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IMosiBneHre HEPBHOU CUCTEMBI SIBJIIETCSI OMHUM U3 BaXKHEMIITMX COOBITUI B 9BOJIOIIMU XXKU3HU Ha 3eMIie.
JeTanu 3TOro cOOBITHSI OCTAIOTCSI MAJIOTIOHSITHBIMU, B YACTHOCTH, OOBSICHEHHUS TpeOyeT OObIlIoe pa3HO-
o0pasue U3BECTHBIX BEIIECTB-HEHPOTPAHCMUTTEPOB. M bl aHAUIM3UPYEM FOMOJIOTM HEIfpOHAbHBIX PeLleT -
TOPOB TJIyTamaTta U ramMma-amMmuHomaciisiHoit kuciaotel (FAMK) y Placozoa — >XUBOTHBIX 6€3 HEpBHOI CH-
CTEMBbI, HO 00JIaJAIONINX MMOABMXKHOCTBIO M TToBeneHueM. PuiloreHeTUYeCKUit aHaJIM3 M CPaBHEHUE aMM-
HOKHCJIOTHBIX OCTaTKOB, OTBETCTBEHHBIX 32 JINTAHIHYIO CIELIM(UIHOCTD, MOKa3alu, YTO 3TU PELEITTOPbI
Placozoa HeoXuaaHHO MHOTOYMCIIEHHBI, PAa3HOOOPAa3Hbl M 3BOJIOIMOHHO TMHAMUYHBI U IO BCEM 3TUM
MpU3HaKaM HaITOMUHAIOT CKOpee OOOHSITEeNIbHbIE PELIETITOPHI BBICIIMX XKMBOTHBIX. Hallm pe3yabraThl yKa-
3BIBAIOT, YTO XEMOPELENTOPHAs cUcTeMa Oblla BaXXHBIM MCTOYHUKOM Pa3HOOOpPa3HBIX PELIENTOPOB IJIs
BO3HMKaIOIIIeil HEPBHOM CUCTEMBI, a Oyayle aMUHOKUCIOThI-HelpoTpaHCcMUTTephl (mmyramaT, TAMK,
[JIMIYMH) ObLIU peJIeBAaHTHBIMU BHEIITHUMU CUTHAJIAMMU JIJTsI TIEPBBIX JKMBOTHBIX, €111e HE UMEBIINX HEPBHOM

CUCTEMBI.
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ITpoucxoxaeHre HEPBHON CHUCTEMBbI SIBJISICTCSI
OIIHVM W3 CJIOKHEHIIMX BOIIPOCOB 3BOJTIOIMOHHOMN
ouonorum (Szathmary, Smith, 1995; Layden, 2019).
Ero BaxkHOM 4acCThIO SIBISIETCSI IPOUCXOXKICHUE HEli-
pOTpaHCMUTTEPOB. I Tepenady CUTHAJIOB MEXIY
HeHpOHAMM UCITOIB3YIOTCS ECATKH Pa3HOOOpa3HBIX
BEIIECTB. aMHWHOKMCIOTHI  (TIyTamar, IJIWLMH,
I'AMK), MoHOAMMHEI (CEpOTOHMH, 1o aMUH U Ip.),
MHOTOYHCIICHHBIC HEUPOTISTITUABI U Jaxke HU3KOMO-
JIEKYJISIpHbIE ra3bl, HanpuMep okcua azora NO. Cle-
HapuX 3BOJIIOLIMOHHOTO TPOUCXOXICHUS HEPBHOMN
CHCTEMBI TOJDKHBI BKITIOYATh B ce0sI TIPEATIONIOKESHUS
O TIPOUCXOXICHUU 3TOr0 pa3HOOOPpa3us U KPUTEPUSIX,
IO KOTOPBIM T€ WJIM WHBIE BEIIECTBA BOIILUIM B YMCJIO
HelipoTpaHcMmutTepoB (Sakharov, 1974; Agnati et al.,
1995).

st u3ydeHust IpOUCXOXICHUSI HEPBHOI CUCTEMBI
HEOOXOMMMBI MTaHHbBIE IO XUBOTHBIM C TTPUMUTHUB-
HbIMUM HepBHBIMU cucTeMamu (Cnidaria u Ctenophora)

Cokpamennsi: AT® — ageHosuntpucdocdar; TAMK — ramma-
amuHoMacJiisiHas kuciota; iGluR — noHoTponHblit yramar-
Hblii peuentop; mGluR — MeTaGoTpOMNHBIN ITyTaMaTHBIN pe-
nentop; TAMK, — MOHOTpOMNHBKII peLenTop raMmMa-aMUHO-
maciassHoi kucioTsl; TAMKp — MertaGoTponHblil peLentop
raMMa-aMHHOMACJISTHON KUCJIOTHI.
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u 6e3 HepBHoOI1 cucTeMbl BoBce (Porifera u Placozoa).
Oco06oe MecTo 3aHnMaloT 30ech Placozoa — moaBuk-
HbI€ XXUBOTHbBIE, Y KOTOPBIX €CTh ITOMCKOBOE, MUIIIE-
BO€ U COLMAJIbHOE ITOBEICHUE MPU MOJIHOM OTCYT-
ctBuM 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-
HBI€ KaHAJIbl, KOTOPhIE YYaCTBYIOT B iepeaade HepB-
HBIX UMITYJIbCOB Y KMBOTHBIX, KOMIIOHEHTHI CCTEM
OMOCUHTEe3a HEMPOTPAHCMUTTEPOB U TPAHCIIOPTA BE-
3UKYJI, a TAKKE IIpeAIiogaraeMblii HeiipO3HIOKPUHO-
MomOOHBIN ceKpeTOopHbIl ammapar (Srivastava et al.,
2008; Smith et al., 2014).

JIas BBIMOJITHEHUSI BEIIECTBOM (DYHKIIMM TpaHC-
MUTTEpa HEOOXOIUMO HaJTMUMe CUCTEM KaK ero CUH-
Te3a, TaK 1 peuenuuyu. YToObl BOSHUKHOBEHHUE 3TUX
CHCTeM OBIJIO TIOIEPKAHO €CTECTBEHHBIM OTOOPOM,
OHMU JIOJDKHBI OBLIM BBIITOJIHATH KaKue-TO (PYHKIIUU
0 OTHeIAbHOCTU. TO eCTh 3BOJIIOLUS BEIeCTB-
TPAaHCMUTTEPOB C HEOOXOAMMOCTBIO JTOJKHA BKIIIO-
yaTh B cebs1 cMeHy (yHKIU. MOXHO TIpearosio-
KUTH IBE TPYMIILI MyTeli BOBHUKHOBEHUSI TPAHCMUT-
TepoB. Bo-mepBbIX, BEIIECTBO-TPAHCMUTTEP MCXOTHO
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MOTJIO OBITH CUTHAJIOM U3 BHEIIHEH cpelbl, M opra-
HU3M CHayajia IpuoopeTaeT CUCTEMY €T0 peleTINN,
a TIOTOM CHUTHAJl UHTepHau3yeTcs. Bo-BTophIX, Oy-
IYIIUIT TPAHCMUTTEP UCXOIHO MOXKET UMETh KaKHe-
TO HE CUTHaJIbHbIE (DYHKIIUM, HAIIPUMED 3aIUTHBIC.
Torma cHayaja BO3HMKAeT CHUCTEMA €ro CUHTE3a U
BBIJICJIEHUSI, a TTOTOM, HAIIpUMep i1 KOOpAWHAIIUU
3alllMTHOM peaKLU, BO3HUKAIOT PELEHTOPHI K 3TOMY
BEILECTBY, U OHO CTAHOBUTCS TPAHCMUTTEPOM.

IlepBoiii cueHapuii (TpaHCMUTTEP W3 BHEIIHETO
CUTHaJja) II0Ka3aH, HalpuMep, IJIsI TAPOUIHBIX TOp-
MOHOB >KMBOTHBIX, MPOUCXOASIINX OT BTOPUYHBIX
MmeTaboauTtoB Bomopocieil (Heyland, Moroz, 2005;
Heyland et al., 2005). Cpenu HelipOTpaHCMUTTEPOB
TIePBbIi clieHapuii Hanbosiee BEpOSITeH IS ITyTaMa-
Tau AT®. DT nBa BelllecTBa COAEPKATCI B OOIBIINX
KOJIMYECTBAaX B LIMTOIUIA3M€ ITOYTH BCEX KIIETOK, MX
MPUCYTCTBUE BO BHEIIIHEH cpe/ie coo0IIIaeT o MoBpe-
XKIEHUM U TUOEIN KJIIETOK X MOXKET CIIYXXKUThb ITHUIIIC-
BbIM WIu OoJieBbIM curHajioM (Moroz et al., 2021b).
Btopoii cueHapuit 6osiee BeposTeH IJisi HEMpormern-
TUIOB 1 OKcHAa a3oTa. HeliponenTuabl UCIOIb3YIOT
Ty X€ CHUCTeMy MOCTTPAaHCSIIIMOHHOTO ITPOIIECCUHTA,
YTO U aHTUMUKPOOHBIC MEMTUIbI, aHTUMUKPOOHAsI
aKTUBHOCTb OKCHJA a30Ta TaKKe XOPOIIO M3BECTHA
(Moroz et al., 2020a, 2021b).

HMmeronuecss sKcnepuMeHTaIbHBIE NaHHBIE IO
Trichoplax Toka3pIBalOT OOJBIIYIO POJIb CEKPETUPYE-
MBbIX TIEOTUAOB B PETYJISIINY 1 MHTETPaLlK €TO ITHIIE-
Boro moBeneHus (Senatore et al., 2017; Varoqueaux
etal., 2018). B oTHOIIEHUN AMWHOKUCIOT-HEUPO-
TPaHCMUTTEPOB TaHHBLIX MEHBIIIE, U3BECTHO TOJILKO,
uyto Trichoplax conep>XUT MUUIAMOJISIDHbIE KOHIIEH-
tpauuu TAMK, rmununHa, D-acnaprara u L-miyra-
MaTa, U YTO IJIMIUH SIBISICTCSI XeMOATTPaKTaHTOM
JuIs1 3Toro XXnuBoTHoro (Romanova et al., 2020; Moroz
et al., 2020b).

Imyramat u TAMK BBITIOJHSIIOT psi (DYHKLIMIA,
KpoMme (HEepOo)TpaHCMUTTEPHON, KaK Y MO3BOHOY-
HBIX, TaK U y 0€CTTO3BOHOYHBIX XXMBOTHBIX. ONKCaHO
WX y4acTu€ B IPYTUX PETYISITOPHBIX CUCTEMAX MITe-
KOTUTAIOIINX: MUMMYHHON UM 3HIOKpuHHON. Tak,
cekpeuuss TAMK B OeTa-kjieTKax IOIKeETyIOUHOM
KeJe3bl MPOUCXOAUT COBMECTHO C CEKpPEIEl MHCY-
JIMHA, 4YTO BJUSIET HAa MHTUOMpPOBaHMUE CEKpelUu
mrrokaroHa (Bansal et al., 2011). B anurtenuu npixa-
TEeJIbHBIX TTyTeil OblTa onucaHa TAMK-spruueckas
cucTema, KoTopasi akTUBUPYETCs T10J BO3eiCTBrEM
aJIJIEpreHOB U, TPEINOJIOXUTEIbHO, UTPAET POJIb B
MeXaHU3Max pa3BUTUsI acTMbl. Kpome Toro, miyra-
MaT BBIMOJIHSET (DYHKIMIO MTUIIEBOTO curHaia. Bos-
NIeCTBYSI Ha BKYCOBBIE PELIENTOPHI YesioBeKa, IyTa-
MaT BBI3bIBAeT BKyC “ymamu”. BrepBbie 3Ty (hyHK-
uuio rryramata B 1908 1. omwmcan mpodeccop
Toxkuiickoro yHusepcureta Kukynas Mksga. Imyra-
mat, TAMK u npyrue HeiipoTpaHCMUTTEPHI SIBITSTIOT-
Csl BaXKHBIMU CUTHAJIbHBIMU MOJIEKYJIAMU Y 3apO/Ibl-
1Ie¥i pa3IMYHBIX XKUBOTHBIX €111€ 110 MOSIBJEHUS Y HUX
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nepBbix HeiipoHoB (bysnukos, 1987; Levy et al.,
2021; Spirkova et al., 2022).

V I03BOHOYHBIX XXUBOTHBIX B INIyTaMaTHOM Mepe-
Ja4ye yJ4acTBYIOT BO30yXIaolIe MOHOTPOIHEIE IITy-
tamaTHble penentophl (iGluR) m MeTabGoTpoIHbIE
(cBs3aHHbIe ¢ G-0eJIKaMU) IJTyTaMaTHbBIE PELIEIITOPEI
(mGIuR). MoHOTpOIIHBIE PEeLeIITOPHI IIPU CBSI3bIBA-
HUU JUTaHIa OTKPHIBAIOT B MeMOpaHe KJIETKU MOH-
HBIII KaHajl, NPOHMIAEMbIA IJIsI OIpeIeJIeHHBIX
MOHOB. [IJIST MOHOTPOITHBIX IJTyTaMAaTHBIX 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
peLenTOpbl B HEAaKTUBHOM COCTOSIHUU CBSI3aHBI C
komrutekcoM cyobenunuil Go,, GB u Gy. Ilpu cBsi-
3bIBAaHUM JIMTAHIA PELICTITOP MEHSIET KOH(POPMALIUIO,
cyobenmHuIbl G-0e1Ka JUCCOLUMPYIOT OT peleITopa
U CBSI3bIBAIOTCS C APYTUMU BHYTPUKJIETOUHBIMU O€JI-
KaMU, 3aIlycKasi TaJibHelIlIe CUTHAIbHbIE KacKallbl,
HanpuMmep aneHunaTuukiasHblii. Y TAMKg-peuen-
TOPOB OCHOBHBIE ITyTH Ttepenayr curHana G-0eJIKoM —
9TO aKTUBALIMS KaJMeBbIX KAHAJIOB BHYTPEHHETO BbI-
MpSIMJIEHUS], UHAKTUBALKSl KaJbLIMEBbIX KAHAIOB U
ameHmnaTuukiasel (Terunuma, 2018). Paznuunbie
TUIBl METAO0OTPOIHBIX IJTyTaMaTHBIX PELEITOPOB
MOTYT aKTUBUpOBaTh ¢ocdonumnazy C, MIpOTEUHKHU-
Hasel MAPK, cdk5, Junu MTOR/p70-S6, dochaTtu-
IUIMHO3UTOoNKMHAa3y P13, kanueBble KaHAIbI, MHAK-
TUBUPOBATh KaJIbIIMEBbIC KaHAIbI U aleHUIaTIHKIIa3y
(Niswender, Conn, 2010). B Bocnpusatiu riuimHa y
MO3BOHOUHBIX OCHOBHYIO POJIb UTPAlOT TOPMO3HbBIE
MOHOTPOIIHbIe DIMIMHOBBIE penentopbl (GIlyR).
Kpome Toro, mmmuH SBIIsIeTCSI KOATOHUCTOM MOHO-
TPOTMHBIX DJIyTaMaTHBIX pELEeNTOPOB CeMeicTBa
NMDA. Tunuuasie NM DA-petientopsl — 3TO rete-
poTeTpaMepbl U3 IBYX CYOBEOIMHUII, CBSI3bIBAIOIINX
ryTaMar, U IByX — IJIMUMWH, U JIJIs aKTUBALMUA OHU
HYXIAlOTCS B OTHOBPEMEHHOM CBSI3bIBAHUU O3THUX
JIBYX TPAHCMUTTEPOB.

IF'AMK, mDiyramMar ¥ Opyrue aMUHOKMUCIIOTBI
YYaCTBYIOT B Tlepeadye CUTHAJIOB MEXIY KJIeTKaMu
yxe y Oakrepuit (3akataeBa u ap., 2006; Chevrot
et al., 2006; Quillin et al., 2021). ¥ Gakrepuii 3T
aMHMHOKMUCJIOThHI YYacCTBYIOT B “4yBCTBe KBOpyMa”,
peryiasnuyu oOpa3oBaHUS OMOILUIEHOK, COCTOSIHUS
MOKOSsI, MATOTeHHOCTA M MHOXECTBA APYTUX IIPOLIEC-
COB. Y mnaHob6akTepuu Synechocystis ObLI BbIICIEH U
OoxapakTepM30BaH pPeLenTop, CXOMHbIA C MIOHOTPOII-
HBIMU TJIyTaMaTHBIMU pelenTopaMu 3yKapuorT. OH
pearupyer Ha IIUPOKUIN CIEKTp aMHHOKUCIOT,
BKJTIIOYAs TIyTaMaT, CepUH, TPEOHUH, TOMOLIMCTEH
¥ aJJaHWH, HO He pearupyet Ha acniaptat (Chen et al.,
1999).

Cpenu 3yKapuoT CUTHaJIbHbIE (DYHKIUU TIyTama-
ta, TAMK M mmuuHa jJydiine BCero U3ydeHbl Y KU~
BOTHBIX, PACTeHU, MHPY30pUif U MUKCOMUIIETOB.
Ne 3
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V BbICHIMX pacTeHU ITyTaMaT peryjanupyeTr peak-
LIMI0 Ha TOBPEXIEHUE, POCT IMbLUIbLEBBIX TPYOOK, OT-
BETHI Ha CTPECChl U MHOTME Apyrue mpolecchl. B re-
HoMe Arabidopsis HaiineHo 20 TeHOB MOHOTPOIHBIX
myTaMaTHBIX perientopoB (iGIluR), nturaHa-cBsi3piBa-
[olIKe JOMEHbI HEKOTOPBIX U3 HUX MOXOXMW Ha TaKo-
BbI€ IOMEHbI PELENTOPOB K raMMa-aMUHOMACISIHOM
kucyiore TAMKg. ITokazaHo, YTO arOHUCTHI U aHTAro-
Huctbel TAMKGg-penentopoB BAUSIOT HA TPAHCIIOPT
KaJIbLIUSI U pocT y psicku Lemna minor (Kinnersley,
Lin, 2000). CoBMecTHOE AeiCTBUE INIMIIMHA U TJIyTa-
MaTta B KoHIeHTpauuu 0.01 MM BbI3bIBaE€T BXO[
KaJabLUsl B KJIETKUA IIPOPOCTKOB Arabidopsis. DT xe
AMUHOKMCJIOTHI 10 OTAEIbHOCTU BbI3bIBAIOT aHAJIO-
TMYHBII OTBET JIUIIb B HAMHOTO 00Jiee BBLICOKOM KOH-
HeHTpauu 1 MM. BddekT mulHa U IIyTamara uc-
yesaeT nmpu godasiaeHnn DNQX — Gi1okaTopa Bcex
CEMEMCTB MOHOTPOITHBIX TJIyTaMaTHBIX PELIENTOPOB
xkuBoTHBIX (Dubos et al., 2003).

Y undyzopuun Paramecium TAMK 6bl1a 0OHapy-
JKeHa MMMYHOTMCTOXMMWYECKUMU METONaMM, a ee
peuentop TAMK, — rucroxumuyecku, dyopec-
LIEHTHBIM MTPOWU3BOMHBIM OE€H30IMAa3EeINNHA; TOKa3aHo,
yto TAMK perynmmpyeT KOHbIOrauio 3Toit HH(pYy30-
puu (Delmonte Corrado et al., 2002). ¥V Hee ke ObLT
obHapyxeH TAMKg-peuenTop, KOTOpBIA y4acTBYET
B Moaysiuuu maBaHbs (Ramoino et al., 2003; Bucci
et al., 2005). Beimeneane TAMK y sToit nuHdy30pun
MMPOMCXOAUT MO MEXaHU3MaM, OJIM3KUM K CUHAIITU-
YECKUM: KaJIbLIMA-3aBUCUMBII DK301IUTO3, 3aITyCKa-
eMBIil Jeronsgpu3aleii MeMOpaHBI, TIPU YYACTUH
MeMOpaHHbBIX 0eJIKoB VAMP, SNAP-25, cuHTakcuHa
u BesukyisipHoro TAMK-tpancnoprepa (Ramoino
et al., 2010). IlmyramMat SIBAsIETCS XeMOATTPAKTaHTOM
JUTST 9TOM WH(GY30PUU U BBIZBIBAET TUIIEPIIOISIPU3a-
nuio MeMopansl (Preston, Usherwood, 1988). OnHo-
BpeMeHHoe qodaBieHue rmunHa 1 N-metmir-D-ac-
nmaprata (NMDA) BbI3BIBAET y Hee Tepexo K IiaBa-
HUIO MO KpYry, Torga Kak oba 3TU BellecTBa IO
OTAEJILHOCTH OTBETA HE BI3bIBAIOT. DTa peaklus UH-
dy3opuii Ha mMuuH + NMDA nogasisieTcst crieniu-
¢uueckumu Osokatopamu NMDA-cemeiicTBa 11y~
TaMaTHbIX PELENTOPOB MO3BOHOUYHbBIX: MEHNPOAU-
aoMm, D-AP5, DCKA, MK-801 n noHamMu IIMHKa
(Ramoino et al., 2014).

VY cinuzeBuka Dictyostelium (tun Mycetozoa)
T'AMK B HaHOMOJSIPHOI KOHIICHTPAIIMN 3aITycKaeT
muddepenumnanmio cnop yepes 'AMKg-peuenrop
(Anjard, 2006). I'myramat oka3sajcsd KOHKYPEHTHBIM
naruontopom '’AMK — 100 HM mIyTamara moOJHO-
CThIO TIOAABJISIOT criopyisguuio Ha doHe 1 HM TAMK.

Taxkmm o0OpazoM, mryramat, TAMK n B Kakoii-To
CTEIIEHU IJIMLMH SBJSIOTCS CUTHAJIBHBIMU MOJIEKY-
JIaMU B Pa3IMYHBIX CyNIEPIrPyInax 3yKapuoT — XKUBOT-
HBIE, pacTeHMsI, MHQPY30pUH, CIN3eBUKHA. B reHoMax
pacTeHuii 0OHAPYKMBAIOTCS T'€HbI, SIBHO CXOOHBIE 10
MOC/IeN0BATEIbHOCT ¢ TeHAMU MOHOTPOITHBIX TIy-
TaMaTHBIX PELENTOPOB KUBOTHBIX. [ €HBI MIOHOTPOII-
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HBIX TITyTaMaTHBIX PEIEIITOPOB OOHAPYKMBAIOTCS 1 B
JIPYTUX TPyIINax 3yKapuoT, TAKUX KaK KpacHbIe, 3e-
JIeHbIe, Oypble U TMaTOMOBbIE BOIOPOCIU, TMHODIa-
TeJIJISITBI, BOPOTHUYKOBBIE SKTYTUKOHOCIIBI, XUIITHBIHN
XrytukoHocel Tunicaraptor (Opisthokonta) u ameba
Naegleria (nipenctaBuTenb cyrneprpynmbl Excavata),
YTO MOXET yKa3bIBaTh Ha MPUCYTCTBUE ITOTOOHBIX
PELIEITOPOB YVKe y TIpeaKoBhIX aykapuoT (Bortoli et al.,
2016; Tikhonenkov et al., 2020; Moroz et al., 2021a).

B reHoMax uHGY30pUil U CIM3EBUKOB MOUCK 1O
MOCJeA0BaTEIbHOCTA HE HAXOJAUT U3BECTHBIX TUIIOB
mrytamaTHbiXx 1 TAMK-penienTopoB, HO pelenTOPbI
mryramata 1 TAMK B atux rpymnmax mo ¢gpapMakoso-
TMYECKMM CBOIMCTBaM ITOXOXMW Ha peuenTopbl ce-
MeitctB NMDA, TAMK, u TAMKg XXMBOTHBIX.

Ha ¢unoreneTndyeckom apeBe XUBOTHBIX Placo-
Z0a SIBJISIOTCSI TPETheil BETBbIO Mocie 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 COBMECTUMA C ABYMS CLIEHapUSIMU
MPOUCXOXISHUS HEPBHOM CHUCTEeMBI: 1) IByKpaTHOE
He3zaBucumoe TosipieHue y Ctenophora u Cnidaria +
Bilateria m 2) omHOKpaTHOE ITOSIBJIEHHE y OOIIEeTro
npenka Metazoa u nocieayouiasi BTopuuHas yrpara
y Placozoa u, Bo3MoxHO, eliie y Porifera.

B03MOXXHOCTE BTOPUYHOTO YIIPOIICHMSI B 9BOJIIO-
uu Placozoa mmpoxo oocyxnanach (CM. 0030psI Sy-
ed, Schierwater, 2002; AnemuH, Iletpos, 2002). Oc-
HOBHBIMU JIBVKYIIMU CUJIAMU IJTyOOKOIO BTOPUY-
HOTO YIIPOIIEHUS B 3BOJIIOLIMHY XKUBOTHBIX SIBJISTIOTCS
rMapa3suTu3M U TIPUKpPErJIeHHbI 00pa3 xku3Hu. Hu
TO, HU Ipyroe He oTHocuTcs K Placozoa — monBux-
HBIM CBOOOIHOKMBYIIIMM XWBOTHBIM. U maxe cpenu
MmapasmTui4CCKMX )KMBOTHBIX ITOJIHAsA yTpaTa HCpBHOVl
CUCTEMBI IPOM30IIUIa JINIIb ABA pa3a — y JUIUEMU/I
u mukcocrniopuanii (Feng et al., 2014; Zverkov et al.,
2019). 1 Te, u apyrue IEMOHCTPUPYIOT KpaliHIOO
cTerieHb MOP(MOJOrn4YecKoil peayKuuu, Oyaydu
yCTpOeHBI HaMHOTo mpoilie, yem Placozoa. ¥ ayTth
MEHEE peaylMpPOBaHHBIX APa3UTOB, TAKUX KaK Op-
TOHEKTUIbI MJIN CIIOPOLUCTHI COCAJIBLIIUKOB, HEMPO-
HBI coxpaHstoTcsa (Podvyaznaya, Galaktionov, 2012;
Slyusarev et al., 2019).

I'eHOMHBIE HaHHBIE yKa3biBalOT Ha BO3MOXHYIO
BTOPUYHYIO YTpaTy CUMMETPUM M CETMEHTAalluU Y
Placozoa B cBsI3M ¢ MMHMAaTIOpU3aluMeil (Turmores3a
“mpuspaunoro Hox-mokyca”; Ferrier, 2016), HO Mu-
HUATIOPU30BaHHbIE KUBOTHbIE HE yTpayuBaloT
HEPBHYIO CUCTEMY MOJHOCTHIO. [ToaTOMY BrOpryHas
yTpaTa HepBHOI1 cucTteMbl Placozoa BuITIsIIUT MeHee
BEPOSITHOI, UeM TepBUYHOE €€ OTCYTCTBHE.

HeszaBucumo oT MepBUYHOCTUA WJIM BTOPUYHOCTHU
OTCYTCTBUSI HEpBHOI cucTeMbl Yy Placozoa nzyuyeHue
UX HaGopa peLenTOPOB NPEACTABISIET OONBIION UH-
tepec. Ecnn y Placozoa Hukorma He OBIJTO HEPBHOM
CUCTEMBI, MX PELENTOPbI MOTYT COXPAHSTH T€ UCXO/ -
Hble PYHKLIMH, KOTOPbIE OHU BBITOJTHSUIN Y IPEBHUX
KUBOTHBIX IO TIOSIBJICHUSI HEPBHON CUCTEMBI, YTO
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MOXET HaTh BaxKHYI0 MHG(pOPMAILIMIO O BXOXICHUU
rmytamata, TAMK u mmnuHa B 4Mcio HelpoTpaHc-
mutTepoB. Ecnu HepBHas cuctema y Placozoa 6bia
MOTepsiHA BTOPUYHO, Y HAC €CTh IIaHC U3YIUTh CMe-
HY (GYHKIMN OBIBIIMX KOMITOHEHTOB HEPBHOI CH-
ctembl. [ToaTOMY MBI TTIPOU3BEIN TTOUCK, AHHOTALIIO
1 (UIOTeHeTUYECKUI aHaIN3 T€HOB, KOMMPYIOIINX
penenTopbl miyramara, mmimHa 1 TAMK, B reHo-
Max IByx BuUmoB Placozoa: Trichoplax adhaerens n
Hoilungia hongkongensis.

MATEPHAJIBI 1 METOJbI

st moncKa M aHHOTAllMM T€HOB PEICIITOPOB
MBI MCITOJIb30BAJIM MTOCEIOBATEIbHOCT TEHOMOB
KUBOTHBIX U3 0a3bl gJaHHbIX GenBank. /Ing Placozoa
HCITOJIb30BaJIN OOHOBJICHHYIO aHHOTAIIIO TeHOMa
T. adhaerens (https://genomevolution.org/coge/
Genomelnfo.pl?gid=31909) u aHHOTaLMIO TeHOMAa
H. hongkongensis  (https://bitbucket.org/molpalmuc/
hoilungia-genome/src/master/).

IMouck mpou3BOAMIN II0 TOMOJIOTMH MOCJIEI0BA-
TeJIbHOCTel ¢ momolibio mporpamMmmbl BLASTP (Alt-
schul et al., 1997), ucrnonb3ysi B Ka4eCTBE UCXOAHOTO
3arpoca nmociegoBartenbHoCcTH BeeX iGluR, mGluR n
TAMKj;-peuentopos 4eaoBeka U3 0a3bl AaHHBIX
SwissProt/Uniprot (https://www.uniprot.org/). Haii-
JIEHHbIE TaKMM OOpa3oM IIOCJIENOBATEIBHOCTH pPe-
nentopoB Placozoa ObUIM BBIpaBHEHEI C ITOCJIEIOBA-
TETLHOCTSIMU APYTHX XKMBOTHBIX ITPHU MIOMOIIIU cepBepa
MAFFT Online (https://mafft.cbrc.jp/alignment/serv-
er/) (Katoh, Standley, 2013). BeipaBHUBaHUSI ObLIU
MpoBepeHbl Bpy4Hylo. HemnoyHble mocienoBaTesb-
HOCTH, HE coaepKalllie OTHOTO M3 00s3aTeIbHBIX
i iGluR wim mGluR gomenoB (PBP1, PBP2 u
TMD nns1 nonorpornHsix, PBP1 u 7tm nisa metabo-
TPOITHBIX), ObUIN yIaJCHEL.

durnoreHeTHUYeCKNE TepeBbsl OBLIN ITOCTPOCHBI C
nomo1pio anrropurMa Maximum Likelihood, peann-
3oBaHHoro B mporpamme IQTREE 1.6.12 (Nguyen
etal., 2015) ¢ aBTOMaTM4eCKUM BBEIOOPOM MOIEIN
aMUHOKMCJIOTHBIX 3aM€H, U ¢ moMolbio baliecoBoro
aaropurMma B mporpamme MrBayes 3.2.6 (Ronquist
et al., 2012). Craructudeckasi HOCTOBEpPHOCTb Maxi-
mum Likelihood nepeBreB Obl1a TpOBEPEHA C TTOMO-
mbio 2000 pernuk yasrpadsicTporo 6yrcerpana (Ho-
ang et al., 2018).

PE3VJIBTATDBI
louck u annomayus peyenmopoe 6 cenomax Placozoa

MpbI aHATM3WMPOBAIM TEHHBIE CeMENCTBA, CBSI3aH-
HbIE C Mepeaayeil CUTHAJIOB MPU MOMOIIIM TIyTaMarta,
IJIAIIMHA ¥ TaMMa-aMHHOMACJISTHOM KMCJIOTBI. Y TT0-
3BOHOYHBIX XMBOTHBIX B TWJIyTaMaTHO# Tmepemaye
YYacTBYIOT BO30YyXXIalllMe HWOHOTPOIHBbIE TIyTa-
MaTHbIe petentopsl (iGluR) 1 MmeTaboTpoIHbBIE TITYy-
tamaTHble pelienTopbl (MGIuR). B TAMK-3aBucu-
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MOIi Tiepeiaye y4acTBYIOT TOPMO3HbIE MOHOTPOTTHbIE
TAMK,-peuentopsl (GABA-A) u MeTaboTpONHbIE
T'AMKj;-peuentopel (GABA-B). B Bocnpusitun
[JIMLIMHA Yy TIO3BOHOYHBIX OCHOBHYIO POJIb UTPAIOT
TOPMO3HbIE€ HIOHOTPOTIHbIE TIMIIMHOBBIE PELIETITOPbI
(GlyR). B renome Trichoplax ooHapy>KeHbI T€HbI JJIsI
OOJIBLIMHCTBA U3 3TUX CEMEINCTB PeleNTOPOB, 32 UC-
kimouyeHneM TAMK, v IIUIIMHOBBIX.

Dunoeenus u 360J4H0UUA UOHOMPONHbIX
cAYMAaAMAmMHLIX peuenmopoe

AKTyalbHBII B3I Ha KjIacCU(PUKALIMIO U 3BO-
JIIOIMIO MOHOTPOITHBIX TJIyTaMaTHBIX PEeleIITOPOB
npencTtasiieH B 0030pax (Ramos-Vicente et al., 2018,
2021; Moroz et al., 2021a). iGluR >kMBOTHBIX AEJISITCS
Ha cemeiictBa NMDA, Epsilon, Lambda m AKDF.
B cBoto ouepenp, cemeiictBo NMDA aensT Ha KJjiac-
coi NMDAI, NMDA2, NMDA3. B cemeiicTBe
AKDF BoigensioT getsipe k1acca (AMPA, kanHat-
Hble, Delta, Phi), cooTBeTCTBYyIOIIMX MOHOMUIETH-
YyeCKMM KJIajiaM Ha JepeBe perentopoB. Kpome Toro,
qacTh penernropoB ceMeirictBa AKDF, obpasyrommas
Ha JE€peBE HECKOJbKO BE€TBEi B OCHOBAHUM CEMEN-
CTBa, He BKJIIOYAECTCS HU B OIMH U3 3TUX KJIaccoB. Jla-
Jlee MBI OyoeM Ha3bIBaTb 3Ty TIPYIMIIy PELEITOPOB
“HeknaccuduiimpoBanublie AKDF”. DkcnepuMeH-
TaJlbHO M3y4YeHbl B IIEPBYIO OYepelb IpeACTaBICH-
HBIE Y YEJIOBEKA U IPYTUX MO3BOHOYHBIX U BaxKHBIE
11 MeaunuHbl Kiaccel NMDA, AMPA u kanHat-
HBIX PELIEIITOPOB.

Bce o6napyxennbsle Hamu iGluR Trichoplax Ha
duoreHeTMYECKOM JiepeBe TMOMNaaalT B CEMEUCTBO
Epsilon (mpucyTcTBYIOT y 6a3aIbHBIX MHOTOKJIETOU-
HBIX XXMWBOTHBIX, TOJIOBOXOPIOBBIX M HEMEPTUH) U
rpy1ny HekiaccupuumpoBaHnHbix AKDF.

Y Trichoplax umeercst 14 T€eHOB MOHOTPOIHBIX
mTyTaMaTHbBIX petentopoB (10 cemeiicTBa Epsilon u 4
cemeiictBa AKDF). Peuenropnr Trichoplax AKDF-
TUIIA JEJISITCI Ha ABE KJIalibl, OHA U3 KOTOPBIX SIBJISI-
eTCsl CECTpUHCKOM Mo oTHoleHUI0 K AKDF-penen-
TOpy TyOKU Sycon. B ToO ke BpeMs y peacTaBUTEs
JIpyroro popa mnjacTuH4YaThix, H. hongkongensis,
TosibKo TITh iGIuR — Te ke yetbipe AKDF u nuib
onuH peuenrtop Epsilon-cemeiicTBa (puc. 1). Takum
obpasom, 7. adhaerens u H. hongkongensis numeioT
MOHOTPOITHBIE TIyTaMaTHbIE PELIETITOPhI U TTIOTEHLIM-
aJlbHO MOTYT pearupoBaTh Ha IIyTamar.

IlpencraBuTen AByX caMbIX Oa3aIbHBIX BETBEit
JKUBOTHBIX, TYOKM U TpPEOHEBUKU, TOXE UMEIOT
MOHOTPOIIHBIE ITIyTaMaTHEIE pelieNITOPEL. I peOHeB1-
KM MMEIOT MHOTOYMCJICHHBIE PELIEIITOPhI CEMEMCTBA
Epsilon, o6bikHOBeHHas ryoka [rcinia — oquH Epsi-
lon-peuenTop, y U3BECTKOBOII T'yOKHM Sycon M TO-
MockiepuTHOI Oscarella ectb penenrropsl AKDF-Trma.
YV MoaesIbHBIX BUTOB OOBIKHOBEHHBIX TYOOK Amphim-
edon queenslandica v Spongilla lacustris H”OHOTpOTIHbIE
IJIyTaMaTHBIE PelEenTOPhbl MOJHOCTBIO OTCYTCTBYIOT.
Ne 3
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Puc. 1. BaiiecoBo ¢uitoreHeTu4ecKoe ApeBo 117 MOHOTPOITHBIX IyTaMaTHBIX PELIENITOPOB XXUBOTHHIX. BeTBU perientopos Pla-
C0z0a BblIeJIeHbI cepbIM (hoHOM. baiiecoBbl TOocTEprOpHBIE BEPOSITHOCTU BeTBeit 0603HaUeHBI LIpaMK OKOJIO Y3JI0B IepeBa.
AHanu3 niponosekancs 1.42 MJIH OKOJIEHUI 10 KOHBEPreHIMY MapKOBCKUX LieTIei, ONpeaeIeHHOM ¢ MOMOLLbIO TPOrpaMMbl
Tracer. BelpaBHMBaHME COCTOSUIO U3 2472 no3uimii, 1348 u3 HUX MHGOPMATUBHBIX.

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

Oco60 cTOUT 0O6CYINTh MPOUCXOXICHNE perell-
TopoB ceMmeiicTBa NMDA. DTy pelienTopsl, ¢ OQHOM
CTOPOHEBI, OTCYTCTBYIOT Y BCEX BOIIEAIIMX B aHAIU3
ryooK, rpeOHeBUKOB 1 Placozoa, ¢ Ipyroit CTOpoHHI,
X BETBb OTXOJIMT OT caMoIi 0a3ajbHOM YaCTu Aepena,
YTO YKa3bIBaeT Ha INIyOOKYIO IPEBHOCTh pa3acacHUS
penenrropoB Ha NMDA 1 Bce ocTtajibHBIE — IO TH-
BEpreHIMM 0a3ajbHBIX TUMIOB Metazoa. DTo MOXHO
WHTEPIIPETUPOBATh JTUOO KAaK IOJHYK BTOPUUYHYIO
notepro NMDA-petiennTtopoB y TyOOK, TpeOHEBUKOB
u Placozoa, 1nb60 Kak MCKaxXeHUe UX MOJOXEHUS Ha
JiepeBe, HallpuMep, B pe3ybTaTe 3¢ deKTa IpUTSIKE-
HUS JUIMHHBIX BETBEIA.

Jlueanonas cneyuguunocms UOHOMPONHBIX
2NYMAMAMHBIX PEUENopos

HecmoTtpst Ha Ha3BaHUe “TiyTamMarHbIe”, MHOTHE
pELIENTOPHI 3TOT0 ceMeiicTBa UMEIOT Apyrue (pu3no-
Jlorndyeckue auraHabl. JInranaHas cneuu@UIHOCTh
SKCIEPUMEHTAJILHO M3y4eHa B OCHOBHOM IJIsSI Ce-
meiictBa NMDA n kimaccoB AMPA, kauHaTHBIX U
Delta, Tak KaKk OHUM UTPaAIOT BaxKHYIO POJIb B HEPBHOM
CUCTEME MJIEKOMMUTAIOIINX 1 YeitoBekKa. AMPA u ka-
WHATHBIE PELIENTOPHI BEICOKO CITeLIM(UYHBI K IJIyTa-
maty. Cemeiictea NMDA1, NMDA3 u Delta pearu-
pyIOT Ha DuuH U D-cepwH, HO He Ha IJTyTaMar.
NMDA?2 pearnpyloT Ha IIyTaMaT M acrapTar.

CewmeiictBo Epsilon oTCyTCTBYeT ¥y MO3BOHOYHBIX
U MOJEJbHBIX TPYyNN OECMO3BOHOYHBIX, TAKMX KakK
HacekoMble U MoJUTIocKU. [ToaToMy nuraHmgHas crie-
M (UYHOCTb U3BECTHA JIMIID JJIs MSATU PELIENITOPOB
3TOTO CEeMEMCTBAa — JIBYX U3 JIaHLIETHUKA U TpeX U3
rpebHeBUKOB (Alberstein et al., 2015; Ramos-Vicente
et al., 2018). Tpu u3 mITH 3TUX PELIEIITOPOB CIICLIM-
¢uuHbl K muuuHy, ofuH (GluE13 Mle) — Kk miyTa-
Marty, U, HakoHell, perientop GluE7 Bla maHueTHu-
Ka He pearupyeT HU Ha Kakre MpOBEPeHHbIe aMUHO-
KUCIOThl. M3yyeHue KPpUCTAJIMYECKON CTPYKTYPbI
GIuE7_Bla noka3zano, 4To €ro JWraHIa-cBsS3bIBalO-
1T KapMaH NepeKPbIT 00bEMHOKM OOKOBOM IIETIBIO
tupo3uHa-653 (Ramos-Vicente et al., 2018), u, Bepo-
SITHO, 3TOT O€JIOK OOJIbllie HE SIBJISIETCSI MOHOTPOII-
HBIM peleNTOPOM aMUHOKUCIIOT U BBITIOJHSIET ApY-
rue GyHKIINH.

AMMHOKMCJIOTHBIE OCTaTKM PELIETOPOB, y4acT-
BYIOILIME B CBSI3bIBAHUU JIMTAHI0B, XOPOIIIO U3YYEHBbI
(Armstrong, Gouaux, 2000; Furukawa et al., 2005;
Naur et al., 2007; Yao et al., 2008; Mayer, 2021). Tu-
pO3UH uau eHWIaTaHUH B TTo3uliuu 450 ydyacTByeT
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B Ban-nep-BaanbcoBoM B3aMMOmeicTBUM C alibda-
YTJI€pOIHBIM aTOMOM JIUTaHAa, KOHCEepPBAaTUBHbIN ap-
TMHUH B To3unuu 485 o0pasyeT MOHHYIO CBSI3b C
KapOOKCWJIBHOM TPYIIIOii, acriapTaT ujiu ITyTaMarT B
no3unuu 705 — MOHHYIO CBSI3b C aMUHOTPYIIION JIN-
raHga (Hymepamusi COOTBETCTBYET 3peJIOil IToCIea0-
BatenbHOCTH penientopa GluA2 kpricer). Kpome Toro,
BOOOPOIHYIO CBsI3b C KapOOKCUJIOM oOpasyeT
NH-rpymnma 654 ocratka (0OLIYHO CEpUH WU aja-
HUH), a BOOIOPOIHBIE CBSI3M C aMUHOTPYIIIION TUTaH-
JIa — octatku 478 (IpoJiuH, aJJaHWH WJIM acliapTart) 1
480 (cepyH MM TPEOHUH).

JlurangHag Creuu@UUIHOCTbL 3aBUCHUT IIIABHBIM
00pa3oM OT aMMHOKMCJIOTHBIX OCTAaTKOB 653, 655 u
704, KOHTaKTUPYIOIIUX C OOKOBOI LIeMbl0 aMUHO-
KHUCJIOTHI-IMTaHaa. Y  IIyramMar-cneluUIHBIX
AMPA 1 KamHaTHBIX PELIEITOPOB B 3TUX MO3UIIUSIX
HaxozasaTcs octatku G/S, T, V/I/M cooTBETCTBEHHO.
Imyramar-cnenuduunsiii  peuenrtop GluE13 Mile
UMeEEeT B 3TUX ITO3ULIUSAX CEPUH, TPEOHUH U TTyTaMmar.
Penentopet NMDA?2, cBS3BIBalONINE TJTyTaMaT U ac-
MapTaT, UMEIOT B 3TUX MO3ULUSIX [JIULIUH, TPEOHUH 1
TUPO3UH (Tab. 1).

VY NIMLMH-CBSI3BIBAIOIINX PELENTOPOB JUTAH/I-
CBSI3bIBAIOIIME  CaWTBl  OoJiee  pPa3HOOOpPAa3HBI.
VYV NMDAI1, NMDA3 u Delta (turannbsl — DIMIUH U
D-ceprH) B 3TUX MO3ULIMSAX CEpPUH, TUAPOGhOOHAas
aMUHOKUCJIOTa U TpUTITOMaH. Y IUIUH-CBSA3bIBAIO-
mux penenTtopoB cemeiictBa Epsilon Habmomaercs
oosbiiee pazHooOpasue. GluEl Bba nanuerHuka
uMeeT TaM octatku S, P, W, uyTo mnoxoxe Ha
NMDAL1/3, torma kak y GIuE7 Mle n GIuE3 Pba
IrpeOHEBUKOB IIPUCYTCTBYIOT O0Jiee MOJIsIpHbIE OCTaT-
KW: apTUHWH B 653 1 Trytamat B 704, MeXXIy UX 60KO-
BBIMM LIEMISIMUA €CTh MOHHASI CBSI3b, B 655 mo3uiuun
npoauH (Tadm. 1).

ITocMoTpUM Terepb Ha COOTBETCTBYIOILIME aMU-
HOKMCJIOTHBIE OCTaTKU peuentopos Trichoplax. Cpe-
I ero perentopoB Epsilon-cemMeiicTBa BBIIEISIOTCS
mate OenkoB (GIuE5, GIuE7, GIuES, GIuE9,
GIuE10) ¢ uebonmpmmmu amumHokucaotamu (Gly,
Ala, Ser) B 704 nmo3uiiun. 704 octaTOK KOHTPOJUPYET
pasMep JIMTaH[I-CBSI3bIBAIOIIETO KapMaHa, y TN~
HOBBIX PELIETITOPOB TaM OOBIYHO TpUNTodaH, y IIy-
TaMaTHBIX — ajnudaThudecKue aMUHOKWCIOTHI WU
TUpo3uH. Heboblline aMMHOKMCIOTHI B 3TOI MO3U-
M YKa3bIBAIOT HA BEPOSITHOCTD CBSI3bIBAHUSI MOJIC-
KyJI JIMTAaHOOB 00Jiee KPYIHEIX, YeM IIyTamar. bonee
toro, y 6enka GIuE7 Trichoplax KoHcepBaTUBHBIM
aprUHUH-485 3aMeHeH Ha HEeIIOJISIPHBIN JISHIIH, YTO
JIOJDKHO HapyllaTh CBSI3bIBaHME KapOOKCHIBHBIX
IpyI aMUHOKHUCIIOT, M, BEPOSITHO, €ro JIMTaHbI BO-
0011Ie HEe OTHOCSTCSI K aMUHOKMCIOTaM. 3aMEHEI B
3TOM MO3UIINH, TToMnMo Placozoa, HaMu OBLIM Hai-
JIEHBI TOJBKO Y T'YOOK, BCe 63 MpoaHaIM3MPOBAHHBIX
peuenTopa Bilateria mumetor Tam apruauH. OnuH pe-
nenTop (GluE1l) umeer MmotuB SAW B 3TUX ITO3ULIN-
sax, Kak y NMDA3-peuentopoB MJIEKOITUTAIOIINX
Ne 3

TOM 84 2023



[TTYTAMATHBIE U TAMK-PELEITTOPbBI BESBHEPBHbBIX 2KWBOTHBIX 169

Ta6mmna 1. BeipaBHUBaHUE (hparMeHTOB MOHOTPOITHBIX IyTaMaTHBIX PELIETITOPOB, YYACTBYIOIINX B CBI3BIBAHUY JIMTAHIOB

Tun Peuierrrop Cemeii- JIurann AMMWHOKUCJIOTHBIE TTO3ULINN

HHMBOTHBIX CcTBo 450 478 480 485 653 655 704

Placozoa ~ GluEl _Hhon Epsilon ~‘ewssecrmii 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 HeusBeCTHBIA AGAFSI TVKRS | DTEAM - - - - - -
TIPOMEXYTOYHBIN

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

Placozoa  GIuE4 Triad Epsilon newsseeTHblt -y gy G G AGAFSI SVSRA ANTSTE FLWDAA
TIPOMEXYTOYHbIN

Placozoa  GIluE5_Triad Epsilon :;3?[};3;;""“2 GQYGA AAPLSI SPVRQ KEGSTN F I aD A 'S

Placozoa GIuE6_Triad Epsilon  wommn/D-ceprn G QY G| VAPLSI TKERE ANSSI E FLYDAS

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

Placozoa  GIuES8_Triad Epsilon z;;if;;”bm GQYGS AAPLSI TPERQ AGGSIH YI DAA

Placozoa  GIuE9_Triad Epsilon :;3;?33;””'7‘ GFYGT AAPLSI TPERQ QGSSVY FII GAT

Placozoa GIuE10_Triad Epsilon :;1;:;3;;“]’”2 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 - py gy VADLTI TADRE RGGQTS FI WDTP
TIPOMEKYTOYHBIN

Placozoa  GluAKdf2 Triad AKDF ~ HOMSBCCTHBE oy g A FADLTI TAERE KGGHTS FIl WDTP
TIPOMEXYTOYHbIN

Placozoa  GluAkdf3 Hhon AKDF  HewsecTHRit gy g g | GDLTI SQQRQ SDTSLT FLLDAQP
TIPOMEXKYTOYHbIN

Placozoa  GluAkdf3 Triad AKDF  Hewssecmii g oy g g LGDFTI SRERQ SDTSLT FLLDRP
TIPOMEKYTOYHBIN

Placozoa  GluAkdfd Hhon AKDF ~ HowssecTHmiii oy g Q LADLTI TMHRE RDSQLH FLI DQV
TIPOMEXYTOYHBIN

Placozoa  GluAkdf4 Triad AKDF ~ HOMSBCCTHBE gy g A LADLTI SLI RE QDSQVH FLI DKA
TIPOMEXYTOYHbBIN

Chordata ~ GluA2 Hsa AMPA L-riyramar 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-miyramar 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 QNS QPL 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. JIurangHast cnelmUIHOCTD MPUBENCHHBIX B Tabauile perenrtopoB Chordata, Arthropoda u Ctenophora ycraHoBieHa
aKcIepuMeHTanbHO. CriendUIHOCTb pelienTopoB Placozoa npeackazaHa HaMu ITyTeM CPaBHEHMSI ITOCIIEI0BATEIbHOCTEM € 9KCIIepU-
MEHTaJIbHO OXapaKTepU30BaHHBIMU peLieNTOpaMU. AMUHOKUCIIOTHI, CBSI3bIBAIOIIINE aMUHOTPYIIITY, KApOOKCUJIBHYIO TPYITIY U aibda-
yIJIepOJ JIMTAaHJA, BbIIEJIEHbI CBETIO-CePbIM (POHOM. AMUHOKMUCIIOTHI, CBSI3bIBalOLIMEe OOKOBYIO LIeMb JIMTaHIa, BbIIEIeHbI XXUPHBIM
wpucTOM Ha CBETJIO-cepoM ¢hoHEe. AMUHOKKCIIOThI, PE3KO OTIMYAIOLIMECS OT TOMOJIOTMYHBIX Y IPYTMX PELENTOPOB, MOKa3aHbl Oe-
JIBIM TIpUPTOM Ha YepHOM (poHE. AMUHOKMCIIOTA B TO3ULM 450 B3auMOIECTBYET ¢ aib(ha-yrjepoaoM JIUraHaa, B MO3UIusIx 478,
480 1 705 — cBA3BIBAIOT aMUHOTPYIIITY, 485 1 654 — anbha-KapOOKCWIbHYIO IpyITy. AMUHOKHUCIOTHBIE ITO3uLnu 653, 655 u 704 KOH-
TaKTUPYIOT ¢ OOKOBOI LIETbIO JIUTaHAa U ONpenesiioT crneunuduyHocTb pelientopa. CrneundUuyHOCTh “HEUM3BECTHbINM MPOMEXYTOU-
HBINM” yKa3aHa Jisl peLieNTOPOB, JTUTaHI-CBI3bIBAIOIINE MOTHBBI KOTOPBIX COUYETAIOT MPU3HAKM ITyTAMAaTHBIX U IJIULIMHOBBIX PELeTT-
TopoB. OHY MOTEHUMAIBHO MOTYT CBSI3bIBaTh OeTa-anaHuH, TaypuH U TAMK. CneunduyHOCTb “HEU3BECTHBIN KPYITHBIN” — 1151 pe-
LIENITOPOB, Y KOTOPBIX B 704 mo3uiiuu oo6beMHble aMuHOKUCIOTH (Trp, Tyr, Leu, Ile, Met) 3ameHeHbl Ha komnakTHbie (Gly, Ala, Ser),
U, COOTBETCTBEHHO, JIMTaH I-CBSI3bIBAIOIINI KapMaH 0OJIbllIe, YeM y TUITMYHBIX IJTyTaMaTHBIX PELeITOPOB.

(murannel — mmnouH U D-cepun). Ba peuenropa, koHeu, GluE4 umeer motuB TTW, coueraromiuii
GIuE3 u GIuE6, nmerot motuBbl SYW u SIY, Gosee  4yepThl DIMLMH-cBsI3bIBatomx (W704) u miyTamar-
cxogHbie ¢ NMDAI MJIeKONMUTAIONIUX, U TOXe, Be-  cBs3biBamomux (T655) pelenTtopoB, M ero cremu-
POSITHO, MOTYT CBSI3bIBaTh NIMIUH U D-cepuH. Ha-  (UUYHOCTH MBI IIPEATIONIOXUTH HE MOXeM (TadJ. 1).

XYPHAJI OBIIIEM BUOJIOTUM  Tom 84 Ne 3 2023
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M3 getnipex AKDF-peuenropoB Trichoplax onuna
(GluAkdf1) umeer motuB SVW, kak NMDA1 miieko-
MUTAIOIINX, 1, BEPOSITHO, CBI3bIBACT MNIMIUH U D-
cepmnH. Tpm npyrux nmeiotr MmotuBsl TLL, SVI, GTW,
COYETaOIIME YePThl NIMIIUH-CBSA3bIBAIOIINX U [JIyTa-
MaT-CBSI3BIBAIOIINX OCJIKOB, M UX JIUTAHIHAS CIICII-
(UYIHOCTH OCTAETCS IO, BOIIPOCOM.

Takum obOpa3om, u3 14 MOHOTPOITHBIX IJTyTaMar-
HBIX pelentopoB Trichoplax 4, NpeaNOI0XUTEIbHO,
crieuM@GUYHBI K IUIUHY U D-cepuHy, S, BEpOsITHO,
pearupyroT Ha KaK1ue-To JJUTaHAbl O0JIbIei MOJIeKy-
JIIPHOW Macchl, 4eM IIyTaMar, BO3MOXHO Jaxe He
aMUHOKUCJIOTHI, U Y 5 pelienTOPOB JIUTaHI-CBSI3bIBa-
IOIMEe CalTbhl MMEIOT MPOMEXYTOYHOE CTPOEHUE
MEXIy TUIMUYHBIMU [JIyTaMaTHbIMUA U TJIULMHOBBI-
Mmu. Hu onuH u3 peuentopoB 7Trichoplax He COOTBET-
CTBYET TUINUYHBIM TIJIyTaMaTHbIM, OJIMXE BCEro K
HuM peuenrop GluAkdf2 ¢ motusom GTW.

Dunocenus u 260410UUs MEMabOMPONHbIX
enymamamuwix u TAMK z-peyenmopoes

MetaboTporHbie pernenTopsl niyramara 1 TAMK
oTHocATcd K (G-0eJIoK-CBSI3aHHBIM pelienTopam
(GPCR) kiacca C, xapakTepHU3yIOLIUMCS TeTepo-
WJIY TOMOJUMEPHOM CTPYKTYpOil. DTOT KJlacc peLerl-
TOPOB Tak>Ke BKJIIOYAET BHEKJIETOUHbIE KAJIbIIMEBBIE,
BOMEpPOHA3aIbHbIE, BKYCOBBIE PELICTITOPHI CJIAIKOTO
u ymamu, peuentopbl cteponnoB GPRC6A u He-
CKOJIBKO PelEeNTOPOB C HEU3BECTHBIMU JMTaHAaAMU
(orphan).

M3-3a 3HAUUTEBbHONM NMBEPreHUMN TOCIea0BAa-
tenbHocTeit GPCR knacca C Mbl aHHOTUPOBAIU U
aHanusupoBanu TAMK, otaensHo oT mGIluR u pon-
CTBEHHBIX UM pelienTopoB. [1pu moctpoeHnn Guiio-
FeHETUYECKUX JepeBbeB pelentopos TAMK, nocne-
noBarebHocTM MGIUR Mcnonb3oBain B KayecTBe
BHEIIHE! IrpyIbl, U HAOOOPOT.

B renome Trichoplax namu oOHapyXeHO 34 reHa
mGIluR-110000HBIX peLIeITOPOB, YTO HAMHOTO OOJIbIIIE,
yeM y yesoBeka (8 mGIluR u 4 mGluR-nogo0HbBIX pe-
uentopoB) u Aplysia (2 mGIluR u 8 mGluR-nono6-
HbIX). bonbmoe pasHooOpasue mGIuR-nmogoOGHBIX
peLEenTOpOB TakKKe HaiaeHo y Kopajia Stylophora
(35 reHOB) U U3BECTKOBOM ryoku Sycon (29 reHoB).

®dunoreHetnyeckoe apeBo mGIluR u poacrBeH-
HBIX PELIETITOPOB (PUC. 2) TTOKa3bIBAET OOIBIIIOE pa3-
HooGOpasue aTux peuentopoBy Placozoa. B ato npeBo
TaKXe BKJIIOUEHBI PELIeNTOPbl BHEKJIETOYHOTO KaJlb-
1151, BKYCOBBIE (CJIAKOTO U yMaMMW) U MEMOpaHHbBIA
peuentop aHaporeHoB GPRC6A, mocKoiabKy OHU
oonee cxomubl ¢ mMGIuR, yem ¢ GABA-B. Penenro-
pol Bilateria Ha aTOM IpeBe 00pa3yroT nBe BeTBU. Of-
Ha cocTaBJeHa MeTaOOTPONMHBbIMU [IIyTaMaTHbIMU
peuenropamu (mGIluR), apyras — penentopamu
BHEKJICTOYHOTO Kajblius, BKycoBEIMU 1 GPRCOA.
Penenrtopsr Trichoplax oGpa3yloT 4yeThipe BEeTBU Ha
npeBe. JIBa penenrtopa Trichoplax oOpa3yroT cecT-

KYPHAJI OBLIEN BUOJIOTUU

puHckylo 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 nosBoHounbix (TriadlTZ_ 006745, 006746,
009440). 29 iGluR-nmono6HbBIX peuentopoB Trichop-
lax 0Opa3yIoT cBOIO COOCTBEHHYIO KJIady, Oojee oTma-
JICHHO CBSI3aHHYIO C KaJbLIWI-4yBCTBUTEIbHBIMU,
BKycoBeIMU 1 GPRC6 penrentopamu Bilateria.

Taxke y Trichoplax v psima Apyrux BUIOB OOHapy-
XEHO Oofbltoe koamyecTBo penentopoB TAMKS.
V Trichoplax wnx 37, y Stylophora (Anthozoa) — 18,
Amphimedon (Porifera) — 21, Saccoglossus (He-
michordata) — 28. DTo pe3Ko OTJIUYaeT UX OT MO3BO-
HOYHbBIX, MOJUIIOCKOB M YJIEHUCTOHOTUX, KOTOpbIE
MMEIOT He 0oJiee YeThIpeX PEeLEeNTOPOB 3TOTO ceMeii-
crBa. Ha ¢uyoreHeTMueckoM apeBe peLeNnTOpoB
TAMKjy (puc. 3) peuentopsl Trichoplax, Porifera n
Cnidaria 00pa3yloT MHOXECTBO BETBeEii, MepeMeniaH-
HBIX JPYT C IPYTOM U C peLieNITOPaAaMU MOJTYyXOPIAOBOTO
Saccoglossus.

I[IpumeuarenbHO, YTO KiIama penentopoB Placo-
zoa 1 Cnidaria SBisieTcs CECTpMHCKOM K peliennTopam
T'AMKjy Bilateria. OOwast TonoJyiorust Apesa ¢ He-
CKOJILKMMU KJIagaMu peuenTtopoB Placozoa u Cni-
daria mpenmosaraeT, 4To AUBepcUpUKALIMSI ceMeli-
ctBa perientopoB TAMKg Hauanach Ha caMbIX paHHUX
CTagusIX BBOJIOLIMU XUBOTHBIX, U Bilateria (kpome
Saccoglossus) TIOTepsiIN OOJIBIITYIO YaCTh 3TOTO IPEB-
HEeTo pa3HooOpa3us.

Mukposeoatoyus enymamammuolx
u TAMK g-peyenmopog y Placozoa

MpbI nipoBe PMIIOTeHETUYSCKUI aHaIn3 MOHO-
TPOMHBIX U METAOOTPOMHBIX PELIEITOPOB, UCITOJIb3YS
MOCJIeTOBATEIBHOCTH IBYX OTHOCUTEIBHO OJIM3KUX
BunoB Placozoa — Trichoplax adhaerens u Hoilungia
hongkongensis. DTo TO3BOJIMJIO HaM BBISIBUTb COOBI-
THS OYTUTMKALMI W TeJIeINii TeHOB, ITPOU30IIIeIIIIe
TOCJI€ PACXOKICHUS 9TUX BUIIOB.

H. hongkongensis otnudaercst ot 1. adhaerens
MEHbBIIUM KOJIMYECTBOM F€HOB MOHOTPOIHBIX [JIyTa-
MaTHBIX pelenTopoB (5 BMecTO 14) 1 GONBbIINM — Me-
TaboTpoIHbIX yTaMaTHbiXx U TAMKg-penentopos
(43 u 49 Bmecto 34 u 37 coorBeTcTBeHHO). Cpenu
MOHOTPOITHBIX PELIENITOPOB OTJIMYUSI KACAIOTCS TOJIb-
Ko cemeiictBa Epsilon. Trichoplax nmeet 10 aTux pe-
nentopoB, Hoilungia — nuimb omuH. Ha npese Epsi-
lon-penentop Hoilungia SIBASETCSI CECTPUHCKUM K
oenky Trichoplax GIuEl, nuBepreHIMs OCTaJIbHBIX
Epsilon-penentopos Trichoplax ipou3olinia 01mke K
KOpHIO ApeBa. DTo o3HavaeT norepio Hoilungia pas-
HOOOpa3us perenTopoB, KOTOPOE OBILIIO y €€ 0OIIETO
npenka ¢ Trichoplax. Habop AKDF-penentopon
Hoilungia v Trichoplax nieHTU4YeH, o6a BUIa UMEIOT
10 YeThIpe pelenTopa, KOTOpble Ha IpeBe OObeINHSI-
I0TCSI B TTapbl OPTOJIOTOB.
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{Homo sapiens TAMKy1-petientop TAMKg-peuenTopst
100 Homo sapiens TAMKyo-peuenirop | (BHELLHSIS FPyIina)

Mi is mGlu-m it peuenrop 1
73 M iopsis mGlu-r OHBII perierntop 3
100 Pleurobrachia mGlu-nono6HsIit perienTop

Sycon mGlu-nono6Hbie
“peuenropsi (7)

Sycon mGlu-nono6HbIe

Trichoplax CaSR-nonoGHsii penienop 6
00 Hoilungia CaSR-nonoGusiii pewenrop 14

100 Trichoplax CaSR-nionoGiii peuentop 7

100 Hoilungia CaSR-onoGuiii pewenrrop 13

Hoilungia CaSR-nono6Hiii pettenrop 32
Hoilungia CaSR-nonoGuiii pewenrop 12
Hoilungia CaSR-noxoGuiii peuenrop 11

Hoilungia CaSR-nonoGuiii pewenrop 10

00

------ Trichoplax CaSR-nonoGHbtii peuerntop 8
enenTopsl (19
peu put (19) ) Trichoplax CaSR-nonoGHiit petentop 9
M CaSR-nofo6Hblit peuienTop 5 Trichoplax CaSR-non06Hblii petientop 29
100 :Ilol/lmgm CaSR-non0GHwii pettenrop 27
- =Stylophora CaSR-1on0o6HbIe perienTtops! (4) — | Trichoplax CaSR-noao6ubiii peuernop |
68 " o " Hoilungia CaSR-nono6umiii peuerop 6
Stylophora CaSR-nono6ubiii peuernrropsi (1) Trichoplax CaSR-1Io10GH I pettenTop 2
Placozoa CaSR-nonoGbie «13 3 Hoilungia CaSR-nionoGwi peuerrtop 5
""""""""""" peuenTopnl (29+38) o a 100 Trichoplax CaSR-11010GHiii petiertop 3
5 Hoilungia CaSR-nonoGHbiit 4
Tl CooRoromn pennep? se e e
vichoplax -
10 Hoilungia CaSR-iono6Hbiii peuerrrop 2 = E ,T:Hmm,w CaSR-nionoBHBiH penierrrop 26
72 Trichoplax CaSR-nono6Hbiit peuentop 3 Qﬁ E o o CaSR pewenTop 25
100 I:Hoilungia CaSR-nonoGHslit peuernrop 3 v a Hoilungia CaSR-niono6Hbiii peterntop 24
- 3 < 100) Trichoplax CaSR-nox ii peuenTop 26
Stylophora CaSR-mionoGHeiit peuertopst (2) o Trichoplax CaSR-nionoGubiit peuentop 25
Stylophora CaSR-nono6Heie petentopsr (19) 1001 Trichoplax CaSR-nio106Hbili pettenop 27
" Trichoplax CaSR-nono6HbIii peuentop 14
i Hoilungia CaSR-mionoGHiii peterrrop 1§
Octopus CaSR-110106HbI#i penenTo) o
_ 2 a peuenrop 3 Trichopiax CaSR-nono6Hti penerrrop 10
Trichoplax CaSR-niono6ubiii peuernrop 1 n g o Hoilungia CaSR-nogo6uuiii petenrop 17
ilungia CaSR peuenTop | g 3 Trichoplax CaSR-nonoGHiit peuentop 4
Stylophora CaSR-nono6Hblii peuentopsr 1 =5 =z Hoilungia CaSR-non106H1ii pettentop 2
L Stylophora CaSR-nonoGHLHA pelierTopst 3 a2 Trichoplax CaSR-nonoGHbtii peuerntop 5
% "”_ ora ~TOAOOHEIH PELICTITOPLE 5 5 Hoilungia CaSR-nion06ubiii peuentop 19
Homo sapiens pelienTop BHEKJIETOYHOTO KATbIIHMs V] Trichoplax CaSR-nono6ublii peuentop 12
Mus musculus BoMepOHa3aJIbHEII penientop Vmn2r26 - g Hoilungia CaSR-non06Hbiii petientop 16
o (5} c - erel
100 Mus musculus BoMepOHa3anbHIiT petierrrop Vmn2r116 = o L T”""’”"“" _C“_SR nonoGHL penentop 11
o 5 Hoilungia CaSR-nonoGubiii peuentop 15
59 Homo sapiens memGpanubiii penientop anaporenos GPRC6A g 5} Hoilungia CaSR i pewentop 3
Homo sapiens BkycoBoii koperuerrrop TASIR3 g g Trichoplax CaSR-nono6usrii penentop 13
Homo sapiens peuenop criazkoro skyca TASIR2 [~ Hoilungia CaSR-nionoGHsii peterrtop 1
Homo sapiens peuentop Bkyca ymamu TASIR1 Mmoo p ’7""‘?”2? S;SR'W;WEH"’" ”e“e"'zz 2
X foilungia CaSR-11010GHIii peverTop
Amphimedon mGlu-nono6Hbie — CaSR petenrrop 21
erenTopsl (7) ) Trichoplax CaSR-1ioio6uiii petiertop 21
Oscarella mGlu-mionoGHblit petienTop 8‘ Hoilungia CaSR-niogoGHsiit peuentop 7
i N Hoilungia CaSR-nozoGusiii penerntop 9
Amphimedon mGlu-nono6Hiii peerntop 3 = olingia CaSE.mestmun peterop 23
Sycon mGlu-nono6Hsiit peuenTop 24 5 Hoilungia CaSR. 06 penenTop 22
Sycon mGlu-nogo6Hslit peuernrop 20 :[ Trichoplax CaSR-nox06Hblii peuentop 24
100 Sycon mGlu-niono6Hsit penenTop 9 ) Tr‘tcl)jlaplla.\ (,a(s:[;r;oaoan:m 1:uemov 2328
X foilungia CaSR-110106HBIii petientop
Al_”,VSl" mGlu-nono6Hbie I~ _:rnchupm CaSR-onoGHtii peuenrop 20
100 eLenTopsl (7) 2 100 Hoilungia CaSR-nionoGHii peterop 8
e mGT % é _:Tndmplax CaSR-nono6Hbiii petientop 15
ﬁ . 100 Hoilungia CaSR-nonoGHbiii peuerntop 33
. 5
ittt GOl e 2 O Trichoplax CaSR-nionoGHili petenrop 17
100 Trichoplax mGlu-nono6Hetii peuernrrop 1 o Trichoplax CaSR-niozoGHbiii petierirop 16
98— Hoilungia mGlu-nono6ubiu peuenrop | 5[ Hoilungia CaSR-nonobmbiit peuienop 34
Stylophora mGlu-110106HbI#i perientop 7 Hoilungia CaSR-1nionoGHiif petieritop 31
5 N . = Hoilungia CaSR-nonoGuiii peuentop 35
Stylophora mGlu-TionoGHEIi penientop 6 ! " Trichoplax CaSR-nonoGuiii peuenrop 18
-Stylophora mGlu-nono6usiit peuentop 5 E Trichoplax CaSR-nionoGhiii penierrrop 19
Stylophora mGlu-nono6uutii perenirop 1 O Hoilungia CaSR-niono6uwiii peuentop 36
Stylophora mGlu-riono6Hbiii penientop 2 E
Stylophora mGlu-nono6Hblii petentop 4 « Hoilungia CaSR-nono6Ht penerrrop 38
tylophora mGlu-nonoGHsiii perientop 3 = 10L Hoilungia CaSR-nono6Hiit petentop 30
Octopus mGlu-penentop | 8
. <
Aplysia mGlu-penernrop 1 —
b=
Homo sapiens mGlu-peuerntop 5 m
-Homo sapiens mGlu-peuenrop 1 3
-Aplysia mGlu-peuentop | 8‘
70 Octopus mGlu-peuernrop 1 E
Octopus mGlu-penenTop 3 Q
Drosophila mGlu-peuenrop E
Homo sapiens mGlu-peuerntop 2 o
Homo sapiens mGlu-peuenTop 3 %
Aplysia mGlu-p: Top 8 jas}
Octopus mGlu-penientop § ‘8
Homo sapiens mGlu-peuentop 7 =
MaciuTa6: 1 Homo sapiens mGlu-peuerntop 8 =
_— 96 Homo sapiens mGlu-penentop 6 5
=
100 ‘Homo sapiens mGlu-peuenTop 4 O

Puc. 2. ®uioreHeTnveckoe ApeBo 189 MeTaGOTPOIMHBIX IyTaMaTHBIX pelenTopoB (MGIuRs) xxuBoTHBIX. JIpeBo MoCcTpoeHo
METOIOM MaKCUMaIbHOro IipaBaononodoust (Maximum Likelihood). BetBu penienitopoB Placozoa BbeifeneHbI cepbiM (hOHOM.
BeTBU MHOTOUMCIIEHHBIX PELENITOPOB OAHOTO U TOTO K& OPraHM3Ma CXJIOMHYThI B TPEYTroJibHUKU. CXJIOMHYThIC BETBU peLiell-
TopoB Placozoa nmokaszaHbl B pa3BepHYTOM BUJIE B IIPaBOii YaCTH PUCYHKa. BeipaBHMBaHuMe cocrosuio u3 4306 mosuuumii, 1574

W3 HUX MHOOPMATUBHBIX.

Ha ¢dunoreHeTudeckux AEpeBbSIX METaAOOTPOII-

HBIX pelenITopoB (puc. 2 1 3) BUgHO 24 mmaphl OpTOJIO-
ruuHbIx perientopoB mGIuR Trichoplax v Hoilungia v
29 map GABA-B peuentopoB. CoOOTBETCTBEHHO,
YTOOBI OOBICHUTH KOJUYECTBO ITUX PEIEITOPOB y
cle  PacXOXICHMS
Trichoplax n Hoilungia noiXHbI OBLIN IIPOU30MTU HE

coBpeMeHHbIX Placozoa, mo
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MeHee 19 nynnmukauuii u gejeunii reHoB mGIuR u He
MmeHee 28 — reHoB GABA-B petienitopos.

Takum 06pa3oM, BO BCEX TPEX CEMEMCTBAX pelieTl-
TopoB Yy Placozoa mpoucxoasaT MHOTOUMCIEHHbBIE 1y-
TUTMKAIIMY W/VUTH TeJIEIIUA TeHOB, IPUYEM B 9BOJIIO-
uuu p. Hoilungia npeo6anana mnoTepst MOHOTPOTTHBIX
1 OYTUTUKAITAS MeTaOOTPOITHBIX PEIIETITOPOB.
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MeTtaGoTpornHbie
mGlu-peuentop TIyTaMaTHble
00 Homo sapiens mGlu-peuenTop 4 PeLenTophl
87 Homo sapiens mGlu-peuenrop 2 (BHEIIHSS TPyTIa)
86 Homo sapiens mGlu-pewuernrop 1

MaciuTab: 1

o —

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

Amphimedon FAMKB-nouoﬁﬂbm peuenTop 21

- Amphimedon rAMKBanﬂoﬁﬂlﬂﬁ peuenTop 20

- -Placozoa I’ AMKB-nozloﬁHLle petienTopsl (3+6)
Oscarella rAMKB-HOLIOGHblﬁ peuentop

i FAMKD-no.uoﬁubm peLentop

-Placozoa FAMKB—HOHoﬁmﬂe peruenTopsl (3+4)

Cnidaria TAMK
Saccoglossus TAM KB 4p PeuenTop

Branchiostoma TAM KB , betenTop

l'AMKMB pelentop

TAM KMC peuenTop
Saccoglossus l'AMKB 4 PELICTITOD
Stylophora TAM KB 4 PELCTITOD
Stylophora l'AMKMB peuenTop

Nematostella TAM KB 44 PELENITOD

T'AMK; tun 4

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

Saccoglossus TAM KB-nouoﬁﬂbu?l peuenTop 11

Saccoglossus FAMKB-HOHOGHMJ‘/’: peuenTop 5

- Cnidaria FAMKB-HOJIOGHHe perenTopsl (9)

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

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

2

Saccoglossus T AMKBI peLenTop

Stylophora TAM l(BZE peLentop
Stylophora TAM KBZ  peuenTop

Saccoglossus l"AM](BZ peuentop

le 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 T AMKB.( peuenTop

Capitella TAM KB; peuenTop

T'AMK; tin 3

Octopus l"AMKB3 peuentop
Mizuhopecten TAM KBJ peuentop
Aplysia TAMK. 3 PeuenTop

Stylophora TAM KBl peuentop
Nematostella TAM KB | bewertop

‘Homo sapiens l'AMKBI penenTop
Branchiostoma FAMKBI peuenTop

Saccoglossus TAM KE 14 PeuenTop

Caenorhabditis TAM KBl peuenTop
Drosophila l'AMKBI penenTop

Octopus I'AMKBI perenTop
Aplysia l"AMKBl pelenTop

TAMK, Tin 1

Biomphalaria FAMKBI peLenTop

Stylophora I‘AMKBZ A Peuentop
Nematostella TAMK,

Octopus TAM KBZ perenTop
Branchiostoma TAMK ,, penenitop

Homo sapiens TAM KBZ penienTop

Boa PELIETITOD
c "

bdi ]'AMKB2 peuenTop
Drosophila l"AMKBz peuentop

Mizuhopecten TAM KBZ peuentop

TAMK,, tin 2

- Saccoglossus FAMKBz peuenTopsl (5)

Hoilungia TAMK ;-nionouii peuterrop 35
Hoilungia TAMK -riono6muit peniertop 34
Trichoplax TAMK ; -nionoGiuii peuerrrop 15
Hoilungia TAMK -Gt petientop 37
Trichoplax TAMK ; -nonoGmii peterrrop 17
Hoilungia TAMK -ionioGui petterop 36
Trichoplax TAMK -mono6usit penerrop 16

Hoilungia TAMK -niooGui pettertop 36
Trichoplax TAMK - nonoGuuit petierrop §

Hoilungia TAMK ;-nonobuiii peuentop 30

Hoilungia TAMK pewenrop 16
i I: Hoilungia TAMK ;-nionoGuii peuterop 17

Trichoplax TAMK ; -ionoGiii peterirop 10
Hoilungia TAMK g-niozio6uiit petterrop 15
_|| m EHal/ungia TAMK ;-nionoGHii petterrop 14

10— Trichoplax TAMK -rionoGit penerirop 9

Trichoplax TAMK -nionoGusii perierrop 19
100 C Hoilungia TAMK j-nozoGsi peuertop 25
Trichoplax TAMK -nionoGusii peterirop 18
100 Hoilungia TAMK ;-rionoGuit peterrrop 40
98

Trichoplax TAMK -nioxoGuusit peniertop 13
o Trichoplax TAMK ; -nionoGimii peuenrrop 14
Hoilungia TAMK -110106ui petterrop 31
Hoilungia TAMK ,-ionoGuuit penertop 39
100 Hoilungia TAMK ;-iono6uit penerrop 32
Hoilungia TAMK ;-rionoGuii petterrrop 41
100 I: Trichoplax TAMK -oxo6muit penertop 30
Hoilungia TAMK -riozo6usit petiertop 33

93]

Trichoplax TAMK ; -nionoGsii peueritop 35

Trichoplax TAMK ;-nionoGiii peterrtop 34
100 Hoilungia TAMK -

p 43
Hoilungia TAMK -niozioGuiit pettenop 42
Hoilungia TAMK ;-riono6uuiit penierrop 46
Trichoplax TAMK ; -nionoGHsii peterrtop 33
Hoilungia TAMK -1tozo6uuit peuertop 45
o Trichoplax TAMK -nonoGuuii peuentop 32
Trichoplax TAMK g-rioxoGHsii pettertrop 31
Hoilungia TAMK -nozoGusit pettertop 2
Hoilungia TAMK -niozioGuniit petterop 1
Hoilungia TAMK -monoGuit penterrop 47
Hoilungia TAMK -rtozo6uuit penierrop 48
Trichoplax TAMK ;-nionoGii petenrrop 12
Trichoplax TAMK -rionoGuusit penertop 22
Hoilungia TAMK -ozoGuui penterrop 38
Trichoplax TAMK -ionoGuusii penertop 24

m Hoilungia TAMK - peuenrop 28
o8 Hoilungia TAMK -rionoGusit petiertop 29
L] 100] Trichoplax TAMK ; -nonoGmii petenrtop 23
100 99

Hoilungia TAMK -nozoGuii petientop 26

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

Hoilungia TAMK -110106uit penterrop 27
Trichoplax TAMK -nionoGiuii petenitop 26
Hoilungia TAMK j-nionoGutsii petterop 10
Trichoplax TAMK ;-nio10Gbii petierrrop 27
Hoilungia TAMK ;-niono6 it penierirop 9
Trichoplax TAMK -mono6uit penerrop 28
Hoilungia TAMK -tonoGuuit petertop 8
Trichoplax TAMK ;-onoGiii peterrtop 29
Hoilungia TAMK -nozioGusi pettentop 7

Trichoplax TAMK ;-nionoGmii petenirop 11
Hoilungia TAMK

10GHb pettenTop 44
100! Hoilungia TAMK ;-nionoSutii peterrrop 18

Hoilungia TAMK -nioaoGbiii peuentop 11
Trichoplax TAMK ;-nonoGisiii peterirop 20
Hoilungia TAMK -niono6miii pettentop 12
Trichoplax TAMK -ono6musit penierrop 21
Hoilungia TAMK -nioxoGHiit peuentop 21
Trichoplax TAMK -nionoGmuii penertop 4
Hoilungia TAMK -nioxoGuiit peuentop 20
100 Trichoplax TAMK g-nionoBuuii peterirop 3
Hoilungia TAMK -nioxo6usi peuentop 24
Trichoplax TAMK ;-nonoGisiii pewerrrop 1
Trichoplax TAMK -niono6usiii peuentop 2
Hoilungia TAMK ;-riono6uii penierirop 3
Hoilungia TAMK -ionoGuusit penerrop 4
Hoilungia TAMK ;-niozioGit pettenop 6
Trichoplax TAMK -niono6muiii petienrop 7
Hoilungia TAMK j-rionoGnit peterirop 5

Puc. 3. ®unorenernyeckoe apeso 190 meradorporHbix TAMKg-pelientopoB XHBOTHBIX. [lepeBO MOCTPOEHO METOIOM MaKCH-
MaJibHoro npasnoronooust (Maximum Likelihood). BetBu perientopoB Placozoa BeinesieHbI cepbiM (hoHOM. BeTB1 MHOroYMCIIeH-

HBIX PELIETITOPOB OMHOTO M TOTO K€ OPraHM3Ma CXJIOITHYTHI B TPEYTOAbHUKN. CXJIOMHYThIE BETBU pelienTopoB Placozoa rmoka3aHel B
pa3BEpHYTOM BUJIE B IIPaBOii YacTH pycyHKa. BripaBHuBaHKe cocTosuio u3 6303 mosuuuii, 1700 u3 HUX MHGOPMATUBHBIX.
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OBCYXIEHUE

Mr1 o6Hapyxwnu y Placozoa 60:b1110€e pa3HO06-
pasme penentopoB iGluR, mGIluR n GABA-B. Ko-
JudyectBo iGluR Trichoplax (14) comocTaBUMO C Ta-
KOBBIM Y XKMBOTHBIX C HEpBHOI crucTteMoii (17 y uelro-
B€Ka), a KOJIUYECTBO METAaOOTPOMHEIX PELEIITOPOB
mGIluR u GABA-B naxe BbIIIE, YeM y OOJIBIIMHCTBA
Bilateria.

CpaBHeHIEe aMUHOKUCIIOT, YJACTBYIOIINX B CBSI-
3BIBAHWM JIUTAHIIOB, YKa3bIBaeT Ha OOJBIIOE Pa3HO-
obpasue jguraHmHoit  cneumduyHoctn  iGluR
Trichoplax. Cpeny HUX ISITh peleNTOPOB UMEIOT Je-
TepPMUHAHTHI JIMTAHTHON CITeM(UIHOCTHA, TTPOME-
KYTOUHBIC MEXIY TUIUYHBIMU TJIIyTaMaTHBIMU U
DINIIMHOBBIMU, a €Ille TSATh, HPENNOJIOXHUTEIBHO,
CBS3BIBAIOT OoJiee KPYIHBIE MOJEKYJIbI, YeM TIyTa-
MaT. CnenoBatenbHo, ¢yHKIIMM iGluR Placozoa He
MOTYT OTpaHNYNBATHCS TIIyTaMaTHOM U TIMITMHOBO
nepemadeit, OHM TaKKe YJaCTBYIOT B BOCIIPUSTHH
JIPYyTUX BElIEeCTB, TpUYEM CKOpee 13 BHEIIHEel cpe-
nbl. Ha aT0 yKaspiBaeT u moutu mojHast (9 u3 10) mo-
teps Epsilon iGluR y Hoilungia. 13 Hamero ombita
KyJIbTUBUPOBAHUSI 3TOr0 poAa M3BECTHO, UYTO Y
Hoilungia ectb Te Xe OCHOBHBIC (POPMEBI TOMCKOBOTO,
MUIIEBOTO M COIMAJIBHOTO TOBEIEeHUs, YTO M Yy
Trichoplax, cnenoBatenbHO, noTepsiHHble iGIUR He
WTPaJIM BaXXHOU POJIM B 3TUX MpoOrpamMMax ITOBele-
HUSL.

Kakue mosekyyibl NOTEHIMATbHO MOTYT CBSI3bI-
BaTh iGluR ¢ “nmpoMeXyTOUYHBIMU” JIUTAHI-CBSI3bI-
BaloOIIUMM caitamMu? DTO MOTYT OBITb, HalIpUMeED,
AMUHOKMCIIOTbI, MPOMEXYTOYHbIE IO CTPOEHUIO
MexXny ImuirHoM U nryramatoM: TAMK, 6era-ana-
HUH 1 TaypuH. TpancmutrrepHbie pyHkunu TAMK y
pa3IUYHbBIX XUBOTHBIX XOpOIIO W3BECTHHI. beta-
anaHuH cBasbiBaercss ¢ TAMK,, NMDA u noHo-
TPOMHBIMU MIUMILIMHOBBIMU pelieNTOpaMu MJICKOMH-
TAIOIIMX M UTpaeT pojib Helipomonyistopa (Tiedje
et al., 2010). TaypuH y MJIEKOMUTAIOIINX TOXE CBSI-
3piBaercs ¢ TAMK, ¥ muIrHOBBIMU pelenTopamMmu
U paboTaeT HeMPOMOIYISITOPOM, HEUPOTTPOTEKTOPOM
U peryasaTopoM pa3ButTusi HeiipoHoB (Wu, Prentice,
2010). Y KullIedyHONOJIOCTHBIX TAYpUH U OeTa-ajJaHuH
HaKarIMBalOTCs B CUHANITUUECKUX ITy3bIpbKax, Bblle-
JISIIOTCSl HEMPOHAMU B OTBET Ha 3JIEKTPUYECKYIO CTU-
MYJISILMIO Y BBI3bIBAIOT MOTEHIIUAIBI IEHCTBUS TTOCT-
CUHAITUYEeCKUX MeMOpaH, T.€. SIBJISTFOTCSl HACTOSIIIUMU
HeliporpaHcmutTrepamu  (Anderson, Trapido-Rosen-
thal, 2009). IToaToMy BEpOSITHO, UYTO PELIENITOPHI OeTa-
ajlaHWHa U TaypuHa MOTYT IIPUCYTCTBOBATh U y 0€3-
HEPBHBIX XKUBOTHBIX, TAKMX Kak Placozoa.

I'enn! peuenropos iGluR, mGluR u TAMKj Pla-
€0Z0a HEOXMIAHHO CKJIOHHbI K AYTUTMKALMSIM U Je-
neuusMm. Co BpeMeHU pacxoxneHust Trichoplax n
Hoilungia npousonuio okoJjo 0.6 neixeunii u/vin ay-
IUIMKanuii Ha reH. BpeMst pacxoxnenust Trichoplax v
Hoilungia ouenuBaetcs B 20—50 muiH niet Hazan (Eitel
et al., 2018). [lyist cpaBHEHUSI, YEJIOBEK M MBIIIIb M€~
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IOT MASHTUYIHBIE HAOOPHI TEHOB ITTyTaMaTHBIX PelleIl-
TOpOB, HecMOTps Ha 100 MJIH JIET HE3aBUCUMOI 9BO-
qmouun. Drosophila melanogaster, D. pseudoobscura v
D. virilis ToxXe UMEIOT OTH! M Te K€ TIIyTaMaTHBIE pe-
LETNTOPHI, XOTS Pa30lLUIMCh OKOJIO 50 MJTH JIeT Ha3az,
(Nozawa, Nei, 2007). Peuentopsl Placozoa no 3Bo-
JIIOLMOHHOM TMHAMWYHOCTH CXOOHBI C OOOHSITEIb-
HBIMU pelienTopaMu Bilateria. Tak, y n1ajekux BUmoB
Drosophila 3a 50 miH net nipousonuio 0.2 gyruivka-
Ui ¥ TeJelrii Ha TeH OOOHSTEILHBIX PEIIETITOPOB, Y
Pa3IMYHBIX OTPSAIOB MieKonmuTaomux — 0.5—0.7 my-
IUIMKauii u gejteunii Ha reH 3a 100 mutH net (Noza-
wa, Nei, 2007; Niimura et al., 2014). DBoaoLHOHHAS
JIMHAMUYHOCTb XapaKTepHa I Te€HHbIX CeMEICTB,
YY4aCTBYIOIIMX BO B3aIMOJCIICTBUM C IIepEeMEHHBIMU
¢dakTOpaMy BHEILIHEH Cpeabl — OOOHSITEIBHBIX pe-
LETITOPOB, OEJIKOB UMMYHHOM CUCTEMBI, (DEPMEHTOB
JIETOKCUKALIUM U OEJIKOB, YYaCTBYIOILIMX BO B3aMO-
IEeACTBUM cIlepMaTo3ouaa u sinekineTku (Aagaard
et al., 2006; Konorov et al., 2017; Vicens et al., 2017).
IToaToMy MOXHO OXUmaTh, YTO OOJBIIMHCTBO
mGIluR-nono6Hbix 1 TAMKGg-nmono6HbIX perenTo-
poB Placozoa y9acTBYIOT B XeMOPEIIEITIIMN BHEIITHUX
ctuMyJjioB. Jlaxe y miekonutamomux yactb GPCR
kimacca C coxpaHSIOT 3Ty (OYHKIUIO KaK BKYCOBEIE
(TASR) u BoMepoHa3zajbHbIe pelienTopbl. OTHAKO y
Placozoa ectb oprosoru 'TAMKg-peuentopoB no-
3B0HOYHEIX 1 MGIuR Aplysia, KoTopble SIBISIIOTCS
NepBBIMU KaHAMAATAMU HA BOCIIPUSATHE SHAOTEHHBIX
T'AMK wu rimyramara.
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Glutamate and GABA receptors in non-neural animals (Placozoa):
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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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