuolx
u TAMK g-peyenmopog y Placozoa

MpbI ripoBe PMIIOTEHETUYECKUIT aHaIn3 MOHO-
TPOTHBIX U METAOOTPOMHBIX PELIEITOPOB, UCITOJIb3YS
TTOCJIEIOBATEIBHOCT TBYX OTHOCHUTEIHHO OJM3KMX
BunoB Placozoa — Trichoplax adhaerens n Hoilungia
hongkongensis. DTO TO3BOJIMJIO HaM BBISIBUTb COOBI-
THS OYTUTMKALIMI W TeJIeIINii TeHOB, ITPOU3OIIIeIIIIe
ITOCJIe PACXOXKICHUS 3TUX BUIOB.

H. hongkongensis otnudaercst ot 1. adhaerens
MEHbBIIUM KOJIMYECTBOM F€HOB MOHOTPOIHBIX [JIyTa-
MaTHBIX pelenTopoB (5 BMecTo 14) 1 GOJBIINM — Me-
TaboTpOIHbIX IyTaMaTHbiXx U TAMKg-penentopos
(43 u 49 Bmecto 34 u 37 coorBeTcTBeHHO). Cpenu
MOHOTPOITHBIX PELIETITOPOB OTJIMYMSI KACAIOTCS TOJIb-
Ko ceMeiictBa Epsilon. Trichoplax umeet 10 aTuX pe-
uentopoB, Hoilungia — muiib onuH. Ha npese Epsi-
lon-peuenTtop Hoilungia siBisieTCSI CECTPUHCKUM K
oenky Trichoplax GluEl, muBepreHIuss OCTaJbHBIX
Epsilon-penentopoB Trichoplax ipon3olnia Oamke K
KOpHIO ipeBa. DTo o3HavaeT notepro Hoilungia pas-
HOOOpa3us perenTopoB, KOTOPOE OBIIO y €€ OOIIETO
npeaka ¢ Trichoplax. Habop AKDF-penentopon
Hoilungia v Trichoplax nieHTU4YeH, 06a BUIa UMEIOT
0 YeThIpe pelierTopa, KOTOpble Ha ipeBe O0beaNHS -
IOTCS B TTapbl OPTOJIOTOB.
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INTYTAMATHDBIE 1 TAMK-PELEIITOPBI BESHEPBHbBIX 2KWBOTHBIX

{Homo sapiens TAMKg1-perientop
100 Homo sapiens TAMKz2-petientop

TAMK;-peuentopsl
(BHEILIHsISI TPYTINa)

100

is mGlu-Tm it peuenrop 1

M iopsis mGlu-t OHBII peLienTop 3
Pleurobrachia mGlu-nono6HsIit peLienTop
Sycon mGlu-nono6Hbie

“peuenropsi (7)

Sycon mGlu-nono6HbIe

68

- =Stylophora CaSR-1ono6HbIe perienTtops! (4)

Stylophora CaSR-nono6mbiit peuentopst (1)
Placozoa CaSR-nono6Hbie

Trichoplax CaSR-nonoGHbI#i petientop 2

100 I: Hoilungia CaSR-110106Hb1ii peuentop 2
Trichoplax CaSR-nono6Hblii peuentop 3
W:Hoﬂungia CaSR-nonoGHeIii petientop 3

100

L Siylophora CaSR-nonoGiit pererropsi (2)

Sry[nghnm CaSR-nono6Hble peuentopsr (19)

Octopus CaSR-110106HbIii petientop

Trichoplax CaSR-nono6Hbiii peuentop 1
-Hoilungia CaSR peuenTop 1

Stylophora CaSR-11of06Hbiii petiertopsi |
Stylophora CaSR-no106HbIii peLientopsl 3
Homo sapiens penenTop BHEKIETOUHOTO KalblIMs

Homo sapiens BkycoBoii kopenerrrop TASIR3

Amphimedon mGlu-niono6Hsie
éuem-opu 7)
Oscarella mGlu-nono6Hslii peLientop
Amphimedon mGlu-niono6Hbtit petiertop 3
Sycon mGlu-nono6Hsiit petienTop 24
Sycon mGlu-nono6uelii peuenrtop 20
Sycon mGlu-nono6Hblit perienTop 9

Aplysia mGlu-11o106HbIE
100 eLenTopsl (7)

ilungia mGli 2
F‘_— Trichoplax mGlu-nono6Helii peuentop 2

100

Trichoplax mGlu-nono6mbiii petenrop 1
98— Hoilungia mGlu-nono6ubiu peuenrop |
Stylophora mGlu-nono6Hiii peuernop 7
-Stylophora mGlu-nono6Hblii petientop 6
Stylophora mGlu-niono6Hslii petenTop 5

Stylophora mGlu-niono6HbIii petenrop 1
Stylophora mGlu-nono6Hbiii penientop 2
Stylophora mGlu-nono6Hblii peterntop 4

Macuura6: 1
| |

rylophora mGlu-nonoGHeiit petienitop 3

Octopus mGlu-penientop |

Aplysia mGlu-penernrop 1
Homo sapiens mGlu-peuentop 5
-Homo sapiens mGlu-peuenop 1
-Aplysia mGlu-peuentop |
Octopus mGlu-penenrop 1
Octopus mGlu-pernenrop 3
Drosophila mGlu-peuenrop
Homo sapiens mGlu-peuerntop 2
Homo sapiens mGlu-peuenTop 3
Aplysia mGlu-p:
Octopus mGlu-penenTop §
Homo sapiens mGlu-peuentop 7

Top 8

Homo sapiens mGlu-peueritop 8
Homo sapiens mGlu-penentop 6

‘Homo sapiens mGlu-peuenTop 4

mGlu-nogo6HbIe penienropsl Bilateria

is CaSR-110106HbIit peuenTop 5

‘Mus musculus BoMepoHa3anbHblii peuentop Vmn2r26
‘Mus musculus BomepoHasanbHbIii petenitop Vmn2rl16
Homo sapiens memBpanHbiit petienrop anporesos GPRC6A

Homo sapiens peuenop criankoro skyca TASIR2
Homo sapiens peuienitop Bkyca ymamu TASIR1

1C

CaSR-1niono6

mGlu-nmogoOHbBIE pELIENTOPHI

peLEenTOphI

BKycoBbl€, KaJlbLIEBLIE
1 BOMEPOHAa3aJIbHbIE

0

[

171

Trichoplax CaSR-nonoGHsii penenop 6
00 Hoilungia CaSR-nonoGusiii peuenrop 14

100 Trichoplax CaSR-nionoGHiii peuentop 7

100 Hoilungia CaSR-ionoGusiii pewenrrop 13

Hoilungia CaSR-niozio6Hbiit pettenrop 32

Hoilungia CaSR-niono6mbiii petterop 12

-Hoilungia CaSR-nono6ubiii peuentop 11

Hoilungia CaSR-niono6miii pettenop 10

Trichoplax CaSR-nono6usiii peuenrop 8

Trichoplax CaSR-ronoGsiii pettertrop 9
Trichoplax CaSR-rionoGuiii petierrrop 29

T:Hm/lmgm CaSR-nooGHHii penerop 27

Trichoplax CaSR-niono6ubiit peterirop |

Hoilungia CaSR-rionoGit penierrmop 6

Trichoplax CaSR-niozioGHbiit petierop 2

Hoilungia CaSR-nonoGHiii petientop 5

Trichoplax CaSR-nionoGmuii petterrop 3

Hoilungia CaSR-nionoGHiit petierrop 4

00

100

o

Trichoplax CaSR-nooGuiii pewentop 28
,T:Hmmngm CaSR-110106Hiii petenTop 26

CaSR peuenrop 25
Hoilungia CaSR-nionoGrii petterrrop 24

Trichoplax CaSR it pettenrop 26

Trichoplax CaSR-TionoGuiii petenrop 25
100 Trichoplax CaSR-nonoGHiii peterrrop 27
Trichoplax CaSR-nonoGHsii penentop 14
Hoilungia CaSR-nionoGrmit petienrrop 18
Trichoplax CaSR-nionoGumii petienrrop 10
Hoilungia CaSR-nono6uiii pewenrop 17
Trichoplax CaSR-miozoGHbii penerrrop 4
Hoilungia CaSR-TionoGHiii peterrtop 2
Trichoplax CaSR-TiozoGHbii peterrrop 5
Hoilungia CaSR-noaoGuiii pewentop 19
Trichoplax CaSR-nozoGHi peterrrop 12
Hoilungia CaSR-nono6uiii peuentop 16
Trichoplax CaSR-niozoGuii penerrrop 11
Hoilungia CaSR-nosoGuiii pewenrop 15
Hoilungia CaSR i penerop 3
Trichoplax CaSR-nozoGHsi penentop 13

100

Hoilungia CaSR-no106Hiit penerntop 1
Trichoplax CaSR-monoGuiii pewentop 22
Hoilungia CaSR-mio106Hiii perentop 20

CaSR peuenrop 21
R-nozoGHiit penierop 21

Hoilungia CaSR-mionoGHii perentop 23
Hoilungia CaSR-ono6mbiii petenrop 22
Trichoplax CaSR-nooGmii penentop 24
Trichoplax CaSR-mionoGwsiii pemenrrop 23
Hoilungia CaSR-noaoGusiii petenrop 28

Trichoplax CaSR-nozoBhsiii peveritop 20

T:Hummgia CaSR-non06Hstii pettertop 8
Trichoplax CaSR-noxoBusiii peverntop 15

T:Hmhmgm CaSR-non06Hwi pettenTop 33

Trichoplax CaSR-TonoGHii peterrrop 17

Trichoplax CaSR-nonoGHiii petierop 16
Hoilungia CaSR-monoGuiii pewenrop 34
Hoilungia CaSR-niooGHiii peterirop 31
Hoilungia CaSR-noaoGusiii pewenrop 35

Trichoplax CaSR-osoGuii pewerrrop 18
Trichoplax CaSR-nozoGHsii petentop 19
Hoilungia CaSR-monoGuiii pewentop 36
Hoilungia CaSR-1iono6Hbiii petenrrop 29
Hoilungia CaSR-nono6ubiii pettenrop 37
Hoilungia CaSR-miono6uiii petenrop 38
0L Hoilungia CaSR-monoGwiii peuenrop 30

Puc. 2. ®uioreHeTnveckoe ApeBo 189 MeTaGOTPOIHBIX IyTaMaTHBIX pelenTopoB (MGIuRs) xxuBoTHBIX. JIpeBo MoCcTpoeHOo
METOJIOM MaKCUMaJIbHOro IipaBaononodoust (Maximum Likelihood). BetBu penienitopoB Placozoa BeifeneHbI cepbiM (hOHOM.
BeTBY MHOTOYMCIIEHHBIX PELIENITOPOB OJHOTO U TOTO K& OPraHu3Ma CXJIOMHYThI B TPEYTroJIbHUKU. CXJIOMHYThIC BETBU peliell-
TopoB Placozoa nmoka3aHbl B pa3BepHYTOM BHUE B ITpaBoii yacT prucyHKa. BeipaBHMBaHue coctosio u3 4306 nosuiuii, 1574

W3 HUX MTHOOPMATUBHBIX.

Ha dwumoreHetndyeckux AepeBbIX MeTabOTpoOIT-
HBIX pelenITopoB (puc. 2 1 3) BUAHO 24 mmapbl OpTOJIO-
ruuHbIx petentopoB mGIluR Trichoplax v Hoilungia v
29 map GABA-B peuentopoB. CoOOTBETCTBEHHO,
4TOObl OOBSICHUTH KOJIMYECTBO BTUX PELENTOPOB Y
Placozoa,
Trichoplax n Hoilungia noJxKHbI OBLIN TIPOU30MTU HE

COBPEMCHHBIX

XYPHAJI OBIIEN BUOJIOTUU

I1oCJIe PaACXOXICHUA
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MmeHee 19 myrumkauuii u geneuunii reHoB mGluR u He
meHee 28 — reHoB GABA-B penientTopos.

Takmm o6pa3om, BO BCeX TpeX ceMelcTBaX peliell-
TopoB Yy Placozoa mpoucxoasaT MHOTOUMCIEHHbBIE 1y~
TUTMKAIIMWA W/ WIU IeJIeIIUU TeHOB, IPUYEM B 2BOJIIO-
1y p. Hoilungia npeobianana noTepsi HOHOTPOITHBIX
U IyTIIMKALIMS MeTaOOTPOITHBIX PELIETITOPOB.
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mGl

peentop

Homo sapiens mGlu-peuenTop 4
Homo sapiens mGlu-peuenrop 2
86 Homo sapiens mGlu-pewuernrop 1

MaciuTab: 1

o —

Saccoglossus TAM KB 4p PeuenTop
Branchiostoma TAM KB , betenTop

TAMK
TAMK

Saccoglossus TAM KB 4 PELICTITOD
,— Stylophora TAM KB 4 PELCTITOD

P

100

l'AMKMB peuenTop
Nematostella TAM KB 44 PELENITOD

I'AMKBzc peLenTop
Saccoglossus TAMK ., _petierrop
Stylophora TAMK 3 peuenTop
Nematostella TAM KE 3 peuerntop
Saccoglossus TAMK p3g Peuentop

Saccoglossus TAMK B3p PeLenTop

Saccoglossus TAM ch peuenTop
Saccoglossus rAMKBSB penenTop
Saccoglossus l"AMKB A PeuenTop
Drosophila l"AMKB3 peuentop
Branchiostoma I AMKBJ peuenTop
Capitella TAM KB3 peuenTop

Octopus TAM KB3 peuentop
Mizuhopecten TAM KBJ peuentop
-Aplysia TAM KB3 peuentop

Stylophora TAM KBl peuentop
Nematostella TAM KB | bewertop
Saccoglossus T AMKBI peLenTop
‘Homo sapiens TAM KBI penenTop
Branchiostoma T AMKBI peuenTop

Saccoglossus TAM KE 14 PeuenTop

Caenorhabditis T AMKBl peuenTop
Drosophila l'AMKBI penenTop

Octopus I'AMKBI perenTop
Aplysia l"AMKBl pelenTop

2r

Biomphalaria TAM KBl peuentop
Stylophora TAM l(BZE peLentop
Stylophora TAM KBZ  peuenTop

Saccoglossus l"AM](BZ peuentop
Stylophora I‘AMKBZ A Peuentop

Nematostella l"AMKBz 4 PetenTop
C

bditi ]'AMKB2 peuenTop
Drosophila l"AMKBz peuentop

Mizuhopecten TAM KBZ peuentop
Octopus T AMKBZ perenTop
Branchiostoma TAMK ,, penenitop

Homo sapiens TAM KBZ penienTop

- Saccoglossus FAMKBz peruenTopsl (5)

Amphimedon FAMKB-nouoﬁﬂbu?‘l peuenTop 21
- Amphimedon rAMKBanﬂoﬁﬂlﬂﬁ peuenTop 20

pap PeLCTITOD

pac PeuenTop

Saccoglossus TAM KB-nouoﬁﬂbu?l peuenTop 11

- - Placozoa FAMKB-nozloﬁﬂme peuentops! (10+14

<z -Saccoglossus TAM KB—nouoﬁuue peuentop (8)

MeTtaGoTpornHbie
TIyTamMaTHble
peLenTopbl
(BHEIIHSIS TPYTINa)

I'AMKH—nonoﬁuhm peuenTop 19
Amphimedon TAMK -
. B
nono6Hsle perenTopst (19)

- -Placozoa FAMKB-nozloﬁHLle petienTopsl (3+6)
Oscarella rAMKB-HOLlOGHblﬁ peuentop

i FAMKD-no.uoﬁubm peLentop

-Placozoa FAMKB—HOHoﬁmﬂe perenTopsl (3+4)

< - - - Placozoa rAMKn—HOﬂOGHble peuentopst (19+24)

Cnidaria TAMK
e B4

T'AMK; Tun 4

Saccoglossus FAMKB-HOHOGHMJ‘/’: peuenTop 5

- Cnidaria FAMKB-HOJIOGHHe perenTopsl (9)

T'AMK, tin 3

TAMK, Tin 1

TAMK,, tin 2

Hoilungia TAMK ,-nionouii peuterrop 35
Hoilungia TAMK ;-riono6muit penierrop 34
Trichoplax TAMK ; -nionoGiusii peterrrop 15
Hoilungia TAMK -Gt petiertop 37
Trichoplax TAMK ; -nonoGmii peterrrop 17
Hoilungia TAMK -iozioGui petterop 36
Trichoplax TAMK -mono6usit penerrop 16

Hoilungia TAMK -nionoGui petterop 36
Trichoplax TAMK -nonoGuuit penierrop §

Hoilungia TAMK ;-nonobuiii peuentop 30

Hoilungia TAMK pewenrop 16
d I: Hoilungia TAMK ;-nionoGuii peuterrop 17

Trichoplax TAMK ; -ionoGiii peterirop 10

Hoilungia TAMK ;-nionoGmit petierrrop 15
—|| m Eﬂal/ungia TAMK -rionoGsit penierrrop 14

100 Trichoplax TAMK -rionoGit penerirop 9

Trichoplax TAMK -nionoGusii perierrop 19
100 C Hoilungia TAMK -noxoGsi peuertop 25
Trichoplax TAMK -nionoGusii peterirop 18
100 Hoilungia TAMK ;-rionoGuit peerrrop 40
98

Trichoplax TAMK -nioxoGHusit penertop 13
o Trichoplax TAMK ; -nionoGimii peuenrrop 14
Hoilungia TAMK -110106wi pettertop 31
y Hoilungia TAMK ;-nionoGui pettentop 39
100 Hoilungia TAMK ;-riono6uit penerrrop 32
Hoilungia TAMK g-rionoGuii petterrrop 41
100 I: Trichoplax TAMK ;-nio1oGii petierrrop 30

Hoilungia TAMK g-nono6uiii peuentop 33
93]

Trichoplax TAMK ; -nionoGsii peteritop 35

Trichoplax TAMK ;-nionoGisii peterrtop 34
100 Hoilungia TAMK -

p 43
Hoilungia TAMK -niozoGuit pettenop 42
Hoilungia TAMK ;-tonoGuuiit penierrop 46
Trichoplax TAMK ; -nionoGHsii peterrtop 33
Hoilungia TAMK -rtozo6it peuerrop 45
o Trichoplax TAMK -nonoGuusii peuentop 32
Trichoplax TAMK g-ioxoGHsii petterttop 31
Hoilungia TAMK -nozoGusi petterrop 2
Hoilungia TAMK ;-niozioGuniit petterop 1
Hoilungia TAMK -monoGuit penerrop 47
Hoilungia TAMK -rtozo6uuit peniertop 48
Trichoplax TAMK ;-nionoGii petenrtop 12
Trichoplax TAMK -ionoGuusit peniertop 22
Hoilungia TAMK -rozoGuui penterrop 38
Trichoplax TAMK -ionoGuusii penertop 24
m Hoilungia TAMK -

petterop 28
Hoilungia I'AMKB—nonoﬁHhm peuenrop 29

L] 100] Trichoplax TAMK ; -nonoGiii petentop 23
100

Hoilungia TAMK -nozioGuii petientop 26

Trichoplax TAMK ;-rionoGuuii petiertop 6
Hoilungia TAMK -rionoGusit petiertop 23
Trichoplax TAMK -onoGii petenitop 25

Hoilungia TAMK -110106wit petterrop 27
Trichoplax TAMK -nionoGiuii petenitop 26
Hoilungia TAMK j-nionoGusii petterop 10
Trichoplax TAMK ;-nio10Gii petierrrop 27
Hoilungia TAMK -niono6 it penieritop 9
Trichoplax TAMK -mono6muit penerrop 28
Hoilungia TAMK -tonoGuit peuertop 8
Trichoplax TAMK ; -onoGiii peterrtop 29
Hoilungia TAMK -nozioGusi pettentop 7

Trichoplax TAMK ;-nionoGmii petierirop 11
Hoilungia TAMK

HOGHBII petienTop 44
100" Hoilungia TAMK -niono6Hsiit peuentop 18
Hoilungia TAMK -nioaoGubiii peuenrop 11
Trichoplax TAMK ;-nonoGisiii petenirop 20
Hoilungia TAMK -niono6miii petentop 12
Trichoplax TAMK -tono6musit penerrop 21
Hoilungia TAMK -nioxoGniit peuentop 21
Trichoplax TAMK -nonoGmuii penerirop 4
Hoilungia TAMK -nioxoGuiit peventop 20
100 Trichoplax TAMK g-nionoBuuii petienirop 3
Hoilungia TAMK -nioxo6usit peuentop 24
Trichoplax TAMK ;-nonoGistii pewertrop 1
Trichoplax TAMK -niono6usiii pewentop 2
Hoilungia TAMK -riono6uii penierirop 3
Hoilungia TAMK -rionoGuuit penerrop 4
Hoilungia TAMK -niozioGi petternop 6
Trichoplax TAMK -niono6uuiii petienrop 7
Hoilungia TAMK -rion0Gnit peterirop 5

Puc. 3. ®unorenernyeckoe apeso 190 meradorporHbix TAMKg-peLientopoB XnUBOTHBIX. [lepeBO MOCTPOEHO METOIOM MaKCH-
MaJibHoro npasnorono6ust (Maximum Likelihood). BetBu perientopoB Placozoa BeinesieHbI cepbiM (hoHOM. BeTBu MHOTrOYMCIICH-

HBIX PELIETITOPOB OJHOTO M TOTO K€ OPTraHU3Ma CXJIOITHYTHI B TPEYTOMbHUKI. CXJIOMHYThIE BETBU pelienTopoB Placozoa rmoka3aHel B
pa3BEpHYTOM BUJIE B IIPaBOii YacTH pycyHKa. BeipaBHUBaHMe cocTosuio u3 6303 mosunumii, 1700 u3 HUX MHGOPMATUBHBIX.

KYPHAJI OBIIIEN BUOJIOTUU
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OBCYXIEHUE

Me&1 o6Hapyxwiu y Placozoa 60b1110e pa3HO06-
pasme penentopoB iGluR, mGIluR n GABA-B. Ko-
JudyectBo iGluR Trichoplax (14) comocTtaBUMO C Ta-
KOBBIM Y XKMBOTHEBIX C HEpBHOI1 cuctemoii (17 y yemo-
BeKa), a KOJIMYECTBO METAaOOTPOITHBLIX PElenTOpPOB
mGIluR u GABA-B naxe BbIIIe, 4eM y OOJIBLIMHCTBA
Bilateria.

CpaBHeHIE aMUHOKHUCIIOT, YIJACTBYIOIINX B CBSI-
3BIBAHWM JIUTAHIIOB, YKa3bIBaeT Ha OOJBIIOE pa3HO-
obpasue jguraHmHoit cneumduuHoctn  iGluR
Trichoplax. Cpenn HUX ISITh peeNTOPOB UMEIOT Je-
TepPMUHAHTHI JIMTAHTHON CITeM(UIHOCTHA, TTPOME-
KYTOUHBIC MEXIY TUIIMYHBIMU TJIyTaMaTHBIMU U
[JIAIIMHOBBIMU, a eIlle IISAITh, IPEIITOIOXKUTEIBHO,
CBSI3BIBAIOT OoJiee KPYIHBIE MOJEKYIbI, YeM TIyTa-
MaT. CnenoBatenbHo, ¢yHKIIMM iGluR Placozoa He
MOTYT OTPaHWMYINBATELCSI TITyTaMaTHOM U TIIUIIMHOBOM
repenadeii, OHM TaKXKe YJaCTBYIOT B BOCIIPUSTHUH
JIPYyTUX BEIIECTB, MIpUYEM CKOpee M3 BHEIIHel cpe-
nbl. Ha aT0 yKaspBaeT u moutu mojHas (9 u3 10) mo-
tepsa Epsilon iGluR y Hoilungia. 13 Hamero omsita
KYJIbTUBUPOBAHUSI 3TOr0 poAa M3BECTHO, UYTO Y
Hoilungia ectb Te Xe OCHOBHBIC (POPMBI TOMCKOBOTO,
MMUIIEBOTO M COLMAJIBLHOTO IIOBEACHUS, YTO W Y
Trichoplax, cnenoBatenbHO, noTepsiHHble iGIUR He
WUTpad BaXXHON pOJU B 3THX IpOrpaMMax IoBele-
HUS.

Kakue mosekysibl NOTEHIMATbHO MOTYT CBSI3bI-
BaTh iGluR ¢ “mpoMeXyTOUYHBIMU” JIUTAHI-CBSI3bI-
BalOIIMMM caiTamMu? DTO MOTYT OBIThb, HAIIpUMep,
AMUHOKMCIIOTBI, MPOMEXYTOYHBbIE IO CTPOEHUIO
MexXny ImuimHoM U nryramatoM: TAMK, Gera-ana-
HUH U TaypuH. TpaHcmurtepHble GyHkouu TAMK y
pPa3IUYHbBIX XUBOTHBIX XOpOIIO W3BECTHHI. beta-
anaHuH cBasbiBaeTcss ¢ TAMK,, NMDA u noHo-
TPOMHBIMU DIUILIMHOBBIMU pelieNTOpaMu MJICKOMHU-
TAIOIINX M UTpaeT pojib Helipomonyistopa (Tiedje
et al., 2010). TaypuH y MJIEKOMNUTAIOIINX TOXE CBSI-
3piBaercs ¢ TAMK, ¥ muIrnHOBBIMU pelenTopamMmu
U paboTaeT HeMPOMOAYASITOPOM, HEUPOTTPOTEKTOPOM
U peryjsaTopoM pa3ButTusi HeiripoHoB (Wu, Prentice,
2010). Y KullIeyHONOJIOCTHBIX TAYpUH U OeTa-ajJaHuH
HaKarIMBalOTCsS B CUHANITUUECKUX ITy3bIpbKax, BbllIe-
JISIIOTCSl HEMPOHAMU B OTBET Ha 3JIEKTPUUECKYIO CTU-
MYJISIIMIO Y BBI3bIBAIOT MTOTEHIIUABI IEHCTBUS TTOCT-
CUHAITUYEeCKNX MeMOpaH, T.€. SIBJISTFOTCSl HACTOSIIIUMU
HeliporpancmutTrepamu  (Anderson, Trapido-Rosen-
thal, 2009). IToaToMy BEpOSITHO, YTO PELIENITOPHI OeTa-
ajlaHWHa U TaypuHa MOTYT IPUCYTCTBOBAaTh U y 0€3-
HEpPBHBIX XKUBOTHBIX, TAKMX Kak Placozoa.

I'enn! peuenropos iGluR, mGluR u TAMKj Pla-
€0Z0a HEOXXMIAHHO CKJIOHHBI K AYTUTMKALUSIM U Je-
nenusMm. Co BpeMeHU pacxoxueHust Trichoplax n
Hoilungia npousonuio okoJjo 0.6 neixeunii u/vian ay-
IUIMKanuii Ha reH. BpeMst pacxoxnenust Trichoplax v
Hoilungia ouenuBaetcs B 20—50 muiH niet Hazan (Eitel
et al., 2018). [lyst cpaBHEHUSI, YEJIOBEK M MBIIIIb M€~

JKYPHAJI OBIIEN BUOJIOTUU
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IOT MASHTUYIHBIE HAOOPHI TEHOB ITTyTaMaTHBIX PelleIl-
TOpOB, HecMOTps Ha 100 MJIH JIET HE3aBUCUMOI 3BO-
mouun. Drosophila melanogaster, D. pseudoobscura v
D. virilis ToxXe UMEIOT OTHU M Te XK€ TITyTaMaTHBIE pe-
LETNTOPHI, XOTS Pa30lLUIMCh OKOJIo 50 MJTH JIeT Ha3az,
(Nozawa, Nei, 2007). Peuentopsl Placozoa no sBo-
JIIOIMOHHOW TWHAMWYHOCTH CXOOHBI C OOOHSITEIb-
HBIMU pelienTopaMu Bilateria. Tak, y 1ajekux BUmoB
Drosophila 3a 50 miH net nipousonuio 0.2 gyruivka-
Ui ¥ Teelnii Ha TeH OOOHSTEIbHBIX PEIIETITOPOB, Y
Pa3IMYHBIX OTPSIOB MiaekonuTaomux — 0.5—0.7 my-
nvKanuii 1 aexeuunii Ha red 3a 100 murH et (Noza-
wa, Nei, 2007; Niimura et al., 2014). DBoaoHOHHAasA
JIMHAMMUYHOCTb XapaKTepHa I TeHHbIX CeMEICTB,
YY4acCTBYIOIIMX BO B3aUMOIECHCTBUU C IIEpEMEHHBIMU
¢dakTOpaMu BHEIIHEH Cpeabl — OOOHSITEIBHBIX pe-
LEeTNTOPOB, OEJIKOB UMMYHHOM CUCTEMBI, (DEPMEHTOB
JIETOKCUKALIUM 1 OEJIKOB, YYaCTBYIOIINX BO B3aMO-
IEeCTBUM cIlepMaTo3ouaa u sinekieTku (Aagaard
et al., 2006; Konorov et al., 2017; Vicens et al., 2017).
ITosToMy MOXHO OXWAaTh, YTO OOJIBIIMHCTBO
mGIluR-nono6Hbix 1 TAMKg-n1ogoOGHBIX peLenTo-
poB Placozoa y9acTBYIOT B XeMOPEIIEITIIMN BHEIITHUX
ctuMmyJjioB. Jlaxe y miekonutamomux yacte GPCR
kimacca C coxpaHSIOT 3Ty (YHKIUIO KaK BKYCOBEIE
(TASR) u BoMepoHa3zajbHbIe pelienTopbl. OTHAKO y
Placozoa ectp oprosoru 'AMKg-peuentopoB no-
3B0HOYHEIX 1 MGIuR Aplysia, KoTophle SIBISIIOTCS
MEPBHIMU KaHAWAATAMU Ha BOCIIPUSATHE SHAOTEHHBIX
I'AMK wu rmyramara.
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Glutamate and GABA receptors in non-neural animals (Placozoa):
Preadaptation to neural transmission
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Origins of neural system is one of the major transitions in planetary evolution. Many details of these transi-
tions are still unknown. In particular, high diversity of neurotransmitters lacks convincing explanation so far.
We analyze homologues of neuronal glutamate and gamma-aminobutyric acid (GABA) receptors of Placo-
zoa — animal phyla lacking neurons but displaying motility and complex behaviour. Phylogenetic analysis and
comparison of amino acids in ligand-binding pockets show that glutamate and GABA-like receptors of Pla-
cozoa are surprisingly numerous, diverse and fast-evolving. All these traits are characteristic of odorant rather
than neurotransmitter receptors of higher animals. We argue that chemoreception system was an important
source of diverse receptors for emerging nervous system to recruit, and that amino acid neurotransmitters
(glutamate, GABA, glycine) were relevant external stimuli for early animals before the emergence of nervous

system.
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