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PE3IOME

B 0630pe paccmaTpuBaeTcs TeHepalys akTHBUPOBAHHBIX KUCIOPOoAHBIX MeTabosmToB (AKM), ux cBoiicTBa u mc-
TOYHUKN B OPraHM3Me YJIeHHUCTOHOTUX, A TaKyKe PoJib B (POPMUPOBAHUIM MMMYHHOTO OTBETA MPOTUB MAPA3UTOB.
[Tpu IPOHUKHOBEHNHU TTAPA3UTA B OPraHU3M WIEHUCTOHOTHX TPOUCXOIUT aKTHBAIUS KOMIOHEHTOB KJIETOUHOTO U
IyMOPaJIbHOTO UMMYHUTeTa X03sinHa. KiroueBble UMMYHHBIE PEaKIIUU MPOTEKAIOT B IuMde IPU YIaCTUN TeMOITH-
TOB, KOTOPbIE OMOCPEAYIOT (haroIuTO3, HAIIPABJIEHHBIN HA YHIUYTOKEHNE HeGOIBIINX 0OBEKTOB, HE PEBDIIIAIONINX
pasMepa caMUX reMOIIUTOB, & TAKJKE M30JISIIIII0 U MHAKTUBAIINIO O0Jiee KpyTHBIX 06beKTOB. [Ipn 9TOM 110 KackaHo-
MY TIPUHIIUITY TIPOUCXOIUT aKTUBALNS (hepMEHTOB (heHOJOKCUIA3HOTO KOMILJIEKCA, 3AITyCKAIOINX MeJTaHOTeHe3, B
pesyJisTaTe KOToporo obpasyercst MesiaHuH. B nporecce hopmupoBatuist MeaHnHa 06pasyeTcst psiji BHICOKOAKTHB-
HBIX CBOOO/HBIX KICIOPOJCOIEPIKAIINX PALUKAIIOB, IIPH KOHTAKTE ¢ KOTOPHIMU MOJKET TIPOUCXOAUTH YHIUUTOKEHIE
rapasura.

KmoueBble ciioBa: HAaCEKOMbIE, I1apa3uT, I‘eMOJII/IM(ba, MeJlaHu3allnsd, MHKAIICY AN, aKTUBUPOBaHHbBIEC KUCJIOPO/-
HblE MeTa6OJII/ITI)I, (peHO]IOKCI/IZIB.BB.
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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

MexaHu3MbI, C TIOMOIIBIO KOTOPbIX IPOUCXO-
JIUT YHUYTOKEHWE YYKEPOJHBIX OPraHMU3MOB, B
TOM 4YKCJIe W MapasuToOB, a TakKkKe COOCTBEHHBIX
KJIETOK 4JIEHUCTOHOTUX, MOXHO Pas/eIuTh Ha J[Ba
tuma. IlepBblil cBs3aH ¢ oOpasoBaHKEM BBICOKO-
PEAKIMOHHBIX aKTUBUPOBAHHBIX KHUCJIOPOIHBIX Me-
tabouros (AKM), KoTopbie CII0COOHBI BBI3bIBATH
rubenb KjaeTok-muiieHeid. [lox akTUBUPOBAHHBIMU
KHCJIOPOAHBIMU ~ MeTa0oJIMTaMU  [OAPa3yMeBaioT
MIMPOKUNA KJTACC BBICOKOPEAKITMOHHBIX KHCJIOPOJI-
HBIX COEMHEHUN PaUKaJIbHOU U HepaAUuKaIbHON
IPUPOIBI, 0OPA3YIOIINXCS B PE3YJIbIaTe HEIIOJIHOIO
BOCCTAHOBJIEHUST MOJIEKYJISIPHOTO KHCJIOPOJa WU
M3MEHEHUs CIIMHA OJ[HOTO M3 €ro 3JIeKTPOHOB, Ha-
xoxgumxcs Ha BHemHux opoutansax (Halliwell et al.
1999; 3enkos u ap. 2001). ITogobHbIE coearHEHUS B
OpraHu3Me UYIECHUCTOHOTUX MOTYT 00pPa30BbIBATHCSI
B pe3gyJbrate psna (epMEHTATUBHBIX PEAKIUid Kak
B PasJIMYHBIX KJIETKAX, B TOM YUCJIE U B TeMOIUTAX,
tak 1 HenocpeacTsenno B auMde (Nappi and Vass
1993, 1998; Nappi and Ottaviani 2000; Lavine and
Strand 2002). Bropoii Ui — 9T0 CUHTE3 Pa3IUYHbIX
GEJIKOB W/WJIH TJIMKOIPOTENHOB, KOTOPBIE MOTYT
HETIOCPEJICTBEHHO BBI3BIBATH CTPYKTYPHbBIEC U3MEHe-
HUs B TIPOHMKIEM Tapasute. Harpumep, ausornum
(bepmeHT MypaMuaza) MOKET THAPOTU30BATH TJTH-
KO3U/IHYIO CBSI3b MEXKIy N-alleTHJITTIOKO3aMITHOM
u N-arernsi-MypamMoBOi KUCJIOTOM, BXOSIINX B CO-
cTaB GaKTepUalbHbIX KJIETOK, YTO IPUBOAUT K rubde-
s Gakrepuii (Hultmark 1996; Yu et al. 2002). Cioza
JKe MOKHO OTHECTHU BEIIECTBA, KOTOPbIe He 00J1a1ai0T
(bepMeHTaTUBHON aKTUBHOCTHIO, HO CIIOCOOHBI B3au-
MOZIEHCTBOBATh ¢ MEMOPAHOIi WK TOBEPXHOCTHBIMIU
CTPYKTYPaMU UY;KEPOJIHON KJIETKM W M3MEHSITh MX
cBoiicTBa. B mepByio odyepenb 910 — aHTUOAKTEPH-
asibHble U rurosnutndeckue 6enku (Engstrom 1999;
Boman 2003; Dimopoulos 2003; Hetru et al. 2003).

YuuThiBast, 9TO BBICOKOAKTUBHbBIE KHUCJIOPOCO-
JiepIKaIe COSMHEHIS UTPAIOT CYIECTBEHHYTO POJIb
B UMMYHHOH CHCTeMe MHOTMX JKMBOTHbBIX, B TOM YHUC-
Jie 4JIEHUCTOHOT X, B JIAHHOU CTAaThe Mbl PACCMOTPUM
TOJIBKO POJIb 3TUX COeIMHEHUH 1TPU (hOPMUPOBAHUHT
UMMYHHOTO OTBETa, WX CBOWCTBA M WMCTOUYHUKH B
opranuame 4ieHucToHorux. Clemyer OTMETHTb, YTO

BO BCeX JKMBBIX OPTaHW3MaX IIPOTEKAIOT PeaKInu
¢ o6pa3oBaHWeM aKTHBUPOBAHHBIX KHCIOPOIHBIX
MeTaboJINTOB, TaKNX Kak cynepokcup-ammon (O,%),
nepekuch Bogopoaa (H,O,), ruppokcunbubiii paau-
kan (HO"), okcuy azora (NO®) u psijy Apyrux KUCJio-
poacoaepkaimmx paaukaios (RO,") (Baagnmupos
u ap. 1991; Bogdan et al. 2000; 3enxos u ap. 2001;
Eberhard et al. 2002).

Bce dopmbr AKM 061a1ai0T BBICOKOI IUTO-
TOKCUYHOCTBIO B OTHOIIEHUU JIFOOBIX TUTIOB KJIETOK
U KJETOYHBIX 00PA30BaHUil, UTO OIPENEJSETCS UX
XUMUYECKON aKTUBHOCTbIO. MOKHO BBIJIETUTH He-
CKOJIBKO HamboJiee BEPOSITHBIX MUIIECHEH OKUCJIHU-
TeJILHOM IIUTOTOKCUYecKo «atakuy» AKM: B iepByio
0Yepesib, 5TO — MeEMOPAHBI 32 CUET MHIYKIIUH TIPOIIEC-
coB nepekucHoro okucsenus aunuaos (110JT) (Baa-
maMupoB u ap. 1991) u noBpeskaeHnst MeMOpaHHbBIX
6enkoB (Richards et al. 1988); Bo Bropyio ouepeip,
ato — nHakTuBanus Gepmerros (Drapier and Hibbs
1988) u mospexaenre THK krerox (Hoffman et
al. 1984). Kpome toro, AKM moryT y4actBoBaTh B
ksierounoit mposndeparun (Cross and Jones 1991) u
PEryJIAIy MeTaboINIeCKUX TIPOIIECCOB B KauecTRe
BHYTpUKJIeTOYHbIX Meccenkepos (Nappi et al. 2000;
Qazi and Trimmer 1999).

Cpenu OCHOBHBIX ITyTeil reHepalii 1 KOHBEPCUU
AKM crnenyer oTMeTUTh HECKOJIBKO MEXAHM3MOB.
Tak, 3aMeTHBIE KOJIMYECTBA CYTEPOKCHIa 00Pa3yioT-
Cs1 B PEAKIUSIX, KATATM3UPYEMbIX HEKOTOPBIMU OKHC-
surenbubiMu  pepmentamu: NAD(P)H-okcupazoii,
KCAaHTHMHOKCU/IA30H, albIerHIOKCUIa30i U Jp.
(Fridovich 1979; Halliwell and Gutteridge 1999;
3enkos 1 zp. 2001). [Tomumo aTOTO, UCTOUHUKAMHU
O, B opranusme ABJIAIOTCA AbIXaTeIbHbBIE IIETIN Iepe-
Hoca 371eKTpoHoB (3enkoB u ap. 2001). B wactHOCTH,
B reMonurax rapakana Blaberus discoidalis, a Takxe 6
BUJIOB IpezicTaBuTeseii orpsaa Lepidoptera Gbiio 3a-
PErucTpupoBaHo 06pa3oBaHUE CYMEPOKCH/-aHNOHA
(Arakawa 1994, 1995a, b; Whitten and Ratcliffe
1999). BepositHO, 0HUM M3 OCHOBHBIX UCTOYHUKOB
CYIIEPOKCHU/[-AHUOHA Y YJIEHUCTOHOTUX SIBJISIOTCSI
MUTOXOH/IPUAJIBHbIE ¥ MUKPOCOMAJIbHBIE CTPYKTY-
DBl KJIETOK, XOTSI He UCKJIOYEHO, YTO MUCTOUYHHKOM
CYIEPOKCU/I-aHMOHA MOTYT OBITh TAKiKe MPOMEXKY-
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TOYHbIE ITPOAYKTHl MeJIAHOTe€He3a, B IepBYyI0 oye-
pellb — OKUCJIUTENbHO-BOCCTAHOBUTEIbHbBIE PEAKIIUU
XMHOHOB, KOTOPBIE MOTYT TIPOUCXOAUTHh HehepMeH-
TATUBHO WJIK [IPU ydacTun GepMeHTOB uyepe3 06paso-
BaHWE CEMUXWHOHOBBIX cOeIMHEHU. B aTOM cirydae
MOJKHO TTPOBECTH TIAPAJLJIeNb ¢ MUTOXOHIPUATbHBIM
CUHTE30M CYIIEPOKCH/IA TIPU y4acTuu yOuxuHoHa. B
BOJHON Cpefie B pe3yJbraTe IUCMYTa3HON peakiun
CYTePOKCHL 10CTaTOuHO 6bicTpo (T,,~ 10 ¢, 37°) 06-
pasyet nepexuch Bojgopozna n O, (Reiter 1995).

Toxkcuuen a1 CynepoKCUIHBIM AHUOH caM IO
cebe W Ke OH SIBJISIETCS JIUIIIb TIPENIeCTBEHHIKOM
MEPEKUCH BOJIOPO/IA, PA3JIOXKeHUe KOTOPOil MOHAMU
ePEeXOAHBIX MeTawnoB (peakius MeHToHA) TIPUBO-
[T K 06Pa30BaHUIO THIPOKCHIIBHOTO PAJIMKAJIA, TOK-
CUYHOCTHh KOTOPOTO COMHEHUIT He Bbi3biBaeT? OHO-
3HAYHOTO OTBETA HA ATOT BOIIPOC B HACTOSIIIEE BPEMSI
ner (Klebanoff 1974; DiGuiseppi 1982). ITutoTok-
CcUYecKoe JIEHCTBUE CYNMEPOKCH/A OTPAHUIUBACTCS
€ro HECTTOCOOHOCTHIO TIPOHUKATH CKBO3b KICTOUHYIO
MeMmOpany, Tak Kak npu ¢usunosnormyeckux pH O,
SBJISIETCS 3aPs)KEHHON YacTUIIEl, U, COOTBETCTBEHHO,
ero i dysust CKBO3b KIETOUHYIO MEMOPAHY 3aTpy/I-
Hena (Gus'kova et al. 1984). B 10 ske BpeMsI II€PEKUChH
BOJIOPO/IA, ABIASACH HEUTPATHHOU MOJIEKYIOM, MOKET
GeCIpersITCTBEHHO MTPOHUKATh BO BHYTPUKJIETOUHOE
MPOCTPAHCTBO Yepe3 aKBarlopuHoBble KaHasbl (Bi-
enert et al. 2006), moBpeskasT KIETKY U3HYTPH.

Taxum 06pasoM, UMEIOTIHECsT B IUTEPATYPE TaH-
HbIe He TTO3BOJIAIOT C/Ie/aTh OJHO3HAYHBIN BBIBOJ O
TOKCUYHOCTU CYIIEPOKCHIHOTO aHWOHA CAMOTO IO
cebe. B jmo60M ciiydae peaki[uy BOCCTAHOBJIEHUS U
muemyTanin O, IPUBEYT K 00Pa30BAHUIO IEPEKNUCH
BOJIOPOJIA ¥, BO3MOIKHO, THAPOKCUIBHOTO PAANKAJIA.
B urtore MOXHO 3aKJTIOUNTD, YTO TOKCUYHOCTH KHUC-
JIopojia 00yCIaBIMBAETCST CJIOKHBIME TIPOIECCAM,
BKJTIOYAIONINMY B cebs1 0Opa3oBaHme BCeX MHTEPMe-
JIMATOB BOCCTAHOBJIEHUST MOJIEKYJISIPHOTO KUCJIOPOIA
J10 BO/JIBL.

Cienmyer OTMETUTB, UTO Y Psifia BUJOB YJIEHUCTO-
Horux mpoaykius AKM 6buia saperucrpuposana
KaKk B OTBET Ha JEWCTBHE PAa3JTUYHBIX MMMYHHBIX
MOJIYJISITOPOB (KOMIIOHEHTOB KJIETOUHBIX CTEHOK MH-
KPOOPTaHMU3MOB, HEMJIOHOBBIX IMAPUKOB M TIP.), Tak
u rpu pazsutun nHpeknronuoro mpoiecca (Carton
et al. 2008). B yacTHOCTH [TOKa3aHO, YTO YBEJHUECHUE
rerepaiiun AKM mpoucxoanT npu pa3BUTUHN TTapa-
3uT030B Yy MyXx Drosophila (Nappi et al. 1995, 2000).
[Tospimenne reaeparmun AKM B remosmmmvde au-
Hok Galleria mellonella 6b110 3aperucTpUpPOBAHO
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HAMU [TPU PA3BUTUU MUKO30B M MUKPOCIOPHUINO30B
(Glupov et al. 2003; Jlosunckag u ap. 2004). Yera-
HoBJieHa KJjioueBast poiab AKM B unkarncyssiuun
u yHuutokenuu Plasmodium melanotic y komapa
Anopheles gambiae (Lanz-Mendoza et al. 2003;
Kumar et al. 2004). ITokasaHa moBbINIIEHHAsT TeHEpa-
Usl B reMoJIM@e HACEKOMBIX MEePEKUCH BOJOPOIA
u apyrux AKM B oTBeT Ha MHBEKIUIO TMUNHKaM G.
mellonella yourbix 6akrepuanbHbix kieTok (Komapos
u zip. 2006), a Tak’Ke MpU paHEHWH U B TIPOIlecce pas-
BUTHUST WHKAIICYJISAINN HEHJOHOBBIX MMILIAHTAHTOB
(Puc. 1) (dy6osckuii 1.M., Heomy06.1.).

WsBecTHO, uyTO ocHOBHOE KonyectBo AKM 1mpu
PasBUTUU WMMMYHHBIX DPeaKIUil y YJIEHUCTOHOTUX
obpasyeTcst B MpOIlecce MeJIaHOTeHe3a U, B HEPBYIO
ouepesib, IPU MHKATNICYJISAIMNA WIH TPaHyJI000paszo-
BaHUU YyKepPOAHbIX opranusMoB. ObpasoBanue Me-
JIAHOTUYECKOI KaTlCYJIbl BOKPYT TTapa3uToB (TIporecc
UHKAICYJISAIUN) SIBJSETCS OJHUM W3 KJIIOYEBBIX B
(bopMUpOBaHIE UMMYHHOTO OTBETA WIEHHCTOHOTHX
U TpecTaBiasgeT coOGOH MHOTOATAMHBIN TIPOIec,
KOTODBII HAUMHAETCSI TTOCJIe aKTUBAINHN (DEPMEHTOB
denomoxcugaz (GO). Itu hepMeHTH KaTATUZUPY-
IOT TIEPBOHAYAIbHBIE PEAKIIUU B MTPOIECCAX MeJIAHH-
3a1uu u/mim ckaepotusanuu (Puc. 2).

Cpe/ii  KJIIOYEBBIX MOJIEKYJI, OOECIIeUMBAIOINX
[IPOIIECC MEIAHNU3AIINN, CIeYET BBIIETUTD KaTeX0Ja-
MUHBI 1 JpyTHe OMOTeHHbIe aMUHBI — IPOU3BOIHBIE
tuposuna (Ashida and Yamazaki 1990; Wilson et al.
2001; McGraw 2003). IToMmumo MesaHM3aIlK, 3TH
MOJIEKYJIBI MOTYT 00ecrednBaTh APyrue KU3HEHHO
BaKHbBIE TIPOIECCHI YIEHUCTOHOTUX, BKJIIOYAS Heii-
ponepenady (Owen and Bouquillon 1992; Noguchi
et al. 1995), ckaeporuzanuio KyTukyJsl (Sugumaran
and Nelson 1998) u o6pasoBanue TaHUHA B XOPUOHE
auit (Li 1994). Bosibiioe 3Hauenue npu MmeJaHU3aIun
MPOU3BOJHBIE THUPO3UHA MPUOOPETAIOT, BBICTYIIAsI
cyberparom st DO u BrIIOYAsICh B BUJIE dyMeJia-
HUHA ¥ CKJIEPOTHHA B COCTaB HUTMEHTHUPOBAHHBIX
Karcys1 Bokpyr mapasuta (Soderhall and Smith 1986;
Nappi and Vass 1993; Carton and Nappi 1997; Wilson
et al. 2001). Ha nepsom srare MenaHoresesa mpomuc-
XOZIUT TUIPOKCUINPOBAHKE THPO3UHA B IUTHPOKCH-
bernmananun (JJODA), satem — okucaenne [JODA
B JJODAxuHoH (Bputron 1986; Nappi and Vass 1993;
Zhao et al. 1995; Nappi and Ottaviani 2000). [Tocue-
JIOIIHE PEAKINN, TPUBOJAIINE K 00Pa3oBaHHIO He-
PacTBOPUMOTO 9yMeJIaAHUHA, TIPOTEKAIOT Ge3 yyacTust
(bepmenTa (bpurton 1986). XoTs y 4IeHUCTOHOTHTX
B TIOCJIEIYIONIIE HTAITbI MeJAHOTE€HEe3a MOTYT BKJIIO-
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Puc. 1. YBesmuenue koHueHTpanun nepexrcu sojgoposa (1) u ckopocru renepannun AKM (2) B remosmnmMde 1pu MHKAICYJISIIIAN Y JTHYH-
Hok Galleria mellonella nocie BBeeHst HEMJIOHOBOTO UMILJIAHTAHTA YePE3 POKOJ B KyTHKYJie (n = 15 s Kax10ro BapraHTa; * 0603Ha-
YaeT CTaTUCTUYECKY0 3HaunMOoCcThb P < 0.01 Mesky 0603HaueHHbIMU BapuaHTaMu u Bapuantami 0, 4 u 24 4; T 0603HaYAET CTATUCTUYECKY O
sraunmocTh p < 0.01 mexay o603HaueHHbIM BapuanTom 1 Bapuantamu 0, 1, 4 u 24 u).

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 w 24 h; T p <0.01 between marked variants

and 0, 1, 4 and 24 h).

yarbcs pasanunbie pepmentsl (Nappi and Vass 1993;
Sugumaran and Bolton 1998; Sugumaran 2002),
JLODAXIHOH, IBIAAICH HEYCTOIUMBOI MOJIEKYJION,
ObicTpo Hukusyerca B neiikoJODAxpom. Okucie-
uue neiko/[OMAxpoma JJODAXUHOHOM TTPUBOINT
k obpasosannio JJOMAxpoma, 3aTeM TOCIEA0BA-
TEJBHO 06PasyoTcst 5,6-AUTHAPOKCUUHIION, WHIIO-
JINJI-5,6- XUHOH ¥ KOHEYHBIN POLYKT — 9yMEJaHUH.
B niprcyTcTBUY MOHOB JIBYXBAJIEHTHBIX METAJLIIOB U3
JO®DAxpoma obpasyercs 5,6-AUTUAPOKCUMHIO-2-
ykcycHas kucsaora (Nappi and Vass 1993). @Deno-
JIOKCH/Ia3a, a TaKKe MEPOKCHa3a MOTYT OKHUCJSATH
MHJIOJIbI B COOTBETCTBYIONINE XUHOHBI (MHA0INI-5,6-
XWHOH W WHIOJIWII-,6-XMHOH-2-YKCYCHAsT KUCI0TA),
KOTOpBIE MOJUMEPU3YIOTCS 1 00pPasyIoT syMeTaHuH
(Nappi and Vass 1993). B cymHocTu, syMelaHuH
MPEJICTABJISIET COOOU JIMHEITHBIN TTOJIMMED WH/OJIHI-
5,6-XuHOHA, XOTsI B JaHHOM TIOJTMMEPE MOJKET IPH-
CYTCTBOBATh M HEHGOJIBIIIOE KOJIUYECTBO MTUPPOTHHBIX
monomepos, [JODA u JJODA-xunoHOBbIX (hparmen-
toB (Bpurron 1986; Nappi and Vass 1993).

Ecuu sxe yanuThIBaTh, 4TO IIPOIIECCHI METAHOTeHEe3a
MIPOTEKAIOT B CPe/Ie, TJie HAXOAUTCSI OOJIIIIOE KOTUYe-

CTBO THOJI-COZEP:KANNX KOMIIOHEHTOB (TJIyTaTHOH,
[UCTENH, OENKW), a PAa3JIUUYHbIE TPOMEKYTOUHBIE
POJAYKTHI MeJIAHOTEHe3a CII0COOHBI B3aUMOIEHCTBO-
BaTh C CyJb(MTUAPUIBHBIMI IPYTITIAMU, TO HE YAUBU-
TEJIBHO, YTO B COCTAB MEJTAHOTUIECKON KATICYJIbI NN
MEeJIAHOTHYECKOTo TpoMba B TIOBPEKAEHHOI KyTUKY-
Jie, KpoMe MeJIaHuHa ¥ CKJIEPOTHHA, BXOAST OeJIKK 1
avurokucaoTsl (Nappi and Vass 1993). BosmoxHo,
pasHooGpasHble Oejku (Kak 4ysKepojiHble, TaK U
cOOCTBEHHbIE) MOTYT BBICTYIIATh MATPUIIEN IS 110~
JIMMEPHON PeaKIMU OKUCIUTETHHOU KOHIEeHCAINU
nnpomI-xuHoHoB (bpurtron 1986).

IMoapobuee ocranasinBasich Ha 3Hadennn OO B
poIleccax MeJaHu3ali ¥ CKIePOTH3AIMKI HeoOX0-
JIMMO yKa3aTh, YTO MHUIIHAIIMS [IEPBBIX CTafuil Gro-
CUHTE3a dyMeJIAaHUHA TPOUCXOIAT ITPU YIaCTUHU IBYX
tunoB (denosokcnaas (tuposunas): EC 1.14.18.1,
MOHO- ¥ JAN(pEHOJOKCHAA3bL, o-audenon: O,-0kcu-
nopeaykraszsl 1 EC 1.10.3.1, niudenonokcnassl, Ka-
TEXO0JIOKCH/Ia3bl, O-Audenos: O,-0KcnaopeayKTasbl
(Sugumaran and Bolton 1995, 1998). O1u hepmeHThI
IPEACTABJIAIOT COO0i CeMeiicTBO Meb-ColepAKaIINX
0€JIKOB, KOTOpBIE, MOJOOHO TEMOIUAHUHY, B3auMO-
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Puc. 2. Vurepmennatsl, 06pasyonmecs: Pl MeJaHOTeHese, B YaCTHOCTH, HA PAHHUX CTA/HSIX OKICJIEHHS AUTHAPOKCH(bEHIIATaHTHA
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Fig. 2. Outline of melanogenesis. Production of intermediates during early stages of 3,4-dihydroxy-L-phenylalanine (DOPA) oxidation

by phenoloxidase.

neiicrBytor ¢ kucaopogom (Ashida and Yamazaki
1990). B mepBble cTaguym MeJaHOTEHe3a TakKe
MOTYT BOBJIEKATCSI TIEPOKCUA3BI, KOTOPBIE CIOCO0-
HBI OKHCJIATH MOHOMEHOJbI, aMUHO(DEHOJbI, O- U
n-gudenosst (Nappi and Vass 1993; Li et al. 1996).
EcTh manmnble, yKasbBalonue Ha CIIOCOOHOCTH CAMUX
(heHOOKCH a3 TIPOSABJISATE MEPOKCUIAZHYIO aKTHB-
HOCTb B TIPUCYTCTBUU Kak MoHO(beromoB (Yamazaki
et al. 2004), Tak u gudenosos (Mastore et al. 2005).

Y ujieHncToHOTHX (heHOJOKCHIa3a JOKAIM30Ba-
Ha B remMosimmbe (mmba 1 TeMOIUTBI) U KYTUKYJIe
(Ashidaand Brey 1998). B kyTukyJie, KpoMme epedmnc-
JIEHHBIX (hePMEHTOB, 3apPErUCTPUPOBAH TPETHH THII
DO - naxkasa (EC 1.10.3.2., n-gudenon: O,-okcu-
nopeaykrasa) (Ashida and Yamazaki 1990; Nappi and
Vass 1993; Ashida and Brey 1998). Jamubiii pepmerT
y4acTByeT B Tporeccax (hOPMUPOBAHUS KYTHKYJIbI
HACEKOMBIX, OKMCJIASA (DEeHMICHIMaMUHBI U II0JIH-
(heHoJIBI, OHAKO OH He THAPOKCHJIUPYET TUPO3WH.
Jlakkasa tak ke, Kak u apyrue MO, npegcrasiser
co00i1 Mejb-cojepaKalnii GesIoK.

DO BerpevaioTest B (hopMe MHAKTUBUPOBAHHBIX
mpodepmenTos, podenomokcuaassr (mpodO), ko-

TOPBIE AKTUBHUPYIOTCS TIPU OTPAHMYEHHOM IPOTEO-
suse (Ashida and Yamazaki 1990; Soderhall 1999).
AxTuBuposanue npo®dO B opraHN3Me 4WIEHICTOHO-
TUX TPOMCXOJAUT TIPU TOMOIIM MHOTOCTYIEHYATOTO
Kackasa (hepPMEHTATUBHBIX PeAKINii, KOTOPbI Ha-
3BaH (DEHOJIOKCU/IA3HOW aKTUBUPYIOINENH CHCTEMON
nin npodenonokcnnasubiM kackagom (I1DOK). B
CBOTO OYepe/lb, AKTUBUPOBAHNE OCHOBHBIX (hepMeH-
toB [IDK cepnHOBBIX TpOTEeWMHA3 NPOUCXOIUT B
nIasMe moj AeicTereM cyGeTaHIuil GHOTHYECKOTO U
aOHOTHYECKOTO MTPOUCXOK/ICHNUSI, TAKIMX KaK KOMIIO-
HEHTHI MUKPOOHBIX KJIETOYHBIX CTEHOK, MapaswuTOB,
abeppaHTHBIX TKaHel, HeMJIOHOBBIX BOJIOKOH U T.[I.,
a Tak)Ke MPU HAJTMYUU JIByXBaJeHTHbIX noHoB Ca’
(Ashida and Brey 1998; Soderhall and Cerenius
1998; Kwon et al. 2000). Kpome TOTrO, akTuBupo-
Banue [IMDK moxeT mpoucxomuTs mMox AelCTBHEM
COCTaBHBIX KOMITOHEHTOB KJIE€TOYHBIX CTEHOK MUKPO-
OPraHU3MOB, TaKMX KaK MENTHIOTJINKAHBI, JUIIONO-
smucaxapuznst (JITIC) u B-1,3-rumkanst (Ashida and
Yamazaki 1990). Cienyer OTMETUTD, UTO aKTUBATIHS
[TOK MoxeT MPOUCXOAUTh TOJBKO IO/ NEHCTBUEM
rimKaHoB ¢ B-1,3 cBsasbio. [[pyrue noumepsl riioKo-
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3bI (HaIpuMep, ¢ o- 1 B-1,4 CBI3bI0) He CIIOCOOHBI
aktusuposaTh [IOK (Boman et al. 1991). B mporiec-
cbl aktuBannn MO MoryT BoBJIE€KaThCst OCJIKU 1 JIEK-
TUHBI KaK 9HJOTEHHOU, TaK M 9K30TeHHOU ITPUPOJIbI
(Chen et al. 1995).

Ciemyer OTMETHTD, UTO B3aUMOJENCTBUE JIEKTH-
Ha ¢ nporeazamu u/miu Kommonerntamu npodDO we
OTIOCPE/IOBAHO OJIMTOCAXAPU/IHBIMI OCTATKAMU TJIH-
KOTIPOTENHA, TaK Kak caxapa (MHTUOUTOPBI arrJio-
TUHUPYIONIE aKTUBHOCTU JIEKTWHA) HE CHIDKAOT
acddexruBHocTH akTUBanuu 1npo@O wiu npoTeas’
(Chen et al. 1995). He uckioueHo, 4To sHAOreHHbIE
JIEKTUHBI, B TOM 4YHUCJIe TpeJCTaBJIEeHHbIE B BUIE
DELIENTOPOB HA MOBEPXHOCTU TI'€MOIUTOB, MOTYT
yuacTBoBaTh B peryasiun [TOK, BosmoxkHo, yepes
PEryJIsIuIO aKTUBHOCTH MHIHOUTOPOB nporeas (Gan
et al. 2001; Zhu et al. 2003).

B pesysbrate onmucaHHBIX peakiuii o6pasyercs
CJIO’KHASI METTAHOTUYECKas KallcyJia BOKPYT apa3nuTa
WA MEJTAHOTUYIECKUH TPOMO B MECTe TIOBPEKICHUS
KyTUKYJIbl. Bo BpeMs kackazma hepMeHTATUBHBIX pe-
AKIUiT, IPUBOASIIIX K 00pPa30BAHUIO MEJIaHITHA, BO3-
HUKAEeT Pl IPOMEXKYTOUHBIX BbBICOKOPEAKITMOHHBIX
MIPOIYKTOB, OTIOCPEAYIONNX KUJIJICPHBIM MEXaHW3M
[PU MHKATICYJISIAN 1 rpanyioobpasosanun. Hampu-
Mep, MUTOTOKCUYHBbIE TPUTUIPOKcUGeHo b (6-1u-
ruapoken/JOMDA unu  6-guruaporcu/lO DAavun)
MOTYT reHepupoBaThest pu B3anmozenicteun J[OMA
i ToDAamuHa, 1160 nX XMHOHOB, ¢ Bozoii (Nappi
and Vass 1993). Kpome Toro, Obiun oOHaPYyKEHbI
aHTuGaKTepuaibHble ¥ (DYHTUIMIHBIE CBOWCTBA
MmesannHoB (Soderhall and Ajaxon 1982). sBectHo,
9T0 Tpu (PepPMEHTATUBHOM OKHUCJIEHUHM KaTeXOJIOB,
B ToM urcie JODA, npoucxoaur obpazoBaHue ce-
MUXUHOHOBBIX pagukajios (Puc. 2) (Kalyanaraman
and Sealy 1982; Kalyanaraman et al. 1984). Heko-
TOPBIE ABTOPBI MPEATOJIATAIOT, YTO CEMIXIUHOHOBbIE
UHTEPMeUAThI MPOIecca MeIAHU3AlNUY, HAPUMED
JIODA-ceMUXUHOHOBBIN PaJIKa, MOTYT B3aUMO-
JIEHCTBOBATh € MOJIEKYJISIPHBIM KUCJIOPOAOM € 00-
pasoBanueM cynepokcua-anuona (Nappi et al. 1995;
Nappi and Vass 1993; Nappi and Christensen 2005). B
HAMIMX UCCAENOBAHUSX MTPEIITPUHIMAINUCDH TTOMBITKI
3aperuCTPUPOBaTh 0OPa30BaHIEe CYTIEPOKCH/IA B TIPO-
1ecce MeJlanuzannu B remosimMde anuntok Galleria
mellonella w Dendrolimus superans sibiricus ¢ nomo-
1110 ciinHOBBIX JoBy1iek PBN, DMPO u DEPMPO,
a TaK)Ke ¢ MOMOIIBIO MTPOCTPAHCTBEHHO 3aTPY/HEH-
Horo ruzpokcunamutia CP-H (Slepneva et al. 1999).
3apeructpuposath obpasosanne O, B remosmmde

[mymioB u ap.

THMU MeToJaMW He yaaysock. PaHHWe mccienoBa-
HUSI C TIOMOIIBIO 3JIEKTPOHHOTO IaPAMArHUTHOTO
pesonanca (IDIIP) ykaspiBatoT Ha NpUCYTCTBUE He-
GOJIBIIIOTO KOJMYECTBA CBOOOAHBIX PaUKAIOB (BO3-
MO’KHO, CEMUXWHOHOBBIX CTPYKTYDP) B ayMeJIaHWHE
(Bpurron 1986). Hajuune momo0HBIX COEQMHEHMI
B 9yMeJIaHWHE, BEPOSITHO, OTIPE/IEJISIET ero GaKTepu-
nuaHble U GyHrunuAHbe cBolicTBa. Ilosyuennbie
HAMU Pe3yJIbTaThl TO3BOJISTIOT 3aKII0YUTD, YTO U B Te-
MoJIM(pe HACEKOMBIX TIPOTIECC MEJTAaHU3AIIUN COIPO-
Boskaaercs oopazoanueM [ OMA-ceMUXuHOHOBOIO
pagukana (Slepneva et al. 2003; Komarov et al.
2005). lsst peructparinu kopotroskusyiero [ OMA-
CEMUXMHOHOBOTO PA/IUKaJa B ITIPOIECCE MeTaHu3a-
UK B TeMojinMde HaCeKOMBIX HaMK ObLT TPUMEHEH
METOJI CIIUHOBOMU CTaOMIN3AINY OPTO-CEMUXUHOHOB.
ITpu oxuciennn JIOMA 8 remosumde G. mellonella
npucyTcTBur noHoB Mg?" Habmoganu ciexkrp JIIP,
npusBeaeHHblii Ha Puc. 3. O6pasosanue JTOMA-
cemuxunona B remosumbe G. mellonella sBnstnocn
CTIEJICTBUEM AKTUBHOCTU (hEHOJIOKCHIA3bl, TaK KaK
npu 106aBICHUN B TeMOINM(Y (GeHIITHOMOYEBUHBI
(cierupuunoro nHrnGHUTOPa (heHoIoKCHIazh1) TP
crekTp JO®A-ceMUXHOHOBOIO pajiikaja He Ha-
6mozanca. [IpuHuMas BO BHUMaHME TOKCHYECKHE
CBOMCTBA 0-CEMUXWHOHOB, MOKHO TPEIIOJOKHTD,
YTO TeHepalusl dTUX YACTUI[ B IIPOIlECCe MeJIaHM3a-
[ UTPAET BaKHYIO POJIb B peai3aliud MUKPOOH-
IIU/IHOTO JAE€UCTBYS DU UHKAICYJISIINN TATOTeHHBIX
OpPraHu3MoB B reMoJinM(be HACEKOMbIX.

CiiezryeT OTMETUTD, YTO B KyTUKYJiE TUHEHOTbI
MOTYT [€aMUHUDPOBATbCS TIE€Pel TOJUMepUu3aiuei,
BCJIC/ICTBUE YEeTO CTPYKTYpa MEJaHWHA B KYTHUKYJIE
Gy/IeT 3HAYUTENLHO OTJINYATHLCS OT MEJaHWHaA, 00-
Pa3oBaHHOTO B XoJle (hepMEHTATUBHBIX PEAKIN B
reMosMde TpU WHKATCYJISIINA WIH GOPMHIPOBA-
HUU TpoMba mocJie noBpeskaeHust Kyrukyabl (Bursel
1970).

[Ipn akTuBMpoBaHuu (HEPMEHTATUBHBIX pe-
akiuit [IOK wuckiaounTenpbHoe 3HAYEHWE WTPAET
«CIaxkeHHas» paboTa PEryJSITOPHBIX MEXaHH3MOB
U, B IEPBYIO OYEPE/Ib, KOHTPOJUPYIONIIX BEIPAOOTKY
uuruouropos IIMK. Ecim nogobHoe 38eHO GyAeT OT-
CYTCTBOBAaTb UJIM €T0 aKTUBHOCTD OYJIET CYIIeCTBEH-
HO CHW)KEHA, TO IaKe MTPU HE3HAUNTETIHBHOM MTOBPEXK-
JIEHUU TIPOU30UIET MeJaHn3aIns Bcell TeMOTMMMbI
U, COOTBETCTBEHHO, rnbeb ocobu. B pse ciayyaes
Mapa3uThl MOTYT CAMHU CHHTE3UPOBATh MWHIUOUTOPBI
@O wmn MOK wmm uHIyIIMpoBaTh 00pa3oBaHue
HOZ00HBIX HMHTHOUTOPOB HEMOCPEACTBEHHO KJIET-
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Puc. 3. Crexrpst TP JODA-ceMuxuHOHOBOTO pa/iiKaia, oJydYeHHbie B pucyTcTuu noHoB Mg?! ipu okucsiernn /|OMA B remosinm-
e Galleria mellonella (a) n ouniennoii rpubHoii henonokcnaasoii (6), (B) — 1o ke, 4yTo (a), HO B IPUCYTCTBUK (PEHUATHOMOYEBUHDI.

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.

Kamu xozguna. Hamnpumep, B remosiumMde JTUIHMHOK
MaJIIPUAHBIX KoMapoB Anopheles gambiae, qys-
CTBUTENBHBIX K Plasmodium, ipucyrcrByer haxTop,
MPEZOTBPAIIAIONIII  MeJAaHW3AII0  YYKEPOTHBIX
semectB (Paskewitz and Riehle 1998). TIpu usyue-
HUM BJMSHUS 2HTOMOGAroB (9KTOIAPa3UTOU/IOB)
Habrobracon hebetor Ha KJIETOYHbBII WMMYHUTET
JIMYMHOK OoJblIoil BommHHON oruesku Galleria
mellonella mp1 ycraHoBuIM, yTO Ha (hOHE aKTUBHOTO
MoJIaBJieHus] POPEHOTIOKCUIABHOTO KOMILJIEKCA B
reMOITUTaX W WHTHOMPOBAHUS CHCTEMBI T€HEPAIun
AKM coxpansieTcst psji KIIOUEBBIX (QyHKIUH WM-
myHHOU cuctembl (Kproxosa m ap. 2007). Taxxke
YCTaHOBJICHO, UTO B OCTPYIO (ha3y MUKPOCTIOPUANO32
(CTIOPOTOHUST) TTPOUCXOUT WHIMOUPOBaHUE Mpode-
HOJIOKCH/IA3HOTO KACKa/la B reMoJinMbe HaCEKOMOTO
Xo3duHa. B yacTHOCTH, IOKAa3aHO, YTO CKOPOCTb
obpasosannss AKM B remosmmbe 3apakeHHbIX Ha-

CEKOMBIX JIOCTOBEPHO He U3MEHsIETCS B TeueHue 3 1
6 cyTok mocsie 3apaxkeHus (Ha CTa[MA MEPOTOHWMN ).
Opnnaxo yepe3 13 cyTok mocsie 3apaskeHust, Kora oT-
MeYaJiCsl MacCOBbIiT BBIOPOC CIIOP MUKPOCTOPH/IHIL
B reMosiuM(dy ¥ paspylieHre KUPOBOTO Tejia, Oblia
3aperucTpupoBaHa MmoHmkennas reaepaius AKM B
reMosinMde 3apakeHHbIX HaceKoMbIX (Puc. 4).
Kpowme Ttoro, psifi mapasuToB MOKeT BJIHMATh HA
YPOBEHb PA3JIMYHBIX OHOPOB 3JIEKTPOHOB, TAKUX
kak o-kerorayropar, HAJIDMH, duaBonpoTentsr,
0-TU(DEHOIBI U T.JI., KOTOPbIE CYNIECTBEHHO BJIUSIOT
Ha Teyenue Mesnanorexesa (Nappi and Vass 1993).
Hanpumep, HAJTOH moxkeT uHrHOMpoBaTh 00paso-
Banue JJOMAxpoma. He nckimodyeno, 4To nmapasuTs
TaKXKe MOTYT CHHTE3MPOBATb AHTHOKCUIAHTHbIE
BEIIeCTBa, HAIPUMEP aCKOPOATHI, KOTOPBIE CII0CO0-
HBI IIOJHOCTbIO MHrHOMpoBath okuciaenue JODA
B JJO®Axpom (Nappi and Vass 1993). Oxnnako k
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Puc. 4. Tenepanmss AKM B remosmmmbe smunnor Galleria mellonella wa pasindupIx sTanax pasBUTHS MUKPOCIIOpHANo3a Vairimorpha
ephestiae (1— KOHTPOIIB; 2 — 0cobu, 3apaxkerHble MUKpocTiopuausiMu; * 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).

HACTOSAIIEMY BPEMEHU OYEHb MaJIO U3BECTHO O BJIMS-
HUM apasuTOB Ha KaTaGoIM3M KaTeXOJaMUHOB U
JPYTUX IIPOM3BOJHBIX THPO3MHA, a CYIIECTBYIOIIUE
OTPBIBOYHEIE JAHHBIE HE JAI0T IOJHOTO IIPeCTaB-
nenns 00 M3MEHEHUHU STUX IIPOIECCOB BO BPEM:I
naToreHesa.

TakuMm 06pa3oM, PeHOJIOKCUAA30-aKTUBUPYIOLIAs
CHCTEMA YYaCTBYET B PasJIUYHbIX CTaAUSAX (DepMEHTa-
TUBHOTO CHHTE3a MeJaHWHA ¥ CKJIEPOTHHA, KOTOPBIE
MOTYT BBICTYIIATh HE TOJILKO B Ka4eCTBe (DU3NUECKUX
GapbepoB MPKU UHKATICY TSN MAPa3UTOB, HO 1, 00J1a-
nas GakTepULUUAHBIMU U (QYHIUIUIHBIME CBOWCTBA-
MM, HEIIOCPEACTBEHHO A€iiCTBOBATh Ha IIPOHUKIINX
B OPraHM3M 4JIEHUCTOHOIHX T1apasuToB. Kpome Toro,
NPOMEKYTOYHBIE TIPOAYKTHI MEJaHOTEHE3a MOTYT
KaK HeIIOCPEACTBEHHO BIMATH Ha Mapa3nuToOB, TaK W
B3aMMOJICHCTBOBATD € PA3JIMYHBIMU  MOJIEKYJIAMH,
00pa3sysl BBICOKOPEAKLMOHHbIE COCIUHEHUSI, B TOM
yicse 1 cBOOOAHbIE PAAUKaIbl, 06 Ia1aI0Ne IUTO-
TOKCUYHOCTBIO.
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