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PE3IOME

B 0630pe paccmarpuBaeTcst reHepanus akTHBUPOBAHHBIX KUCIOPOAHbIX MeTabountoB (AKM), ux cBolictsa u uc-
TOYHMKHU B OpPTaHM3Me YJIEHUCTOHOTHUX, & TaKke PoJib B (POPMUPOBAHUN MMMYHHOTO OTBETA ITPOTHUB I1apa3nuTOB.
ITpy TPOHUKHOBEHUN TTAPA3UTa B OPTAaHU3M WIEHUCTOHOTHX ITPOUCXOIUT aKTHBAIUSI KOMIOHEHTOB KJIETOUHOTO U
IyMOPaJbHOTO UIMMYHUTETA X03511HA. KiltoueBble MMMYHHBIC PEaKIMK [IPOTEKAIOT B JIMM(de MpU y4acTuu TeMOIH-
TOB, KOTOPbIE ONOCPEAYIOT (harOIUTO3, HATIPABJIEHHBIN HA YHUUTOKEHUE HeGOIbIINX 00BEKTOB, HE IIPEBbIIIAIINX
pa3Mepa caMuX TeMOIIUTOB, a TAK/KE M30JISIUI0 U MHAKTUBAIUIO O0Jiee KPYIHBIX 00beKTOB. [Ipu aTOM 110 KacKaHo-
MY TIPUHIIUAIY TTPOUCXOANT aKTUBAINsT (DEPMEHTOB (HEHOTOKCUIA3ZHOTO KOMILIEKCA, 3aAMYCKAIONINX MeJaHOTeHe3, B
pesyJisraTe KOToporo obpasyercst MeJiaHuH. B 1poiiecce hopMupoBaHus MeiaHHA 00Pas3yeTcst Psijl BHICOKOAKTHB-
HBIX CBOOOHBIX KUCIOPOICOAEPKAIINX PALMKAIOB, IIPH KOHTAKTE ¢ KOTOPHIMU MOKET IPOUCXOAUTH YHIUUTOKEHIE
rapasura.

KmoueBbie ciioBa: HaCeKOMbIE, ITapa3unT, I‘eMOJII/IMq)Ely MeJlaHn3alusd, MHKAICY A1 A, aKTUBUPOBaHHbIE KUCJIOPO/L-
Hble MeTa6OJII/ITbI, (beHOJIOKCI/II[aSa
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ABSTRACT

Topics considered in this review include generation of reactive oxygen species (ROS), their features and sources
in arthropods and the role of ROS in development of immune response against parasites. The cellular and humoral
immune reactions of hosts are enhanced under parasite penetration. The main cellular defense refers to hemocyte-
mediated immune responses like phagocytosis of small particles as well as isolation and destroying large particles
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by encapsulation. These processes are accompanied by melanin formation as results of phenoloxidase activity and
melanogenesis. In this review the melanogenesis is examined as one of the reasons of increased generation of ROS
which have a high reaction activity and ability to destroy parasites.

Key words: insect, parasite, hemolymph, melanogenesis, encapsulation, reactive oxygen species, phenoloxidase

MexaHu3Mbl, C [OMOIIBIO KOTOPBIX IIPOKUCXO-
IUT YHUYTOXKEHIE YY>KEPOIHBIX OPraHU3MOB, B
TOM YHCJEe W MapasuToB, a TakkKe COOCTBEHHBIX
KJIETOK 4JIEHHCTOHOTHX, MOKHO Pa3/eJIUTh Ha [[Ba
tuna. IlepBoiii cBsizaH ¢ 00pa3oBaHUEM BBICOKO-
PEaKIMOHHBIX aKTUBUPOBAHHBIX KUCJIOPOIHBIX Me-
tabomutos (AKM), KoTopble CII0COOHBI BBI3bIBATH
rubesib KjaeTok-muiieHeid. [Tog akTUBUPOBAHHBIME
KUCJIOPOAHBIMU ~ MeTa0OJIMTaMU  [O/Pa3yMeBaIOT
MIMPOKUIA KJIACC BBICOKOPEAKIIMOHHBIX KICJIOPOJ-
HBIX COEJUHEHUN paJuKaJIbHOW U HepajuKaIbHON
PUPOJIBI, 00PA3YIOIIUXCST B PE3YJIbTaTe HEIOJHOTO
BOCCTAHOBJIEHUST MOJIEKYJIIPHOTO KHUCJIOPOJA WU
U3MEHEeHUs] CIIMHA OJHOTO U3 €ro 3JIeKTPOHOB, Ha-
xoxsmuxcs Ha BHenrHux opouranax (Halliwell et al.
1999; 3enxos u ap. 2001). ITogoGHbIE coeqUHEHN B
OpraHu3Me WJIEHUCTOHOTMX MOTYT OGPa3s0OBbIBATHCS
B pesyJbrarte psa GepMEeHTATUBHBIX PEAKIUN Kak
B PA3JIMYHBIX KJIETKAX, B TOM YHUCJI€ U B F€MOIUTAX,
tak u HenocpeacrsenHo B aumde (Nappi and Vass
1993, 1998; Nappi and Ottaviani 2000; Lavine and
Strand 2002). Bropoii TUII — 9TO CUHTE3 Pa3JINYHbIX
GENKOB W/ TJIMKOIPOTEMHOB, KOTOPbIE MOTYT
HETIOCPENICTBEHHO BBI3bIBATH CTPYKTYPHBIE U3MEHE-
HUSI B IIPOHMKINEM T1apasute. Hampumep, ausonum
(depmenT Mmypamu/aza) MOKeT IUPOJU30BATH [JTH-
KO3UIHYIO CBsI3b MeK1y N-aleTuJriaioKo3aMuHOM
u N-aieTuyni-MypaMoBoOil KHCJIOTOMN, BXOSIINX B CO-
craB GaKTepUATBHBIX KJIETOK, YTO TIPUBOJAUT K rube-
s G6akrepuii (Hultmark 1996; Yu et al. 2002). Cioza
JKe MOYKHO OTHECTH BEIIECTBA, KOTOPbIE He 06J1a/1ai10T
(hepMeHTATUBHON aKTUBHOCTHIO, HO CIIOCOOHBI B3au-
MOJIEHCTBOBATH ¢ MeMOPAHOI UJIM TIOBEPXHOCTHBIMU
CTPYKTYPAMU YYKEPOJIHON KJIETKU M U3MEHSITh X
cBoiicTBa. B mepByio ouepenp ato — aHTHOAKTEpPH-
aznbHble U uTonuTideckue 6enku (Engstrom 1999;
Boman 2003; Dimopoulos 2003; Hetru et al. 2003).

Y4uThIBass, 4TO BBICOKOAKTHBHBIE KUCJIOPOJCO-
ZiepoKaliye CoeIMHeHNs UTPAIOT CYIECTBEHHYIO POJIb
B IMMYHHOI1 CICTEM€E MHOTHX JKIBOTHBIX, B TOM YHC-
Jie YWIEHUCTOHOTUX, B IAHHOI CTAaThe MbI PACCMOTPUM
TOJIBKO POJIb ATUX COeNUHEeHUN pyu (OPMUPOBAHUN
UMMYHHOTO OTBeTa, UX CBOHCTBA U UCTOYHUKU B
opranusMme wiennctonorux. Cienyer OTMETUTD, UTO

BO BCEX JKHMBBIX OPraHM3MaX IIPOTEKAIOT PeaKIuu
¢ o6paszoBaHMeM aKTHUBUPOBAHHBIX KHUCIOPOIHBIX
MeTabo/INTOB, TAKNX Kak cynepokcup-anuon (O,%),
nepekuch Bogopoaa (H,O,), ruapokcuibrbiil paau-
kan (HO"), okcup azora (NO*) u psi 1pyrux KUCIo-
poacoaepskamux paaukaios (RO,") (Baagnmupos
u ap. 1991; Bogdan et al. 2000; 3enkos u ap. 2001;
Eberhard et al. 2002).

Bce dopmbr AKM o6uiafaior BBICOKOW IHTO-
TOKCMYHOCTBIO B OTHOIIEHUH JIIOOBIX TUTIOB KJIETOK
U KJIETOYHBIX 0OPa30BaHUil, YTO ONPEIETSETCS UX
XMMUYECKOIl aKTUBHOCTHIO. MOKHO BbIIENUTH He-
CKOJIbKO Haubojiee BEPOATHBIX MUIIEHEH OKUCJIM-
TeJIbHOU IIUTOTOKCMYEeCKON «aTakuy» AKM: B iepByio
0Y€epe/ib, TO — MEMOPAHBI 33 CYET WH/LYKI[UH TIPOIIEC-
coB niepekucHoro okucenus gununoB (ITOJT) (Baa-
aumupos 1 ap. 1991) u nospexaenus MeMOpaHHbIX
6enkon (Richards et al. 1988); Bo Bropyio ouepeznp,
910 — nHakTuBauusa Gepmenrtos (Drapier and Hibbs
1988) u nospexaenve JHK kimerox (Hoffman et
al. 1984). Kpome Toro, AKM MOryT yyacTBOoBaTh B
kaerounoii nposmdepanuu (Cross and Jones 1991) u
pEryJIanuu MeTaboJIMYeckux TPOIECCOB B KauecTBe
BHYTPUKJIETOUHbIX Meccerkepos (Nappi et al. 2000,
Qazi and Trimmer 1999).

Cpenu OCHOBHBIX ITyTeil TeHepaliy U KOHBEPCUU
AKM cnenyer OTMETUTb HECKOJIBKO MEXaHU3MOB.
Tak, 3aMeTHBIE KOJMUYECTBA CYNEPOKCHIa 00pas3yoT-
Cs1 B PEAKIIUSIX, KATATU3UPYEMbIX HEKOTOPBIMU OKHC-
surenbubiMu epmentamu: NAD(P)H-okcnpazoit,
KCAaHTUHOKCHUA30H, aJbIerHI0KCUIA30i U  Ip.
(Fridovich 1979; Halliwell and Gutteridge 1999;
3enkoB u jp. 2001). ITomumo aToro, ncTouHUKAMU
O," B opranusme sIBJIIOTCS JIbIXaTeIbHbIE LeIH T1epe-
Hoca 371eKTpoHOB (3enkoB u 1p. 2001). B vactHocTH,
B reMonrax rapakana Blaberus discoidalis, a Takxe 6
BUJI0B TipesicTaBuTesieit orpsiaa Lepidoptera 6bio 3a-
PETUCTPUPOBAHO 06PA30BAHUE CYNEPOKCHI-aHUOHA
(Arakawa 1994, 1995a, b; Whitten and Ratcliffe
1999). BepositHo, 0lHUM U3 OCHOBHBIX UCTOUHUKOB
CYNEPOKCH/-AaHUOHA Y YJIEHUCTOHOTUX SIBJISIIOTCS
MUTOXOH/[PUAJIBHBIE U MUKDPOCOMAJbHbIE CTPYKTY-
DBl KJIETOK, XOTsI He UCKJIOYEHO, YTO MCTOYHIKOM
CYIEPOKCH/I-AHMOHA MOTYT ObITh TaKiKe MPOMEKY-
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TOYHbBIE IMPOAYKThI MeJIAHOTeHe3a, B IEPBYIO Oue-
pellb — OKUCJIUTENIbHO-BOCCTAHOBUTEIbHbBIE PEAKIINU
XMHOHOB, KOTOPbIE MOTYT IPOUCXOANTH HedhepMeH-
TATUBHO WJIK ITPU yuacTun (hepMEHTOB Yepes 06pas3o-
BaHMe CeMUXMHOHOBBIX coe/luHeHuil. B atom ciayyae
MOJKHO [POBECTU IAPaLesib ¢ MUTOXOHIPUATbHBIM
CHHTE30M CYIEPOKCH/IA TIPY y4acTuu youxuHoHa. B
BOJIHOI cpejle B pe3yJbrare AMCMYTa3HOU peakiinu
CyIepoKcHJL 10cTaTouyHo 6bicTpo (1, ~ 109 ¢, 37°) 06-
pasyer nepekuch Bogopoaa u O, (Reiter 1995).

Tokcuyen M CyHEepOKCUIHBIM AHUOH caM IO
cebe NI e OH SIBJISIETCS JIUIID TIPEAIIECTBEHHUKOM
HePeKUCH BOJOPO/IA, PAa3JIoKeHne KOTOPOil MOHAMU
nepexoHbIX MetasioB (peakiust MeHToOHA) TIPUBO-
IUT K 06Pa30BAHKIO THAPOKCUIBLHOTO PASUKAIIA, TOK-
CUYHOCTb KOTOPOTO COMHEHUN He BbI3biBaeT? OnHo-
3HAYHOT'0 OTBETA HA ITOT BOIIPOC B HACTOSIIIEE BPEMSI
ner (Klebanoff 1974; DiGuiseppi 1982). LlutoTok-
CHYECKOe JIefICTBHE CYIEPOKCHIA OrPaHUIMBAETCS
ero HecrocOOHOCTHIO TIPOHUKATH CKBO3b KJIETOUHYIO
MeMmOpany, Tak kKak npu ¢usuonormyeckux pH O,
SIBJISIETCSI 3aPSIKEHHON YacTUllell, U, COOTBETCTBEHHO,
ero g dysnst CKBO3b KIETOYHYIO MeMOpaHy 3aTpyi-
nena (Gus’kova et al. 1984). B 1o sxe Bpemst iepekuch
BOJIOPO/IA, SIBJSASACH HEUTPAIHHOU MOJIEKYJION, MOXKET
GecnpensaTCTBEHHO MPOHUKATh BO BHYTPUKJIETOUHOE
MIPOCTPAHCTBO Yepe3 aKBanopuHoBble KaHasbl (Bi-
enert et al. 2006), TOBpeX s KIETKY U3HYTPU.

Takum 06pa3oM, UMEIOIIUECS B JIUTEPATYPE JIaH-
Hbl€ He T03BOJIIIOT C/IEaTh OJHO3HAYHBIN BBIBOJ O
TOKCUYHOCTU CYTEPOKCUIHOIO AHUOHA CAMOTO IO
cebe. B mo6GoM ciydae peakiuy BOCCTAHOBJIEHUS 1
puemyTaruu O, IpUBeAyT K 00pa3soBaHMUIO IIePEKUCH
BOJIOPOJIA U, BO3MOXKHO, THIPOKCUIBHOTO PAJNKAJIA.
B uTore MOXXHO 3aKJIOYUTH, YTO TOKCUYHOCTb KHC-
JIOpoZia O0YCJIABIMBAETCSI CIIOKHBIME TIPOIECCAM,
BKJIIOYAIOIIUME B cebst 06pasoBaHue BCEX MHTEpMe-
JIMaTOB BOCCTAHOBJIEHUST MOJIEKYJIIPHOTO KHCJIOPOJIA
10 BOJIBL

Culeryet OTMETUTD, YTO Y Psifia BUOB YJIE€HUCTO-
Horux mnpoaykuus AKM Obura s3apermcrprpoBata
KaKk B OTBET Ha [IEWCTBUE PA3JIMYHBIX HMMYHHbBIX
MOJYJISITOPOB (KOMIIOHEHTOB KJIETOUHBIX CTEHOK MHU-
KPOOPraHu3MOB, HEIJIOHOBBIX MIAPUKOB U IIP.), TaK
u 1ipu pazButun uHdexruronnoro mpoiecca (Carton
et al. 2008). B wacTHOCTH [IOKA3aHO, YTO yBEMYEHUE
rerepaiiuu AKM 1mpoucxoauT npu pa3BUTHU Tapa-
3uT030B ¥y Myx Drosophila (Nappi et al. 1995, 2000).
[Tosbimienuie renepartnun AKM B remosinmde auau-
Hok Galleria mellonella 6p110 3aperucTpUpPOBAHO

299

HAMU TIPU PA3BUTUU MUKO30B ¥ MUKPOCIIOPUINO30B
(Glupov et al. 2003; Jlosunckas u ap. 2004). Ycra-
HOBJleHA KJioueBast pojb AKM B wnkarncyssiun
n yaudtoxkenun Plasmodium melanotic 'y xomapa
Anopheles gambiae (Lanz-Mendoza et al. 2003;
Kumar et al. 2004). ITokasana noBbliieHHast reHepa-
1ust B reMoJiiMde HACEKOMbIX MEPEKUCH BOIOPOJA
u apyrux AKM B oTBeT Ha MHBEKIIUIO JTUUMHKAM G.
mellonella youreix 6Gakrepuanbubix ki1eTok (Komapos
u jip. 2006), a TakKe Ipu paHEHUU U B IIPOIIECCE PA3-
BUTHUSI UHKAICYJISIIUN HEWJIOHOBBIX MUMILIAHTAHTOB
(Puc. 1) (dy6osckuii 1.M., neomy61.).

UsBectHo, 9To ocuoBHOe KouuectBO AKM ripu
Pa3BUTUU MMMYHHBIX DEAKIUN Y UIEHUCTOHOTUX
obpasyeTcst B IpoIlecce MejlaHOTeHe3a U, B HEPBYIO
ouepe/ib, IPU WHKATICYJISIUU WM TPaHyaI000pas3o-
BaHUM YyKepPOAHBIX opranuamoB. OOpasoBanue Me-
JIAHOTHYECKON KaIlCyJibl BOKPYT 11apasuToB (IIpoiecc
MUHKAIICYJISIINUN) SIBJISIETCSI OJHUM W3 KJIIOYEeBbIX B
hopMUPOBAHIY UMMYHHOIO OTBETA YJIEHHUCTOHOTUX
MU 1pejacTaBiser coboil MHOrO9TAIHBIN  IIPOIece,
KOTOPBIIl HAUMHAETCST TI0CJle aKTUBAIUU (DepMeHTOB
dbenonokcugas (OO). Itu hepMeHThl KaTaJIu3upy-
10T TIePBOHAYAJIbHbIE PEAKIIMU B IIPOIECCAX MeJIAHH-
3arnuu u/uim ckiaeporusamyuu (Puc. 2).

Cpent KIIIOYEBBIX MOJIEKYJ, 00ecrednBaroNuX
[IPOIIeCC MEJIAHU3AIIUHY, CJIe[IYEeT BbIIEJIUTD KaTeXoJ1a-
MUHBI U JIpyriue OHOTEeHHbIE AMUHBI — [TPOU3BO/IHBIE
tuposuna (Ashida and Yamazaki 1990; Wilson et al.
2001; McGraw 2003). [Tomumo Meslanusanuu, aTH
MOJIEKYJIBI MOTYT 00€CredrBaTh APyrue KU3HEHHO
BaKHbBIE TIPOIECCHI YJIEHUCTOHOTUX, BKJIIOYAs Heli-
ponepenauy (Owen and Bouquillon 1992; Noguchi
et al. 1995), ckieporusammio KyTuKyJIbl (Sugumaran
and Nelson 1998) u o6pasoBanue TaHMHA B XOPUOHE
auil (Li 1994). Bosbiioe 3navenvie npu MeJiaHu3aum
[IPOM3BOJIHBIE TUPO3UHA MPUOOPETAIOT, BBICTYIIASI
cyberpatom gt DO U BKIIOYAsACH B BUJE dyMesia-
HUHA ¥ CKJIEPOTHHA B COCTAB HMUTMEHTHPOBAHHBIX
karcyJ1 Bokpyr napasuta (Soderhall and Smith 1986;
Nappi and Vass 1993; Carton and Nappi 1997; Wilson
et al. 2001). Ha nepBom sTare MejaHoresesa mpomc-
XO/IUT TUIPOKCUIMPOBAHYE TUPO3MHA B IUTHIPOKCH-
dbennnananun (JJODA), satem — okucaenue [ODA
B 1O DAxunon (Bpurron 1986; Nappi and Vass 1993;
Zhao et al. 1995; Nappi and Ottaviani 2000). IToce-
JYIOIIUE PEAKIINHU, IPUBOJAIINE K 0OPA30BAHUIO He-
PACTBOPUMOTO 3yMeJIAHIHA, TIPOTEKAIOT Oe3 yIacTust
bepmenta (bpurton 1986). XoTs y 4ieHUCTOHOTUX
B IOCJIEYIOI[ME ATANbI MEJIAHOTeHe3a MOTYT BKJIIO-
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Puc. 1. YBesnmuenne koHneHTpaiun rnepexrcu sogoposa (1) u ckopoctu renepannn AKM (2) B remosnme mpn MHKANCYISINAN Y JIAYH-
nok Galleria mellonella nociie BBeieHNs HEITIOHOBOTO UMIUIAHTAHTA YepPe3 POKOJI B KyTHKYJIe (n = 15 st kak0ro Bapuanta; * 0603Ha-
JaeT CTAaTUCTHYECKYI0 3HaYnMocTh p < 0.01 Mexmy 0603HaueHHbIME BapuanTamu 1 BapuanTamu 0, 4 u 24 4; T 0003HAYAET CTATUCTHIECKYIO
sHaunmocth p < 0.01 mesxy 06o3HaueHHbIM BapuanTom 1 Bapuantamu 0, 1, 4 u 24 ).

Fig. 1. Increase of hydrogen peroxide concentration (1) and ROS generation (2) in hemolymph of Galleria mellonella during encapsulation
of nylon implant injected through cuticle (n = 15; * p <0.01 between marked variants and 0, 4 u 24 h; T p < 0.01 between marked variants

and 0, 1, 4 and 24 h).

vatbest pasanusbie pepmenTsl (Nappi and Vass 1993;
Sugumaran and Bolton 1998; Sugumaran 2002),
JNODAxuHOH, SIBJISSICh HEYCTONYNBOU MOJIEKYJIOHN,
6oicTpo 1uksmsyercst B seiiko JOMAxpom. Okucire-
une seiiko/[ODAxpoma /IO DAXITHOHOM TTPUBOIUT
Kk ob6pazoBanuto JJTOMAxpoma, 3areM MOCIEI0Ba-
TEJLHO 00pasyoTcest 5,6-TUTHIPOKCUNH/ION, WHIIO-
JIN-5,6- XUHOH ¥ KOHEYHBIN IIPOAYKT — dyMeJaHUH.
B npucyTcTBUM MOHOB JIBYXBaJEHTHBIX METAJLIOB U3
JTOMAxpoma obpasyercst 5,6-IUTHAPOKCUIMHIO-2-
ykeycnast kucsora (Nappi and Vass 1993). Deno-
JIOKCH/IA3a, a TaKXKe MePOKCHIa3a MOTYT OKHUCJSITDH
UH/I0JIbI B COOTBETCTBYIOIINE XUHOHDI (MHI0JUI-,6-
XUHOH W WHIOJWII-3,6-XMHOH-2-yKCYCHasT KICJIOTA),
KOTOPBIE MOJUMEPUIYIOTCS U 00PA3yIOT 9yMeJTaHUH
(Nappi and Vass 1993). B cymHocTr, symenaHuH
pezcTaBisger coOOM JIMHENHBIN HOJUMeD WHIOIIII-
5,6-XuHOHA, XOTs B JIAHHOM IIOJIIMEPE MOXKET MPU-
CYTCTBOBATh U HEOOJIBIIIOE KOJMUYECTBO MUPPOTIHHBIX
moroMepoB, JJODA u [[ODA-XUHOHOBBIX (hparMeH-
toB (Bpurron 1986; Nappi and Vass 1993).

Eciin ske yauThIBaTh, 4TO MPOIIECCH] METTAHOTEHE3A
IPOTEKAIOT B CPEJIE, T/Ie HAXOAUTCSI OOJIBIIIOE KOJINYe-

CTBO TUOJI-COEPKAIUX KOMIIOHEHTOB (TJIyTaTHOH,
[UCTeNH, OEJKU), a Pa3JIMIHbIE IIPOMEKYTOUHBIE
MIPOJYKThI MEJTAHOTEHE3a CIIOCOOHBI B3aUMO/IEHCTBO-
BaTh € CYyJIb(MTIUAPUIBHBIMU TPYIIIAMU, TO He YIUBH-
TEJIbHO, YTO B COCTAB MEJIAHOTUYECKOM KaIlCyJIbl N
MEJIAHOTUYIECKOTO TPOMOA B IOBPEKIEHHON KYTHKY-
Jie, KPOMe MeJIaHWHA ¥ CKJIEPOTHHA, BXOJST OEJIKU 1
amuaokuca0Thl (Nappi and Vass 1993). BosmozkHo,
pasHoo6pasuble Geku (Kak 4ysKepoJHbIE, TaK U
cOOCTBEHHBIE) MOTYT BBICTYHATH MATPUIIEN JIST TIO-
JIUMEPHOUN PeakIuu OKUCIUTEJHHOU KOHIEeHCAITNU
un0auA-XxuHOHOB (BbpuTTon 1986).

IToppobuee ocranasuBasch Ha sHavenun OO B
porieccax MeJaHU3aIK U CKJIEPOTH3ANUN He0OX0-
JIMMO YKa3aTh, YTO WHUIIHAIIUS [IEPBBIX CTaAul GHO-
CHHTEe3a 9yMeJIAHNHA TPOUCXOIUT IIPU YIACTUH [BYX
tunoB denonokcugas (tuposunad): EC 1.14.18.1,
MOHO- U An(eHoIoKcuaspl, o-audenon: O,-okcu-
nopenykrassl u EC 1.10.3.1, nudenonokcuaaspl, Ka-
TEXO0JIOKCH/Ia3bl, O-audeHos: O,-0KCHA0peayKTasbl
(Sugumaran and Bolton 1995, 1998). tu hepmenTbI
IPEACTABJIAIOT COO0 CeMENCTBO Meb-COMEPKALINX
6eJIKOB, KOTOpbIE, MOAOOHO IeMOIMAHIHY, B3alMO-
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Puc. 2. I/IIITepMeHI/IaTI)I, 06pa3y101111/1ec;[ pu MeJjiatnoretese, B 4aCTHOCTH, Ha PaHHUX CTaAUAX OKUCJIEHUA [[HFI/I[[pOKCI/Id)eHH]Ia]IaIH/IIIa

([IODA) denonokcnmazoi.

Fig. 2. Outline of melanogenesis. Production of intermediates during early stages of 3,4-dihydroxy-L-phenylalanine (DOPA) oxidation

by phenoloxidase.

neiicteytor ¢ kuciaopogom (Ashida and Yamazaki
1990). B mepBble cTaauy MeaHOTeHe3a TakKKe
MOTYT BOBJIEKATHCS TIEPOKCHUIA3bl, KOTOPbIE CIOCOO-
HBI OKHUCJATH MOHO(DEHOJbI, aMUHO(MEHOJDI, 0- W
n-gudenosst (Nappi and Vass 1993; Li et al. 1996).
Ectb JaHHbIe, yKa3bIBAIOIIIE HA CIIOCOOHOCTD CaMUX
(benosoKCHIA3 MPOSIBIATh EPOKCUIAZHYIO AKTUB-
HOCTD B TIPUCYTCTBUU Kak MOHOMbeHom0B (Yamazaki
et al. 2004), Tax u qudenonos (Mastore et al. 2005).

Y wienncronorux (heHoJOKCHIA3a JOKAIN30BA-
Ha B reMosinMpe (inMba 1 TeMOIUTDBI) U KYTHUKYJIE
(Ashida and Brey 1998). B kyrukyJe, kpome mnepe-
YUCJIEHHBIX (DEPMEHTOB, 3aPETUCTPUPOBAH TPETUN
tun DO - makkaza (EC 1.10.3.2., n-mudenor:
O,-oxcuzopenyxrasa) (Ashida and Yamazaki 1990;
Nappiand Vass 1993; Ashidaand Brey 1998). lanHbrit
depMeHT ydacTByeT B mpoieccax (HOPMUPOBAHUS
KYTHKYJIbI HACEKOMBIX, OKHCJISIST (DEHUIEHIMAMUHBI
u 1oaudeHobl, OJHAKO OH He TUAPOKCUIUPYET
tuposuH. Jlakkaza Tak e, kak u apyrue @O, npen-
cTaBJisteT cOO0H Meb-coaepsKauii GeIoK.

DO scrpeuaiorest B GopMe MHAKTUBUPOBAHHBIX
npodepmenTos, mpodenonokcunasdbl (mpodO), xo-

TOpbIe aKTUBUPYIOTCS MPU OTPAHUYEHHOM IPOTEO-
suse (Ashida and Yamazaki 1990; Soderhall 1999).
AxrusupoBanue npo@O B opranusmMe 4IeHUCTOHO-
TUX TIPOUCXOJUT MPHU MOMOIIKA MHOTOCTYIEHYATOTO
Kackazia (hepMEHTATUBHBIX PEAKIINH, KOTOPbIN Ha-
3BaH (PEHOJOKCUIA3HON aKTUBUPYIOIIEH CUCTEMON
uin npodenonokcupazubiv Kackagom (I[IDK). B
CBOIO OYepe/ib, aKTUBUPOBAHUE OCHOBHBIX (hepMeH-
toB [IMK cepunoBbIX NpPOTEMHA3 IIPOUCXOIUT B
JTa3Me MoJ IeUCTBrEM CyOCTaHIIUN OMOTUYECKOTO 1
abUOTUYECKOTO MPOUCXOKACHHUSI, TAKUX KaK KOMIIO-
HEHTBI MUKPOOHBIX KJIETOUHBIX CTEHOK, MTapPa3uTOB,
abeppaHTHBIX TKaHEil, HEJIOHOBBIX BOJIOKOH W T.JI.,
a TakyKe [P HAJTWYUHU JBYyXBaJeHTHbIX nonoB Ca*
(Ashida and Brey 1998; Soderhall and Cerenius
1998; Kwon et al. 2000). Kpome TOro, akTuBupo-
Banue [IDK moxkeT mpoucxonuTs 1o AencTBHEM
COCTaBHBIX KOMITOHEHTOB KJIETOUYHBIX CTCHOK MUKPO-
OPraHM3MOB, TAKUX KaK TEITH/IOTIUKAHDI, JUTIONO-
mucaxapuzsl (JITIC) u B-1,3-ruukanst (Ashida and
Yamazaki 1990). Ciieyer oTMETHTD, UTO aKTHBAIIUS
[TDOK moxeT MPOUCXOAUTH TOJBKO MO AeHCTBUEM
rMKaHoB ¢ B-1,3 cB43b10. J{pyTie moJuMepsl rIoKo-
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3bI (HAIpUMep, ¢ o- i B-1,4 CBsI3bI0) He CIIOCOOHDI
akrtusuposaTh [IMOK (Boman et al. 1991). B nporec-
col aktuBanu @O MOryT BOBJIEKATHCA OEJIKK U JIeK-
TUHBI KaK 3HIOTEHHOU, TaK U 3K30T€HHON MPUPOJIBI
(Chen et al. 1995).

Cileryet OTMETHUTD, YTO B3AUMOJIEIICTBUE JIEKTH-
Ha ¢ mpoTeazamu u,/min Kommonerntamu npodO ue
OII0CPEIOBAHO OJIMTOCAXAPUIHBIMI OCTATKAMU TJIM-
KOIIPOTENHa, TaK Kak caxapa (MHTUOUTOPBI arriio-
TUHUPYIOIEell AKTUBHOCTU JIEKTUHA) HE CHIKAIOT
adexktuBHOCTH akTUBaiuu 1po@O win mpoTeas
(Chen et al. 1995). He uckiiodeHo, 4To sHI0reHHbIE
JIEKTUHbBI, B TOM 4YHCJIe IIPe[CTaBJeHHble B BuUJIe
PELENTOPOB HA IOBEPXHOCTH TeMOILUTOB, MOTYT
yuactBoBaTh B peryssiuu [IDK, Boamoskio, uepes
PEryJIsAIuIo akTHBHOCTH HHrnOuTopoB mporeasd (Gan
et al. 2001; Zhu et al. 2003).

B pesyibrate ommMcaHHBIX peakiuii oGpasyercs
CJIOJKHAST MEJIAHOTUYECKAST KATICYJIa BOKPYT Mapa3uTa
WJIA MEJTAHOTHYECKUN TPOMO B MeCTe MOBPEKICHUST
KyTHKYJIbl. Bo BpeMst kackana hepMEHTATUBHBIX pe-
AU, TPUBOAAIINX K 0OPA30BAHUIO MEJIAHIHA, BO3-
HUKAET Psili IPOMEXKYTOUHBIX BbICOKOPEAKIIMOHHbBIX
IPOIYKTOB, OMOCPEYIOIUX KUJIJIEPHBIN MeXaHU3M
[PY MHKATICYJIAIAN 1 rpanyioobpazosanuu. Hampu-
Mep, IUTOTOKCUYHbIE TPUTUAPOKCUDeHObl (6-11-
ruapokcu/JOMA umn  6-aurunaporcu/ O DAamun)
MOTYT reHepupoBaThest mpu Banmoeiicteun J[OMA
wm JoDAamuna, 1160 ux xunonos, ¢ sogoii (Nappi
and Vass 1993). Kpome Toro, Obuin 0OHAPYKEHbI
anTubaKrTepuaibible W (DYHIHIUIHBIE CBOWCTBA
menanunos (Soderhall and Ajaxon 1982). 1ssecrno,
4TO 1pU (PepMEHTATHBHOM OKHCJEHUHN KaTeXOJIOB,
B ToM uncie JODA, npoucxoaur obpasoBaHue ce-
MUXHHOHOBBIX pamukaioB (Puc. 2) (Kalyanaraman
and Sealy 1982; Kalyanaraman et al. 1984). Heko-
TOPBIE ABTOPBI MIPEIONATAIOT, YTO CEMUXUHOHOBbIE
MHTEePMeNAThI [IPOIlecca MeJIAHU3alNuU, HAIPUMED
JIODA-ceMUXIUHOHOBBIA paAZNKAT, MOTYT B3aHMO-
NEHCTBOBATL ¢ MOJIEKYJISIPHBIM KUCJIOPOIOM C 00-
pasoBanueM cynepokcua-anunona (Nappi et al. 1995;
Nappi and Vass 1993; Nappi and Christensen 2005). B
HAIINX UCCIe0BAHUSAX IPEATIPUHUMAIICD TTOIIBITKA
3aperucTpupoBaTh 06pasoBaHKe CYIEPOKCH/A B TIPO-
Hecce MeJlanusanuu B remosimMde jmuntok Galleria
mellonella w Dendrolimus superans sibiricus ¢ momo-
11bio ciimHoBbIX JIoByIiek PBN, DMPO u DEPMPO,
a TaKyKe C MOMOIIBIO [IPOCTPAHCTBEHHO 3aTPYyIHEH-
noro ruapokcuaamuia CP-H (Slepneva et al. 1999).
3aperucrpuposath obpasosanue O, B remosnmde

TmymoB u np.

ATUMM METO/IaMU He ynaioch. PanHue uccienoBa-
HUsI C TIOMOIIBIO 9JIEKTPOHHOTO IapaMarHUTHOTO
pesonanca (IDIIP) ykaspiBaloT Ha NpUCYTCTBUE He-
GOJIBIIIOrO KOJIMYECTBA CBOOOIHBIX PaUKAIOB (BO3-
MOJKHO, CEMUXUHOHOBBIX CTPYKTYD) B dyMeJIAHIHE
(Bpurron 1986). Hannure 1mogo0HbIX cOeaMHEHUI
B 9yMeJIaHWHE, BEPOATHO, ONPeJeIsieT ero Gakrepu-
nuzanbie u yurunuaneie cBoiicTBa. [lomydennbie
HAMU Pe3YJIbTAThI TO3BOJISIOT 3aKII0YUTD, YTO U B Te-
MoJinMbe HACEKOMBIX IIPOIIECC MeJIAHU3AIIH COIPO-
Boxkaaercs obpasosanueM /] OMA-ceMIXUHOHOBOTO
pamukana (Slepneva et al. 2003; Komarov et al.
2005). [l perucrparuu kopotkoxkusyiiero /L OMA-
CEMUXUHOHOBOIO Pa/IUKaja B IPOIECCe MeTaHnu3a-
UK B reMOoJIMM(de HACEKOMBIX HaMK ObLI TIPUMEHEH
METO/I CIIMHOBOH CTaOMI3AIUT OPTO-CEMUXMHOHOB.
ITpu oxucienun JJODA B remosmmde G. mellonella B
npucyTcTBun nonoB Mg?' nabmonamu crekrp IIIP,
npuBegennbii Ha Puc. 3. O6pasosanme JJODA-
ceMuxutona B remosumbe G. mellonella sisasinoch
CJIEJICTBUEM AKTUBHOCTU (DEHOJIOKCH/IA3bl, TAK KaK
pu 106aBIeHUN B reMOoanMDy (heHUITHOMOYEBUHBI
(cuenuduynoro uarubuTopa derosorcugasbr) IIIP
ciektp JODA-ceMUXUHOHOBOTO pPajiiKaia He Ha-
Garofancst. TIpuHUMasi BO BHUMaHHE TOKCUYECKHUE
CBOICTBA 0-CEMHXUHOHOB, MOKHO IPEINOJ0KUTb,
4TO reHepalust ATUX YACTUI[ B IIPOLIECCE MeJaHM3a-
[[MHU UTPAET BAKHYIO POJIb B PEATU3AIUU MUKPOOU-
LUIHOTO JEeUCTBUS [IPU MHKATICYJISIIIUY [TATOTeHHBIX
OPraHu3MoB B reMoJinMde HACEKOMbIX.

Clieyer OTMETHTh, YTO B KYTUKYJie JU(DEHOIbI
MOTYT [I[EAMUHUPOBATHCS TIepell IOJMMEePU3AIIHEN,
BCJIE[ICTBUE Yero CTPYKTypa MeJaHUHA B KYTUKYJe
Oy/ZIeT 3HAYUTENLHO OTJIMYATLCS OT MeJIAHWHA, 00-
pasoBaHHOro B Xo/le (DEPMEHTATUBHBIX PEAKIUil B
remosinMde TIPU UHKANCYJIAIUU uin (hopMUPOBa-
HuK TpomOa TocIe TToBpexIeHust KyTukyJsl (Bursel
1970).

[Ipun akrtuBupoBanuu GepMEHTATUBHBIX pe-
akruii [IOK wckmounTebHOe 3HAYEHME WTPaeT
«ClakeHHas» paboTa PeryJssiTOPHbIX MeXaHU3MOB
U, B TIEPBYIO OYEPE/Ib, KOHTPOJUPYIONINX BHIPAOOTKY
naruburopos IIOK. Ecian nogobuoe sseno Oyzaer ot-
CYTCTBOBATh WJIU €r0 aKTUBHOCTDb GY/IET CYIIECTBEH-
HO CHIIKEHA, TO JasKe TIPU HEe3HAUUTETbHOM TIOBPEXK-
JIEHUU TIPOU30I/IET MeJIaHu3aIus BCell TeMoJnMpbI
U, COOTBETCTBEHHO, rubesib ocobu. B psie cayuaes
[apasuThl MOTYT CAMU CHHTE3MPOBATH WHTHOUTOPBI
OO wm IIDOK wmm ungynuposaTh oOpasoBaHiue
MOJOOHBIX HMHIMOMTOPOB HEIOCPEACTBEHHO KJeT-
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Puc. 3. Cuexrpst TP JJODA-ceMUXuHOHOBOTO pa/iiKaia, HOJIydeHHble B mpucyTcTBir nonoB Mg?  nipu okucsenun JJOMA B remosim-
e Galleria mellonella (a) n ountentoii rpuGHoOii henosokcnaazoii (6), (B) — 10 ke, yTo (a), HO B IPUCYTCTBUY (DEHUITHOMOYEBUHDI.

Fig. 3. EPR spectra of DOPA-semiquinon obtained in the presence of Mg?** during DOPA oxidation in Galleria mellonella hemolymph (a)
and by phenoloxidase from mushroom (b), (¢) — the same as (a) but with phenylthiourea.

KamMu xo3suHa. Hampumep, B remosmMpe JTUIMHOK
MAJIIPUIHBIX  KOMapoB Anopheles gambiae, wys-
CTBUTENBHBIX K Plasmodium, ipucyrctByer (haxTop,
MPEIOTBPAIIAIONIINI  MEJAHU3AIMNIO  UYKEePOIHBIX
BemectB (Paskewitz and Riehle 1998). TIpu usyue-
HUM BJUSHUS 3HTOMOG(AroB (KTOMAPa3UTOUIOB)
Habrobracon hebetor na KJIeTOYHBIH WMMYHUTET
JIUYUHOK 0OJIBINON BomUHHON orHeBku Galleria
mellonella mpr ycranoBusm, 4o Ha GOHE aKTUBHOTO
MOJIaBJIeHIsT TTPO(PEHOTOKCUIA3HOTO KOMILJIEKCA B
reMonurax u I/IHFI/I6I/IpOBaHI/IH CHUCTEMDbBI TeHEpaIlumn
AKM coxpansgercs psi/i KTIOUEBBIX (DYHKIUNH UM-
mynHoli cucrempr (Kpiokosa u zap. 2007). Taxske
YCTAHOBJIEHO, YTO B OCTPYIO a3y MUKPOCIIOPUIHO32
(CTIOPOTOHUST) TTPOUCXOUT MHIMOUPOBaHUe mpode-
HOJIOKCUIA3HOTO KACKa/a B reMoanMbe HaCEKOMOTO
X03sgWHa. B 4WacTHOCTH, MOKA3aHO, YTO CKOPOCTD
obpazoBanrst AKM B remosnumbe 3apakeHHBIX Ha-
CEKOMBIX JIOCTOBEPHO HE U3MEHSIETCSI B TeueHue 3 u

6 cyTok mocie 3apaxkenus (Ha CTaAUU MEPOTOHUM ).
Opnaxko yepes 13 cyTok mocJie 3apaskeHust, Kor/ia oT-
MEUaJICST MacCOBBII BBIOPOC CITOP MUKPOCTIOPHIHIT
B reMosiuMQy 1 paspylieHre KUPOBOTO Teja, Oblia
3aperucTpupoBana rnoHmkennas revepamust AKM B
remMosimMe 3apakeHHBIX HaceKoMbIX (Puc. 4).
Kpome Toro, psii mapasuToB MOJKET BJIMSATH Ha
YPOBEHDb PA3JIMYHBIX TOHOPOB 3HJIEKTPOHOB, TAKUX
kak o-kerormyropatr, HAJIDMH, draBonporentsr,
0-u(EeHONBI U T.JI., KOTOPBIE CYNMIECTBEHHO BJIUSIOT
Ha tedenue menanorenesa (Nappi and Vass 1993).
Hanpumep, HAJIT®H moxkeT nHruGuposath 00paso-
Barne JJOMAxpoma. He nckimoueHo, 9To mapasuThi
TaKKe MOTYyT CHUHTE3UPOBATH AHTUOKCUIAHTHDBIC
BEIECTBA, HAPUMED acKopOaThl, KOTOPbIE CIOCO6-
HBI TIOJIHOCTBIO HWHTHOUPOBaTh okucaeHue JJODA B
JODAxpom (Nappi and Vass 1993). Oanako K Ha-
CTOSIIIIEMY BPEMEHU OY€HD MAJIO U3BECTHO O BJIUSHUN
MapasuToB Ha KaTabOIN3M KaTeXOJaMUHOB U JIPYTHX
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Puc. 4. Tenepauuss AKM B remosimmde nnuunok Galleria mellonella wa pasznnuubix sTariaX pasBUTHS MUKPOCIIOpuanosa Vairimorpha
ephestiae (1— KOHTPOJIb; 2 — 0cobHU, 3apaxkenHbie MUKpocropuausamu; * p< 0.01 1o cpaBHEHUIO ¢ KOHTPOJIEM).

Fig. 4. Generation of ROS in hemolymph of Galleria mellonella laroae during microsporidiosis Vairimorpha ephestiae (1— control; 2 —
specimens infected with microsporia; *p< 0.01 as compared to control).

HpOI/ISBOI[HbIX TI/IPOSI/IHa, a CyH_IeCTByIOH_[I/Ie OprI—
BOYHBIE JAHHBIE HE JAIOT IMOJIHOTO IPEACTaBIeH 00
U3MEHEHHNHN STUX POLECCOB BO BPEMSI TATOTEHE3A.

Taxum 06pa3zoM, (GeHOTOKCHIA30-aKTUBUPYIOIIAST
CUCTEMA yYaCTBYET B PA3TMUHBIX CTAUAX (hepMeHTa-
TUBHOTO CHHTE3a MEJAHUHA ¥ CKJIEPOTHHA, KOTOPBIE
MOFyT BbICTyHaTb HE TOJIBKO B Ka4eCTBe (1)H3I/I‘{CCKI/IX
GapbepoB IIPU MHKAIICY/ISIUY TAPAa3UTOB, HO U, 0014~
nast GaKTepPUITUAHBIME 1 (DYHTUIUHBIMUA CBOUCTBA-
MU, HeHOCpe[[CTBeHHO ﬂeﬁCTBOBaTb Ha HpOHI/IKH_H/IX
B OpraHU3M 4WIEHNCTOHOTHX IapasuToB. Kpome Toro,
IPOMEKYTOYHBIE MPOAYKTEI MEJTaHOTE€HE3a MOTYT
KaK HEIIOCPEACTBEHHO BJIMATH HA MApa3uTOB, TAK W
B3aHMOI[eI>iCTBOBaTb C paSJII/I‘IHbIMI/I MOJIeKyJIaMI/I,
00pasysl BBICOKOPEAKIMOHHbIE COEAUHEHUS, B TOM
yucie U cBOOOAHBIE PaJMKabl, 00JIaaioIKe IIIUTO-
TOKCHYHOCTBIO.

Wccnenosanmus mpoBeieHbI TPy (DUHAHCOBOI TO/IEPIK-
ke Poccuiickoro donna pyHmaMeHTaIbHBIX UCCIe0BAHNIM
(rpanTbl NeNe 09-04-00380 u 09-04-01582), TIpesugent-
ckoro rpanta Ne 02.120.11.484, «Uurerpamuss> CO PAH,
rpanTa Ne 46.
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