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[IpoBeneno cpaBHuTenbHOE UccnenoBanne NO-eprudeckoit cucremsl B [IHC 10 BumoB paxooOpaszHBIX
nmonkiacca Malacostraca, mpuHaAIEKaMKX K oTpsiaaMm Stomatopoda u Decapoda, mMerommx o0uimii apean oou-
TaHUS B YccypuiickoM 3anuBe (SImoHCKoe Mope). Y CTaHOBJICHBI O0IIME MPU3HAKH U MEKBUIOBBIC Pa3INUHA
colepKaHMA U pacrpeneneHus yausepcanbHoit NO-cuaTaszsl (UNOS) B TOTOBHOM U TYJIOBUIIHOM MO3T€ Y HC-
CJIEOBAHHBIX BUIOB pakooOpasHbix. OOCYKIa0TCA y4acTHE OKCHIA a30Ta B PETYJSALHH (U3MOIOTHYSCKUX
(yHKIMH AECATHHOTHX PAaKOOOpa3HBIX U €r0 POjb B MpoIeccax MPUCHOCOOICHUS K YCIOBUSAM cpelibl 00uTa-

HUA.

KnwoueBsie cinoBa: okeupg azora, NO-cuHTa3a, EHTpaJIbHAS HEPBHAS CHCTEMa, paKooOpa3HbIe.

IIpunsareie cokpamenus: NO — okcun azora, NOS — NO-cunraza, uNOS — yHuBepcaibHas

NO-cuHrasa.

OTKpBITHE HOBOTO Kjacca OMOJIOTHYECKH aKTHBHBIX Be-
LIECTB, TAK HAa3bIBAEMBIX T'a3000pa3HBIX MOCPEIHUKOB, K KO-
TOPBIM OTHOCHUTCSI M okcuj azora (NO), 3aMEeTHO M3MEHUIIO
MIPEACTABICHNE O XUMHUYECKUX CBOWCTBAX M MEXaHHU3ME JIeH-
cTBusI HerporpancmurTepoB (Wang, 2004; Olson, Donald,
2009; Kajimura et al., 2010). NO sBiseTcsi YHHBEpCATbHBIM
peryisitopoM MeTaboaM3Ma M BHICOKOTYBCTBUTEIBHBIM CCH-
COPOM T'MITOKCHYECKHX, TPABMATHUECKHX, IIOKOBBIX PEAKLIUH
y MO3BOHOYHBIX XKUBOTHBIX (Moncada etal., 1991; Peyros
u ap., 2012), mapkepoM YCTOWYMBOCTH K CTPECCOBBIM BO3-
neiictBusM y Oecno3BoHouHBIX (Casares, Mantione, 2006;
Romano et al., 2011). OTo oguH M3 BaXHEUIIHX Ta3000paz-
HBIX TIOCPEJHUKOB B PETYJISIIUM BHYTPHU- U MEKKICTOYHOH
curHaauzanuy B [JHC y 1mo3BOHOUHBIX M 0ECHO3BOHOYHBIX
xuBoTHBIX (Chen et al., 2004; Palumbo, 2005; Benton et al.,
2007; Ott etal., 2007; Komtoba, Yeprox, 2010). dus NO
YCTaHOBJIICHBI CyOCTpaThl CHHTE3a W creruduyeckue ¢ep-
MEHTBHI, YYaCTBYIOIINE B €r0 MPOIYKIIMH, YTO TTO3BOJMIO TO-
Ka3aTh HAIMYUE ITOTO I'a3a BO MHOTUX CTPYKTYPHBIX 00pa3o-
BaHMSX ITO3BOHOYHBIX M OECIIO3BOHOYHBIX KMBOTHBIX, BKIIIO-
yas [[HC (Garthwaite, Boulton, 1995; Zhang et al., 2001;
Gibbs, 2003; Yeprok, Koiroda, 2010). B cTpykTypHBIX 3Jie-
MEHTaxX HEPBHOM CHCTEMBI 3Ta ra3o00pa3Hast MOJEKya CHH-
TE3UpyeTCs MPEUMYIIIECTBEHHO C y4aCTHEM KOHCTHTYTUBHBIX
¢dbopm NO-cunTazsr (NOS).

VY Gecrio3BOHOYHBIX KUBOTHBIX MIAECHTU(HUIMPOBAHO HE-
CKOJIBKO KOHCTHTYTHBHBIX M30(popM NOS, nMmenmmx cxoi-
ctBO ¢ Ca?*-kampmomyiuH3aBucuMbIME NNOS- n eNOS-u30-
¢dopmamu miexonmraromux (Davies, 2000; Bogdan, 2001;
Imamura etal., 2002; Kim etal.,, 2004; Rodriguez-Ramos
et al., 2010), HanOoJee TOYHBIM TOITOXUMIYCCKUM MAPKEPOM
KOTOpBIX siBsiercst yHuBepcanbHas NO-cunrtaza (uNOS)
(Christie et al., 2003; Kim et al., 2004; Goy et al., 2005; Ott
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etal.,, 2007). B HepBHOH cHucTeMe PakOOOpa3HBIX HAJIHUHE
uNOS noATBepkKJeHO € MOMOIIBIO MOJIEKYJIIPHO-TeHeTHYEe-
ckux meronoB (Kim et al., 2004; McDonald et al., 2011; Li
et al., 2012). Onnako o snokanuzanuu B [JHC pakooOpazHbix
NO-MO3UTHUBHBIX CTPYKTYpP OOBIYHO CYAST IO HAIMUYHIO B HUX
NADPH-d, X0Ts W3BEeCTHO, UTO pacIpeiesieHHe 3Toro ¢ep-
MeHTa 1 UNOS B OZTHOMMEHHBIX 00pa30BaHUsIX MO3I'a JI0BOJIb-
HO 4yacTo He coBmamaet (Zou et al., 2002; Ott et al., 2007).
Uccnenosanus Tonoxumun uNOS B [JTHC Gecrio3BOHOYHBIX
€/IMHUYHBI, K TOMY K€ BBITIOJIHEHBI INIABHBIM 00pa3oM Ha To-
JIOBHOM WJIM TYJIOBHIIIHOM MO3T€ JIAHI'yCTOB M oMapos (Jo-
hansson, Mellon, 1998; Benton et al., 2007; Ott et al., 2007).

Lenbro HacTosIel pabOTH IBISUIOCH CPABHUTEIILHOE HC-
cienoBanue UNOS-TIO3UTHBHBIX CTPYKTYP B FOJIOBHOM H TY-
JIOBUIIHOM Mo3re y mpexacraButesneir 10 BumoB pakooOpas-
HBIX TOJKIacca Malacostraca, oOuTarOIMX B Y CCYpPHICKOM
3anmuBe (SmoHCcKOE MOpe).

Marepuaj U MeTOAUKA

Pabota BbInosiHEHa Ha B3pOCIBIX MY>KCKUX 0co0six 10 Bu-
JIOB PaKooOpa3HbIX, OTHOCSLIMXCS K oTpsimaM  Stomatopoda
(Oratosquilla oratoria) m Decapoda (Eriocheir japonicus,
Hemigrapsus sanguineus, H. penicillatus, Hapalagaster den-
tate, Paralithodes camtschatica, Pugettia quadridens, Eri-
macrus isenbeckii, Cancer amphioetus n Charybdies japoni-
€a), OTJIOBJICHHBIX B OJJTHOM paiioHe — Y CCypHUICKOM 3ajIBe
(Snonckoe mope), B oguH ce30H — B Mae 2011 r. ITocne ot-
JIOBa YKMBOTHBIX COJIEPXKAJIM B aKBapHyMax C a’pUPyeMOi
MOPCKOU BOJIOW IpU €CTECTBEHHOM OCBELIEHMM U TeMIlepa-
Type 18 °C B TeueHHME HECKOJNBKHX CYTOK JUIS aJanTamuH.
HepBHble ranrnm y BceX »XMBOTHBIX Opajii B 0OJTHO BpeMs Cy-
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Puc. 1. Pacripenenenne uNOS B MO3re HEKOTOPBIX PakoOOpa3HbIX.

a—e— Eriocheir japonicus; 2, 0—oic — Oratosquilla oratoria; e — Hemigrapsus sanguineus; 3 — Cancer amphioetus; u — Pugettia quadridens. II'H — no-

pcanbHbIi rurantckui Heiipon, MITH — MeanansHbIi mpoTorepeOpanbasblil Heliponmis, O[] — onbdakTopusle nonu, JJAH — naTepanbHbli aHTCHHY I PHBIH

Heiiponuib, AH2 — anrtenna Il neiiponune; unciaamu 6, 8—11 1 17 0603HaUCHBI COOTBETCTBYOIINE KJICTOYHBIC TPYIIIBL. ¢ — OKPAaCKa METHICHOBBIM CHHUM,
6—u — UMMyHOTrHCTOXHMHUUYecKoe BousiBIeHne uNOS. Macumabnvie ompesxu — 1 MKM.

tok. [Ipn pabote ¢ ruapodHOHTAMH PYKOBOJICTBOBAJHCH J{1-
pextuBoii 86/609/EEC Cosera EC ot 24 Hos1Opst 1986 T.
Jlist BecrepH-0sioTiHra 00pasisl TOMOTEHU3UPOBAIN B
cootHoutenuu 1 : 5 B Oydepe cnenyromiero cocrasa: 20 MM
Tpuc-HCI (pH 7.5), 0.1 MM 3THICHIHaMHHTETPAYKCYCHOM
kucaotsel (EDTA), 0.5 MM mgutnorpentona (DTT) u 0.2 MM
¢dernnmvernncynspormndropuga (PMSF). Iocne nenrpudy-
ruposanus (15 000 g npu 4 °C, 20 MHH) CylepHATaHT OTJE-
JISUTH ¥ ONIPEJICISUIA B HEM KOHIIEHTpAIHMIO o0lero Oenka 1o

meroxy Jloypu u coasropoB (Lowry et al., 1951). Dnekrpodo-
pe3 6enkoB poBoawiH B 10%-HOM MOJIHaKPUIAMUTHOM Telic B
npucyterBun nopeumicyibgara varpust (JICH-TIAAD) no me-
tony Jlemmiu (Laemmli, 1970). KonmuectBo obmiero Oenka,
BHOCHMOTO B JIyHKH JUIs1 3JIeKTpodopesa, cocTaBisiio 40 MKT.
[Tocne anexTpodopesa OenKu MepeHOCHIN Ha HUTPOIECILTIO-
no3Hyo MemOpany Whatman (Sigma-Aldrich, CIHA). Qs
OJIOKMPOBAaHUSI HECHEUU(PHUYECKOTO CBS3BIBAHUS aHTHUTEII,
MeMmOpanbl nHKyOupoBanu B Oydepe TBS-T (0.1 M Oydep
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Puc. 2. Becrepu-6mor-ananu3z uNOS B [[HC pakooOpasHBIX.

a— pe3ynbrathl BecTepH-010T-aHaIN3a C HCIIOIB30BaHIeM aHTUTe, crienuduaabix K uNOS u B-akTuH; B -akTHH HCIOJIB30BAIN B KAYECTBE KOHTPOJIS HAHECE-

HUSL. 6 — PEe3yJIbTaThl JEHCHTOMETPHUECKOr0 aHaIn3a oTHocuTeabHoro coaepxkanus uNOS B I{THC pasnnuHbix npeacraButeneil pakoodpasusix. Ha rucror-

paMMe IpeJCTaBICHBI CPEIHSA CyMMapHasi HHTEHCHBHOCTH OKPAIINBAHUS U CTAHAAPTHbIE OTKIOHEHUS A1l KaXKI0T0 BUIA (1 = 5); 36e300uK0ll yKa3aHBbI 10CTO-

BepHble pazauuus npu P < 0.05—0.001. / — Cancer amphioetus, 2— Charybdies japonica, 3 — Eriocheir japonicus, 4 — Hapalagaster dentate, 5 — Hemi-

grapsus sanguineus, 6 — Paralithodes camtschatica, 7 — Oratosquilla oratoria, 8§ — Pugettia quadridens, 9 — Hemigrapsus penicillatus, 10 — Erimacrus
isenbeckii.

Tpuc-HCI, pH 7.6, conepxamuii 0.15 M NaCl u 0.1 % Twe-
en-20), conepxamiem 3 % 00e3)KUPEHHOTO CyXOTr0 MOJIOKA, B
TEeYCHHE HOYH. 3aTeM MeMOpaHbl HHKYOHPOBAIH C MOHOKIIO-
HANBHBIMA aHTHTENaMu MbImm mpoTuB UNOS (Sigma-Ald-
rich, CIIA) B pasBegenun 1: 1000 n B-aktmnHa (Sigma,
CHIA) B paszsenenuu 1 : 1000 3 4 ipu 4 °C. ITocne npomsl-
Bok B TBS-T memOpaHnb! nmomerianu BO BTOpble OMOTHHHIIM-
pOBaHHBIC aHTUTENA JIOWIAAX IPOTHB HMMYHOTJIOOYJINHOB
MBI, KOHBIOTMPOBAHHBIE C TIEPOKCHIA30H XpeHa (HupMeI
Vector Labs (CIIA). {71t iposiBIICHNS] aKTHBHOCTH TTEPOKCHIA-
36l MeMOpaHy OKpammBaid Tpu nomomu cyocrtpara (VIP
Substrate Kit, Vector Labs, CILIA). Jlist u3mepeHust OTHOCH-
TEJLHOTO KOJIMYECTBa OeJIKa B OKPAIICHHBIX M0JIOCAX X CKaHH-
POBaJIM, MHTEHCHUBHOCTh OKPACKH IOJIOC ONPEICISUI C TO-
MOIIIBI0 KOMIIBIOTEPHOH mporpamMmel Image J (Version 1.6, Na-
tional Institutes of Health, Bethesda, MD) B cooTBeTCTBHH C pe-
rkomeHmanusivu (Kobeissy et al., 2006; Gassmann et al., 2009).

JUis uMMyHorucroxumuueckoro uccienoBanus uNOS
HEpBHBIC TaHIJIMH PakooOpasHbIX (uKcupoBad 4%-HbIM
pactBopom mapadopmaibaeruaa (pH 7.2) B TeueHue 2 4 npu
4°C, mpomeBamm B 0.1 M d¢ocdarno-coneBom Oydepe
(PBS), nponuteiBanmu B 30%-HOM pacTBOpe caxaposbl M 3a-
Mopaxkupanu. Kpuocrtathele cpesbl TonmuuHod 40 MKM mo-
CJIe/IOBATENILHO MHKYOHpoBaiu ¢ 1%-HOol HOPMaJIbHOI CHIBO-
potkoit nomanu 1 4 npu 22 °C, MOHOKJIOHAJIBHBIMHU aHTUTE-
nmamu  mbim - npotuB  uNOS (B passenenuu 1 : 500)
(Sigma-Aldrich, CIIA) 18 1 pu 4 °C, OHOTHHUIHPOBAHHBI-
MU aHTHUTEIAMH JIOMIAAH [TPOTUB UMMYHOTIIOOYJIMHOB MBIIIH
(B pazBenenun 1 : 200) (Vector Labs, CIIIA) 2 u npu 22 °C, a
taxxke ¢ ABC-kommiekcom (Vectastain Elite ABC Kit, Vec-
tor Labs, CIIIA) 1 u mpu 22 °C. [Tocne kaxmaoit HHKyOaImu,
3a HCKJIIOUEHHEM MepBoii, cpe3sl mpomeiBanu PBS. IIpomyk-
THI peakIuy BU3yaJIH3UPOBAIH IpH TioMonty cyocrpara (VIP

Substrate Kit, Vector Labs, CIIIA), nocie yero cpessl mpo-
MbiBak PBS, 00¢3BOKHBaIM MO CTAaHAAPTHOW METOAUKE U
3akmouany B 6anmb3aM. [Ipemaparsl ncciaeqoBaim Ha MUKPO-
ckore Axiovert 200M. IToxcuer gucna U onpeaesieHHe pas-
MepOoB HEHPOHOB MPOM3BOAMIN HA MOHTaKaxX CpPe3oB, chop-
MHUPOBaHHBIX TNporpamMmoii AxioVision 4.8, Tonbko B Tex
CTPYKTYpax MO3ra, B KOTOPbIX NMMYHOIIO3UTHBHBIC KIIETKU
BBISIBJSUTCH TTOCTOSIHHO M B JIOCTATOYHOM KOJIMYECTBE JUISI
CTaTUCTUYECKOTO aHAIIN3a. YUUTBIBAINCH TONBKO T€ HEWPO-
HBI, KOTOPbIE UMEIH OTYETINBO BUIUMOE SAPO. B KOHTpOIIB-
HBIX DKCIIEPUMEHTAX HCIIOJIb30BAIIM METOJ] HETaTHBHOTO KOH-
TpOJIsi, TIEPBUYHBIE AHTHTENIA 3aMEHSUIM HA HKBHBAJICHTHOE
Kon4ecTBO 1%-HO# HeMMMYHHOH CBIBOPOTKH. Bo Bcex KoH-
TPOJIBHBIX IKCIEPUMEHTaX UMMYHOIIO3UTHBHAS PEAKIHs OT-
CYTCTBOBaJa. JlaHHBIE KOJIMYECTBEHHOTO aHAIN3a MPEACTaB-
JICHBl B BHJE CPEAHEro 3HAYCHUS M CTaHAAPTHOW OIIMOKH
CpE/HETO, TOJYyYEHHbIC NMPHU H3YyYCHWH COOTBETCTBYIOIIMX
CTPYKTYp Ha 5—6 cpe3ax roJIOBHOTO M TYJIOBHIIHOTO MO3ra
OT 5 )KUBOTHBIX KaK0r0 Busia. CTAaTUCTUYECKUH aHATIU3 OCY-
IIECTBISUTN C TIOMOIIBIO CTATUCTUKO-TPA(UUECKON mporpam-
Mmbl GraphPad Prizm (Bepcus 5.00). Haxonunu cpennee 3Ha-
YeHHE KaKIOTO IMapaMeTpa M CTaHJapTHYIO omuoOKy. JlocTo-
BepHOCTh pazmuuuii (mpu P < 0.05) Mexny BbiOOpKamu
oIpeessuI 110 f-kputeputo CThro/ieHTa.

VY Bcex UCCIIeJOBaHHBIX BUAOB PaKOOOPa3HBIX pacipe/ie-
nenue uNOS-TO3UTUBHBIX CTPYKTYpP M3y4ald B TOMOJIOTHY-
HBIX y4YacTKaxX T'OJIOBHOTO M TYJIOBHIIHOTO MO3ra Ha cepuii-
HBIX Cpe3ax B Ipe/esiax IPaHMlLl, KOTOPbIE YTOUHSUIN Ha TIpe-
naparax, okpameHHbIX 0.5%-HbIM PacTBOPOM METHUIIEHOBOTO
cunero (puc. 1, a, 6). Tororpadguio ucciIeyeMbIX CTPYKTYp
ITHC pakooOpa3HBIX ONpeessiil B COOTBETCTBUU C MMEIO-
mUMHCs B JiuTepatype aaHHbiMu (Sandeman et al., 1992;
Sosa et al., 2004; Stewart et al., 2013).
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Puc. 3. Pactipenenenne uNOS B TyJIOBHIIHOM MO3Te HEKOTOPBIX pakooOpasueix: Oratosquilla oratoria (a—s), Eriocheir japonicus (2, 0) u
Hemigrapsus sanguineus (e).

a, 6 — (parMeHT IOoArI0TOYHOT0 TAHTJIHS; ¢ — IPYAHOI FAHTIINIL; ¢ — IOATTIOTOYHBIN H IPYIHOM OTAEISL; J, € — rpyaHol oTen. A’ — abnoMHuHAIbHBIHA raH-
riuit, [1I' — moarmorounstii ranrnuit, I'T — rpyaHoii ranrnmit, CA — crepranbhas aprepus, ['ul, [H2 — rpyauble Helipomepsr; grcnamu 2 1 u 22 0603HaueHbI
COOTBETCTBYIOIIME KJIETOUHbIE IPYNITbl. Macuimabuvie ompesku — 1 MKM.

Ncnons3oBanHble peakTussl Oydep Tpuc-HCI,
THIeHAnaMuHTeTpaykcycHast  kucinora (EDTA), antmo-
tpeutosn (DTT) u dennnmernncynsonnndropun (PMSF)
(AppliChem, I'epmanus); noxeuuicyibdar HaTpust ¥ Tep-
BuuHble aHTuTena K UNOS wu P-akruny (Sigma-Aldrich,
CIIA); BTOpHYHBIE OMOTHHWIMPOBAHHBIE AHTUTENA JIOLIA-
m k IgM  wmemm;  ABC-xommiexc  (Vectastain  Elite
ABC Kit); cyocrpar (VIP Substrate Kit) (Vector Labs,
CILIA).

PesyabTaThl

Meronom BecrepH-OiioTHHra B romoreHarax Mmosra u
OPIOIIHOTO TAHIJIUS Y UCCIIEJOBAaHHBIX BHJIOB PAKOOOPA3HBIX
BBISBIIACTCS QHTUTCH, NTEPEKPECTHO PEArupYIOUINA ¢ aHTUTE-
mamu k UNOS. Kak crnemyer u3 JaHHBIX, TIPEICTaBICHHBIX Ha
puc. 2, a, monekysapusie Macckl uNOS Bo Bcex ciydasx
OmM3KM Mexny coboil m nexar B obmactu 130—135 x/a.
CpaBHUTENBHBIN aHAIU3 [TOKa3aJl, YTO OTHOCUTEIBHOE COJIep-
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xaane uNOS y pa3HBIX BUAOB pasnudaercs (puc. 2, 0). Hau-
6onee BeIcOoKas koHIeHTpanus UNOS BeisiBisieTes v O. ora-
toria M MPUOPEXRHBIX KpaboB E. japonicus, H. sanguineus n
H. penicillatus, npuaem y O. oratoria OHa JOCTOBEPHO BBIIIC
(» <0.001) mo cpaBHEHHIO ¢ OPYTUMH BHIAMH pakooOpas-
HBIX. MuHHManbHOE KoimdecTBO UNOS B roMoreHarax mMo3-
ra U OprOITHOTO TraHrIus ObUTo 3aukcupoBaHo y H. dentate
(» <0.05).

C NOMOIIBI0 UIMMYHOTHCTOXUMHYECKOTO MEUCHHS B T'O-
MOJIOTHYHBIX OT/IEIaX TOJOBHOTO U TYJOBHUIIHOTO MO3ra pa-
KOOOpPAa3HBIX OJHOBPEMEHHO BBISBIISIIOTCS HEHPOHBI M HEPB-
Hble BosTokHa (puc. 1, 3). uNOS-no3uTHBHbBIC HEPBHBIC KIIET-
KH B TOJIOBHOM MO3Te OOBIYHO MMEIOT HEOOJBIINE Pa3MepHl,
OKPYTJIYIO WJIH TPYIIEBUIHYIO ()OPMY, B TYJOBHIITHOM OT/IENIE
IHHC npeobnanator Gosiee KpyIHBIE IPYIICBUIHBIC U TTOJIH-
rOHaJIbHbIE HEHPOHBI. Y HEKOTOPBIX BHJIOB PaKooOpa3HBIX
(O. oratoria n E. japonicus) OHU TOCTOSIHHO BBISBJISIIOTCSI B
HECKOJIbKUX KIIETOUHBIX IPyIIax.

Bo Bcex oTAenax roJoBHOTO Mo3ra (MeIaIbHOM MPOTO-
nepedpyme, neironepedpyme i TpUTOIIEpeOpyMe) y paKood-
pa3HbBIX HAOIIOJAIOTCS MEKBHUJIOBBIC pa3yIMyuus B paclpese-
neHn UNOS-II03UTUBHBIX HEHPOHOB. B MeauansHOM npoTo-
nepedpyme uNOS-103UTHBHBIC HEHPOHBI B IOCTATOYHOM JIJIsI
CTaTUCTHYECKOTO aHAIN3a KOJMYECTBE BBISBIIIOTCS TOIBKO Y
O. oratoria n E. japonicus (puc. 1, 6—0). Y o0oux BHIOB pa-
KOOOpPa3HBIX MapKHUPYIOTCS HEHWpOHBI B rpymme 6 (puc. 1,
6—0). Y E. japonicus B 3TOW TpyIIie BBISBISIOTCS HEHPOHBI
rpyuieBuHoN Gopmsel pazmepom 25—30 mkm (puc. 1, 6, 6).
VYV O. oratoria MapkupyroTcs KIeTKH pazmepamu 15—18 u
25—35 MKM, UX YHCIIO B OTOW TpyIine BappupyeT ot 2 10 15
Ha cpese. HellpoHbl yalie BCEro MMET OKPYIUIYIO U Ipyllie-
BuaHYIO opmy (puc. 1, 2, 0). Kpome toro, y O. oratoria He-
6ospime ckorieHust UNOS-TIO3UTHBHBIX HEHPOHOB OKPYT-
7101 (hOpMBI M pazmMepoM 0KoJio 20 MKM HaXoJISITCSl B TPYIIIE
8 (puc. 1, 0). Y npyrux BusoB pakooOpa3HbIX B rpymmax 6 u 8
OOBIYHO BCTPEYAIOTCS eIUHUYHBbIC KieTku (puc. 1, e). Mck-
moYeHne coctaBisier H. dentate, y xotoporo uNOS-mo3u-
THUBHBIC HEHPOHBI HE BBISBIISIOTCS.

B neiitoniepeOpymMe MMMYHOIIO3UTHBHBIE HEHPOHBI I10-
CTOSIHHO BhIsIBIIsItOTCS Y O. oratoria, E. japonicus, H. penicil-
latus v H. sanguineus B rpynme 9 (puc. 1, 6, 2, ¢). B 310it
rpynne y E. japonicus, H. penicillatus w H. sanguineus map-
KHPYIOTCS HEOOobIIue cKotuteHus (0T 3 10 15) rmo0ymspHbIX
HelipoHoB BemunHO#H 15—20 MM (puc. 1, 6, e), y O. orato-
ria, KpOME TOTO, BBISIBIISIIOTCS KJICTKH TPYIICBUIHON (HOPMBI
pasmepom o 40 mxm (puc. 1, 2). B rpynme 10 Tonbko y
O. oratoria MapKUPYIOTCSl CIUHUYHBIC TJIOOYJSPHBIC OJIb-
(axTopHble MHTEpHEWPOHBI pazmepoM 10—15 MkMm (puc. 1,
0, ac), a B rpynme 11 — 5—6 KIeToK OKpyTIIoN WIIN TOJIHUrO-
HAJNBHOW (OPMBI, BEIMYMHA KOTOPHIX BaphUPYIOT OT 12 10
40 MxM (puc. 1, 2). Y OGospIIMHCTBA APYTHX HCCIICAOBAHHBIX
BHJIOB B JiciiToniepeOpyMe ¢ pa3HOW CTENEHBIO CTAOMIBHOCTH
BBISIBJISIETCSI TOJIBKO TUIAHTCKUW JIOpCaJIbHBIA HEHUPOH B
rpymne 11 (puc. 1, o, 3), 3a uckarouenueM H. dentate, y xo-
Toporo skcnpeccur UNOS B THTaHTCKOM JJOPCaIbHOM Helpo-
He He Halromaercs.

B tputonepedpyme uNOS-1103UTHBHBIE HEHPOHBI TIOCTO-
SIHHO BBISIBIIIIOTCS TONIBKO y O. oratoria. B rpynne 17 Mapku-
pyercs 10 15 Takux KJIeTOK, KOTOpPbIE UMEIOT IPYIIEBUIHYIO,
OKPYTIIYIO WM TOJIUIOHAIBHYIO opMy U pazmeps! oT 30 110
55 mxm (puc. 1, ¢, 0). B Heiponmisax B OT/IM4ne 0T HEHPOHOB
uNOS-103UTHBHBIE BOJIOKHA BBIIBISIIOTCS Y BCEX HCCIENO-
BaHHBIX pakooOpa3HbIX. OHAKO B HEHPOIMIIAX MEIUaIbHOTO
nporouepedpyma y O. oratoria m E. japonicus IMMyHOTIO3H-
TUBHBIC BOJIOKHA PACIIOJIaraloTcs Tylle, 4YeM y APYTHX BUI0B

(puc. 1, 6, >—u). B neiironepedpyme y BceX HCCIETOBAHHBIX
BUIOB pakooOpa3HbX UNOS BEISBISICTCS B HEHPOIIIIAX OJIb-
(bakTOpHBIX NOJNEel. B apyrux crpykrypax aeWrtorepeOpyma
uNOS yarie Bcero He onpenessieTcs, 3a UCKIIOUYEHUEM JlaTe-
PaJIbHOTO AHTEHHYJISIPHOTO HEHpOMWIiIs, TJie Yy HCCIeI0BaH-
HBIX BHJIOB PaKOOOpa3HBIX HAOIIONAIOTCS CYIIECTBEHHBIE
MEKBUJIOBbIE M MHIMBUAYaJIbHbBIEC PA3INdus IUIOTHOCTH pac-
MOJIOKEHHST HMMMYHOIO3UTHBHBIX TPOBOJHHUKOB (puc. 1,
0—3). B Tpuronepedbpyme sxcnpeccust uNOS oTMmedeHa B BO-
nokHax aHTeHHa II u terymenrapHom Heliponwiax y O. ora-
toria, E. japonicus, H. penicillatus v H. sanguineus, Torma
Kak y npyrux BunoB uNOS-TO3UTHBHBIE HEHPOTIMIN B 3TUX
CTPYKTYpax BCTPEUAIOTCS PEAKO.

B TynoBumHoM Mo3re HelpoHsl ¢ skcrpeccueid uNOS
BeIsIBIItOTCS y O. oratoria n E. japonicus, IpU4eM HX pac-
npezeneHre 1 Mopdomerpuueckas XapakTepucTHKa B OHO-
MMEHHBIX OTJeNIaX CYIIECTBEHHO pasnuuatorcs. Y O. orato-
ria IMMYHOPEAKTHBHBIC HEHPOHBI BBIABISIOTCS BO BCEX OT-
gemax TM — MOATIOTOYHOM, MATH TPYAHBIX M IHECTH
a0TOMUHABHBIX TaHTIUAX (puc. 3, a—e). B moarmoTrogaom
TaHINIMK BO Bcex ero otaenax y O. oratoria MapKUPYIOTCS
HelipoHb! pazmepoM ot 35 1o 100 mxwm (puc. 3, a, 6). B kax-
JIOM TPYJTHOM TaHTJIMH ONPENesioTcs Mo 4 UMMYHOITIO3UTHB-
HBIX HCHPOHA MOJHIOHAIBHON (OPMBI PasMEpPOM OKOJIO
60 MKkM 1 6—10 KpymHBIX HEHPOHOB dHaIle TPYIICBUIHOM
thopmsr pazmMepom okoto 80 MkM. B msaTH mapHBIX abgoMIHA-
JBHBIX TAHIJINSAX U TEPMUHAIBHOM a00MUHAIIBHOM TaHTJIUH
BBISIBJIAIFOTCS MO TIITh Map UNOS-MO3UTUBHBIX MOJIUIOHAJIb-
HBIX WM TPYILIEBUIHBIX HEMPOHOB pa3mMepoM okoso 80 MKM
M OJIHA Mapa HEeHPOHOB pa3MepoM OKOJI0 55 MKM (puc. 3, 8).
B otmmume ot O. oratoria y kpaGoB B HEHPOHAX TYJIOBHUIIHO-
ro mo3ra uNOS TOCTOSIHHO BBIABISICTCS TONBKO Y E. japoni-
cus B rpynmax 21 wm 22, tae OOBIYHO MapKHUPYIOTCS
2—5 KpYIHBIX ~ TJIOOYJSIPDHBIX ~ HEHPOHOB  JMAaMETPOM
65—75 MM (puc. 3, 2, 0). Y OCTalbHBIX PaKOOOPA3HBIX
uNOS-03UTHBHBIX HEHPOHOB B TYJIOBHITHOM MO3re He 00-
Hapy’KeHO, XOTsA B HEHpOmIIAX TpyaHoro otaena uNOS-mo-
3UTHBHBIC BOJIOKHA BBIBJISIOTCS Y BCEX BHJIOB B COCTaBe
IPOBOJAIINX MyTEH, MPOXOJAIIUX BAOJIb CPEIHEH JIHHUU
(puc. 3, e).

Oo6cyxxaenune

K HactosmeMy BpeMeHH OIyOJIMKOBAaHO HE TaK MHOTO
paboT 0 HaTMYMU B HEPBHOU cHCTeMe pakooOpazHeix NOS
(Kim et al., 2004; McDonald et al., 2011; Li et al., 2012). Ho
AK€ B UMCIOIIUXCS cooOmieHusx o jokamusamuu NOS B
CTPYKTYPHBIX 0Opa30BaHUSIX MO3ra OECHO3BOHOYHBIX, Kak
MIPaBUJIO, CYAAT MO HAIH4YUIO B HUX akTuBHOCTH NADPH-d,
XOTS U3BECTHO, UTO PE3yIbTAThl THCTOXUMHUYECKOTO BBISBIIC-
Hust NADPH-d u ummyHOrHCTOXMMIYecKOTO — UNOS —
yacto He coBmanaroT (Johansson, Carlberg, 1994; Zou et al.,
2002; Ott et al., 2007). Bo3M0XHO, UMEHHO I10 3TOW IPUYUHE
nanHple o pacnpeneneHu  NOS-TIO3UTHBHBIX  HEPBHBIX
CTPYKTYP B TOJIOBHOM M TYJIOBHIIHOM OTJIEJIaX MO3ra pako-
00pa3HbBIX KpaifHe MPOTHBOPEUNBEL.

B nameit pabote metomamu BecTepH-ONOTHHTa B IMMY-
HOLIUTOXVMHH JJOKA3aHO HAJIMYUE IKCIPECCHU KOHCTHTYTHB-
HOW (POPMBI CHHTAa3bl OKHUCH a30Ta B HEPBHBIX 00Pa30BaHHIX
IIHC y Bcex ucclieioBaHHBIX HAMH PakooOpa3HbIX. Bmecte ¢
TEM IOJIydeHHbIE B HACTOsIEH paboTe MaTepHasbl CpaBHHU-
TENBHOTO WCCIICIOBAHUS ITOKA3bIBAIOT, YTO y OOJBITMHCTBA
M3yYEHHBIX BUIOB HEHPOHHI ¢ dkctpeccneit uNOS HaxomsaTes
B OTPaHUYCHHOM KOJHMYCCTBE WIJIM HE OMPEICISIOTCS, 3aTO B
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pa3IUYHBIX 00Pa30BAHUIX TOJIOBHOTO U TYJIOBUIIHOTO MO3Ta
MOCTOSIHHO  BBIABISIOTCA  UNOS-IO3UTHBHBIE HEMPOIMIIN.
Ocobenro gacto uNOS y BceX HCCIICIOBAaHHBIX BUJIOB Ha-
OJros1aeTcsl B HEHPOMMIISX MEPBUYHBIX OJIb(AKTOPHBIX LIEHT-
poB. D1y ocobenHocTh TonmoxumMuu NOS pakooOpasHbIX yiKe
oTMevanu panee apyrue aBtopsl (Johansson, Carlberg, 1994,
Benton et al.,, 2007), koTopble Ha OCHOBaHHH 3TOrO (hakTa
MIPUILINA K 3aKJII0YEHHIO O TOM, YTO MCTOYHHKOM IOCTYILIC-
HUSI B JTaHHBIE CTPYKTYpBl NO MOTYT SIBJIATBCSI OTPOCTKH OJIb-
(akTOpHBIX MHTEPHEHPOHOB Ipynn 9 u 10 WM rUraHTCKOro
JopcaibHOro HelpoHa. Kak H3BecTHO, HWIICHIIaTepalbHbIC
MPOCKIIMK 3TOr0 HEHpOHAa MHHEPBUPYIOT OJb()AKTOPHBIC M
aKIIECCOPHBIC [IOMM TOJOBHOTO OTxAena mosra (Sandeman,
Sandeman, 1987; Benton, Beltz, 2001). DxcrnieprMeHTaIBEHO
YCTAHOBIJIEHO, YTO aKTHBHOCTH NOS B I'MTaHTCKOM JIOpCallb-
HOM HEHMpPOHE CHIIBHO BApPbUPYET, YTO MO3BOJIMIO TPEJIIONIO0-
YKHUTh TIPEPBIBUCTBIA XapaKTep IKCIPECCHH ITOTO (pepMeHTa
(Benton et al., 2007).

CornacHo HamuM JaHHBIM, UNOS-o3UTHBHBIE 0Tb(aK-
TOPHbIE UHTEPHENPOHBI B Tpynnax 9 u 11 mocTossHHO BbISB-
nsrotest Tonbko y O. oratoria, E. japonicus, H. penicillatus n
H. sanguineus, Toraa xak B HEWPONWISAX 0Jb()AKTOPHBIX JO-
Jieli MMMYHOTIO3UTHBHAS PEAKLUs ONpENeNseTCs y BCeX BHU-
noB. [ToaTomy Oornee BeposSITHO, YTO y OOJBIIMHCTBA PaK000-
Pa3HbIX OCHOBHBIM HCTOYHUKOM NO B 0Jb(aKTOPHBIX AOJIAX
MOTYT OBITH NEPBUYHBIC XEMOPEIEHNTOPHBIC KJICTKH AHTEH-
Hys. Hammuame okcnia a3ora B 0OOHSATEIBHBIX IEHTPAX HEO-
HOKPATHO JIEMOHCTPUPOBAJIOCH Y TIO3BOHOYHBIX JKHMBOTHBIX,
HO penko y Oecrio3BoHouHbIX (Broillet, Firestein, 1996; Fuji
etal., 2002; Schachtner et al., 2005). OGHapy)XeHHOE HAMH
cxoactBo B pacmpeneneHust uNOS B 0nb(haKTOPHBIX TOTSAX Y
BCEX MCCIICIOBAHHBIX BHIOB CBUAETEIBCTBYET O TOM, HYTO
y pakooOpa3ubix NO IMpHHHMaeT akTUBHOE ydacTHe B o0Opa-
6oTke oOoHsTENBHOM HHpOpMarmu. M3BectHo, uto NO npu-
HAJUIC)KUT Ba)KHAs MOJIYJIATOpPHAash pojb NpH Ieperade u
00paboTke 000HATENBbHON MH(OPMALMH B IEHTPAIBHBIX M
nepuQepuIecknx XeMOCEHCOPHBIX CTPYKTYPaxX y MPeICTaBH-
TeJel HEeKOTOPBIX BHIOB Oecro3BoHOYHBIX (Johansson, Carl-
berg, 1994; Johansson, Mellon, 1998; Moroz, 2006). K atomy
HaJl0 100aBUTb, YTO Y psijia paKooOpa3HbIX HAMU yCTaHOBIIE-
HO IIMpoKoe mpeacTaBuTeabcTBO UNOS B KJIGTOYHBIX TpyTI-
rax ¥ 0COOEHHO HEHPOITMIISIX TOJIOBHOTO MO3ra, KOTOPBIE HI'-
paroT Ba)KHYIO POJIb B CEHCOPHBIX W MHTETPATHBHBIX MPOIIEC-
cax [IHC (mennanbHBIC TIpoTOIepeOpabHbIC HEHPOIHIN U
JaTepaNbHbIN aHTCHHYJISIPHBIA HEHPOITHIIB).

B TynoBumHOM Mo3re y BCeX MCCIEJOBAaHHBIX HAMHU pa-
k000pa3HbIX UNOS BBISBIISETCS NPEUMYIIECTBEHHO B HEHPO-
nuissx. OCOOCHHO MHTEHCHBHAsI peakius (pepMeHTa ompee-
JsieTcs B 00J1acTH OKOHYaHMS M MOYJISIIMH KIIEIITHEBBIX ped-
JIEKCOB, T'JI€ COJIEPIKATCS IEHAPUTHI MOTO- U HHTEPHEHPOHOB,
a TaKXKe 3aKaHUYMBACTCS 3HAYUTENIbHAsl YacTh YyBCTBHUTEIIb-
HBIX BOJIOKOH, IIPOXOJSIIIMX B cocTaBe OOKOBBIX HEepBOB (Ott
et al.,, 2007). YV OONBIIMHCTBA UCCIICAOBAHHBIX HAMHU BH/OB
uNOS-1103UTHBHBIE HEHPOHBI B TYJIOBHIIIHOM MO3T€ HE BBISIB-
JSIOTCSl. OTOT (DaKT SIBISIETCS] KOCBEHHBIM JI0KA3aTENILCTBOM
TOr0, YTO UCTOYHUKOM NO B HEHPONWISIX SIBJISIOTCS IPEUMY-
IIIECTBEHHO MPOTPHOLECTITUBHBIC HEHPOHBI, KOTOPBIC y PAKO-
00pasHbIX, KaK M Y JPYTHX WICHUCTOHOTHUX, JIOKAIU3YIOTCS
Ha nepudepuu (Ott et al., 2007). [To MHECHHIO HEKOTOPBIX aB-
topoB (Clarac et al., 2000), Hamuune NO B XeMOTaKTHIBHBIX
LIEHTPaX TYJOBUIIHOIO MO3Ta CBUJETEIBCTBYET O €T0 BaXK-
HOH POJIM B MHTETPAIlMU CEHCOPHOTO M MOTOPHOTO KOHTPOJIS
IIPU OpraHW3aliu JIBUTATEIbHBIX pediekco. VckimoueHue
cocraBisitoT O. oratoria M E. japonicus, a Takxke, 110 JaHHBIM
Orra ¢ coaBropamu (Ott etal., 2007), — P. lenisculus n

P. clarkii, y XOoTOpBIX BBICOKasi akTUBHOCTH NO-CHHTa3bI 00-
HapyXeHa W B HMHTEPHEHPOHAX TYJOBUIIHOTO MO3ra, 4YTO
MIPEAIoIaracT BUAOBBIE OCOOCHHOCTH (DYHKIMOHUPOBAHUS
NO B s1oMm otzene LTHC pakooOpasHbIX.

Tem He MeHee ¢usunosiorunyeckas poib NO B TyJIOBHII-
HOM MO3Te Y pakooOpa3HBIX B HACTOSAIIEE BPEeMs U3yUeHa J0-
BOJIBHO €11a00, UTO 3a4acCTyIO CBS3BIBAIOT C HEJOCTATKOM 3Ha-
HUH O paclpeeNieHnH 3TOH CUTHAIBHOW MOJIEKYJIBI B CTPYK-
TypHbIX oOpazoBanmsix [[HC (Aonuma, Newland, 2002;
Araki et al., 2004). Umerotcs cBeaenust o BiusiHuy NO Ha cu-
HaNTHYECKYIO Ilepe/iady B JIOKAJIbHBIX HEMPOHHBIX Lensx. B
YaCTHOCTH, KCIIEPUMEHTAJIBHBIM MyTEM YCTAHOBJICHO, YTO B
TEPMHHAJIFHOM a0JJOMHHAJIBHOM TaHTJIMN PAKOB 3T CUTHA-
JbHAS] MOJIEKYJIA MOIYJIMPYET CHHANTHYECKYIO TPAHCMHUCCHIO
OT MEXaHOCEHCOPHBIX a(h(epeHTOB K MHTEPHEHPOHAM ITyTeM
YMEHBILIECHUSI WM YBEJIMYEHUS aMIUIUTY/Abl BO30Y>KACHHS
MOCTCUHAIITHYECKOr0 MOTEHIMaa B 3aBUCUMOCTH OT (DyHK-
[IUOHAJIIBHOTO KJIacCa MEKCETMEHTAPHBIX WHTEPHEHPOHOB
(Aonuma, Newland, 2001; Schuppe etal.,, 2001a, 2001b;
Schuppe, Newland, 2004). Kpome Toro, mpuMeHEHHE J0-
HOpoB Wiu wHTHOHTOpoB NOS m0Ka3ano CTHMYIHpPYIOIICe
BimsiHue NO Ha akTUBHOCTH MOTOHeWpoHoB (Araki et al.,
2004). ITony4yennsie HamMu AaHHble 0 HaMU4uK UNOS B HH-
TEepHEHPOHAX M HEHPONMWISAX TYJOBHIIHOIO MO3Ta PaKood-
Pa3HBIX TaKXKe CBHJCTENBCTBYIOT 00 y4aCTHH OKCH/A a30Ta B
00paboTKe MEXaHOCEHCOPHOH WH(pOPMAIINH.

Bwmecre ¢ TeM BBICOKas JIOKaIbHAst 1 ME)XBUI0Bast BapHa-
6enpHOCTH pacrpezencHuss UNOS-TIO3UTHBHBIX CTPYKTYp B
IHC, ycranoBienHass Hamu y 10 mpeacraBuTesieii pakooo-
pa3HBIX, MO-BHIMMOMY, OTPa)XaeT pa3inuHble BO3MOXKHOCTH
CEHCOpPHOM IUIACTUYHOCTU 3THX BUAOB. B psine uccnenosa-
HUH 11oka3aHo, 4To NO B JIOKaJIbHBIX HEPBHBIX LEIISIX SBIISICT-
Csl OJIHUM W3 PETYyJSTOPOB CHHANTHYECKOW IUIACTHYHOCTH
MexxHeHpoHHbIX cBsizell [ITHC, obecrieunBaromux aaanTtaiuro
K Pa3IMYHBIM CTPECCOBBIM BO3JICHCTBHSM, B TOM YHCJIE K Me-
Hsttomeics cpeae odutanus (Aonuma, Newland, 2001; Casa-
res, Mantione, 2006; Gonzalez et al., 2008; Romano et al.,
2011). NmeroTes cooOIIeHNsT O 3HAYUTEIFHOM YBEITHYCHUU
AKTHBHOCTH KOHCTUTYTUBHBIX NOS y pakooOpa3HbIX, 00uTa-
IOLIMX B HEOJIArONpHUsITHBIX SKOJ0rnyeckux ycnosusx (Casa-
res, Mantione, 2006).

Bonee BbIcOKHE 3HAUCHMS MOKa3aTeNeH, XapaKTepU3yIo-
mwx passutue UNOS-mo3utuBHEIX cTpykTyp B LIHC, BBISB-
nensl y O. oratoria n E. japonicus, nydine TpHUCIIOCOOTICH-
HBIX K OOMTAHUIO B 9KOJOTMYECKH HEOJIArompusTHOW NpH-
Ope’KHOI1 30HE 110 CPABHEHUIO C JIPYTUMHU OECII03BOHOYHBIMU
(Hamano, Yamamoto, 2005), y KOTOpBIX B TOJIOBHOM U TYJO-
BUIIHOM MO3re¢ HaMH OTMEYEH HU3KUIl yPOBEHb DKCIIPECCHU
oxcuza a3ota. [lomydeHHbIe HAMU TaHHBIE TAKXKE JAIOT OCHO-
BaHHME MPEANOIOKNTh HAIMYUE B3aUMOCBS3H MEXIY YPOB-
HeM KoHcTHTyTHBHOTO crHTe3a UNOS B ITHC pakooOpa3Hbix
U WX aJalTHBHBIMU BO3MOKHOCTSIMH.
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COMPARATIVE CHARACTERISTICS OF uNOS-POSITIVE STRUCTURES
IN THE CNS OF SOME SPECIES OF CRUSTACEANS
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We conducted a comparative study of NO-ergic system in the CNS of 10 species of crustaceans subclass
Malacostraca, belonging to orders Stomatopoda and Decapoda, with a common habitat in Ussuri Bay (Sea of
Japan). Both similar characteristics and differences in content and distribution of universal NO-synthase
(uNOS) were revealed in homologous parts of the brain and ventral nerve cord of the investigated species of
crustaceans. We discuss the involvement of nitric oxide in the regulation of physiological functions of decapod
crustaceans and its role in the processes of adaptation to the environmental conditions.

Key words: nitric oxide, central nervous system, crustaceans, NO-synthase.



