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AnTH(pr3HBIE OEIKH IPEICTABIAIOT CO00H KiIacc OEIKOB, CHHTE3UPYEMBIX TONKHIOTEPMHBIMH OpPTaHN3-
MaMH TIpH XOJIOZOBOM CTpecce. DTH OEIKH NMEIOT pa3HOE 3BOJIOIIMOHHOE IIPONUCXOXK/ICHHUE, OTINIAIOTCS
0 IEPBUYHOI ¥ BTOPUYHON CTPYKTYPE, MEXaHU3MY PETYIISIINH, OTHAKO BCE OHU MMEIOT 00IIIee Ka9eCTBO —
CIIOCOOHOCTH aJIcCOPONPOBATHCS Ha OBEPXHOCTH KPHCTAILIOB JIbJIa M MOAN(HUIIMPOBATE UX PocT. B 0630pe ¢
AKIICHTOM Ha 3JIaKOBBIE PACTEHHS, B TOM YHCIIE MIICHHUILY, 0000IIEHBI JAHHBIE O POUCXOXKICHUHN aHTH(PU3-
HBIX OEJIKOB, X TAKCOHOMHUYECKOM PACIPOCTPAHEHUH, CBOMCTBAX M 0OCOOCHHOCTSIX (pyHKIIMOHMPOBAHNSI.

KuaroueBrbie ciioBa: antudpusnsie oenku (APII), Tepmorucrepesnc, THFHOMPOBAHUE PEKPUCTAILTH3ALUH
JIbJ1a, XOJIO0Bas aKKIMMAIlKs, 3aKaIlBaHUE, MOPO30YCTOIHUMBOCTD, 3J1aKH, NILICHUIA.

Antudpusnsie 6enku (ADII), niu aHTH-
(hpusnsie rrkonpoTenHbl (ADITI), sBasroTCS
BAXHBIMU DJIEMEHTAMU HU3KOTEMIEepaTypHOU
anantaruu (Ewart et al., 1999; Griffith, Yaish,
2004; TpyunoBa, 2007). HdeiicTByromas KOH-
uenrpanus A®II B 300-500 pa3 Huxke, yem
Ipyrux aHTu(pu3HbIX BemecTB (Zachariassen,
Kristiansen, 2000). CrtocoOHOCTh HaXOTUTHCS
B CBOOOIHOM COCTOSIHWH B BOJHBIX PacTBOpax,
a 3aTeM HeoOpaTHMO CBS3BIBATHCS C BOJOW B ee
TBEP/JOM COCTOSIHUU SIBIISIETCS OIMpPENEsIONIIM
(usnueckum cporictBom ADII (Jia, Davies, 2002).
Ancop6russ ADIT Ha TOBEpXHOCTH JIb/Ia IIPUBO-
TTUT K pa3HUIE MEX]Ty TEMITepaTypoi 3aMmep3aHust
¥ TeMITepaTypoi IIaBICHHs, T TEPMOTHUCTEPE-
3ucy (TH), a Takke TOPMOKEHHIO PEKPUCTAIITH-
3anmu sbaa (IR1, ice recrystallization inhibition)
(Knight et al., 1984). Tepmorucrepe3ncHas, win
anTu(pusHas, aktuBHOCTh ADII — crtocobHOCTH
MOHWXaTh TEMIIEpaTypy 3aMep3aHus pacTBOpa
0e3 CyIeCTBEHHOTO BIUSHUS Ha TeMIepaTrypy
nnasneHus. [RI-aktuBHocts ADII mo3Bomiser
YMEHBILIUTh MEXaHMYECKOE MOBPEXKICHNE TKaHEH,
NPEISITCTBYS PEKPUCTALTM3ALNHT — TEPMOJHHAMH-
4eCKH 00yCIIOBICHHOMY TIPOIIECCy HETIPEPHIBHOTO
pOCTa KPYITHBIX KPUCTAIIJIOB JIbJIa 32 cUeT Oojee

MEJKHUX B IIpolecce 3aMmopakuBanus. Hekoropeie
ABTOPBI CYMTAIOT HEKOPPEKTHBIM YIOTpeOJIeHre
TePMHHA «aHTH(PU3HBIE» B CUTyalllH, KOTIa BO3-
MOKHO 00pa30BaHUeE JIbJIA, U TPEJIaratoT IPyrue
Ha3BaHUS: «CBS3BIBAIOLIUECS CO JIBJOM OCIIKNY
(ice-binding proteins — IBPs) (Janech ef al.,
2006; Lin et al., 2011), «Iea-akTUBHBIC OCIKM»
(IAPs, ice-active proteins) (Wharton et al., 2005).
BerpewaroTcs npeanokeHuss H3MEHUTh Ha3BaHHE
JUTst 00Jiee TOYHOTO OTPAXKSHUSI OCHOBHOM (hyHK-
LMY U3y4aeMbIX POTeHHOB. Hanpumep, «0enku
tepmorucrepesuca» (THP — thermohisteresis
protein) (Ewart et al., 1999; Barrett, 2001) nnu
«OeJKN MHTUOUTOPHI PEKPUCTATUTH3AIUHN JIhIa
(IRIP) (Knight et al., 1995).

[Teprie ADII onucansl 6onee 40 et Hazan
(DeVries, Wohlschlag, 1969). C Tex nop BbIsSIBICHO
MHOXECTBO MX THIIOB Y MPEICTAaBUTEIICH Pa3HbIX
TakcoHOB (Tabm. 1) (Jia, Davies, 2002). Cyns mo
BapraOeIbHOCTH CBA3BIBAIOIINXCS CO JIBIOM OelI-
KOB 1 MX HEYTIOPSIIOYEHHOMY (PHIIOT€HETHIECKOMY
pacnpoCTpaHEeHHUIO, 3TH OCJIKA BO3HUKAJIN HE3aBU-
CUMO, B OCHOBHOM KaK MHCTPYMEHT IPHUCIIOCO0-
JICHUS BUJAa K HOBOW JKOJIOTUYECCKON HUIIIC HIU
B cBsi3M ¢ m3MeHeHusMu kimmara (Cheng, 1998;
Doucet et al., 2009; Deng et al., 2010).
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Haubonee nzyuensr ADII pbid MOISAPHBIX U
MPUIOISPHBIX PETUOHOB, OIUCAHBI MATH THIIOB
A®II pp16 — Tumel [-IV u A®ITI (tadm. 1) (Jia,
Davies, 2002; Harding et al., 2003). B xpoBu ps10
kouneHtpanuss A®II gocturaer 10-40 mr/mn
(Graham et al., 2008b). A®I1 uneHTHHUINPOBAHBI
Y paszIMyHBIX YWICHUCTOHOTHX: IAayKOB, KIEIeH,
KoyieMO0:1 U 'y Gonee yem 50 BUIOB HACEKOMBIX
(Duman et al., 2004; Graham, Davies, 2005). O6
AHTU(PU3HON aKTUBHOCTH y PAaCTEHHH BIIEPBbIC
6puT0 cooOmieHo B pabore M. Urrutia ¢ coasrt.
(1992), u ¢ Tex nmop ADII 66U HalIGHBI Y MHO-
TUX 3UMYIONIMX BHJJIOB COCYJUCTBIX PacTCHHH,
B TOM YHCJIEC Y MarnoOpOTHUKOB, TOJOCEMEHHBIX,
OJTHOZIOJIBHBIX U JIByAOJBHBIX TTOKPHITOCEMEHHBIX
(Urrutia et al., 1992; Duman, Olsen, 1993; Doucet
et al., 2000; Jarzabek et al., 2009). ADII Takxe
oOHapysxeHbl y 0aktepuii (Raymond et al., 2007),
Bofopociieit (Raymond, Knight, 2003), rpu6os
(Xiao et al., 2010) u memaron (Wharton et al.,
2005). TH-axTuBHOCTB BapbupyeT ot 0,1-0,6 °C'y
pactennti (Urrutia et al., 1992; Worrall et al., 1998)
1o 5—7 °C B remonuM}e MHOTHX 3UMYIOIIHX 5KyKOB
(Duman et al., 2004). OcHOBHbIE XapaKTEPUCTUKH
A®II cymmmupoBansl B Ta0. 1.

Bugsl, cnocobusie k HakomieHno ADIT, Mox-
HO pa3[IeIUTh Ha JIBE€ TPYNIbL: H30eraromme 3a-
Mep3anus (freeze avoidant) 1 MOp030yCTOUNBEIE
(freeze tolerant). M30erarorre 3amMep3aHusT BHIIBI
MOTYT NpeAO0TBpallaTh 3aMep3aHue KUIKOCTEH
OpraHM3Ma B IIEJIOM U CIIOCOOHBI K 3HAUUTEIEHOMY
NEepeOXIaKACHUIO, T. €. TeMIIEpaTypa KHUIKOCTEeH
B UX OpPTaHM3MeE HIDKE TeMIIEPaTyphl 3aMep3aHHs.
A®II npensaTCTBYIOT 3aMOPAKUBAHUIO, CIIPOBOLIU-
POBaHHOMY BHEUTHHM JIBJIOM, U CTaOWIN3UPYIOT
MePEOXIaXKIEHHOE COCTOSTHUE ITyTeM HHAKTHBAIIIH
Hykseatopos Jbjaa (DeVries, 1986; Zachariassen,
Kristiansen, 2000). 3umyromuii xyk Rhagium
inquisitor n30eraeT 3aMep3aHusl, HaKaruTuBast aHTH-
(pr3HBIE areHTHI BO BHYTPUKIIETOYHOMN JKUAKOCTH,
KHUIIeTHON >kuakocTu u remonumpe (Kristiansen
etal., 1999).

Mopo3oycToiiuuBbIe BUABI BBDKUBAIOT MPHU
00pa30BaHUU JIbAA B OPraHU3Me, [IPHU ITOM LIEHT-
pBI 00pa3oBaHUs JIbJIa JTOKAJTU30BAHBI B MEXKKIIE-
TOYHBIX, BHEOPTAaHHBIX OONACTAX WIIH TOJOCTAX
opranuszma. O6menpu3HaHo, 9To oOpa3oBaHHE
BHYTPHUKJIETOYHOTO JIbJa CMEPTEIbHO IS JIIO-

ooro opranusma (Cambirut, 1997). EnuncTBen-
HBIM HCKIIOUCHHEM SIBIISIETCS aHTapKTUYECKas
Hemarona Panagrolaimus davidi, xotopas npu
PE3KOM CHI)KEHHH TeMIIEPaTyphl JEMOHCTPUPYET
TIpenoXpaHuTENbHOE, TPEBEHTHBHOE (inoculative),
3aMep3aHue, B pe3yiIbrare KOTOPOro CTaHOBUT-
cs 6omee MOpPO30yCTOMUMBON U BBEDKUBAET MPHU
BHYTPHUKJIETOYHOM oOpazoBanuu Jyibaa (Wharton
et al., 2005).

AHTH(]pHU3HAS aKTUBHOCTb HaON0gaeTcs B
Pa3HBIX YaCTSIX 3MMYIOIIUX PACTEHUI, BKIrOYAs
ceMeHa, cteOiu, y3iIbl KYIIEHUs, KOPY, BETKH,
MOYKH, YEePEUIKH, MIACTUHKU JINCTHEB, IIBETHI,
STOJIbI, KOPHU, KopHeBuILa 1 kiyonu (Urrutia et al.,
1992; Duman, Olsen, 1993; Doucet ef al., 2000).
MHOIruM pacTeHHsIM AJIsl Pa3BUTHSL MOPO30YCTOM-
YUBOCTH HEOOXOIMMO TIPONTH TTEPHOJ XOIOT0BOM
aKkKmManmu, nin 3akanuBanus (Tpynosa, 2007).
Y 03uMoii prku 1Ipu xono0BoH akkumaru ADIT
HaKaljIMBalOTCs B aloIiacTe JUCTHEB H Y3 Ky-
nieHust. MeToaoM MIMMYHOJIOKaIM3a 1 IOKa3aHo,
yto ADII cBs3aHbI C ANHUIEPMUACOM U ME30(HITh-
HBIMH KJIETKAMH, OKPY>KaIOIUMH MEXKJIETOUHOE
npoctpancTBo (Antikainen et al., 1996). Ora
JIOKaJIM3alusl COOTBETCTBYET M3BECTHBIM MECTaM
(hopMUpOBaHUS JIbJla Ha MOBEPXHOCTH JIUCTHEB
U MEXKJIETOYHOM MPOCTPAHCTBE Me3opuiia u
nonreepxkaaet, uro A@II Moryt npenoTBpalaTh
3aMep3aHue KIETOK BCIIEACTBUE KOHTAKTa C BHE-
mHUM JibZoM (Antikainen et al., 1996). Y nepcu-
Ka ObUI BBISIBIICH OCIIOK M3 TPYMIBI JACTHIPUHOB
pacTeHuii, UMeIOINi aHTU()PHU3HYIO AKTUBHOCTD,
OH OKazaJiCs paclpesaesieH 0 BCel LUTOIIa3Me,
IUTACTHIAM U SiApaM KJIETOK KCHUJIEMBI M KJIETOK
rmapeHxuMbl Kopel (Wisniewski et al., 1999).

[Ipu Hanmunu Hykiearopos ibaa ADII canxa-
10T TEMIIEPATy Py 3aMep3aHusl JINCThEB 3aKaJICHHOM
pxu npumepHo Ha 1 °C. UccnenoBanus in vitro
MOKAa3aJIH, YTO aIllOIUIACTHBIC OCNIKU, H3BJICUCHHBIC
13 JMCTHEB 3aKAJICHHOH O3MMOM pXKH, TOPMO3ST
PEKPUCTANIN3ALMIO JIbJA, a TAKXKE 3aMEJIIOT
TEMIIBl MUTPAIUU JIbJla Yepe3 HACHIICHHYIO
pacTBOpoM GHIETpoBaNIbHYO Oymary. Poms ADIT
pacTeHuii, TaKUM 00pa3oM, COCTOHUT B TOM, YTOOBI
HETIOCPEACTBEHHO B3aMMOICHCTBOBATh CO JIbJIOM
1 YMEHBIIUTH MOBPEXKACHUS, 3aMeIJIsIsl POCT U
pekpuctamu3anuio apaa (Moffatt et al., 2006).
Bo BpeMs HHU3KOTEMIIEpAaTypHOW aKKIMMallMU
Hakorienne AQDII koppenupyer ¢ MOBBIIIEHHBIM
YPOBHEM MOPO30CTOHKOCTH Y O3UMBIX H SIPOBBIX
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Ta6auna 1
Xapaxtepuctuka ADII
Bun Ms, | TH, Oco6eHHOCTH CTPYKTYPHI JlutepartypHbIit
k/la °C HWCTOYHMK
Koctuctsie priObI
AT OIIT 2,6-| 1,2 |(Ala-Ala-Thr) ; n=4-50; nuneiineiii | Hsiao et al., 1990;
HOTOTCHOUIHBIC PHIOBI 33 0CIIOK/IeBO3aKpyUCHHAS TPOMHAS Harding et al.,
(Notothenia coriiceps neglecta, crpanb; nqucaxapun (b-D-ramakro- | 2003
Dissostichus mawsoni, Pagothe- 3mi-(1-3)-a-N-anerwi-D-ranakrosa-
nia borchgrevinki), TpeckoBbie MUH) CBsi3aH ¢ ocTatkoM Thr
I T ADIT 3,3— | 0,04— | oboramennsrit Ala-mosrop u3 11 a.0.; | Harding ef al.,
kepuak Myoxocephalus scorpius, | 4,5 | 0,67 | o-cnupaib 1999; Wierzbicki
3UMHSSI Kambaa etal., 2008;
Pseudopleuronectes americanus, Hobbs et al., 2011
ryoan Tautogolabrus adspersus
II tun ADIT 11- | 0,13 | oboramennsiii Cys Oenok ¢ qucyiab- | Wierzbicki et al.,
MOPCKOI BOpOH Hermitripterus 24 (GUIHBIMU CBSI3SIMU; JIEKTHHONONO0- | 1997
americanus, aTIaHTHYECKast ueiit; Ca?*-3aBucumbiii u Ca?™-Hesa-
cenbnb Clupea harengus, BUCHMBIH, IIOOYIISIPHBIH € y4acTKaMu
aMepHKaHCKasi KOPIOIIIKa o-CriMpajel u B-1nucToB, oOpasyer
Osmerus mordax JMMEPBI, MOXKET COZIePIKATh OJIMroCca-
Xapubl
I Tunn ADTI 6,5 | 0,53 | koMIakTHBIH [IOOYJSIPHBIN ¢ KopoT- | Miura et al., 1999;
6empatoru Macrozoarces ame- 7, 14 KHMH y9acTKaMH [3-TUCTOB Baardsnes et al.,
ricanus, Rhigophila dearborni; 2003
3y0atku Anarhichas sp.
IV tun ADII 12,3 | 0,08— | 17 % Glu; my4ox u3 4 anTunapan- Davies, Sykes,
Myoxocephalus octodecimspino- 0,5 | nenbHBIX O-cnMpaieit; romogoruuen | 1997;
sis, Pleuragramma antarcticum, ATIOJTUITOTIPOTCHHY Leeetal., 2011
Notothenia coriiceps
I'mnepaktuBubiil ADIT 16,7 | 2,2 |60 % Ala; a-cniupans; odpasyer au- | Marshall et al.,
3UMHeH kam0ansl Pleuronectes sp. Mepbl 2005; Gauthier
et al., 2005
UnenucroHorue
Parnii pedpuctsIit 12,8 | 7,7 | 6 paccesHHbIX MOBTOPOB 13 a.0., Kristiansen ef al.,
Rhagium inquisitor MotuB Thr-X-Thr-X-Thr-X-Thr 1999, 2011;
B IIEHTPAJIILHON YaCTH ITOBTOPA; Zachariassen ef al.,
1 muCymb(QUIHBIA MOCTHK 2002
YepHoTemnka y3Kas 30 | 0,45 |ob6oramen Cys; noBrop Thr—Cys—Thr; | Mao et al., 2011
Anatolica polita B-crimpaib
Bomnbmmoit Mmy4HO# Xpymak 8,5 | 2,5~ | oboramen Tre, Cys; mpaBo3zakpydeH- | Graham et al.,
Tenebrio molitor 5,5 | Has B-crimpans Ha ocHOBE MOBTOPOB | 1997;
n3 12 a.0.; MHOTO IMCTEUHOBEIX MOC- | Liou et al., 1999
THKOB
Dendroides canadensis 73— | 5-6 | moBrop Thr—Cys—Thr; mpaBo3zakpy- | Duman et al.,
16,2 | (8-9) | uennas B-crmpaib Ha OCHOBE MOBTO- | 2002
poB 1o 12 1 13 a.0.; MHOTO ITHICTEH-
HOBBIX MOCTHKOB
[Moukoen enoBbIi 9,12 JICBO3aKpy4YcHHas -criupaib; nostop | Graether ef al.,
Choristoneura fumiferana 15 a.o0. (Thr—X-Thr); B-cnimpanu ume- | 2000, 2003;
10T ITOTIepedHble ceKuuu 1 popmupytot | Qin et al., 2007
napaJuieNnbHble B-ciion
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Oxonuanue Ta0auubI 1

M, TH, JIluteparypHblii
Bun x/la oC OCoOGEHHOCTH CTPYKTYPHI HCTOUHK
[Isnenunia Campaea perlata | 3,5; 8,3 | 6,4 | oboramen Thr u Ala; B-crimpans Linetal., 2011
CHexHas 010Xxa 6,5 4 |45 % Gly; TpunentuaHbIC MTOBTOPHI Graham, Davies,
(roytemboa) 15,7 Gly — x;—X,, (X, — G, x, — Ala unu Val); | 2005;
Hypogastrura harveysi, 2 mucynb(GHUIHBIX MOCTHKA, Mok et al., 2010;
Gressittacantha terranova 6 momumpormHOBEIX crimpaneit I tTuma | Hawes et al., 2011
B aHTHIIAPAIUICIILHON OPUCHTALUH
Kpyrabie yepBu
AHTapKTHYECKast HEMaToaa 15 0,03 - Wharton et al., 2005
Panagrolaimus davidi
Pacrenus
MopxkoBb 36 0,35 | 74 % Leu-6orarsix nosropos (LLR); | Zhang et al., 2004
Daucus carota [IMKO3HJIMPOBAH
Paiirpac macTOUIIHBIH 13,5 0,1 | B-crmmpanp; LLR moBTOpHL; Griffith, Yaish, 2004;
Lolium perenne 29 IIMKO3MINPOBAH Zhang et al., 2010
Msirkast meHuna 26,8, — |2 wim 8 LLR nosropa Tremblay et al., 2005
Triticum aestivum 40,7
Poxb mocesHas 16-35 0,3 | 6enxu yCTOMYMBOCTHU K ITATOT€HAM Hon et al., 1995
Secale cereale ¢ epMeHTATHBHOI aKTHBHOCTBIO
JIyroBuk aHTapKTU4ECKHUH 22 — | 1-9 LRR u 16 ‘IRIP’ noBropos John et al., 2009
Deschampsia antarctica
ITacnen cnagko-roppkuit 67 0,4 |24 % Gly; na C-xonue 10 moBTopoB Urrutia et al., 1992;
Solanum dulcamara 3 13 a.0.; IMKO3UINPOBAH Duman, 1994
S. dulcamara 47,29 | 0,4 | XUTHHA30MOTOOHBIH Duman, 1994
Ammopiptanthus 50 0,35 | mmKko3mIMpoBaH Feiet al., 2008
mongolicus
Emn 27-30 2 | XuTHHA3010100HbIC Jarzabek et al., 2009
Picea abies, P. pungens
JlnatoMOBBIE BOAOPOCTH 24 2,5 - Raymond, Knight,
2003; Bayer-Giraldi
etal., 2011
I'puos!
Antarctomyces 28 0,42 | oboramien Thr; muko3uUpoBaH Xiao et al., 2010
psychrotrophicus
CHexHas IIECeHb 23 0,3— -
Typhula ishikariensis, 2%
Coprinus psychromorbidus
Hpoxoxu Leucosporidium 26,8 0,7 — Lee et al., 2010
Bbakrepun
Marinomonas primoryensis | 1000 2 | ranaemuslid noBrop 104 a.o.; mosrop | Gilbert et al., 2005
u3 19 a.o.; B-cimpasnbHbIe Y4aCTKH;
Ca?*-3aBUCUMBII
Colwellia 26 <0,1 | mepBuuHas cTpykTypa romosniorngaa | Raymond ef al., 2007

aHaJIOTMYHBIM OeJIKaM U3 CHEXHOM
IINIECCHU 1 JNUaTOMOBBIX BOI[OpOCJ'IGfI

* JlaHHBIE B pa3HBIX HCTOYHUKAX OTIIMYAIOTCS; IPOYEPK — HET TaHHBIX, MB — MoOeKy sapHbIi Bec; TH — BennunHa TepMoruc-

TE€pE3UcCa; a.0. — aMUHOKUCJIIOTHBIE OCTAaTKH.
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COpPTOB pKH, MIICHUIIBI U stuMeHs1 (Antikainen,
Griffith, 1997; Tremblay et al., 2005).

OTMeTUM, YTO BBIJICJICHHBIC M3 3aKaJEHHBIX
nuctbeB pxxku ADIL oTHOCATCS K TpeM Kiaccam
0CITKOB YCTOMYMBOCTH K TTaToreHaM (pathogenesis-
related — PR): xutuna3zam (chitinase-like proteins —
CLP), B-1,3-rmtokanazam (GLP) u Taymarunam
(TLP) (Hon et al., 1995). Yacts 3Tux ADII umeer
Kak aHTU(PU3HYIO0, TaK U (DEPMEHTATHBHYIO aK-
tuBHOCTH (Hon et al., 1995; Yaish et al., 2006).
Taxum o6pazom, ADII 03uMoii p>KU UTPAIOT POITH
B MOPO30YCTOMYMBOCTH M HECHeIM(PUICCKON yC-
toitunBoctu K Oonesnsam (Griffith, Yaish, 2004).

A®II HaiiieHbl U y TEIUIOIOOUBBIX OpTaHM3-
MOB, B 3ToM citydyae ADII ymeHbI11al0T aKTUBHOCTh
CIIy4allHBIX W TPYAHO YCTPaHUMBIX HYKJIEaTOPOB
JIb/1a TIPU BHE3AITHOM YMEHBIICHUH TEMIIepaTyphl
okpyxatomieii cpeabl (Parody-Morreale et al.,
1988). Kpome Toro, A®II urparor KpuonpoTek-
TOPHYIO POJIb B OTHOILICHUH HEKOTOPBIX MEMOpaH,
npenoTBpamias (pa3oBbli epexo/] IUIUIOB U CTa-
Oomnm3npys KanblneBbie kKanaisl (Barrett, 2001).

AODII paboTarOT B COYCTAaHUH C OEIKOBBIMH
HYKJIEaTOpaMH JIbJIa, YTO MO3BOJIIET OPraHU3MY
KOHTPOJINPOBATh CKOPOCTh POCTA JIbJIa B IIpoIiecce
3amopaxuBanus (Zachariassen, Kristiansen, 2000).
WHTepecHo, uto y pusobakrepuu Pseudomonas
putida, pacipoCTpaHEHHOH B apKTUYECKUX paiio-
Hax Kananmpl, oonapyxen ADII (164 k/la), cBsi3aH-
HBIH C YIVICBOTHBIM U JIMIHIHBIM (PparMeHTamu,
KOTOPBIA MMEET U aHTU(PPU3HYIO, U HYKJICHPY-
fouryto akruBHocTH (Moffatt et al., 2000).

CaoiictBa ADII mpenoTBpaiiath HyKJI€alHUio
JbAa, TOPMO3UTH POCT KPHUCTAJUIOB JIbJa, WHTH-
OMpOBaTh PEKPUCTAIITU3AINIO U 3aIIUIIATh KJle-
TOYHBIE MeMOpaHsI OT oBpekaenuit (Kristiansen,
Zachariassen, 2005; Pertaya et al., 2008) moryt
OBITH UCIOJIB30BAHBl MIPH XPAHEHUH MPOIYKTOB
MTUTAHUS, B CEIIbCKOXO3SICTBEHHOM TIPOHU3BOJICTBE
W JUI KPUOKOHCEPBAIMH KJIETOK M OPTaHOB B Me-
murHe (Zhang et al., 2007). TlokazaHno, 9To mpu
3aMep3aHrU M OTTauBaHUM B MpHCyTCTBUU ADII
PBIO KIIETKH MIICKOTIUTAIOMINX, TAKUE, KAK OOLIUTHI
KPYITHOT'O POraToro cKoTa, TPOMOOIMTHI YeNIOBEKa,
SMOPHOHBI MBIIIIH, CIIEPMATO30M bl OapaHa 1 KIIETKH
TIeYeHH KPBIC, IEMOHCTPHUPYIOT TIOBBIIIICHHE YPOBHSA
BBDKMBAEMOCTH U BOCCTAHOBJICHHSI HOPMAaJIbHOTO
¢dynxumonnposanus (Fletcher et al., 1999). Benyrest
paboTel o cuHTe3y MonuduupoBaHHbIX ADII
C ONTHMHU3UPOBAHHOM Il KOHKPETHBIX YCIOBHN

crpykrypoit (Tam et al., 2009), Tpanchopmanuu
pacTeHHUH U JKMBOTHBIX YYXEPOAHBIMM T'e€HaMHU
A®II 151t NOBBIIEHUS UX YCTOMYUBOCTU K HU3KUM
temneparypam (Griffith, Yaish, 2004).

Taxum obpazom, ADII BEISIBICHB! ¥ BHIIOB C
pa3HOM cTparerueidl BBIKMBAHMS IPU MOHUXKE-
HUU TeMIepaTypsl okpyskatomen cpensl. ADII
HaKaljuBalOTCs B MECTax Hauboliee BEPOSITHOTO
00pa3zoBaHus JbJ1a, HATPABISIIOT U TOPMO3AT POCT
MacCHBOB JIbJIa BHYTpH opranuizMa. Kpome Toro,
A®II MOTYT UMETH JOTOJHATEITbHBIC (DYHKITUH,
CIOCOOCTBYIONME BBDKUBAHUIO NP HEXBAaTKE
BJIary WJIM BO3/IEHCTBUH I1aTOI€HOB.

MexaHu3M AelcTBUSA

B omnune oT GOJBIIMHCTBA PACTBOPSEMBIX
BEIIECTB, KOTOPBIE BBITECHSIOTCS (DPOHTOM JTh/ia B
nporiecce 3amopaxupanusi, ADIT HeoOpaTumo cBsi-
3BIBAIOTCS C TOBEPXHOCTBIO JIbJIa U BKIIIOYAIOTCS B
COCTaB KpHCTAJUINYECKOH pemeTku jipaa (DeVries,
1986). CBsi3pIBaHUE CO JIHJIOM CTAOMITH3UPYETCS CO-
YETAaHWEM BaH-/I€P-BaalbCOBBIX B3aMMOIEHCTBHIM
Y BOJOPOIHBIX CBS3EH, BO3HUKAIONIUX 324 CUET
CTpaTEerMYeCcKy PacoNOKEHHBIX B COOTBETCTBHH C
[IaroM peleTKH JibJJa aMUHOKUCIIOTHBIX OCTaTKOB
(Jia, Davies, 2002). A®II cneunduyecku axcopou-
PYIOTCS Ha OTIpEeIeHHbIC IPaHN KPUCTAJIIOB JIbA
(pwc.) M IOBEPXHOCTH MAJTBIX JTHIOTIOTOOHBIX KiTac-
TEPOB MOJIEKYJT BOABI (3apOBIIIEBBIX KPUCTAIIIOB
WM si71ep), chOpMHUPOBAHHBIX HYKJIEATOPaMH JIbJa
(Graether, Sykes, 2004).

AnTH]pHU3HAS aKTUBHOCTH (PUKCUPYETCS MPH
MHKPOCKOIIMPOBAHUM BOAHBIX pacTBOpoB ADII
10 U3MEHEHHUIO MOP(OJIOrMH KPUCTAIUIOB JIbJa B
nporecce ux pocra (puc.) (Knight ef al., 1991) u
MIpU U3MEPEHNH HETMHEHHOTO YMEHBIIEHUS TEM-
neparypsl 3amep3anus pactBopoB (Kristiansen,
Zachariassen, 2005). ®opma KpHCTaJUIOB 3aBH-
cut ot koHueHTtparuun ADIl u cnenudpuueckont
aKTUBHOCTH KOHKPETHBIX m3odopMm (Meyer et al.,
1999). lnis onipenenieHus TpaHel KprUcTasia JIb/a,
¢ KoTopsiMu cBs3biBatoTcsa ADII, ucnonsiyror
BBIPALIMBAaHUE JICASHOHN MTOTyC(epbl U3 eTUHCTBEH-
HOTo Kpuctauia Jpaa B pactBope ADII Huzkoit
koHIeHTpanuu. Mecta ancopormu ADIT BumHBI
HEBOOPY)KEHHBIM IJIa30M KaK yYacTKH MaTOBOH
MOBEPXHOCTH Ha MPO3PavYHOH JiesiHOU noycdepe
(Knight, DeVries, 2009). 9TiM MeTOIOM TIOKa3aHo,
yt0 ADII I THIMa 3MMHE KaMOaJIbI CBS3BIBAIOTCS C
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Puc. CxemaTrueckoe H300pakeHHE POCTa KpUCTalIa jbaa B pactBope ADII.

12 rpaHsaMu OUIIpaMUIATEHOTO KPUCTAJIIA, TOTIa
kak A®II I Tuma kepuakoB CBA3BIBAIOTCS TOIBKO C
6 rpansmu (Harding et al., 1999).

XapakTep B3auMOJCHCTBUs OelKa WK yIje-
BOJIOB CO JIbJIOM BO MHOTOM OCTaeTcsi B 00iacTu
npeanonoxkerni (Garnham et al., 2011), xots ObiH
TIOJTyYeHBI JIOKA3aTeILCTRA B ITOJIh3Y MEXaHM3Ma a/T-
copOuronHoro nHrubupoBanus (Knight ez al., 1991;
Pertaya et al., 2007). Ananu3 ADII pb10, HACCKOMBIX
U pacTeHHH TOKa3all, YTO, HECMOTPS Ha CXOJICTBO
OTJICNBHBIX JIEMEHTOB, HET HUKAKOW KOHCEHCYCHOM
MOCTIETOBATEIIFHOCTH WII €IUHON CTPYKTYPBI JUIS
TBA0CBSI3BIBAtOIIX qoMeHOB (Jia, Davies, 2002)
(Tabm. 2), u uyto Hekoropbie ADII MEHSIOT KOH-
dopmaruro pu Hu3kux temreparypax (Uda et al.,
2007). IlosToMy He MpPEACTaBISETCS BO3MOXKHBIM
M0 CTPYKTYPHBIM OCOOCHHOCTSIM OCITKOB BBISBUTH
noBeie ADII B 0a3zax JaHHBIX, €IUHCTBEHHBIN
crtoco0 o6Hapy)kuTh ADII — mpoaHaM3UpoOBaTH
CHOCOOHOCTh OeJTKa CBA3BIBATHCS CO JIBIOM.

DKCHEPUMEHTBI TI0 3aMEIICHHUI0 Pa3InYHBIX
ocTarkoB B mociaenoBareabHocTaX ADII I tuma
pbi0 1 ADII HacekoMBIX yOENIUTENBHO JOKa3aly,
4TO THPO(HOOHBIC B3aMMOIEHCTBYSI, 00eCIIeurBa-
eMble MEeTHJIHLHOU Tpymmoi ocraTtkoB Thr, mmeroT
peliarolee 3HaueHue Jyist cBsizbiBaHus 3 TuX ADII
co nbaoM (Baardsnes et al., 1999; Leinala et al.,
2002a; Wierzbicki et al., 2008). Ognako B ciy4ae
A®I'TI nokazaHo, 4YTO TUAPOPHUIBHBIE B3aUMO-
NEWCTBUS SBISIOTCS HEOOXOIMMBIM YCIOBHEM
ancopOmiu Ha permeTKy jbpaa (Knight ef al., 1991;

Tam et al., 2009). B nmocnennee Bpemst Obu1a U3y-
yena ruaparamyst AOI'TI u mpogemMoHCcTpUpOBaHa
ee posib B MexaHusMme jeictBusi ADIT/ADITI
(Ebbinghaus et al., 2010).

B otnmnune ot ADIT pe16 1 HACEKOMBIX IIEITBIN
psan ADII pactenuii UMEeT MHO>KECTBEHHbIE TH/I-
pOdUIEHBIE CAUTHI CBI3BIBAHUS cO JThaA0M ((Griffith,
Yaish, 2004; John et al., 2009; Laursen et al.,
2011). Hanpumep, ADII nienuisl uMeroT 2 caifta
CBSI3BIBAHUS CO JIbJIOM, KOMIUIEMEHTAPHBIX ITPHU3Ma-
TUYECKON MOBEPXHOCTH JIbJIa M PACTIONIOKEHHBIX
Hanpotus Jpyr Apyra (Tremblay et al., 2005).

[onck obmiero mexanm3ma cBsizbiBaHust ADI]
CO JIHJIOM OCJIO’KHEH BapHaOeTbHOCTBIO CTPYKTYPHI
9THUX OCJIKOB M TEM, YTO OHH PACIIO3HAIOT Pa3iHy-
HBIE TI0 CTPYKTYpE MOBEPXHOCTH KPUCTAJIIA JIbJA.
Tem He MeHee HEKOTOPBIE 00I1IKE CBOICTBA U 3aK0-
HOMEPHOCTH OBLIH BBISIBIIEHBI. CaliThI CBSI3BIBAHHUS
CO JIBZIOM, KaK TPaBUIIO, TUTOCKUE, OTHOCHUTEIHFHO
ruipodoOHBIE U 3aHUMAIOT OOJBIIYIO YACTh TOBEPX-
Hoctu Oeinka (Davies et al., 2002). Jlns co3nanust
Oosiee YETKOTO TMpEACTAaBICHUS HEOOXOJUMO OXa-
paxtepu3oBaTh Oomnbiuee konnuecTBo ADIT.

CroiictBa A®II u BaAusiHHE PAa3THIHBIX
(akTOpOB HA UX MPOsIBJIEHUE

Pazubie Bunbl akruBHoctu, TH u IRI, mposi-
nstoTcest y koHkpeTHbIX ADII B pasHoli cTeneHy,
B3auMocBs3b Mexay TH- u IRI-akTuBHOCTSIMU OC-
Taercs mpeaMmeroM usydenus (Yu et al., 2010). He-
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Tabauna 2
YHucno reHoB, BO3MOYKHBIE IBOJIFOLIMOHHBIE MTPEAIIECTBEHHUKH,
0COOEHHOCTH CalTOB CBsA3bIBaHUS O JbaA0M ADII pbIO, HACEKOMBIX M pacTeHUI
Berox Komuuecrso |  I'omonoruunsie CaliT cBA3BIBAaHHS CO JlureparypHblit
1 TEHOB Oenku JIBIOM HUCTOYHHK
AT'®IT (TpeckoBrle, 41* TPHUIICHHOTEHO- mosTopsl Gal-GalNAc Cheng, 1998
HOTOTEHOWIHBIE PHIObI) nogo0OHas mpoTeasa
I tun ADII pei6 80-100 | Oenkm xOpHOHA moBTopsromuecs koHcep- | Evans, Fletcher, 2005;
(Kep4ak, 3UMHSS KaM- u xeparuHa Liparis | BatuBHBIC Thr, Ala Hobbs et al., 2011;
6ana) atlanticus Zhang et al., 2009
II T ADIT pr16 15 nextuH C-Tumna caiir csisbiBanus Ca?', Nishimiya et al.,
(MOpCKOit BOpOH, aTiiaH- JKABOTHBIX TUIOCKast TUAPOPOOHAs 2008
THYECKasl CeJIb/Ib, aMe- MOBEPXHOCTh
PHKaHCKast KOPIOIIIKa)
11 tunn ADII pri6 30-150 | cunTasa cwioBoit | B-crimpase Ha C-KOHIIE Deng et al., 2010;
(Oenparoru, 3y0aTku) kucioTel (SAS) Zhang et al., 2009
IV tun A®IT ps16 HEOOJIBINOE | AMOIUIONPOTEHH - Davies, Sykes, 1997
(Obruxm) CEMEHCTBO
l'unepaxtuBabIil ADIT - A®IT I Tma KOHCEPBaTHBHEIC Marshall et al., 2005
I Tuma prI6 3uMHeilt kamOansr | Thr, Ala B moBTope
(3uMHsIT Kambaa)
A®II monu (enoBEIi 17 - ‘Thr-X-Thr’ motu, B-cru- | Tyshenko et al., 1997
nouxoex C. fumiferana, paJb JIeBO3aKpyICHHAs
manennna C. perlata)
A®II xyxkoB (D. cana- | 12;30-50 - ‘Thr-X-Thr’ motus, B-criu- | Graham et al., 1997
densis, T. molitor) paJjib IpaBo3aKkpydyeHHas
ADII xyKoB CEeMEeHCTBO - 6 Thr-X-Thr-X-Thr-X-Thr | Kristiansen et al.,
(paruii peOpUCTHIi) MOTHBOB, B-CITUpaIIb 2005, 2011
A®II cHexHO Ormoxu 2 - [IMPOKast IOBEPXHOCTh Mok et al., 2010
u3 B-crmpaneit
Xwutnnaza-A®DII HEOOIIBIIOE | SHIOXUTHHA3EI - Hon et al., 1995;
(poXxb MoceBHAsL, MST- cemerictBo | I m Il xmacca Yeh et al., 2000;
Kasl MILIECHHUIIA, ITacCIeH Duman, 1994;
CITaJIKO-TOPBKUIT) Winfield et al., 2010
I'mokanaza-A®DII HEOOJIBIIIOE | YHIOTTIOKOHA3a He mepecekaercs ¢ runpo- | Hon et al., 1995;
(poXb MoCceBHasT) CEMEHCTBO JUTHYCCKUM CalTOM Yaish et al., 2006
Taymarun-ADIT HEOOJBIIOE | TAyMaTHH - Hon et al., 1995
(poxpb TMOCEeBHAas) CEMEMCTBO
IRIP 3makoB ** 2-15 KHMHA3a perenTopa | B-crupaib; Tremblay et al.,
¢dutocynpdokuHa | ABa THAPOPIIBHBIX caiiTa | 2005; Middleton
puca et al., 2009;
John et al., 2009
DcAFP (mopxoBb) 1 MHTHOUTOP MOJH- - Smallwood et al.,
rajakTypHa3bl 1999;
Zhang et al., 2004
STHP-64 (nacnen 1 WRKY (pakrop - Huang, Duman, 2002
CITaJIKO-TOPBKUIT) TPAHCKPHUIILINH)

* Tonunporenn u3 41 kormu rena; ** TalRI (msrkas nuienuna), LpAFP (paiirpac nactéuunbiii), DalRIP (1yroBuk antapk-

TUYCCKUH).
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koTopbie MyTanTHble ADIT 6e3 TH-akTuBHOCTH, HO
UMEIONIHE TY K€ OPMY H pa3Mep, TEPSOT U CII0-
COOHOCTh HHTHOUPOBATh PEKPUCTAILTU3AINIO, YTO
TOBOPHT 00 0011 3HAYMMOM CTPYKType I 00erx
¢dbynxmmii (Knight et al., 1995). D10 monTBepkmaeT
CyIIECTBOBAaHUE OOPATHON 3aBUCUMOCTH MEXKIY
ypoBHeM TH u pa3zmMepoM KpUCTaJIJIOB JibJia, T. €.
4eM MEHBbIIIE pa3Mep KPUCTAIIIOB JIbJIa, TEM 00JIhb-
me TH-a¢dexr (Kristiansen et al., 2005).

Hekoroprie ADII omnuaroTcs O4eHb BHICOKOM
TH-aktuBHOCTBIO (4-6 °C) MpH CyOMUILTAMOJISP-
HBIX KOHIICHTPAITUSIX, UX HA3BIBAIOT «TUTIEPAKTHB-
HbeiMI» (Graham et al., 1997). Tunepaxrusubie ADIT
1 ymepeHHo aktuBHbIe ADII, kKpoMe pa3HUIIBI B UX
TH-akTUBHOCTH, OTIIMYAIOTCS U MO KAPTUHE POCTa
KPHCTAJIJIOB JIbJ[a TIOCTIe TIpeBhIeHus mopora TH,
KOTJIa TIOBEPXHOCTHO agcopoupoBanubie ADIT yxe
HE B COCTOSIHUU TIPEIOTBPATUTEH HAPACTAHUE JIHJIA.
Ymepenno aktuBHble ADI] HanpaBnsAOT POCT Cru-
KyJ JIbJIa BIIOJb C-OCHU KPUCTAJIa JIbAA, TOTa KaKk
Bce runepaktuBHbie ADII criocoOcTByIOT pocty
BJIOJTb a-OCH, TPHUBOJIS K TTOSIBIICHUIO JICHIPUTHBIX
KkpucTaiioB (Scotter ef al., 2006). Kpome Toro, 3Kc-
TIEPUMEHTEHI TI0 BRIPAIIUBAHUIO MAKPOCKOITMUECKIX
KPHUCTAJIIOB JIb/1a IOKA3aJId, YTO 00J1ee BBICOKAs aK-
TUBHOCTB rurnepakTUBHbIX ADII sBrsieTcs pe3ynbTra-
TOM aJICOPOIIMH KaK Ha MPU3MAaTHYECKHIE TUIOCKOCTH
KpHCTalIa JbJIa, TaK ¥ Ha Oa3anbHbIe (Scotter ef al.,
2006; Mok et al., 2010). Heruniepaktusabie ADIT
HE CBSI3BIBAIOTCS € 0a3aiIbHOM Mm1ockocThio (Knight
et al., 1991; Pertaya et al., 2008).

He ymanmoces BBISIBUTH KOPPEIAIHUIO MEKIY
BbicOKOM TH-akTuBHOCTBIO U BbIcOKOM IRI-akTHB-
HOCTbI0, runiepaktuBHbie ADIT u ADII co cpenneit
AKTUBHOCTHIO UMEIOT MPUMEPHO OJIMHAKOBYIO
IRI-aktuBHOCTH (YU ef al., 2010). Baxxno orme-
TUTb, YTO B DKCIIEPUMEHTAX IO HAMPABICHHOMY
MyTareHe3y Mpy 3HAYUTETLHOM U3MEHEHHUH CBSI3bI-
BAIOLIUXCS CO JIbAOM OCTaTKoB B cTpykType ADII
yMenblianach kak TH-, Tak u IRI-akTuBHOCTB,
MOKa3bIBasA, YTO OJHHU U T€ K€ aMUHOKHCIIOTHBIC
OCTaTKM MMEIOT pelIaroniee 3Ha9eHne i 000uX
BUJIOB aKTHMBHOCTH. Kpome Toro, noHbl Onkap0o-
Hara, noBelmaromue TH-aktuBHOCTH ADII, Takke
nosbsimatoT IRI-aktuBHOCTE. [Ipeanonaraercs, yto
runepakTuBHble U HerunepakTuBHble ADII oTiiu-
YaroTCsI 110 TUTOIIAH CaliTa CBA3BIBAHUS CO JIBJIOM,
a taxke no cradbuiabHocTH cBsa3u ADII u npaa B
YCIIOBHSIX MEPEOXTKICHUS U PEKPUCTATUTH3AIAN
(Yuet al., 2010).

HccnenoBanus mokasann 3aBUCHMOCTH YPOB-
Hst TH-akTuBHOCTH OT psiga GakTopoB, KOTOpPHIE
BKJIIOUAIOT Kak Bapuauuu cTpykrypbl ADII, tax
U BIMSIHUE PA3JIMYHBIX BEIIECTB, K KOTOPBIM OT-
HOCSITCS HU3KOMOJEKYIsIpHble coequuenus (Li
et al., 1998; Graether et al., 2000; Evans et al.,
2007; Kristiansen et al., 2008; Wang et al., 2009),
pasnuunble 6enku (Nishimiya et al., 2008), B Tom
gucie apyrue ADIT (Amornwittawat et al., 2008).
Jlo6aBieHue cosiell IPUBOAUT K MTOBBIILICHHUIO aK-
tuBHOCTH TH B Heckombko pa3 (Evans et al., 2007),
BO3MOYXHO, 9TO MPOUCXOJUT 32 CUET CHUKCHUS
pactBopumoctu Oeika (Kristiansen et al., 2008).
OTMeTHM, YTO aHTHU(QPHU3HAsI AKTUBHOCTH YBEJIH-
YMBACTCSI B NPUCYTCTBUU SHAOTEHHBIX HU3KOMO-
JICKYJISIPHBIX MOJIMOJIOB, KOTOPBIC HAKAIIIIMBAIOTCS
Y MHOTHX OPraHU3MOB IIPY HU3KOTEMIIEPaTypPHO
aganrranim (Li et al., 1998).

BaxHblil pe3ynbTar MOJy4eH B IKCIEPHUMEH-
Te no nepenocy reHoB A®II xyka Dendroides
canadensis B renom Drosophila melanogaster. Boi-
SICHUJIOCh, YTO COBMECTHOE BBEJICHUE JIBYX ['€HOB
IpUBOAMIIO K OombireMy TH, weM BBeZieHIE OTHOTO
u3 3tux resoB (Lin et al., 2010). Dtu naHHbBIC CO-
IJIACYIOTCS ¢ HAOMIOAeMbIM Y 3UMYIOILICH JTHINHKH
Dendroides canadensis oueHb BBICOKMM 3HaYEHUEM
TH (3—5 °C) u npucytcTBreM B reMoarmMde MHO-
»ecTBeHHBIX n30(popm ADII, KoTophIe, OueBUTHO,
YCHJIMBAIOT IeUCTBUE OpyT npyra (Amornwittawat
et al., 2008).

Kpome Ttoro, B remonumbe Dendroides cana-
densis 0OHapy»XKEHO HAJTMYNE TayMaTHHOIOI00HO-
ro Oenka-ycunutens AIID u BeICOKOH KOHIIEHTpa-
tuu riutepuna (0,5—1,0 M). [mumepuH noBeImaeT
akTUBHOCTH ADII myTeM CTUMYIISAIINT B3auMOIeH-
CTBHUSI MEXJTy Pa3HbIMU N30OpMaMu, TaK Kak Mpu
ero 100aBJICHUU B PacTBOP, COJEPIKAIIUN OJHY
nzodopmy, a3pdext orcyrcrBoan (Wang, Duman,
2006). Hanuuue B opranusme ycwiurenein ADIL
MPUBOIUT K TOMY, 4TO TH-aKTHBHOCTH OUMILIEHHOTO
emuangHOoro DAFP mike, wem TH B remonmmde
(Amornwittawat et al., 2008).

Hawu6onee 3 heKTHBHBIM HU3KOMOJICKYIISIPHBIM
YCUJIMTEINIEM SIBIISIETCSl IMUTPAT HaTpusl. B mpucyT-
crBuU uuTpara Harpust TH-akTuBHOCTH reMOTHM-
(w1 xyka Dendroides canadensis yBenuniach B
6 pa3 (Li et al., 1998). DxcnepruMeHTHI TTOKa3aJIH,
YTO KOHIICHTPAIIHSI HU3KOMOJICKYJISIPHBIX YCHIIHTE-
Tiei, HeoOXoMMast ISl TOBBIIICHHST AKTUBHOCTH,
cocrasisieT okoio 250-500 MM (Amornwittawat
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et al., 2008). I'muuiepuH oka3ajicst eqMHCTBEHHBIM
YCUJIMTENIeM, KOTOPBIH €CTeCTBEHHBIM 00pazom
MPHUCYTCTBYET B AOCTATOYHO BBICOKHUX KOHIIEHT-
pauusx y D. canadensis.

BiusHue yBenmudeHwus caliTa CBS3BIBAHHS CO
np110M Ha TH-aKTHBHOCTH 32 CHET OJIMTOMEPHU3AIIT
MOKa3aHO TIPY U3YYEHUH €CTECTBEHHBIX U CHHTE-
3UPOBAHHBIX UCKYCCTBEHHBIX MyJbTUMEPOB ADIIT
pu10 111 Tuma (Baardsnes et al., 2003; Zhang et al.,
2009). Okazanocsk, uto TH Bo3pacraet mponopiiu-
OHAJIBHO pa3Mepy MYIETUMEPOB, IIPH 3TOM KaK/IbIH
MYJIBTHMED MTPUIAET KPUCTAILTY JIbJIa YHUKATEHYIO
(hopmy, peACTaBISAIONIYI0 CO00 M3MEHEHHBIH
BapHWaHT W3HAYadbHOU Owmupamuasl (Zhang et
al., 2009). AnaiornuHoe sBICHUE HAOIIOMATIOCH
B pacTBOpax CHHTE3MPOBAHHBIX aHAJIOTOB MaJIbIX
AO®I'TI pei6 ¢ koHueHTpanued Oenka > 20 mM,
B KOTOPBIX 00pa3yloTcs OUMEphl U HaOIrogaemas
nipu 3toM TH akTHBHOCTH HAMHOTO BBIIIE, YEM B
pacTBopax C MEHBIINMH KOHIEHTPALUSIMU, TTPU
KOTOPBIX HE IMPOUCXOIUT arperamus 0eaKoB. ITOT
(hakT CBUJIETENIBCTBYET O KOOTIEPATHBHOM XapaKTepe
(YHKIIMOHUPOBAHUST HU3KOMOJNEKYIApHbIX ADITL.
B3aumopeiicTBue HaOmrogaeTcsl TakkKe MEKIY
A®I'TI pazubix dpaxmuii (Bouvet et al., 20006).

Nurepecno, uto ADII ¢ oTmuyaronmmmucs Jies-
CBSI3BIBAIOIINMU JJOMEHAMH MOTYT 00pa30BBIBATH
OJINTOMEPHI Pa3HOTO COCTaBa, YTO MO3BOJISET
YBEJIMYHMBATh BapUAOCIBLHOCTh U YUCIIO JICA-CBSI-
3BIBAIOLIUX IOMEHOB, KaK Moka3aHo B ciiyuae ADII
o3uMoi pxu (Secale cereale) (Griffith, Yaish, 2004).
JIucThs 3aKkaneHHOM pau cojiepxKar 6 anorIacTHbIX
TIOJTUTICTITHAIOB C PA3IMYHON KOMOMHAIIMEH TITIOKa-
HA30T0I00HBIX, XUTHHA30IOA00HBIX M TayMaTH-
HonooOHbIX ADI] B KoMIIIIeKce ¢ IPYTUMH HEH3-
BecTHhIMU Oenkamu (Antikainen, Griffith, 1997).
®opmupys onuromepHsie komruiekebl, ADIT moryT
00pa30oBBIBaTh OOJIEE MPOTKECHHBIC TTOBEPXHOCTH
JUTST B3AaUMOJICUCTBUS CO JIBAOM, FJTH OHU MOTYT
MIPOCTO YBEIMYUTH MAacCy CBSI3aHHOTO CO JIbJIOM
Oenka. B mobom ciydae komriekcsl ADIT moryT
MIOAABIISITH POCT JIbJIa M MIEPEKPUCTAILTH3ALNI0 00-
nee 3 PeKTUBHO, YeM OT/IETbHBIC TIOJIMTISTITH/IBL.

A®II vacTo mpencraBieHbl B OpraHU3Me He-
CKOJIEKIMH W30(hopMaMu, OTIMIHBIMU TI0 CTPYK-
Type, MOJIEKYJISIPHON Macce, CPOICTBY K TOBEPXHO-
CTSIM KpHUCTaJLIa JIbJIa U MECTY (DYHKIIHOHHPOBAHHUS
(DeVries, 1986; Knight et al., 1991; Ewart et al.,
1999), kpome TOTO, B TEHOME OOHAPYKUBAIOTCS
MHOKeCTBeHHBIC Ko TeHoB ADII (Tadm. 2). Ha-

npuMep, y 3uMHer kambansl Pseudopleuronectes
americanus €CTh JBa aHAJIOTHYHBIX CEMeWcTBa
A®II renoB. ['eHBI OTHOTO W3 CEMENCTB IKCIIPEC-
CHPYIOTCS B ICUCHHU U KHIIEYHUKE, TIPH ITOM OCITKH
HaKarjIMBalOTCs B KPOBU M KHIIEYHOM KHUIKOCTH,
TeHBI IPYroro ceMencTBa (yHKIHOHUPYIOT B TO-
BEPXHOCTHBIX TKaHSX, TaKUX, KaK KOXa, YelIys,
IJIaBHUKH | Ka0pel (Gong ef al., 1996).

MHorue cemerictBa ADIT BrirouaroT u30¢op-
MBI C JIOTIOJTHUTENLHBIMY TIOBTOPAMH U [TOBBIIIICH-
Hoii aktuBHOCTRIO (Harding et al., 1999). BriepBbie
9T0 ObLI0 MoKa3aHo Ha npumepe ADITI prid (Wu
etal.,2001). Tpecka Gadus ogac, HanipuMmep, CHH-
Te3upyeT Oonpioe KommaecTBo n3ohopm ADITI,
W OIIEHKa TEPMOTHUCTEPE3UCHON aKTUBHOCTH pa3-
TUYHBIX U30(dopM nokasana, uto ADITI ¢ Gonee
HU3KUM MOJICKYJISIPHBIM BECOM UMEIOT MEHBIIYIO
aKTHBHOCTD, IIPU 3TOM aMHHOKHCIIOTHBIN COCTaB
He uMel cymiectBeHHoro 3Hadenns (Harding ez al.,
2003). [IpuanMas BO BHIMaHHUE MTPEAIIOIaracMyro
nuHennyto ctpykrypy ADITI, npeanonaratot, 4To
n30(opMsI ¢ 60J1ee HU3KOM MOJIEKYIISIPHON MacCOii,
CKopee Bcero, kopoue. TakuM 00pa3zoM, CyIecTBy-
eT cBsi3b Mexay MHOM ADIT] u akKTUBHOCTHIO.
Nzopopma ADII I Trma 3umHeit kambaisl ¢ 4 TaH-
neMHBIMH | 1 -aMHHOKHCIIOTHBIMHU TIOBTOPAMH B JTBA
pasa Oosiee akTHBHA, YeM U30(hopMa ¢ 3 IIOBTOpaMH
(Evans, Fletcher, 2005).

WsydeHue cTpykTypsl Oonbpmux u3zodopm
MO3BOJISIET OOBSICHUTH 3TO HAONIOICHHE: 00JIaCTh
MIPEIIIOoIaraeMoro caifTa CBsI3bIBaHUS JIba B O0ITb-
muX n30opMax CHEKHON OJIOXH IPUMEPHO B JBA
pasa 0ombIiie, ueM y MeHbIuX u3o¢opm (Lin ef al.,
2007), a 6omnbinas uzopopma ADII Choristoneura
fumiferana umeer B Tpu pa3za 6ounbiryro TH-akTus-
HOCTb U 2 IOTIOJIHUTEIBHBIX BUTKA BHYTPHU P-CITH-
paJu, SBISIONIENCS CaliTOM CBA3BIBAHUS CO JILIOM
(Leinala et al., 2002b). Tlokazano, aTo OombIee
quciio Thr-X-Thr-MoTHBOB B caiiTe CBSI3bIBAHHS
npaa y ADII HaceKOMBIX YBEITHUMBAET PE3yJIbTH-
pytouryto antTudpusHyto aktuBHocTh (Graether et
al., 2000; Leinala et al., 2002b; Marshall et al.,
2004; Kristiansen et al., 2011).

Peryasinus cunreza APII

Jnst pa3BUTHSL YCTOWYMBOCTH K HU3KOTEM-
neparypHoMy crpeccy TpeOyercs Bo3nelcTBHE
HU3KOW MOJOKUTEILHOW TeMIIeparypsl, KOTOpas
BBIILIE TEMIIEPATypPbl 3aMEP3aHUsl, YTO TTO3BOJISIET
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OpTaHu3My MOJATOTOBUTHCS K MOCIEAYIOIEMY
BO3JCHCTBHIO JETAIbHBIX HU3KHX TEMIIEPaTyp
(Antikainen, Griffith, 1997). Bo MHOTHX cityuasix
A®II cuHTE3UPYIOTCS CE30HHO WU Ha OIIPEIEIICH-
HOH CTaJM{ Pa3BUTHsI OPraHU3MA, T. €. PErYIUpy-
toTcs onToreHeTnaecku (Barrett, 2001).

KocTuctbie pbidbl. Paznuunbie BUIBI pIO
MUMEIOT 0COOEHHOCTH CTPATEernu CE30HHOTO pery-
mupoBanus cuaTe3a ADII (Fletcher et al., 2001).
Hexkoropsie HaunHaroT cunte3 ADII nepen Hactymn-
JICHHEM XOJIOZI0B, APYTHE — TOJIBKO B OTBET HA I10-
HIDKEHHE TEeMIIEPaTyphl, B TO BPEMSI KaK OTEIIbHbIC
BUJIbI MOTYT cuHTe3upoBaTh ADII mocTosHHO.

B kpoBU HOTOTEHHEBBIX PHIO YPOBEHb AHTH-
¢pusHbix mmukonporenoB (ADITI) cHmkaercs
npu TertoBoi akkimMarun (4 °C) B Tedenue 16
HeJleNb, HO KOJIMYECTBO KPYIHBIX KOMIIOHEHTOB
A®I'TI ymenpmaercs HezHaunTenbHo (Ha 20 %),
B ornnune oT Manbix ADITI (rma 60 %) (Jin,
DeVries, 2006). A B kpoBu 6enbtoru Lycodichthys
dearborni BbICOKUN YPOBEHBb OCIIKOB CeMeiCTBa
A®II T Tuna coxpaHseTcsi Ha MPOTSKEHUH To/1a
(Wang et al., 1995). Ha npumepe MaapKoB HOTOTE-
HHUEBBIX PBIO TIOKa3aHO, YTO JIAJIEKO HE BCE aHTapPK-
THUYECKUE PHIOBI HA pAHHUX CTaIUSX )KU3HEHHOTO
nukia oonmagaror ADII (Cziko et al., 2006; Bilyk,
DeVries, 2011). [lo-BuanMomy, MalibKu pbIo, y KO-
Topbix ADII He 0OHApYKEHBI, UCTIONB3YIOT IPYTHE
MEXaHU3MBI 3aIIUTHI.

Cunre3 ADI1 y 3umMHeH KaMOaTbl peryIupyeTcs
CE30HHO TOpMOHaMu Tuno¢usa, u ypoenb MPHK
A®II I Thna B me4eHu JeToM U 3UMO OTIHYaeTcst
B 1 ThIC. pa3 (Duncker et al., 1995). Ilpu runodus-
skToMuM ypoBeHb ADII B nieyeHH yBEIUUUBACTCS
Tonbko B 40 pas, a ypoBens ADII B npyrux opra-
Hax He menseTcs (Gong ef al., 1995). Poct ypoBHA
MPHK B ocennuii neprion Mogyaupyercst THnogpu-
30M B OTBET Ha YMEHBIICHHUE JUTMHBI JTHS U BECHOU
najaeT B OTBET Ha IMOBBIILICHUE TEMIIEPATYPHI.
Bb110 BBICKa3aHO NPEIIONOKEHUE O TOM, YTO 3TO
YMEHBIIICHIE MOXET OBITh CBS3aHO, IO KpaiHei
Mepe, 9acTU4IHO, co cTabmibHOCThI0O MPHK mpu
HI3KUX Temiieparypax (Duncker et al., 1995). Taxxe
MOKa3aHO, YTO B KO)KE M MEYCHHU 3UMHEN KamOasbl
renbl ADIT perynupyrorcst He3aBUCHMO, J1axe ObLT
0XapaKTepU30BaH CHENU(UIECKUN SHXaHCEPHBIN
B-amement meuenu (Barrett et al., 2001).

Ilpu comepxanunu 3ybarku Anarhichas lupus
B TEMNJOW BOJIE M NMPU CE30HHOM H3MEHEHUHU
CBETOBOT'O JIHS aMILJIUTY/1a CE30HHBIX IIMKIIOB aK-

TuBHOCTH ADII 3HaUNTENBHO yMEHbIIAIACh, YTO
CBHUJIETEIILCTBYET O HEOOXOOUMOCTH TOHHMKCHUS
TeMIIepaTypbl BOABI AJIs JOCTHKECHHUS MAKCUMAJIb-
Horo ypoBHst ADII B mna3zme kpoBu. Tem He MeHee
HECMOTpS Ha TIpeObIBaHNE PHIOBI B TEIION BOJE,
ypoBeHb akTUBHOCTH ADII cTan BBIIIE JIETHETO B
TO e CaMO€e BPeMs rojia, KOT/1a PhIObI TIO/IBEPIKEHEI
CE30HHBIM U3MEHEHHSM TeMIIEPaTyphl BOJIBL. DTO
TOBOPUT O TOM, YTO (POTONEPHO UTPAET BAKHYIO
POIB B perynnpoBaHiy rogoBoro mukia ADII peio
(Desjardins et al., 2006).

Hacexomblie. Oxpy:xarommas cpefa sBiseTcs
OZHUM U3 (aKTOPOB, KOTOPHIE BIUSIOT Ha TIPOU3-
BOJICTBO OEJIKOB MJIM COCANHEHNH, YUaCTBYIOIINX
B MOPO30yCTOWYMBOCTH HaceKoMbIX. Harpumep, y
Myxu Eurosta solidaginsis OBICTpPBIA pOCT KOHIICH-
Tpauuy KpUOIIPOTEKTOPOB, INIMLIEPUHA U COPOUTA
MIPOUCXOANT TOCIIE TIEPBOTO OCEHHETO0 MOpO3a
(Graham et al., 2000). Tpanckpuntst ADII BbI-
SIBJISIFOTCSL Y CHEKHOM OJI0XH, COOpaHHOH B KOHIIE
BecHHI B TapomeM cHery (Graham, Davies, 2005).
Ce3onHble u3MeHeHUs akTuBHOCTH TH 1 ypoBHEH
TpanckpunToB ADII ObITH 3aMeUeHBI y JTHYNHOK
Dendroides canadensis, mpudeM MaKCUMaJTbHBIHA
YPOBEHb TPAaHCKPHUIIIMH MPUXOJUTCS HA 3UMHEE
BpEMs 1 HEKOTOPbIE H30(OPMbI OOHAPYKUBAIOTCS
B Teruibie Mecsitibl (Andorfer, Duman, 2000). [Ipen-
10J1araroT, YTO JIETHUE U30(OPMBI, BBISIBIISIEMbIC Y
HACEKOMBIX, CIYXaT AJISI CHUKECHUS! aKTUBHOCTH
MOTEHI[MAIBHBIX HYKJIEATOPOB JIbJa B CiIydae
pPaHHUX MOPO30B.

Hacexowmslie, xuByLIMie B 30HE YMEPEHHOTO
KJIUMara, OObIYHO 3UMYIOT Ha ONpEelIesICHHON
CTaguu pa3BuUTHA. TakuM o0pa3oM, BHyTPCHHHE
IIPOLIECCHl Pa3BUTHUS, B IONOJHEHUE K CUIHAJIaM
OKpY’KaloIIel cpesibl, MOTYT UT'PaTh CBOIO POJIb B
nproOpeTeHNH MOPO30ycTORUnBOCTH. Y Tenebrio
molitor, Dendroides canadensis u Choristoneura
fumiferana npucytrcreue A®II koppenupyet co
CTaauel pa3BUTHS, OAHAKO CYLIECTBYIOT U ApyTHe
CIIOCOOBI PEryJIALIMU KaK JUIsl Ka’KI0I0 HACEKOMOTO,
TaK U JIJIst OTAeNbHBIX n30hopM ADII BHyTpH BHa
(Qin et al., 2006; Doucet et al., 2009). UaTepecHo,
yro Choristoneura fumiferana CAHTE3UpYyeT 3HAUH-
TEJIBHOE KOJMYECTBO APYToro KpHONPOTEKTOpa —
IIMLEPUHA — TOJIBKO MOCIIEe BO3ACHCTBUS HU3KUX
TemmepaTryp B cepenmHe muamnay3bl (Graham et
al., 2000).

Bo3snelicTBre HU3KON TEMIEPATYphl U 3acCyll-
JUBBIX YCJIOBUH B TEUEHHE HECKOJIBKHX HEAEIb



260

A.A. Bbuabaanosa, E.A. Caanna, BK. HlymHbiin

NPUBOJMT K YBEJIMYCHUIO YPOBHS TPAHCKPUTIIHN
A®II y nmuuunok Tenebrio molitor, ogHako pe-
mIalomyM (hakTopoM OcTaeTcs CTaaus pPa3BUTHUS
(Graham et al., 2000). JlaHHBIE O BAUSHAN KOPOT-
koro (potoneprona Ha ypoBeHb ADII B remonumbe
Tenebrio molitor MPOTUBOPEUUBHI: B OTACIBHBIX
paborax nokazaHo yBenndenue TmAFP MmPHK, B
JOPYTHX TaKkoro BiusiHUA He oOHapyxunu (Doucet
et al., 2009). CoxpaHeHue yMEpEHHOTO YPOBHS
A®II y KyKOIJIOK ¥ B3pOCIIBIX HACEKOMBIX Tenebrio
molitor B OTCYTCTBHE 3HAUMMbIX YPOBHEH TpaHC-
KPHIITOB TOJITBEPIKIAET TO, YTO OCJIKU SIBISIFOTCS
CTaOMIILHBIMU M MOTYT COXPAHATHCS B KayecTBE
3alUTHI OT HU3KUX TeMreparyp. Kykonku nmeror
HEOOJIBILYIO XOJI0A0CTOMKOCTD, M TaK KaK JTMYUH-
KN OKyKiHBaroTcs BecHOH, ADII obecneunBaroT
3aLIUTY OT MO3JHUX 3aMOPO3KOB. B akcniepumente
mr000€e BHELTHEE BO3/IEHCTBIE, 3aMEISIONIEE POCT
JIUYUHOK, BbI3bIBANO yBenudyeHue TH, mostomy
ABTOPBI MPEINOIOKUIN, YTO MPEKPALICHUE pa3-
BUTHS JIMUMHOK SIBIISICTCS MEPBUYHBIM (HaKTOPOM
perynsiuu cunreza A®IL y Tenebrio molitor
(Graham et al., 2000).

W3BecTHO, YTO FOBEHWJILHBIA TOPMOH MH Y11~
pyer auarnay3y JHYHHOK. BO3MOXKHO, 4TO OH y4JacT-
BYET TaKXKe U B UHULIUALIUH XOJIOJJ0YCTOMYMBOCTH.
Hanpumep, y Dendroides canadensis voBeHWITbHBIT
ropMoH ctuMynupyet npoayknnto ADIT (Horwath,
Duman, 1983). Ograko HECMOTpPST Ha OOITHPHBIC
UCCIIC/IOBAHMS, B MPHIICTAIONINX pailoHax reHa
TmAFP He ObUIO HaWJIEHO HUKAKHX yYaCTKOB
JHK, cBsi3aHHBIX ¢ TOPMOHANIBHOMN perymsiueit
A®II (Qin, Walker, 2006).

Pacrenusi. MccrnenoBanus mokasanu, 4To y
pactenuii skcnpeccust reHoB ADII npoucxonut
BO BpeMsI HU3KOTEMIIepaTypHOIl aKKIIMMAIlUH, WITN
3akanuBanus (Urrutia et al., 1992; Hon et al., 1995;
Yeh et al., 2000; Huang, Duman, 2002). Tonbko
y JIyrOBHUKa aHTapKruueckoro Deschampsia
antarctica Opina obHapyxena IRI-akTHBHOCTH B
JIMCThSIX HEAKKIIMMHPOBAaHHOIO pactenus (Bravo,
Griffith, 2005), 4t0, 01HaKO, HE HAIILIO ITOTBEPXK-
JICHUs TIPU MCIOJIB30BaHUHU JIPYTOTO METO/a aHa-
mu3a (John et al., 2009).

VYcnoBusi, UCMONb3yeMble IS 3aKaJMBaHMUS,
UMUTHUPYIOT OCEHb, KOT/Ia IHU CTAHOBSITCSI KOPOUE
u xonozHee. Takum 00pa3oM, HU3KUE TEMIIEPATyPhl
Y CBETOBOU JICHb SIBJISIFOTCS] BaYKHBIMU CUT'HAJIAMU
OKpy>Karome cpeasl st mpousBoactsa ADIIL.
Hanpumep, pacTeHust 03MMOH piku, BbIpallleHHbIE

MIPY HU3KHUX TEMIIepaTypax, HaKaruIuBaroT OOJbIIIe
arnoIlIacTHOTO Oesika MpU 8-4acoBOM JHE, YeM
npu 16-yacoBom (Marentes et al., 1993). ADII
naciena Solanum dulcamara, mopkoBu Daucus
carota u paiirpaca Lolium perenne B €CTeCTBEHHBIX
YCIIOBHSIX HAKAIIMBAIOTCS TOJBKO TIOCIIE HOSOPSI
(Smallwood et al., 1999; Huang, Duman, 2002;
Pudney et al., 2003).

YrtoOb! ONpeaeuTh, CBA3aHa JIU aHTUPPU3HAS
aKTMBHOCTb C MOPO30yCTOWYMBOCTBIO U SBJISIETCS
JI HAKOTIJICHUE aHTH(PPU3HBIX OEIKOB MPH BO3-
NEHCTBUM HU3KUX TEMIEpaTyp OOIINM CBOMCTBOM
pacTteHull, ObUTH M3y4YeHBI 12 OJHOJOIBHBIX U
JBYAOJIbHBIX TPaBIHUCTHIX pacTeHuid (Antikainen,
Griffith, 1997). 3naunTenbHbIl ypOBEHb AHTHU-
(pU3HOH aKTUBHOCTHU BBISIBJIICH B aIlOMJIACTHBIX
9KCTPAKTaX TOJBKO Y 3aKaJICHHBIX 3JIAKOB, IPUYEM
TOJILKO POJICTBEHHBIE 3J7aKH (IIICHUIIA, STYMEHb,
poxsb) HakarmmuBatoT ADII, cxoxHsle ¢ 6emkaMu
yCTOMYMBOCTH K matorenaMm. OKas3alloch, 4TO Y
JBYIOJIBHBIX pacTeHui (Tabak, Karycra, IIHHAT,
parc) MOpo30yCTOHYHUBOCTh HE KOPPEIUPYET C
HaJIN4MEeM aHTU()PU3HON aKTUBHOCTH B aIlOILIACTE
(Antikainen, Griffith, 1997).

Perynuposanue A®II sBrsieTcst CIOAKHBIM TPO-
LIECCOM, TIOCKOJIbKY OHO MMEeT TKaHecnenugmye-
CKHE 0COOCHHOCTH M 3aBUCHT OT CTAJMU PA3BUTHS,
0 YEeM CBHJICTENIBCTBYIOT UCCIICAOBAHUS HU3KOTEM-
TepaTypHON HHIYKITHU ¥ TKAaHEBOU CIIEITU(UIHO-
cru ADIT y mopkosu u pxu (Griffith, Yaish, 2004).
I'ern A®IT mopkoBH 3kcnpeccupyetcs B Teuenue 30
MUH TI0CJIe BO3JCHUCTBHS HA IPOPOCTKU TeMIiepa-
Typsl 4 °C 1 JOCTUTaeT CTAlMOHAPHOTO YPOBHS B
teuenue 24 1 (Meyer et al., 1999). Tpanckpurmus
reHa [OAJeP KUBAETCSl HA CTAllMOHAPHOM YPOBHE
B JIUCTBSIX, CTEOJISIX ¥ KOPHSIX B3POCIBIX PACTEHHH
MOPKOBH BO BpeMsI XOJOIHBIX U KOPOTKHUX JHEH,
npuyeM HauOoJbIIasi SKCIpeccusi HabmrogaeTcs
B KOPHSIX, 4TO OOBSICHSICTCS JIBYJICTHUM LHKJIOM
Pa3BUTHS MOPKOBH, IPH KOTOPOM COXPAHHOCTb KOp-
HEW SABJIAETCS MPUOPUTETHOM, a HA3EMHBIE YaCTH
pactenust ormuparot (Smallwood ef al., 1999).

brino nokazano, yto pasnuunsie ADII o3u-
MO DKM HaKaIlUIMBAIOTCS C Pa3HOM CKOPOCTBIO:
[II0KaHa3bl MOSBISIOTCS IEPBBIMH, 3aTEM Tay-
matuHIono0Hsie ADII, mocieHUMHU CHHTE3H-
pytorcst xutnHazel-ADIT (Hon et al., 1995; Yeh
et al., 2000).

B otnnune ot ADII MmopkoBu xutnHa3b-ADI]
03MMOH PyKU HE CUHTE3UPYIOTCSl HETIOCPEACTBEHHO
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B OTBET Ha XOJIOJ M/WUJIM KOPOTKUE THH B JIUCTHSIX,
BBIPOCIINX TPU BBICOKOW TeMIiepaType U mepe-
HECEHHBIX B 3aKaJMBAIOIINE YCIOBHs. XUTHHA-
3bI-A®DII HakarIMBaIOTCS TOJIBKO B TEX JIMCTHSX,
KOTOPBIE BEIPOCITH TIPH IOHMKEHHOHN TeMITeparype,
T. €. akcupeccus xutuHaz-A®Il ungynupyercs
X0JI0JIOM Ha OIpEe/eNIeHHONW CTaJuu pa3BUTHA
pacrenus (Yeh et al., 2000).

[Ipennonararor, uro PR-6enku ¢ antudpus-
HOW aKTUBHOCTHIO U 0e3 Hee SBISIOTCS WICHAMH
OJTHOTO CEMEICTBa POACTBEHHBIX TEHOB, KOTOPhIE
nuddepeHInanbHO PETYIHPYIOTCS B OTBET Ha
xos07 u Bo3neicTBue nartoreHos (Gozzo, 2003).
Tax, pacTeHus 03UMOI p>KU B HOPMAJIBbHBIX YCIIO-
BUSIX POCTa, WH(UIIUPOBAHHBIE MTATOTCHAMHU WIIH
00paboTaHHBIE CANHIMIIOBON WIIH aOCIIU30BOM
KHCJIOTaMH, XOTh M HakamiauBaroT PR-Oenkwu,
MOXOKHE Ha T€, KOTOPble CHHTE3UPYIOTCS MpPH
HU3KOTEMIEPATYPHOU aKKJIMMalluK, oJHako y PR-
0EJIKOB M3 HE3aKaJCHHBIX PACTEHUH OTCYTCTBYET
antu¢pusnas akruBHocts (Griffith, Yaish, 2004).
Takxe IrOKaHa3a HEAKKIMMHPOBAHHOM 03UMOI
pxu Secale cereale nMeeT 4pe3BBITANHO HU3KYIO
AHTU(PPU3HYIO AKTUBHOCTH 110 CPAaBHEHHIO C TITIO-
KaHa3aMH, CHUHTE3UPYIOLIUMHUCS B XOJIOI0aKKIIH-
mupoBaHHbIX pacTenusix (Yaish et al., 2006). 3to
TOBOPUT O TOM, YTO OTJENIbHBIC YJICHBI CEMEHCTB
PR-6enkoB mproOpenn criocoOHOCTh AKCIPECCH-
pOBaThCS TIPH BO3AEHCTBAN XOJIOA.

Ozumas poxs cuaresupyetr ADII mpu 20 °C
B 3aCyIIJIUBBIX YCJIOBHUAX WM IIPH BO3JEHCTBUM
JTUJICHA, TOTJIA KaK 00paboTKa pacTeHuil abciu-
30BO U CATUITUIOBON KACIOTaMH WK HHPHUIAPO-
BaHUE MAaTON€HHOW PO30BOM CHEXHOM IIECEHBIO
(Microdochium nivale) He BemeT K TOSBICHHUIO
ADII (Griffith, Yaish, 2004).

Tpauckpunt TalRI-1 y MATKON NIIEHUIIBI
HAYMHAET HAKAIIUMBATHCS MOCIE BO3NEHCTBUS
noHMXeHHoU Temmeparypsl (4 °C) u mocturaer
CBOET0 MaKCHMAJIBHOTO YpPOBHs mocie 36 aHei
akKuManuu. JanpHennee Bo3aeiCTBUE HU3KOU
TEeMIIepaTypsl HE MPUBOIUT K 0OJiee BBICOKOMY
cojfiepxkaHuio Tpanckpunra. Tpanckpunt TalRI-2
TaKKe HAKAIUTMBAETCS cpasy MOCJe Havala 3aKa-
JIUBAHUSA, HO IOCTUTAET MAKCUMAIILHOTO 3HAUEHUS
paHee BO BpeMs mnepuoja akkiaumanuu. [locie
JIEaKKITMMAIIH YPOBEHB TPAHCKPUTITOB BO3BpAIlla-
€TCsI K TAKOBOMY Y HEAKKITMMHUPOBAHHBIX PACTEHHUH
koHTpoJs. Tpanckpunt TalRI-1 obHapyXeH B
JIUCTBSIX, y3JIe KYIICHHS ¥ KOPHSIX, B TO BpEeMsI Kak

TpaHckpunT JalRI-1 — TOnbKO B JUCTHAX. TpaHc-
KPHUIITOB HAKAIJIMBACTCS OOJIbIIE B 3MMOCTORKUX
BHMJIaX, TAKUX, KaK IMIIEHULA, 10 CPAaBHEHUIO C
MEHEE MOPO30CTONKMUMHU OBCOM U SIUMEHEM, U HE
00Hapy’KEHO HAKOIUIEHHE B XOJOIOYYBCTBHUTENb-
HBIX BHJAX, TaKUX, KaKk puUc U KyKypy3a. pyrue
METO/IbI BO3/IEHCTBHSI, TAKHE, KaK COJIEBOM cTpecc,
HEeXBaTKa BOJIbl, SK30reHHble ABA, TemIoBoi MoK
1 MEXaHUYECKHE MOBPEXKACHUS HE UMEIOT 3aMeT-
HOTO BO3JEHCTBUSI HA HAKOIUIEHUE TAHCKPHIITOB
TalRI. JlaHHBIC MOKA3BIBAIOT, YTO OMOTHUYECKHE
CTPECCHI TAK)KE HE BBI3BIBAIOT 3Kcpeccuun TalRI-
reHoB. OyHako (UTOrOPMOHBI, YYacTBYIOIIUE B
MEeXaHU3Me 3alUTHl OT MaTOreHOB (KaCMOHOBAs
KHCIIOTa M 3THJICH), HHAYLUPYIOT 3KCIPECCUIO
onHOTO U3 BYX reHoB — TalRI-1 (Tremblay et al.,
2005).

B sxcniepriMenTe 1o cpaBHUTETBHOMY H3YUEHUIO
TPAHCKPHUIILUHU Yy O3UMBIX U SPOBBIX COPTOB MsIT-
KO MILIEHUIIBI B YCIOBUSAX HU3KOTEMIIEPATyPHOTO
KpPaTKOBPEMEHHOTI'0 cTpecca (XO0I010BOTO 1I0Ka) 1
aKKJIMMalUK OBbUIO TOKa3aHO, YTO TPAHCKPUIITHI
PR-A®II cuHTE3UpYyIOTCS TOTBKO MPH JUTUTETHHOM
BO3JICHCTBUN HU3KOU TemMneparypsl, a TalRI-reHbl
sKcrpeccupyrores B oboux ciydasx (Winfield et
al., 2010). [Tpuyem renst TalRI sxcripeccupyroTcs
MEXIy 5-i U 9-i1 HeAensaMH aKKIMMaluu, TOrJa
Kak TpaHckpuntTbl PR-A®II nosBastoTcs Mex-
ny 3-ii u 5-it HemensaMu Bo3melicTBus. B pabote
OTMEUEHO, YTO HECKOJIbKO TeHoB, TalRI, WLTI0,
BLTI14-1, BLT14-2, nureapvH, KCWIOTIIIOKaH YH-
JOTPaHCIVIMKO3MIa3a U pe/ICKa3aHHbI TpaHCMEM-
OpaHHBIN 0EJOK, UMEIOT OIMHAKOBBIM MPOQHIL
9KCIIPECCHU. ABTOPBI IPETIONAratoT, YTO 3TH TCHBI
perynupyrorcs coBMecTHO. VIHTEpecHo, 4To npu
AKKJIMMAIUU B JINCTHAX O3UMOM TIIEHHUIIBI DKC-
Mpeccupyercs: MpeArnoiaraéMblii TeH-HHIHOUTOP
nonuranakTyponassl (polygalacturonase-inhibiting
protein, PGIP), ananornunsiii reny ADII MmopkoBu
(Worrall et al., 1998).

TakuMm oOpa3oMm, y pbIO, HACEKOMBIX U pacTe-
Huil Teasl AQII gBisioTCS YieHaMu CeMEeNCTB
POJCTBEHHBIX T€HOB, IIPU 3TOM KaK CEMEHCTBa,
TaK ¥ OT/IebHbIE TeHbl BHYTPU CEMEICTBa MOTYT
OTJIMYAThCS M0 MECTY (DYHKUMOHUPOBAHUS U TIO
crioco0y perynupoBanusi. B Hanbonb1eii crenenn
Ha ypoBeHb ADII BiusieT U3MEHEHUE TEMIIEPATYPhI
Y JUITMHBI CBETOBOTO JHS M B MEHBIIEH CTETIEHU —
npyrue GpakTopbl BHEIIHEH cpe/bl. Takxke mokasza-
HO, 4TO 3Kcrpeccust MHOTHX reHoB ADI] 3aBucut
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OT CTaJuU pa3BUTHs Oprann3Ma. HTepecHO oTMe-
TUTh, 4T0 ADII pacTeHnii MOryT UMETh JIOTIOJIHU-
TEJIbHYIO (DYHKIHIO 3aLUTHI OT IIaTOI'€HOB.

ITpoucxoxnenne u 3BoJaonusa ADII

I'pynna A®II xapaktepusyercsd HeJTaBHUM
3BOJIIOLIMOHHBIM POUCXOKACHNEM, MHOKECTBEH-
HOCTBIO KOMIIOHEHTOB y OJIHOTO OpPTraHU3Ma, He-
3aBHCHUMBIM [IPOMCXOXKICHUEM Y ITPECTaBUTENCH
OIM3KOPOJICTBEHHBIX TAKCOHOB M KOHBEPTECHTHBIM
CXOZICTBOM y HEPOACTBEHHBIX T'PYIII OPTaHU3MOB
(Barrett, 2001) (Tabm. 2).

Koctucersie poiobl. ADI'TI anTapkTHUeckux
HOTOTEHHUEBBIX PBIO Mpousomea oT (QyHKIHO-
HAJIbHO HEPOJCTBEHHON NMAaHKPEATUIECKOW TPHII-
cuHOTeHOMOoA00HO! TpoTeassl (Cheng, 1998).
BaxxHbli IpOMEXKYTOUHBIN KOMIIOHEHT 3TOrO
3BOJIIOLIMOHHOTO TMpOoIecca — TPAHCKPUIIIHOHHO
AKTUBHBIA XUMEPHBIN I'€H, KOAUPYIOIIUNA Kak
A®I'TI monmunpoTenH, Tak u MpoTteasy, ObuT 0OHAa-
PY’KE€H B I€HOME TMTaHTCKOTO aHTapKTHYECKOTO
Kkibikada Dissostichus mawsoni (Cheng, Chen,
1999). OnHOBpEeMEHHOE MPUCYTCTBUE IPOTEA3-
HOTO T'eHa, Hecymlero 3apoxatommuiics Thr-Ala-
Ala-kogupyIomuii 31eMeHT, TPAHCKPHUIILIMOHHO
aktuBHOro xumepHoro A®I'TI-nporeaznoro rena
u HezaBucuMbIX ADITI reHOB MoATBEPKAACT, UTO
A®I'TI-nocnenoBaTenbHOCT BO3HUKIIA KaK YaCTh
HEPOJICTBEHHOTO MMPOTEa3HOTO I'eHa, TIOABEPIIach
9KCIIAHCUHU U 00pena He3aBHUCHMOCTH, MOTEPsB
0oJbIIyI0 yacTh mpoTteasnoro gqomena (Cheng,
Chen, 1999). HeGomnbmas 1uBepreHIus Mocie-
nmoBarenbHOCTEH (4—7 %) Mexmy reHamu ADITI
Y TPUIICUHOT'€HOM HOTOTEHHUEBBIX PbIO TOBOPUT O
TOM, YTO T€H IPOTea3bl TPaHC(HOPMUPOBAJICS B TeH
0erKa, CBA3BIBAIOIIETOCS CO JIbJIOM, OTHOCUTENIEHO
HE/aBHO — OK0JIO 5—14 MJIH J1eT Ha3aj, 4To corya-
CyeTcs ¢ OLIGHKaMM BPEeMEHH Hadaja 3aMep3aHus
aHTapkTuyeckux Bonx 10—14 muH net Hazan u
BpPEMEHEM OCHOBHOW (PIIIETHYECKON TUBEPTEHITIHI
CEMEHCTB HOTOTCHUEBBIX PHIO 7—15 MITH JIeT Ha3a,
T0 JTAaHHBIM aHaJIN3a [TOCJIe0BaTEIbHOCTEN MUTO-
xorapuansHoit p/IHK (Cheng, 1998).

ITocnenoBarenbHocth ADI'TI apkTHueckoi
Tpecku Boreogadus saida cpaBamm ¢ A®II re-
HOM HOTOTeHHEeBEIX pbI0O (Cheng, 1998). ADITI
reHsl Boreogadus saida MMEIOT CXOXKYIO C TeHaMHU
HOTOTCHHUEBBIX PHIO TOJUIPOTCHHOBYIO CTPYK-
Typy, B KoTopoil konuu koxupyromux ADITI-

MOCIIEIOBATEIILHOCTEH pa3JieNieHbl HeOOMbITUMHU
cneiicepamu. Onnako renbl ADOI Tl HoTOTeHHEeBBIX
U TPECKOBBIX UMEIOT OTIUYHSI, KOTOpbIe yOeIu-
TEJIbHO MOKa3bIBAIOT HE3aBUCUMYIO 3BOIIOLINIO
A®I'TI-TeHOB TpeCKH: a) pa3IUIHbIC CHTHALHEIS
MENTUIHBIC MTOCIEI0OBATEIBHOCTH; 0) pa3HbIC
MOCJIEIOBATEILHOCTH CIeicepoB, COSTUHSAIOMNX
ornenbHbie TeHbl ADITI B monumporenHe, 4to
MPUBOJIUT K PA3IUYHBIM MEXaHU3MaM IIPOLECCUH-
ra IpeIeCTBeHHUKOB TIOJUIPOTENHA; B) pa3HbIe
MOCJIE0BATEIbHOCTH, KOJUPYIOLIUE MOBTOPHI
Thr-Ala/Pro-Ala; r) renomusie nokycbl ADITI
reHa Tpecku U HoToTeHueBeiXx ADI'TI Toxe oTu-
yatorcst (Cheng, 1998). Takum oOpazom, mouTH
unentuynsie ADITI nByX HE CBSI3aHHBIX TI'pyIIl
PBIO IPENCTABISIOT COOO0M MpUMEpP KOHBEPTSHITNH
OEJNIKOBBIX TOCIEIOBATENHHOCTEH, T. €. pPa3BU-
THE aHaJOTHYHOTO OenKa U3 Pa3HBIX MPEIKOB B
pe3yJibTaTe BO3JEUCTBUS OJMHAKOBBIX YCIOBMI
OKpY>KarollEen Cpeibl.

A®II | tuma peiO sBASIOTCS MonupUIeTHYE-
CKHUMHU TIO TIPOMCXOKICHUIO, OHH OOHApPYKEHBI Y
MpEeACTAaBUTENEH TPEX HEPOICTBEHHBIX OTPSIOB
KOCTUCTBIX PBIO W MPEJCTABISIOT COOO0H MpUMep
koHBepreuTHou 3Bommoiuu (Hobbs et al., 2011).
YcranoBieHa romonorus Mexay renom ADII |
THTIA PHIO ¥ TE€HAMU OEJIKOB XOPHOHA U KepaTuHa
munapuca Liparis atlanticus, KOTOpbIe SKCIIPEeCCH-
PYIOTCSl B Ie4eHU. BO3MOXKHO, Cpei 3TUX T€HOB
Haxomarcs npeaku ADII I, oT KOTOPBIX B pe3yiib-
TaTe C/IBUra paMKHU CUUTBHIBAHUS MTPOU3OIILIH TeHbI
OenkoB ¢ aHTHU(puU3HO akTHBHOCTBHIO (Evans,
Fletcher, 2005).

I'mnepakxtusabie ADII [ THIA 3MMHEH KaMOaITbI
B 10-100 pa3 6oee akTUBHBI M UMEIOT OOJBITHIA
MOJICKYIISIpHEIH Bec, ueM ADII [ tuma. HecmoTps
Ha »To oTinuue, fanasie ADII, ckopee Bcero, sB-
JISIOTCS TAapaJOTUIHBIMU, TaK KAaK UMEIOT YYaCTKU
3HAYUTEIILHOM TOMOJIOTUU MOCIEI0BATEILHOCTEN
JHK (Gauthier et al., 2005). I'nmepakTuBHas
m3odopMa ObLTa BBIABJICHA Y TPEX BUIOB Poja
MpaBOIa3bIX KaMOall, MPUYEM Yy OFHOTO M3 3THUX
BHUJIOB HET Malbix n30popM. CeMelCcTBO reHOB
A®II I tumna cocrout u3 30—40 s11eMeHTOB, MHOTHE
13 KOTOPBIX SIBJISIFOTCS TAHAEMHBIMU IOBTOPaMU, U
MTOCKOJIBKY 3TH TeHBI KOTUPYIOT (YHKIIMOHAIHEHO
Ba)KHBIE O€JIKM, HEBO3MOXKHO TPEICTaBUTh, UTO
OHU SIIMMUHHUPOBAJIMCH U3 TEHOMA FIJTH CTaII MOJI-
yarumu. CrieoBaTesIbHO, MOKHO ITPE/IONI0KUTh,
YTO TUIEPAKTHBHAS U Mayias u30(hopmMa UMEIH



CBoricTBa 1 0COOEHHOCTH IBOAIOLINY AHTUPPUZHBIX OEAKOB

263

o011ero MpeAmecTBeHHNKA U B XOJIe IBOJIOIHUN
T'eH MaJIoi H30(OPMBI TOBEPICsl aMITH(PHUKALTIH
(Gauthier et al., 2005).

DUIIOTeHETHYECKU aHalTu3 TTOKA3bIBACT, UYTO
Bce ADITII (Ca**-3aBucumsie u Ca* -He3aBUCHMBIE)
MPOM30ILIHA OT OOIIET0 Mpe/Ka U JUBEPTHPOBAIIH,
pa3BUBas pa3iMYHbIE MEXaHH3MBI CBSI3bIBAHUS
co npaoM (Liu et al., 2007). Bo3aMokHO, CBA3BIBA-
roruiics co JipaoM gomed ADIT I mosiBuiics B xone
MOJIEKYIISIPHOW ABOJIIOIUM CaliTa Pacro3HABAHUSA
VITICBOJOB JIGKTHHOTIOMOOHOTO Tipenka (Ewart et
al., 1998).

Hezasucumoe nosisnenne A®II 11 tumna B Tpex
HEPOJCTBEHHBIX BETBAX KOCTUCTBIX PBIO (CENBIM,
KOPIOIIKK U MOPCKOTO BOPOHA) SIBJISICTCS IKCTpa-
OpAMHAPHBIM TI0 HeCKOIbKUM mpuuuHaM (Graham
et al.,2008a). DTH TOMOJIOTH JICKTHHOB SIBIISTFOTCSI
€/IMHCTBCHHBIMU JICKTHHAMHM, Y KOTOPBIX ISTHINA
IUCYTb(UIHBI MOCTHUK CIeNM(QUYESCKH JIOKa-
JM30BaH, U OHHU ropasao OoJee MOXOXKH APYT Ha
JIpyTa, 4eM Ha JIF000# Ipyroif TOMOJIOT JIEKTHHOB.
Hx cxomcTBo pacmpocTpaHseTcss U Ha yPOBEHb
nocnenosarenbHoctd JIHK, rne gaxke UHTPOHBI
nMeroT 10 97 % romoniornu. B 0a3zax maHHBIX HE
ObLIM OOHApY>KEHBI POICTBEHHBIE aMUHOKHCIIOT-
HBIE TIOCJIEA0BATEIILHOCTH APYTUX BUJOB C TOMO-
norueit 6onee 40 %. Do coracyercs ¢ JaHHBIMU
reHoMHO# Cay3epH rHOpHIu3aIie, KoTopas ToKa-
3aja oTcytcTBUe romosioroB A®II Broporo tTunay
JPYTHX BUJIOB pbIO. KoHCEpBaTHBHOCTH MHTPOHOB
Y 9K30HOB, OTCYTCTBHE KOPPEISLINU MEXKTY SBOJIIO-
LMOHHBIM PACCTOSTHUEM U CKOPOCTBIO My TaLHid, CO-
OTHOIIIEHUE CHHOHUMHUYHBIX U HECHHOHUMUYHBIX
3aMEH B KOJJOHAaX HE COOTBETCTBYIOT TMIIOTE3E O
CYIIIECTBOBAHHUH TPEANIECTBEHHUKA dTUX TEHOB,
KOTOPBIA OBbLI 2JIMMHUHUPOBAH BO BCEX TAKCOHAX
KOCTHCTBIX PBIO.

HekoTopble aBTOpBI CYUTAIOT, YTO TOPU30H-
tanbHbld neperoc rena A®II II Tuna ssusercs
HanOosiee BEPOSITHBIM OOBSICHEHHEM OOJBIION
TOMOJIOTHH aMHHOKHCIIOTHOH TIOCIIeI0BaTEIbHO-
ctu (mo 85 %), HU3KON 4aCTOTHl CHHOHUMUYHBIX
MyTalUd ¥ BBICOKOM KOHCEPBAaTUBHOCTU YHUCIIA,
MOJIOKEHHUST ¥ TOCJIE0BAaTEIbHOCTH HHTPOHOB
(Graham et al., 2008a).

B nocnemnee BpeMs Obii KiioHUpOoBaHB! ADI ]
IMaTOMOBBIX Bojopociei (Janech et al., 2006) u
aHTapkrudeckoii bakrepuun (Raymond et al., 2007),
9TH OEITKY TTOKa3aJIi BHICOKYI0 ToMosioruto ¢ ADI]
rpuboB (Xiao et al., 2010). Ecth Bce ocHOBaHHS

cuuTaTh, 9To romonioru ADII rpuboB mupoko pac-
MIPOCTPAHEHBI B HECKOJIBKUX LIAPCTBaX, Oyiaronapst
BO3MO)KHOMY TOPU30HTAIBHOMY MEPEHOCY T€HOB
MEXJTy 3YKapHOTHYECKUMHU MUKPOOAMH U TIPOKa-
puotamu (Raymond et al., 2007).

Y aHTapKTH4YECKHX OeNbJIOTOBBIX DPHIO
(Zoarcidae) ynanoch peKOHCTPYUPOBATh MPOKC-
xokaenne ADII [II tuma mytem AymIuKanuu u
JTUBEPreHLIMH OT APEBHET0 reHa CUHTA3bl CHaJIOBOM
kucnotel (SAS) (Deng ef al., 2010). dymmiupo-
BaHHBIN reH SAS codueTaeT cHHTa3y CHaIoBOM KHC-
JIOTHI ¥ PyAUMEHTAPHYIO0 aKTHBHOCTD CBSI3BIBAHUS
co JIbJIOM. Y onHOM u3 xonuit N-koHIeBoit SAS-
JIOMEH ObLT JICJICTUPOBAH M 3aMEIICH BO3HUKIITHM
CUTHAJIBHBIM MENTHIOM, YTO CHHUMAJIO TLIEHOT-
pONHBIN KOHGIHUKT Mexay QyHkiusmMu SAS u
CBSI3BIBAHMSA CO JIBJIOM U TIO3BOJISIO OBICTPO OTI-
TUMH3UPOBATH C-KOHIIEBOM TOMEH, YTOOBI OH CTaIT
CeKpeTOpHBbIM OesikoM, criocoOHbiM K TH. Dot
MpUMEP WLTIOCTPUPYET IBOIIOLUOHHYIO MOJIETh
n30eraHus aJanTaloOHHOTO KOH(IUKTA, COTIACHO
KOTOPOW aIalTUBHBINA KOHPIIUKT MEXKAY CTapOr U
(hopMupyroIIIeiicss HOBOM (DYHKITMEH OIHOTO T'eHa
MOJKET MMPUBOMIUTE K (PUKCAIINH TYTUTHKAITIH TeHA,
IIPU ATOM Y KaXKIOU KOMTUU MIPOUCXOAUT ONITUMU-
3a1us OJJHOU U3 (YHKIIUH.

KonmnyectBo kormii renoB ADII peid moxer
3HAYHUTEIBHO BAPHUPOBATh BHYTPU OIHOTO BHJA.
Taxk, y 6emparoru M. americanus BoIsBIseTCS 40
kormii rera ADII B 10KHBIX mUpoTax u oKoso 150
KOTIHI B CEBEPHBIX, UTO TOBOPHUT O CEICKTUBHOM
JABJICHUU CPEIbl B CTOPOHY YBEIUUYCHUS UMCIIA
kormii reHa (Hew et al., 1988). D10 BaxkHOE aian-
TUBHOE CBOWCTBO TP KOJIOHWU3AIIUU HOBBIX MECT
oOuTaHMS.

[Monunporenn ADII III tuma Oenparoru
Lycodichthys dearborni coctout u3 12 TaHIEMHBIX
MMOBTOPOB, KAXKJIbIH U3 KOTOPBIX TPAHCIUPYETCS B
7 k1a monexyny A®II (Yu et al., 2005). Opranu-
3aIys TOTO T'eHa aHAJIOTHYHA OPTaHN3aIlUU TEHOB
ADTITI pi6. ADIT Il u ADITI oTnugaroTcs 1Mo
COCTaBy W CTPYKTYPE, OHU BBISBICHBI B Pa3JIHU-
HBIX CHCTEMAaTHUECKIX TAKCOHAX, OTHAKO CXOHAS
cTpykrypa reHoB 3tux ADII cBuaerenscTBYeT O
HaJMYUU y PHIO O0IIET0 MEXaHW3Ma OpraHu3aIiu
Y4acTKOB T€HOMOB, OTBEYAIOIINX 32 MPHUCIIOCO0-
JIEHWE K 9KCTPEMAaJIbHBIM YCJIOBHUSAM TOJSPHBIX
apeasioB (Deng et al., 2010).

Hacexomble. Majio U3BECTHO O COOBITHSIX
U TIpolieccax, KOTOPbIe ObUTU JBUKYIICH CHIION
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sposoninu ADII HacexombIx. M3yueHHble BUIBI
YKECTKOKPBUIBIX U YEITYEeKPBUIBIX SKCIIPECCUPYIOT
MHOXkecTBO 30(hopM ADII B )KUAKOCTSAX OpraHus3-
Ma (Kristiansen ef al., 2005; Graham et al., 2007),
OTINYAIONTUXCS TI0 YUCITY KON BHYTPEHHETO
noBropa (Graham et al., 1997; Tyshenko et al.,
1997; Liou et al., 1999; Doucet et al., 2000). ADII
Dendroides canadensis SBISIOTCS TOMOJIOTaMHU
(Andorfer, Duman, 2000). B remonumde, xuu-
KOCTH KHIITKHU Y STIHIEPMUCE THIUHOK Dendroides
canadensis TIPUCYTCTBYIOT CIEMUPUIESCKHAE
BapuanThl ADIT (Graham et al., 2000). 30 moka-
3bIBaeT, uTo ADII MO 3BOJTIOIIMOHUPOBATH, TIPH-
oOperas crnenuduueckue pynknuu. Hanpumep,
rpynna [ A®II Dendroides canadensis spnsiercst
Oonee 3¢ (heKTHBHON B MHTHOMPOBAHWUN OEITKOB
HYKJI€aTopoB Jbaa reMoauMbsl, a rpymsl 11 u 111
A®II moryT ObITh 3 dekTHBHEE B HHTHOUPOBa-
HUM OaKTEepUi HYKJIEaTOPOB Jibja B KUILICUHHKE.
Jpyras BO3MOXHOCTb COCTOUT B ToM, 4To ADII
KHIIIEYHUKA MOTYT OBITh OOJiee YCTOWYHBBIMU K
poTeas3am.

Kak u B ciiyqae ADII prib, cpenn HaCEKOMBIX
MOKA3aHO TIOSIBIICHHE CTPYKTYPHBIX aHAJIOrOB, Ha-
npumep, RiAFP xxyka Rhagium inquisitor n iwAFP
nsynenuntbl C. perlata (Kristiansen et al., 2011; Lin
et al., 2011). Kak y xyxoB (Liou ef al., 2000), Tak
u y monei (Leinala et al., 2002a) ADII sBnstoTcs
B-crupanpHBIME U comepikar psapl ocTatkoB Thr
Ha caiite cBsi3piBaHMs Jibaa (Graether et al., 2000;
Marshall et al., 2002). O6a Buna ADII npu yBenu-
YEeHHH YMClia TOBTOPOB U, CJIEA0BATEIBHO, pa3Mepa
MOBEPXHOCTU CBSI3BIBAHUS JIbJIa JIEMOHCTPUPYIOT
noseiieHne TH-aktuBHOCTH (Leinala ef al., 2002b;
Marshall et al., 2004). HecMoTpst Ha CXOICTBO,
A®II 5xyKOB U MOJIEH OTIMYAOTCS 110 IEPBUYHOMN
MOCJIEI0BATETILHOCTH, KOJTMYECTBY M PACIIONOMKe-
HUIO JUCYAb(QHUIHBIX MOCTHUKOB, & TaKXKe HMEIOT
CHHPAIILHYIO CTPYKTYPY pa3HON HanpaBIICHHOCTH
(Graether, Sykes, 2004; Qin et al., 2007).

OtkpeiTue A®IL Rhagium inquisitor mmeer
00JbIIIOC 3HAUCHUE JJIsi TOHUMAHUS JBOJIIOINUN
A®IT HacekoMmbix, Tak kKak RIAFP npezcrasmsier co-
0011 coBepiieHHO HOBBIN THIT ADI] 10 cpaBHEHUIO
C OITMCAaHHBIMU Y APYTHX BHIOB kKyKoB (Kristiansen
et al., 2011). He cBsa3anHbIe MeXIy c000# (uito-
reHetndeckun ADII Takyke BBISIBICHBI B OTpPsIC
yemyekpbuibix — IWAFP (Campaea perlata) (Lin
etal.,2011) u sbwAFP (Choristoneura fumiferana)
(Tyshenko et al., 1997). Takum 0Opa3oM, MOKHO

C/IeTIaTh BBIBOJ O TOM, YTO aJanTanus K SKOJIOTH-
YECKOMY CTpecCy MpuBesia K BO3SHUKHOBEHUI0 ADIT
y OM3KUX BUJIOB HACEKOMBIX YK€ ITOCJIE TOTO0, KaK
OHHU OTAEIMINACH OT OOIIETO TpeKa.

MuoxectBeHHOCTh TeHOB ADIT y HaceKkoMbIx
JTaeT BO3MOYKHOCTh I'MOKO PETyINpOBaTh YPOBEHb
TPaHCKPHITIUH, CIOCOOCTBYET BEICOKOMY YPOBHIO
TH wu, ciemoBarelibHO, CTpaTeruu U30eraHus 3a-
MOpaXHBaHHUS, TIPU 3TOM HEKOTOpPbIE H30()OPMEI
CUHTE3HUPYIOTCS B PA3JIMYHBIX TKAHSIX WA JKC-
MIPECCUPYIOTCSA B Pa3HOE BPeMs B TEUCHHE 3UMBI
(Andorfer, Duman, 2000). Camu r'eHbl COCTOST
U3 TOBTOPSIIOIINXCS OJIOKOB, KOTOPBIE TIPUBEIN K
rtactiuyHor TH-akTHBHOCTH, TaK Kak OoJiee IiH-
HbIE N30(OPMBI UMEIOT OOJIBIIYI0 AKTHBHOCTb.

Pacrenus. ADII 6pu1m BBIIETICHBI B3 6 pacTe-
HUH, onpesieieHa MoHast HyKJIeOTHIHAS TTOCIIEI0-
BaTeNbHOCTD 5 U3 HUX (Tabm. 1). OTIMUnTENbHOM
yeptoit ADII pacTenuii ABIsETCS TO, YTO MHOTHE
n3 Hux romojiornunbl PR-6enkam (Hon et al.,
1995; Yaish et al., 2006). Kak npasuno, PR-6enkn
BBIJICTISIIOTCS B allOTUIACT B OTBET HA BO30Y/IUTEIS
WH(pEKINHU U IEHCTBYIOT KOOTIEpAaTHBHO, JAETPa -
pys rpUOKOBBIC KIIETOYHBIC CTCHKH (hepMEHTATHB-
HO ¥ TIoaBJIsist TprOKoBbie pepmenTsl. [Tokaszano,
yto A®II pku He moaBeprarTcs MOTUPUKAIIH
1ocje TPaHCISIUU, YTO TOBOPUT O CYILECTBOBA-
HUW OTACIBHOU TPYIITBl HHIYIUPYEMBIX XOIO-
noMm PR-OenmkoB ¢ aHTH(pU3HONW aKTHBHOCTHIO U
TPYIIIIBI POJICTBEHHBIX OEITKOB, Y KOTOPBIX JTOM
aktuBHOCTU Het. [losiBenne PR-OenkoB ¢ aHTH-
(pHU3HON aKTUBHOCTHIO MOXKET OBITh CJICACTBHEM
OYTUIMKAalUKM TpenkoBoii ¢popmbl reHa PR-Oenka
C TIOCIIE/TYIOIINM TIOSIBJICHUEM Y OJIHOHM U3 KOTIHA
caiita cBs3pIBaHuA co JiboM (Yeh et al., 2000).

Onun n3 A®II cmagko-TOPHKOTO TacjaeHa
Solanum dulcamara (sthp-64) cxoieH ¢ TpaHC-
KpUNIUMOHHBIME (akTopamu pactenuir WRKY,
PEryIHUPYIOIHUMHU dKCIPECCUIO OEIKOB yCTOM-
yuBocTd K maroreHam (Huang, Duman, 2002).
Crpykrypa sthp-64 Takke HaOMUHAET CTPYKTYPY
AO®II KUBOTHBIX.

AO®IT MOpKOBH MIMEET OOJIBIIYIO TOMOJIOTHIO C
0OEITKOM-HHTHOUTOPOM TOJIUTANIAKTypOoHa3bl (50—
65 % roMmosorun), HO caM He MHIMOUPYET MOIH-
ranakryponasy (Worrall et al., 1998; Meyer et al.,
1999; Zhang et al., 2006). Oxomno 74 % 3penbix
nocnenosarenbHOCcTe ADIT MOPKOBH COCTaBIISAIOT
HaCHIIIEHHBIC JIeWIMHOM TOoBTOPHI (leucine-rich
repeat, LRR), 4to siBisieTcss 00IUM CBOWCTBOM
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TCHOB PE3UCTECHTHOCTH U 00ECIICUUBACT OBICTPO
Pa3BUBAIOIIYIOCS CIENU(YUIHOCTH K HOBBIM I1aTO-
reHam (Meyer et al., 1999). BiorrHe BO3MOXHO, 4TO
paiion LRR mpmoGpern crnocoOHOCTh CBSI3BIBATHCS
CO JIBJIOM, U TeTEPh OETOK MOXKET (PYyHKIIMOHUPO-
BaTh TOJIbKO Kak ADIT (Worrall et al., 1998; Meyer
et al., 1999). EcTh BCce OCHOBaHHMS MPEJIIIOIAraTh,
yT0 ADII MOpPKOBU B HEAABHEE BPEMSI IPOU3OILIET
ot PGIP-nogo6HOrO mpeiecTBEHHUKA ITyTeM
nmyrmukarym reHoB (Yaish et al., 2006). B cBsizu
C OTUM CIIeyeT OTMETHUTh, YTO OBLT BBIIETICH EIIe
onuH PGIP-iogo0HBIi 6€TOK MOPKOBH, KOTOPBIi
umeet 75 %-10 TOMOJIOTHIO ¢ aMHUHOKHCIIOTHOM
nocnenoBarenbHocThI0 ADIT MmopkoBu (Meyer ef
al., 1999). Oror ADII-ToTOOHBIN I'eH XOTS U WH-
TYIAPYETCs BO3EHCTBUEM XOJIOa, B OTIIMYNE OT
DcAFP xapakTepn3yeTcs 3HaUUTeIbHBIM YPOBHEM
9KCIIPECCHH B TKAHSIX HE3aKaJCHHBIX PACTCHUM.
DTO MOXET O3Ha4yaTh, YTO HU3KOTEMIIEpaTypHast
uHyKIus skenpeccuu rena AQ@II mpousonuia ot
Oosee oOMIMX, CTPECC-UHAYIIUPOBAHHBIX, CIIOCO-
0OB HKCTIIPECCHU TEHOB.

T'easr ADII markow nmenunsl (7alRI1 n
TalRI2) UMEIOT YHUKAJIBHYIO CTPYKTYpPY, OHU
COCTOAT U3 ABYX YacTEH, UTO HUKOIJA paHee He
obu10 onucano st ADII (Tremblay et al., 2005).
B otnuuue ot yxe uzBectHbix ADII, oHn umeror
N-KOHIIEBOW Yy4YacTOK, TOMOJOTHYHBIA JEHIIUH-
HACBIIIEHHBIM TTOBTOPaM PELENTOPHOTO JTOMEeHa
(LRR) nporennkunas (receptor-like kinases —
RLKSs), n C-xoHI1IeBO JJOMEH, KOTOPBIA TOMOJIO-
TUYEH CBS3BIBAIOLIEMY JIENl TOMEHY HEKOTOPBIX
A®II (IRI-gomen).

Haubombmee cxomerso 6enkoB TalRI u RLK BEI-
SIBIIEHO C TIpeoaraeMeImM oenkom Oryza sativa —
KrHa30H peuentopa ¢urtocynbdokuna (OsPSR).
ITokaszano, uro TalRI1-Oemok He UMEET KMHA3HOU
AKTHUBHOCTH, YTO HE YJIUBHUTEIIBHO, TaK KaK OH
umeet romosoruto ¢ RLKSs B penienropHoii odnactu
MOCJIETHUX, a HE C JJOMEHOM KHHa3bl. Bricokoe
cxonctBo uacten TalRI-renoB, pankupyromtux IRI
noMeH, 1 OsPSR 103BONISET MPEATIONOKUTH, YTO
JIHK o6nactu konupoBanus IRI-gomeHa siBiisitoTCst
WHCepLUel B KOAMPYIONIYI 00JIacTh OpTOJIOTa
OsPSR y niennusl (Tremblay et al., 2005; Sandve
et al., 2008).

IIpoucxoxneHue mocieaoBaTeIbHOCTH, KOIH-
pytoiei IRI-moBTOp, OCTAaeTCs HESICHBIM, TaK KaK
OHa HE MPOSIBIISET CXOJICTBA C KAaKOH-JIMOO0 Toce-
JIOBAaTEIbHOCTHI0 aMMHOKHUCIIOT (John ez al., 2009).

I'enbl, komupytomue [RIP-romonoru, Monogue-
TUYHBI 110 IPOUCXOXKJICHUIO, U UX PACTIPOCTPAHE-
HUE OTPaHUYHUBACTCS OACEMEHCTBOM MSTIMKOBBIX
(Pooideae). Ha ocHOBe CTaTUCTHYECKOTO aHAIIA3a
npeanoinaratot, uto IRIP Bo3HuKIa B Havase 3Bo-
JOMMOHHOM uctopun Pooideae v BIIOCIEICTBUN
MIPOM30IILIA JUBEPTEHIIH 110 YUCITY KOIIHH U CTPYK-
Type. IRIP-reHbl BO3HUKIIM MOCIIE PACXOXKICHUS
nojxceMeinicTs Pooideae u Panicoideae 60 MitH et
Hazaj, HO 10 pacxoxaeHus Iriticodae u Poodae
35 MJIH JIeT Hazal.

3akjoueHue

Crnocobnocts ADII B3ammozeiicTBOBaTh co
JIBJOM OIIpEJIeNIsieT X BaKHOCTD ISl OpraHu3Ma:
OHHM HEUTPaIu3yIoT HYKJIEaToOphl Jb/a, CII0C00-
CTBYS TIEPEOXTAKICHUIO; CHIDKAIOT TEMIIEPATYPY
3aMep3aHus )KUIKOCTH OpTraHU3Ma; UTPAIOT KPHO-
MPOTEKTOPHYIO POJb B OTHOLICHUH HEKOTOPBIX
MeMOpaH U 0es1koB; MOAU(DUIMPYIOT GOPMY KpHUC-
TaJUIOB JIbJIa U OCTAHABIIMBAIOT MX POCT. MHOTHE
A®II umMeroT MHOKECTBEHHBIE N30()OPMEBI, TEHBI
A®II gBISIFOTCS TPEICTABUTEIISIMU CEMEUCTB POII-
CTBEHHBIX TCHOB, OTJICJILHBIC TIPEICTABUTEIIN dTUX
CEMEICTB MOTYT MO-Pa3HOMY DKCIIPECCUPOBATHCS B
OMpEETICHHBIX YaCTIX OPraHUu3Ma WK OTIEIbHBIX
TkaHsx. Ha ypoBenb aktuBHOCTH ADI] BImsitoT Kak
(hakTOpBI BHEIITHEH CpeIbl, TaK M (haKTOPHI, 3aBUCS-
IUe OT CaMOTO OpTraHU3Ma, B TOM YHCIIE TOPMOHBI
u craaus pasButus. K BHyTpeHHUM (akTopam
TaKXKE OTHOCSTCS: KOJMYECTBO TSHOB U U30(opM
AO®II, xonuentrpauus ADII, yucio moBTOPOB
CTPYKTYPHBIX DJIEMEHTOB CaiiTa CBS3bIBAHHS JIbJA,
HaJIMYue HU3KOMOJIEKYISIPHBIX YHXaHCEPOB, TPH-
CYTCTBHE IPYTHX OCIKOB, BEICTYIAIOIMINX B POIU
yCUJIUTENEN.

Opomronus ADII xapakTepusyeTcs BO3ZHHUK-
HOBEHHEM HepoACTBEHHBIX THNOB ADII BHyTpH
OJTHOTO M TOTO K€ TaKCOHA, a TAK)Ke KOHBEPIeHT-
HOMW 3BOIONIMEHN, TIPU KOTOPOU CXOAHBIE CTPYK-
Typsl AII® nosABISIIOTCA y OTJAJEHHBIX BHJIOB.
YnuButenabHoe pasHoobOpasue ADII Hapsay c
OUYCHb Y3KUM PACIpPOCTPAHEHUEM BHYTPH TaKCO-
HOB IPUBEJIO K TUIIOTE3€ O TOM, 4TO TuUrbl ADII
BO3ZHUKIIM HE3aBUCUMO JIPYT OT Apyra BO BpeMs
HEaBHUX C TOYKH 3PEHHS TEOJOTHYECKON MCTO-
pUH COOBITUH OXJIAXKICHUS U OJICACHEHHSI, TIOCIIe
TOTO KaK c(hOpMUPOBATIMCH COBPEMEHHBIC OTPSIIbI
W BUJBI )KMBOTHBIX U pacTeHuil. Eiie ogHoil npu-
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ynHOW pazHoobpazus ADIT MoxkeT OBITH TO, YTO
KpHUCTAJL JIbJJa UMEET MHOXKECTBO ITOBEPXHOCTEN
C Pa3JINYHBIM T€OMETPUUECKHUM PaCIIOIOKEHUEM
aTOMOB KHCJIOPOAA.

AO®II umeroT aBa KOHTPACTHBIX MYTH MPOHUC-
XOXKIACHUA. HeKOTOpBIe 13 HUX BOSHUKIIN ITYTEM 1€~
TreHepalliK OT/ICJIbHBIX WICHOB CEMEHCTB OEJIKOB,
MMEIOILIX CoBepIeHHO HecBsi3aHHbIe ¢ ADI (yHK-
uu. Jlpyrue MoryT CUUTaThCs I0-HACTOALIEMY HO-
BBIMU O€JIKaMM, YbH I'€HBbI TOSIBUIIMCH BCIIEICTBHE
CPaBHUTEJIBHO HEIaBHUX T€HETUUECKUX COOBITHH.
B otaenbHBIX ciydasx HCClenoBaTeNd MPEaro-
JlararoT TOpU30HTAIbHBIN NepeHoc TeHoB ADII
MeX/ly HEpOACTBEHHBIMU TaKCOHAMU.

Pabota BbInoNHEeHA TP (PUHAHCOBOH MOJICPIKKE
PODOU (mpoext Ne 11-04-00178) u 'ockorTpakra
Ne 16.512.11.2223.
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THE MAIN PROPERTIES AND EVOLUTIONARY FEATURES
OF ANTIFREEZE PROTEINS

L.L. Bildanova, E.A. Salina, V.K. Shumny
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Summary

Antifreeze proteins are a class of proteins synthesized by poikilothermic organisms under cold stress. These
proteins have random phylogenetic distribution, differ in primary and secondary structures, have different
regulatory pathways, but they all display a common feature: the ability to be adsorbed onto the surface of
ice crystals and to modify their growth. The review summarizes data on the origin of antifreeze proteins,
activities and mechanisms mediating their action with emphasis on cereals, including wheat.

Key words: antifreeze protein (AFP), ice recrystallization inhibition (IRI), thermal hysteresis (TH), ice-
binding proteins, freeze tolerance, freeze avoidance, cold acclimation, protein structure, protein evolution,

cereals, wheat.



