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NAEHTUOUKALUA 'EHOB, KOAUPYIOIINX CTPECC-ACCOUUNPOBAHHBIE BEJIKH,
COIJEPXKXAINUE TOMEHBI A20/AN1, BI'EHOME ABJIOHU IN SILICO
U AHAJIM3 UX ®UJIOTEHETUYECKUX CBA3EN

Annoranus. Crpecc-acconuupoBanHbie 6enkn (SAP, ot anri. stress-associated proteins) mpeacTaBisrOT co00if TpaHe-
KPUIIIIUOHHBIE (PAaKTOPHI C IMHKOBBIMH MaibllaMHu, copepskamue soMeHbl A20 u (uau) AN1. B reHoMe s10710HU qOoManrHen
copta Golden Delicious BEISIBICHBI TeHBI, Kogupytomue runorerndeckne SAP. Kaxaplii 13 HUX COAEPKUT KaK MUHUMYM
OIWH ToMeH NMHKOBBIX TanbleB ANI. [IpoBeneHa oneHKa QUIOreHETHYECKUX B3aMMOOTHOIIEHU I runoreTnyeckux SAP u3
TeHOMa SOJIOHU C TOMOJIOTAaMH U3 IPYTHX BUJOB (HA IPUMEpe JIBYJOIBHOTO XJIOMYaTHUKA W OXHOAOJIBFHOTO Prca) Ha OCHOBA-
HUM WX aMHHOKHCIOTHBIX ITOCIIEA0BATENBHOCTEH. AHANN3 HYKICOTHIHON CTPYKTYPHI PETHOHOB, PACIIONOKEHHBIX MEPe
TeHaMU, KogupyomuMu SAP, cBUIeTeIbCTBYET 0 BOBICYEHHOCTH CTPECC-aCCOITMMPOBAHHBIX OEIKOB B CIOKHYIO CETh B3aH-
MOZIEHCTBHUS PETYIATOPHBIX OEITKOB, YIPABIAIOMINX KU3HEACATSIFHOCTHIO PACTHTEIBHBIX KIETOK. McX0/s U3 BEISIBICHHBIX
MOTHBOB, MOKHO TIPEIMONOKHUTH, YTO SKCIIPECCUSI CTPECC-ACCONNUPOBAHHBIX OEIKOB y SOJOHH IPOUCXOANT, BEPOsSTHEE
BCETO0, HEMPEPHIBHO, OJHAKO M3MEHEHHS YCIOBHH MPOU3PACTAaHUS PACTEHHUS MOTYT IPUBOANUTE K YBEINYECHUIO €€ YPOBHSL.
Perynsanns skcnpeccun SAP MokeT MEHSTBCS B 3aBHCHMOCTH OT CTAJHH OHTOT€HE3a PACTEHUS U OTINYATHCS B PA3HBIX €T0
opranax. OO0 3TOM CBHAETENBCTBYST HAJIMYHE CAWTOB CBSI3BIBAHUS IS TPAHCKPHUIIIIHOHHBIX (DAKTOPOB, YyUACTBYIOIIUX
B ()OPMUPOBAHUM OPTaHOB PACTEHHUSI, OMPEACICHIH BPEMEHH IIPOXOXKACHUS CTaANI OHTOTeHe3a u ap. Haxmane caifTos cBs-
3BIBAHUS [T PETYISITOPHBIX JIEMEHTOB, BIUSIONNX HA YCTOHYNBOCTE PACTEHUH K HEOIATOIPUATHBIM YCIOBHM, TIO3BOIS-
€T MpeAToaraTh, 4To kcrnpeccust SAP y 10100, Tak ke, Kak U y APYTUX U3YUCHHBIX PAaCTEeHUH, OyIeT H3MEHIThCS B OTBET
Ha CTpecc.
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IDENTIFICATION OF GENES ENCODING STRESS-ASSOCIATED PROTEINS CONTAINING
THE DOMAINS A20/AN1 IN THE APPLE GENOME IN SILICO AND ANALYSIS
OF THEIR PHYLOGENETIC RELATIONSHIP

Abstract. Stress-associated proteins (SAPs) are the transcription factors containing the zinc-finger domains A20 and/or
ANI. Genome-wide identification and characterization of an apple variety of Golden Delicious stress-associated proteins was
performed, potential SAPs were found. Each of them contains, at least, one zinc-finger domain AN1. A phylogenetic tree was
constructed on the basis of the amino acid sequences of apple SAP and homologues from other species (dicotyledonous cotton
and monocotyledonous rice) to assess their phylogenetic relationships. The sequences ahead of the translation initiation site
of SAPs genes were analyzed to discover cis-elements involved in the gene expression regulation. The analysis shows that apple
SAPs are involved in a complex network of regulatory elements that controls the vitality of plant cells. It can be assumed that
the expression of SAPs in apple trees occurs constantly, but if conditions of a plant growth are changed, their level increases.
Regulation of the SAP expression may depend on a plant ontogenesis stage and it may vary in different tissues.
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Beenenue. [enbl, oTBeyaronue 3a peaklinio paCTCHUH Ha CTPECC, 00ECIICUNBAIOT UX 3aILUTY ABYMSI
criocobamu. YacTe U3 HUX KOIUPYET METa0OIMYecKre OETKH, 3alUIIAoNIe pacTeHne, Ipyras 4acTb —
T'eHbI, MPOAYKTHI KOTOPBIX YYaCTBYIOT B PETyJALMN CUTHAIBHBIX yTel. K mepBoii rpymnmne oTHOCSATCS
IanepoHbl, OEIKH TO3THETO SMOPHOTeHe3a, OCMOTHHBI, 6enku-anTudpussl, MPHK-cBs3pIBatomNe 6e11-
KH, IETOKCU(PHUKAITMOHHBIE (PEPMEHTBI, TPAHCIIOPTEPHI, OCIKHU, yUYACTBYIONINE B TPAHCIIOPTHPOBKE JIU-
UI0B, (PepMEHTHI, yIacTBYIONIME B OMOCHHTE3€ OCMOIIPOTEKTOPOB U JAp. BTopas rpynmna npeacrasie-
Ha peryJasTOpHBIMU OenkaMu. K HUM OTHOCSTCS TPaHCKPUITIIMOHHBIE PaKTOPHI, PETyIHPYIOIIHE IKC-
MIPECCUI0 TeHOB, OTBEYAIONINX 3a pEeakIuio pacTeHus Ha crpecc. OHM MOryT (PyHKIIMOHHPOBATH
COBMECTHO, (POPMHPYsI TeHHBbIE ceTH. K perynaropHeiM OelkaM TakKe OTHOCSAT KWHa3bl, OEITKOBbIC
(hocdaraszbl, KaIBMOMYITHH-CBSI3bIBAIONINI O€l0K, (hepPMEHTHI, YUacTBYIOIIHE B MeTabomu3Me (hocdo-
aunuIoB u ap. [louck u u3ydeHue reHoB, KOAUPYIOMNUX TPAHCKPUIIIIUOHHBIE (PaKTOphI, HMEET 0O0Ib-
1o 3Ha4YeHHUE, MOCKOJIbKY OHU CIIOCOOHBI BIMATH HA MHOXKECTBO I'€HOB, YUaCTBYIOIIUX B OTBETE Ha
pas3nuyHbIe BUABI cTpecca. B wacTHOCTH, OBITIO MTOKa3aHO, YTO TPAHCTEHHBIE PACTEHHUS, Y KOTOPBIX I10-
BBIILICH YPOBEHB SKCIIPECCHH HEKOTOPBIX U3 PErYISTOPHBIX T'€HOB, KOAUPYIOIUX TPAHCKPHUIIIIMOHHBIC
(haxTopbl, 00amamm 600jiee BEICOKOW YCTOWUYHBOCTRIO K CTPECCOBBIM YCITOBHSIM.

Crpecc-acconmupoBannbie 6enkn (SAP, oT aHry. stress-associated proteins) mpeacTaBisioT codoit
TPAaHCKPHUIITHOHHBIC (AKTOPBI C ITMHKOBBIMH TaibllaMHu, comepkammue moMeHsl A20 wm(mam) ANI.
Brepeoie nomen A20 OblT OOHAPYKEH Y MUTOKMHUH-UHIyIHpyeMoro Oenka A20 3HIOTEIHAbHBIX
KJIETOK ITYTIOYHOW BEeHBI YenoBeka [1]. DToT 6emok uuayupyeTcs dpakropom Hekposa omyxonu (TNF)
U MHTHOHMpyeT anonTos, BeizBaHHBIA TNF [2]. Ipyro#i joMeH UHKOBBIX naibies, ANI, BrepBbie ObLI
0oOHapyKEH B CTPYKType YOMKBUTHH-TIOJOOHOTO O€JIKa, BBIICTICHHOTO U3 aHUMAJIbHOTO ITOJIF0CA HKPBI
1 SOMOPUOHOB Ha pAaHHUX CTAIUSIX pa3BUTHS Xenopus laevis [3]. XOTs Ha CETOMHANTHUN JeHL OMOXUMU-
yeckue pyHkunn gomena AN1 TOUHO He yCTaHOBIICHBI, H3BECTHO, YTO y uesnoBeka Oenok ZNF216, co-
nepxkamuit jomen AN, B3aumogeiictByet ¢ 6enkom TRAF6 (TNF receptor-associated factor 6) [4].
YPpOBHM SKCIIPECCHH TSHOB, KOAUPYIOMINX O0enku ¢ qoMeHaMu A20/AN1, u3MEHSIOTCS 110]] BO3/ICHCTBU-
€M CTpecca y )KMBOTHBIX M pacTeHUH. V3ydeHnne narTepHoB 3kcripeccul SAP CBUAETENBECTBYET O TOM,
YTO YPOBEHb UX TPAHCKPUIITOB PE3KO MOBBIIIAETCS Ha PAaHHUX CTAIUSAX pealu3aliy OTBETa Ha aOHo-
THYECKUN CTpecc, a 3aTeM CHWXKaeTcs B TedeHne 6—12 g [5]. [lomumo aToro mokazano, uto SAP yuga-
CTBYIOT B OTBETE Ha 3apakeHHUE, PEryJsiUU CHHTe3a (PUTOTOPMOHOB M CHUTHAJIBHOW TPaHCIYKIHH
U JpYTUX Impoleccax, IPOTEKAIINX B pACTUTENBHOU KiIeTKe [6—8].

OnHol 13 BaXKHEHIIUX KYJIBTYP JJIsl CTPaH YMEPEHHOT'O KIIMMATHYECKOT0 1osica, K KOTOPhIM OTHO-
cutcs benapyce, sBisieTcs s00HsA. Ee MpOAyKTUBHOCTD 3aBUCHT OT YCJIIOBUH BBIPAIIMBAHUS U MOXET
CHIDKATBhCSl B pe3yJsibTaTe BO3JEHCTBUS HEONArompusTHHIX (akTopoB. MaeHTU(HKAIMS TEHOB, yya-
CTBYIOIIUX B pealln3allii OTBETA Ha CTPECC, MOKET 3HAYUTEIHHO PACIIHPUTH BO3MOKHOCTHU CEIICKITHH.
B nipencraBnenHoi pabore Mbl IIPOBENTN HICHTHOUKAIINIO TEHOB, Koaupyromux SAP, B reHoMe si00HH
nomaiuneit copra Golden Delicious in silico, ananu3 CTpyKTypHOW OpraHU3alUy rUNoTeTndeckux SAP
13 TeHOMa SI0JIOHU, OIIEHKY WX TIPOMOTOPHBIX 001acTel 1 n3y4eHne UX (QHUIOTCeHETHIECKIX B3aUMOOT-
HOUIEHUH C TOMOJIOTaMU U3 IPYTUX BUIOB.

Martepuajbl 4 MeTOABI HccJeoBaHuA. HyKIeoTH IHbIE U THITOTETHYECKHE OEITKOBBIE ITOCIET0Ba-
TEJIBHOCTHU TeHOB si0nonu (Malus * domestica, copt Golden Delicious) ObuTH TIOTy4YeHB U3 0a3bl JTaH-
HbIX Genome Database for Rosaceae (https:/www.rosaceae.org/), mocienoBaTeIbHOCTH XPOMOCOM — U3
0a3bl nanabix NCBI GenBank. benkoBeie HMM-Mmojienu JoMeHOB ObLIH 3arpyKeHbl U3 0a3bl JaHHBIX
PFAM (ANI — PF01428, A20 — PF01754). Kaxxmast n3 HUX ObLIa HCIIOJIb30BaHa JIUIS ITOMCKA COBIAACHUIH
CPeay TUIIOTETUYECKUX OCJIKOBBIX TIOCIIEN0OBATEIbHOCTEH s10JI0HU ¢ oMomibio hmmer3 (http:/hmmer.
org/). OOHapyXeHHbIE MOTECHIIMAIBHBIE COBIAJIEHUsI OBLIA MPOTECTUPOBAHBI MyTEM CKaHHPOBAHUS
¢ nmomoibto SMART (http://smart.embl-heidelberg.de/). IlocnenoBarenbHOCTH, COAEPIKAIINE TOMEHBI
A20 u (unn) AN1, paccmMaTpuBaIlCh KaKk KaHIUAATHL HA POJIb CTPECC-aCCOLUUPOBAHHBIX OCIIKOB.

MornexynspHas mMacca, H303JeKTpHYecKasi TOYKa U BHYTPUKJIETOUHAS JIOKAJM3AIM KaKJI0TO U3
TUIOTETHYECKUX CTPECC-aCCOLMUPOBAHHBIX OCJIKOB sIOJIOHM PAacCUMTaHbI C TIOMOIIBIO cepBuca http:/
linux1.softberry.com/. JIyist m3ydeHus peryIsITOPHBIX JIEMEHTOB I'€HOB, KOTUPYIOIINX IMOTCHIINATHHBIC
SAP s6moaM, ipoBeneH aHanu3 nocinenoBarenbHoctd JJHK mmuroit 2000 1. H. BBIIIE TEpBOTO KOIOHA
(B Tex ciryyasix, KOT/ia WX yJajoch WACHTHU(QHUIIMPOBATE). BBISBICHNE HC-PETyIITOPHBIX 3JIEMEHTOB
npoBonmin ¢ momornisio PlantPAN 2.0 (http:/plantpan2.itps.ncku.edu.tw/).
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s mpoBeneHus: (DUIOrCHETHUECKOTO aHAJIM3a aMUHOKHUCIIOTHBIX TMOCIEIOBATENIEHOCTEH CTpecc-
acCOLMMPOBAaHHBIX OenkoB W3 0a3bl naHHbIX GenBank ObuiM 3arpysxeHsbl mocienoBaTeibHOCTH SAP
puca B COOTBETCTBHUU CO CIIMCKOM, IPEACTABICHHBIM [9], TIOCIEAOBATEIBHOCTH CTPECC-aCCOIUUPO-
BAHHBIX OCJIKOB JUTIJIONIHOTO XJomuaTHuka (Gossypium raimondii) Ob111 3arpykeHbl ¢ caiita Cotton
Genome Project (http:/cgp.genomics.org.cn) coorBercTBeHHO [10]. BeipaBHUBaHUS TOCTIEIOBATENIBHO-
cTelt mpoBonuiu ¢ omotisko anroputma ClustalW. @uoreneTndaeckoe ApeBo OBIIO MMOCTPOSHO METO-
JIOM MaKCUMAaJILHOTO TIPaBA0Noaoous B mporpamme Mega 6.

Pe3yabTaThl U X 00cy:kAeHUe. Moenmuguxayus 2enos, kooupyrouwux SAP, ¢ cenome s610HU 00-
mawnet. Tlouck reHoB, kogupyomux SAP, 6b11 mposezieH ¢ momoribio [10 hmmer3 u HMM-npoduei,
3arpy’keHHbIX u3 0a3bl manHbIXx PFAM. lloaTBepxaeHue MprUHAJIEKHOCTH T€HOB-KaHANAATOB K Ce-
MmeiicTBy SAP Oputo BeimonHeHO ¢ momomibio SMART. B o01mieii ciioskHOCTH MBI 00Hapy uiau 21 TeH,
Ka)KJIBI M3 KOTOPBIX KOAMPYET OEJIOK, COepIKaIuii KaK MUHUMYM OJWH JIOMEH ITUHKOBBIX ITTaJIBIICB
ANI. BeipaBHHBaHNE aMUHOKHUCIIOTHBIX MTOCIICAOBATEIIBHOCTEH THIIOTETUYECKUX OeKoB SAP 0500
MpescTaBiIeHo Ha puc. 1.
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Fig. 1. Conserved domains in apple SAP. Identical amino acids are shown against a black background. Conserved domains are
high lined with boxes
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W3 ux yucna y 12 runoreTnveckux OeiakoB N-KOHEIl COIEPKUT JIOMEH ITUHKOBBIX majblieB A20,
C-xonenr — omMen AN, 4To sIBNIsleTCsl HanOoONIEe XapaKTepHOH CTPYKTypoil 1ist SAP pacrenunid. [[Ba
Oenka umeror koMOuHaIuo ANI-ANI1, u ctonbko ke — ANI-C2H2. V nsatu 0e1KOB UMEETCSI TOJIBKO
o onaomy aomeny ANI. [IpumeuaTensHo, 9TO B TeHOME S0JIOHU He OBLTH OOHAPY KEHEI T€HBI, KOTUPY-
roue SAP, umeromue Toapko JoMeHbl A20. DTo ke XapaKTepHO U I APYTUX ABYIOJBHBIX PACTEHUH
(apabupgorncuca, ToMaTa, XJOMYATHUKA), HO HE JJIsl pUCa, OTHOCSAIIETOCS K KJIacCy OAHOMOIBHBIX.

l'unoretnyeckue SAP s0I0HN SBISIOTCS MIETOYHBIME U UMEIOT JyuHY oT 109 10 293 amuHOKMC-
JIOTHBIX OCTaTKOB (MOJEKYIsApHBIH Bec 11,5-32 k/la). PacueTHbIC M303JIEKTPpUUSCKUE TOYKH KOJICOITFOT-
cs B mpenenax 6,51-9,66. Pe3ynbraThl OICHKH KIJICTOYHOW JIOKAIM3AMK i1 Silico TIOKa3bIBalOT, 4TO
12 runoreTnveckux SAP HaxomsiTcs B iuToruiasme, 9 — cekpetupyrores (tadi. 1).

Ta6numnal XapaktepucTuku runorernyecknx SAP s60Hn

T able 1. Characteristics of apple putative SAP

Jlnuna Oenka, Xpomocoma, Ha KOTOPOit
Haspamnue rena Tun IMUHKOBBIX YUCIIO aMHUHOKHC- MOHeKyHﬂpHaﬂ PacCIIOIOKEH (\)IOOTBCT-
Name Of the HB.J'II)L[C}? JIOTHBIX OCTaTK'OB pI Macca, I[a ﬂOK‘dJ’I‘H3a‘HHSf B KJICTKE CTBYIOIIUHU I'€H )
Type of zinc Length of protein, . Localization in the cell Chromosome on which
gene fingers number of amino Molecular weight, Da the corresponding gene
acid residues is located

MdSAP1 A20-ANI1 151 8,79 16532,99 IluTonna3zMaTndecKkuit

MdASAP2 A20-AN1 162 9,08 17721,36 Cexperupyercs 2
MdSAP3 A20-AN1 156 8,63 17078,34 LuTonma3smMaTuyecKkui 2
MdSAP4 A20—-ANI 169 9,31 18420,79 CexpeTupyercs 2
MdSAPS A20—-ANI1 170 9,04 18599,11 [uronna3zmarndeckuit

MdSAP6 A20-ANI1 165 9,21 18090,33 Cekperupyercs 7
MdSAP7 A20-ANI1 171 8,47 18168,71 [luTonaa3zmMaTuiyecKkuit 7
MdSAPS A20-ANI1 150 8,77 16405,64 uTonnasmMaTudecKui 7
MdSAP9 A20-ANI1 169 8,00 18075,45 IluTonaazMaTnyecKuit 11
MdSAP10 A20-AN1 172 8,00 18300,74 HuTornnasmaruyeckui 11
MdSAPI11 A20-ANI1 187 6,92 20010,84 Cekperupyercs

MdSAP12 A20—-AN1 189 6,51 20092,92 Cexperupyercs

MdSAP13 ANI1 142 8,94 15142,34 I[uTonna3zmaruaeckuit 2
MdSAP14 ANI1 142 8,94 15302,42 [uTonna3zmMaTuyecKkui 3
MdSAP15 ANI1 109 9,66 11582,27 HuTornnazmarudeckui

MdASAP16 ANI1 146 8,41 15782,92 uTonnasmMaTudecKui 6
MdASAP17 ANI1 149 8,08 16023,27 IluTonaazMaTnuecKuit 14
MdSAP18 ANI1-ANI1 193 9,04 21390,38 CekperupyeTrcs 9
MdSAP19 ANI1-AN1 192 9,06 21394,50 Cekperupyercs 17
MdSAP20 | ANI-C2H2 293 8,72 32041,33 CekperupyeTcs 12
MdSAP21 | AN1-C2H2 293 8,64 32033.,43 Cekperupyercs

Qunocenemuueckuil anaausz SAP s6nonu. J1Jist OUEHKH (UIOTEHETUYSCKUX B3aUMOOTHOIICHHUH TH-
noteTu4eckux SAP M3 reHoma s0JIOHH C TOMOJIOTaMU M3 JAPYTUX BUJIOB (Ha IpHMEpE JBYIOJBHOTO
XJIOMYaTHUKA U OJTHOJIOJIEHOTO PUCA) HA OCHOBAaHUM UX aMHHOKHCIOTHBIX MOCIICOBATEIIBHOCTEH OBLIO
MOCTPOEHO (PUIOreHEeTHUYECKOE IPEBO, MpecTaBieHHoe Ha puc. 2. [locienoBarensroctu SAP, kogupy-
eMble TpeMs BUJIAMH, MOKHO pa3JeluTh HA YETHIpE pyHmbl. B mepByro, caMyt0 MHOTOYHCICHHYIO,
BXOJISIT B OOIIEH CIOXKHOCTH 24 MOCIICAOBATEIIBHOCTH OeJiKa, U3 KOTOPhIX 7 — U3 XJIOMYaTHUKA, 9 — U3
puca u 8 — u3 s0I0HU. BOJBIIMHCTBO U3 HUX UMEET KOMOMHAIIMIO IOMEHOB IIMHKOBBIX TalibiieB A20—ANI,
pexe BCTpevaroTcs OeNnKH, UMEIONINe TOJBKO JoMeHbl AN1: Takux ObLI0 OOHApYKeHO 3 (0 OTHOMY
JUTSL K&KJI0To U3 BUIOB). Takoke B 3TOT Kinactep Bxonut SAP18, oOHapyXeHHBIH y puca, IpUMeYaTeThb-
HBII TeM, 4TO y Hero nMeercst Toyibko qoMeH A20. [TogoOHble Oenku He OBl OOHAPYIKECHBI Y SO0JIOHU
u xjnonvyatHuka. SAP18 u3 prca nMeer HauOOIbIIEe YUCIO OTIIMYHA OT APYTUX CTPECC-aCCOLUUPO-
BaHHBIX OeskoB. Cpei YWICHOB 3TOT0 Kiactepa cienyetr orMetutb SAP6D, SAP7D u3 xyionyaTHuKa,
JUIS KOTOPBIX OBIJIO TIOKa3aHO TMOBBIIICHUE YPOBHS 3KCIIPECCHH MPU BO3JICHCTBUU HA PACTCHHE BBICO-
KUX U HU3KUX TEMIIEPATyp, 3aCOJICHHUS, a TAaK)Ke Mpu 00paboTKe monudTuiieHrukoieM [10].
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Puc. 2. ®dunorenernyeckue B3anMooTHomeHus SAP, oOHapykeHHBIX B reHoMax s0monn (Md), xmonka (Gh) u puca (Os).
JlpeBo mocTpoeHo mporpammoil Megab MeTogoM MaKCHUMalbHOTO MpaBaonono0us. Lludper Ha BETBSIX OTpaXKalOT 3HAYCHUS
OyTcTpama

Fig. 2. Phylogenetic analysis of SAP from apple (Md), cotton (Gh) and rice (Os) genomes. A maximum likelihood tree was
generated by Mega6. Bootstrap values are indicated on branches

Bo BTOpOit Ki1acTep BXomsT 9 6enKoB SI0I0HN, S — XJIOMUATHUKA U 5 — puca. AHATU3 UX TOMEHHOU
CTPYKTYPBI IMOKa3aJl, YTO CpeJu HUX Takxke npeobnanaror SAP, cogepxamue momeHbl A20—ANI,
HO HEKOTOpBIE MPEACTABUTENH STOW TPYNIBI UMEIOT TOJNBKO JoMeHbl ANI, mpuuem OONBIIMHCTBO
u3 HUX (4) ObLTM OenkamHu sI0JIOHU, OJIMH — puca. beKku XJIomYaTHUKa C TAaKOW CTPYKTYPOH B ATy I'pyI-
My HE BOILIH.

TpeTuii, camblii MaIOYHCICHHBIH, KilacTep o0beanHseT 4 OenKka U3 XJIomuaTHiKa 1 2 — u3 puca. [1o
OJTHOMY OeJKy M3 Ka)KJOro reHoMa MMeJIM MOTHB IIUHKOBBIX naibiieB AN, ansg mpounx ObLIO Xapak-
TepHo coueTanue nomMmeHoB A20—ANI. B aTot knactep Bxonut OsSAP1 u3 puca, st KOTOporo nokasa-
HO y4acTHe B PEryJISIIUU OTBETA HA AONOTHUYECKHUI CTpece, a TAK)Ke B3aUMOJICHCTBHE ¢ aMHHOTpaHC(e-
pazoii u OsSCP (6esok, cBsI3aHHBIN ¢ IMaToreHe3om) [9].
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YeTBepThlil KiIacTep, HanboJee yaaleHHBIH B HBOJIIOIMOHHOM OTHOIICHHHM OT OMHMCAHHBIX BBILIE,
00BbeTUHSCT BCe OCNIKH, AT KOTOPBIX XapaKkTepHa KoMOuWHaius AByX noMeHoB AN nubo couetanue
nomeHoB AN1 u C2H2. Cpenu Hux 4 Oenka u3 reHoma s0JioHHM, 3 Oejika M3 MeHOMa XJIOMYaTHUKA
u 2 Oenka u3 TCHOMA pHca.

Hoenmugpuxayus eunomemuueckux yuc-3j1emMeHmos 6 npoOMOmMoOpPHbIX 001ACMAX 2eH08, KOOUPYIO-
wux SAP s010Hu. AHAW3 TTOCIIENOBATEIIEHOCTEH, PACIIONOKEHHBIX HEITOCPEACTBEHHO Tepe MEPBHIM
KOJIOHOM I'€HOB, KOJUPYIOIINX CTPECC-aCCOLUUPOBAHHBIC OCNKH, TIOKA3aJl, YTO PEryJISUs UX SKCIpec-
CHH MOMKET OCYIIECTBIISITHCS MHOKECTBOM TPAaHCKPHIIIIMOHHBIX (PAKTOPOB, BOBJICYCHHBIX B pa3HO-
oOpa3Hble OHOJIOrHYecKue mporecch (Tadi. 2). Tak, Ha UX KCIPECCUIO MOTYT BIIMSTh CTAUs KU3HCH-
HOTO ITUKJIA paCTeHHs, Ha YTO YKa3bIBAIOT XapakTepHble nocieaoBarensrocT JJHK, ¢ koTopsiMu MoryT
CBSI3BIBATHCS TCHBI, Coaepikammue romeonoMed, MADS-box, TpaHCKpUIIITHOHHBIE (haKTOPhI ceMelcTBa
WRKY, TCP, LOB, GATA, SBP, C2H2 u np. Uaayxnus skcupeccuu SAP MoxeT onocpenoBaHHO 3a-
ITYCKaThCsl PAaCTUTENIBHBIMUA TOPMOHAMH, O YEM CBUJIETENIBCTBYET HAJIMUUE MOCIIEN0BATENBHOCTEH IS
CBSI3bIBaHMS TpaHCKpUIITHOHHBIX (hakTopoB EIN3, AP2, SBP, B3, MYB u np., KaIbMOAYJIHHOM (Ha 3TO
YKa3bIBalOT MOTUBBI, C KOTOPBIMH MOT'YT CBSI3bIBATHCS TPAHCKPUTIIIMOHHBIE (hakTopbl ¢ joMeHoM CG-1).
Kpome Toro, Ha perynsamnuio sxcripeccuu SAP MoxeT BIHMATH CBET. B monb3y 3TOro mpeamnonokeHus
TOBOPHT HAJIMYHE CAUTOB CBA3BIBAaHUS TPAHCKPUITIIHOHHBIX (DaKTOPOB, MPUHAJISKAITNX K CeMEHCTBaM
MYB, bZIP u bHLH, wieHbI KOTOPHIX YYaCTBYIOT B MHTEIPAI[MH TPAHCKPHUIIIIOHHOTO OTBETA HA U3-
MeHeHue ocsetieHus. OTAeIbHbIE PETYIITOPHBIE OSJIKH, TOTEHIIMAIBEHO CIIOCOOHBIE CBSI3BIBATHCS C T10-
CJIEZIOBATEIBHOCTSAMH, PACIIONOKEHHBIMHU II€pe]l TeHaMU, KOAUupyomuMHu SAP, y4acTByIOT B OTBETE Ha
ctpecc. Hanpumep, TpaHCKpHUIIIMOHHBIE (DakTOphl, mpuHaiaexkamue Kk cemericteam WRKY, C2H2,
CG-1 u AP2 SBIISITOTCSI 9aCcThIO CHCTEMBI 3aIIUTHI PACTCHUH OT 3aCyXH, XOJIONIA, 3aCOJICHUS, HIU3KUX
TEeMIIeparyp, a Tak)ke maToreHos [11].

Tab6numna?2. PeryrsiTopHble 31eMeHTbI, 00HAPY:KEHHbIE B IPOMOTOPHBIX 00JIACTAX I'€HOB, KOAUPYIOIHX
runorernyeckue SAP 10,1001 ToMamHei

T able 2. Regulatory elements found in the apple SAP promoter regions

IIpomoTopHas o zo) é E 5

romotet esion | o1 | 2 Slelelzlalz|2]2|§Eal8]|8]2)|5 « | &
omesene | 5|25 |n | E\S|B|S|2|E|2(8| 222|222 5\5|E|E|E|
MdASAP2 |+ |+ | + + |+ |+ + |+ |+ + + |+ |+ |+ + |+ |+ |+
MdASAP3 |+ |+ [+ |+ [+ |+ |+ + + + + |+ |+ |+ 4+ + ]+
MdSAP4 |+ |+ F ]+ |+ ]+ + + |+ |+ |+ + |+ |+ |+
MdSAP5 | + | + | + + |+ |+ |+ |+ ]|+ ]+ + 4+ |+ |+ ]+ + + |+ |+
MdSAP6 | + |+ |+ |+ [+ [+ |+ [+ ]|+ ]|+]+ + + |+ |+ |+ + |+ |+ ]|+ ]+
MASAP7 |+ |+ |+ |+ |+ [+ ]|+ + 1+ |+ + + |+ [+ ]+ + |+ |+ |+ |+
MASAP9 |+ |+ |+ |+ |+ [+ |+ [+ ]|+ ] +]+ + + |+ [+ [+ + |+ [+ ]+
MASAPIO | + |+ [+ |+ [+ |+ ]|+ + [+ + + + |+ + + 1+ [+ ]+1+
MASAPI2 |+ |+ |+ |+ |+ |+ |+ |+]|+]|+]|+ + + + | + + |+ |+ |+
MdASAPI6 |+ |+ |+ |+ |+ |+ ]|+ + |+ |+ + |+ + ]+ + |+ |+ |+
MASAPI7 |+ |+ |+ |+ |+ [+ ]|+ + | + + + |+ [+ ]+ + 1+ +1+1=+
MASAPI8 |+ |+ |+ |+ |+ |+ ]|+ + |+ |+ + |+ F | F ||+ F + |+ |+ ]+ |+
MASAPI9 | + [+ |+ |+ |+ |+ |+ ]|+ + + + |+ ]+ ]+ + |+ +]+]+
MdSAP20 | + |+ |+ |+ |+ |+ |+ + |+ |+ + + |+ |+ |+ |+

Takum 00pa3om, aHaJIN3 HYKJICOTHIHOW CTPYKTYPhl PETHOHOB, PACIIOJIOKEHHBIX TIepe]] 'eHaMU, KO-
mupyromuMu SAP, cBUIETENTLCTBYET O BOBJICYEHHOCTH CTPECC-aCCOIIMUPOBAHHBIX OCITKOB B CIIOKHYIO
CeTh B3aUMOJICHCTBHSI PETyJATOPHBIX OCJIKOB, YIPABISIONUX KU3IHEACITCIBHOCTHIO PACTUTEIBHBIX
KJIETOK. VICXO/1s M3 BBISIBICHHBIX MOTHBOB, MOJKHO IPEAIOIOKUTH, YTO IKCIPECCHUS CTPECC-aCCOIH-
HMPOBAHHBIX OCJKOB y SIOJIOHH TIPOMCXOIUT, BEPOSITHEE BCETO, HEMPEPHIBHO, OAHAKO M3MEHEHHUS yCIIO-
BUIl TPOM3PACTaHNS PACTEHUS MOTYT MPUBOIUTH K YBEIHUCHHIO €€ yPOBHA. Perymsanus skcupeccnu
SAP MoOXeT MEHSITHCSI B 3aBUCUMOCTH OT CTaJWU OHTOI'CHE3a PACTEHHUS M OTINYATHCS B PA3HBIX €ro
opranax. O0 5TOM CBHIETENBCTBYET HAIMYUE CAHTOB CBSI3bIBAHUS JJISI TPAHCKPHUIIIIMOHHBIX (DaKTOPOB,
y4acTBYIOIIUX B ()OPMUPOBAHUH OPTAHOB PACTEHUS, ONPEACICHUN BPEMEHH IMPOXOXKIACHUS CTAaIUi
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OHTOreHe3a u Jp. Hannune caliToB CBS3bIBaHUSA 7151 PETYJISATOPHBIX IEMEHTOB, BIUSIOMINX HA yCTOH-
YUBOCTh PACTEHUH K HEOJIarompUsATHBIM YCIOBHUSM, MO3BOJISET MpeAronararb, 4To skcrnpeccus SAP
y s0J0HH, TaK *e KaKk M y APYTHX H3yUYEHHBIX PAacTeHHH, OylIeT M3MEHATHCS B OTBET Ha CTpECC.
BonbmmHCTBO MOTHBOB, OOHAPYKEHHBIX HEIIOCPEACTBEHHO MEpe]] reHaMH, KogupyomumMu SAP, Obutn
oOHapy>KeHbI BO BCeX (MM y MOJABIISIOIIETO OONBIIMHCTBA) ciydasx. K TakMM OTHOCSATCS JOMEHBI
AP2, AT-Hook, bHLH, bZIP, C2H2, CSD, TSR, EIN3, GATA, romeogomer, MADF, Myb/SANT, NAC,
TCP, WRKY, TBP, MADS, B3, SBP. ['opa3no pexe BcTpedanucb MOTHBBI, XapaKTEPHBIE TOJIBKO IS
HeckonbkuX SAP. Cpeayn HUX NOCIe0BaTENBHOCTD, TPEeJHa3HaYeHHAS IS CBSI3bIBAHUS TPAHCKPUIIIIH-
oHHbIX (hakTOopoB GRAS (yuacTBYIOT B pelenuuu W UHTETrpallMd CUTHAJIOB OKPYXKalolled cpensbl,
a TaK)Ke B peasin3alluu 3HIOreHHbIX mporpamm) [11], SOX (0b110 MOKa3aHO ero y4acTHe B peaau3aiuu
OHTOTE€HETHUYECKUX MPOrpaMM y XKHBOTHBIX) [12], LOB (yuacTByeT B peryisiliuu pa3BUTHSI OPTaHOB
pacTeHus, pereHepaliy, CO3PEBaHUM MBUIBLBI, pealn3allil OTBETa HAa NMPOHUKHOBEHHUE MATOTE€HOB
¥ MeTabonu3Me aHTOLMaHuHa U a3oTa), HD-Zip (BoBIIe4eHEI B PETYISINIO POCTa M Pa3BUTHS pacTe-
HUH, poromMopdoreHesa, UBETEHUS, CO3PEBAHMUS IJIOAOB U aAaNTAllMOHHBIH OTBET Ha CTPECC MyTeM
WHTETpaly BHEIIHUX W SHAOTEHHHBIX TOPMOHAJIBHBIX CUTHAJIOB), TOCIEI0BATEILHOCTD AJIS CBSI3bIBA-
Hus nomena CG-1 [11]. On xapakTepeH uisi TpaHCKPUIIHMOHHBIX (pakTopoB CAMTA, comepxkamux
KaJIbMOJ1YJINH-CBSI3bIBAIOIINI JOMEH U aHKUPHHOBBIE MIOBTOPBI, BO3MOYKHO, SIBIISIOIINECS CBA3YIOIHUM
3BEHOM MEXAY MHAYLHPYEMBIMU CTPECCOM M3MEHEHHUSIMU BHYTPHUKIIETOUHOTO YPOBHS KaJbIUsA U IO-
CIeyIomen perymnsuueil skcrpeccuu reHoB. [lomydeHHble pe3yabTaThl COOTHOCATCA ¢ JAHHBIMH HC-
cienoBanuil skcpeccud SAP Ha apyrux oObekTax (ToMmare, XJIOMYaTHUKE, PUCE), B KOTOPBIX OBLIO
MOKa3aHo, YTO OONBIIMHCTBO U3 HUX AKCIIPECCUPYETCS Ha HU3KOM YPOBHE B HOPMAJIBbHBIX YCIOBUSX, HO
MIPH BO3JICHCTBUU CTpecca UX IKCIPECCHSI MOKET 3HAUMTENbHO Bo3pacTats [9; 10; 13].

Takum oOpazom, B reHoMe 5107100 goMamrHel copta Golden Delicious Obu1n BBISIBICHBI T€HBI, KO-
nupytomue runorerndeckre SAP. B ux mocnenoBateabHOCTSIX ObLIM OOHApYKEHBI XapaKTepHbIE J0-
MeHBI HIUHKOBBIX nanblieB A20/AN11. AHaau3 CTPYKTYPHBIX OCOOCHHOCTEH I€HOB, X TPOMOTOPHBIX
oOmacTeil M KOIUPYeMbIX UMH OCITKOB CBHICTEIBCTBYET O BOBJICUCHNUHU HX B CIIOKHYIO CETh B3aUMO/ICH-
CTBUS, CIOCOOHYIO pearnpoBaTh Ha U3MEHEHHS OKpYyKaromei cpeasl. OnueHka (uiaoreHeTHIeCKuX B3a-
MMOOTHOILCHUH runoTeTndeckux SAP s0J0HM 1 IpyruX pacTeHUH yKa3blBaeT Ha OOIIHOCTD WX Opra-
HU3aLUUU U CTPYKTYpHl. llonydeHnsle gaHHble OyAyT SIBIASTHCS OCHOBOW JJIS JalbHEHIEro 3KCHepu-
MEHTAJILHOTO M3y4yeHust ponu SAP g0JI0HH B OTBETE Ha CTPECC U BbIACICHUS T€HOB-KAaHIUAATOB JJIS
CEJIEKI[UU COPTOB, UMEIOIINX MOBBIIIEHHYIO YCTOHYMBOCTH K CTPECCOBBIM BO3AECHCTBHUSIM.
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