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BBEJIEHUE

1. AKTyaJIBHOCTB TEMbI HCCJICTOBAHUA

HecmoTpst Ha GOJBINON MPOTPEecc TEHETHKU PACTCHHW B TOCIEIHHE TOJbI, GYHKIIMH MHOTHX
TCHOB OCTAIOTCsl HEM3BECTHBIMU MM Manion3yueHHbIMU. Jlaxke s Arabidopsis thaliana (L.) Heynh. —
MOJICTTbHOTO 00BEKTA TEHETUKU PACTEHUH, ETAIbHBIC YIKCIIEPUMEHTHI, HAIIPaBIICHHBIC HA OTIPE/ICIICHHE
byukiuii npoBeaensl He Oonee yem ans 30% reHoB. [[ns ocTanbHBIX (QYHKIMH O CHUX TIOp
MOCTYJIUPYIOTCS HA OCHOBAHUU MAacCCOBBIX SKCIIEPHUMEHTOB C UCTIOIB30BaHUEM JTAHHBIX IO SKCIIPECCUU
TCHOB M OCJIKOB, B pE3y/bTaTe YEro reHaM IPHCBAWBAIOTCS KaTEropuu (GOpMaibHOH CHCTEMBI
anHotauu — 'O (I'ennas OHTONOTHSA).

OnHako, HeCMOTPSI Ha OO0JIBIIIOE KOJIMYEeCTBO JaHHbIX 110 A. thaliana, Bkirovas moapoOHbIi aTiiac
skcnpeccun (Schmid et al., 2005), okono 30% reHoB A0 CUX MOP HE UMEIOT Ja)K€ TAKOTO BapHaHTa
AQHHOTAIIMU WJIK UX ONKCaHUs cab0 JeTaau3upoBaHbl. DTO CBSA3aHO KaK ¢ HU3KOH YyBCTBUTEILHOCTHIO
METOJIOB, KOTOPBIC UCIIOIB30BATHCH MIPH MOJIYICHUN JAHHBIX JJIS CO3JIaHUs KIacCU(DUKAINH, TaK U C
HEJI0OCTAaTOYHO BBICOKMM pa3HooOpa3reM obpasioB. Co3naHue atiaca sxcrpeccun reHoB A. thaliana ¢
UCIIOJIb30BAHUEM HOBBIX METOJOB C 00Jiee BBICOKMM pa3pelicHHEM HE MPOBOIWIOCH, XOTS 3TO
TIO3BOJIHIIO OBl TIOJIYYHTh MIPHHIUITHAILHO HOBYIO HH(OPMAITUIO IO YPOBHSM U MAaTTEPHAM 3KCIIPECCUH.
DTO TMPHUBOIUT K HETATUBHBIM IOCIEACTBHSIM, OCOOCHHO B CIIy4ae MOJICIBHOTO OOBEKTa, TaK Kak
PE3YNBTATHI, MOJIYICHHBIC ISl HETO, CITYKAaT OCHOBOH /Il (DYHKIIMOHATLHOW aHHOTAIIMU TeHOB JAPYTUX
BUJIOB, JIUIsl KOTOPBIX MPOBEACHUE JIOJITOCPOYHBIX KOMITJICKCHBIX UCCIICIOBAaHUI HEBO3MOXKHO.

DT0 JenaeT akTyalbHbIM CO3/IaHNE TPAHCKPUIITOMHOM KapThl 3TOT0 00BEKTa C UCMOIb30BAHUEM
MaKCHMAaJIbHO JIOCTYITHBIX METOJ/IOB aHAJIN3a, 4 TAKKE PACITUPEHHE CIIEKTPa aHATTU3UPYEMBIX 00pa3IioB.
[Tpr 5TOM OJHUM W3 BAXHEUINIUX KPHUTECPHEB BBIOOpAa B TAKOM JKCIEPHUMEHTE JOJDKHA SIBIISATHCS
BO3MOXXHOCTh M3YYEHHSI MTPOLIECCOB, aHAIIN3 KOTOPBIX paHee He mpoBoauicsa. [loMuMo 3Toro, Tak Kak
naTTepH JKCIPECCHH MOXKET OMOCPENIOBAHHO CBHIETENHbCTBOBATH O (yHKIHMH TeHOB (Assis and
Bachtrog, 2013), Ty uHbOpMaIiio MOKHO UCIIOIB30BaTh JIJISl U3YUYCHHs TAaKUX SIBJIICHUN, KaK paHHUE
cTaguu cyO(yHKIIMOHAIN3AUN TEHOB TIOCIIE IPOIIECCOB MOJMIUIONAN3aIK. PaHee mpoBeieHne Takux
WCCIIEIOBAaHUM OBIIO 3aTPYJHUTENBHO H3-32 CIOKHOCTH PA3TUUYEHHUS SKCIPECCHH TOMEOJIOTHMYHBIX

T'CHOB.

2. Leab 1 3a1a4M HCCJIeIOBAHUS

Llenpr0 HACTOSIIEr0 WCCIIENOBaHHS OBUIO CO3/IaHME TPAHCKPUNTOMHBIX KapT MOJICITBHOTO
oObekTa reHeTwkn pacteHuid Arabidopsis thaliana w Omumskoro k Hemy ammorerparmionaa
Capsella bursa-pastoris, a Taxxe oleHKa BO3MOYXHOCTH HCIIOJIb30BAHUS TOJNYYCHHBIX JAHHBIX JUIS

aHau3a OMOJOTMYECKUX IMponecCcoB.



B paMkax 1ocraBieHHOH L€ PELIAIUCh CIEAYIOIIUE 3a1a4u:

1) co3maHve W aHaAIM3 JCTAIM3UPOBAHHOM TpaHckpunrtoMmHoW kaptel A. thaliana ¢
rcnojb3oBanruemM meroga RNA-seq;

2) u3y4eHre TMHAMUKH dKCIpeccun TeHoB B Mepucteme A. thaliana npu nepexose k 1iBeTeHHIO;

3) u3ydeHue TKaHEeBOM CrieM(PUIHOCTH OTBETa Ha X0J1010BoM cTpecc y A. thaliana;

4) co3manne TPAHCKPUIITOMHOM KapThl panHero ajwtorerparuionaa C. bursa-pastoris (L.) Medik.
¢ ucnojp3oBanrem Meroga RNA-seq.

5) aHaiM3 MEXaHWU3MOB JBOJIIOLUH JKCIIPECCHH TOMEOJIOTHUHBIX T'€HOB HAa PAaHHHUX ITarax

sBoonnu awtorerparuiona C. bursa-pastoris.

3. MeTo/10/10rusl M1 METOALI HCCJIEI0BAHUS

Bce npoBenennsie B Hamiel paboTe Mccie0BaHus ObUTH BBITIOJIHEHBI 10 CTAHAAPTHOMY IUIAHY:
BEIOOpP M3ydaeMbIX 00pa31oB, cOop oOpasnos, Beinencarne PHK u nmpurorosnenune 6udmuorek k/IHK,
CEKBEHHPOBAHUE, MEPBUYHAS 00pabOTKa MOTYYEHHBIX YTCHHU, SKCIIPECCUOHHBIN aHanu3. [Ipu cOope
Ononormyeckux oOpasuoB Il NOTy4YeHHs 0oIee OJHOPOIHBIX PE3yJIbTATOB MIPUMEHSJICS OCHOBAHHBIH
Ha MOpP(QOIOTHYECKUX MapKepax METOJ] CHHXPOHHM3AaLUH CTaJuu pa3BUTUS pacTeHud. [lns
KOHCTPYUPOBaHMs OMOJIMOTEK, CEKBEHUPOBAHHUS TPAHCKPHUIITOMOB M MEPBUYHON 0OpabOTKH YTEHUI
UCTIONB30BATMCh  CTaHAapTHele st  1wiargopmer  Illumina wmerompl. B apcenanm  meromoB
TPAaHCKPUIITOMUKU BXOIWIN aHanu3 AuddepeHranbHoN IKCIIPECCHH U 000TallleHus CITUCKOB T'€HOB
kareropusimu ['O, kiacTepHbI aHaiu3, pacyeT Mepbl CTaOWIBHOCTH, BBIYMCIEHHE IHaTTEpHA

AKCIIpeCcCUH ¢ ToMoIbio 3HTponuu [llenHoHa u Apyrue 6MonHPOPMaTHIECKHE METO/IBI.

4. Hay4yHasi HOBH3Ha

Hama pa®ota Obula MOCBSIIEHA CO3JaHUIO M aHAIN3Y TPAHCKPUNTOMHON Kapthl Arabidopsis
thaliana, a Takxe pacCMOTPEHHIO OT/ICIBHBIX €€ ACIIEKTOB: BPEMEHHON CEpHH AlTMKATBbHBIX MEPUCTEM
IpH Mepexo/ie K LBETCHUI0 M OPraHoCHenu(UIeckoro oTBera Ha XOJI0J0BOM ctpecc. Kpome Toro,
BBICOKasl JeTaim3anus amiaca skcnpeccun A. thaliana Obuta ucmosbp3oBaHa Al TUIAHWPOBAHHS
TpaHckpunromuoii kaptel Capsella bursa-pastoris. B pabore Obiia co3gaHa TpaHCKPUIITOMHAS KapTa
A. thaliana, Bomeamast B 4MCI0 CaMbIX KPYIHBIX aTJIacOB 3KCIPECCHU T€HOB y pacTeHuii. Ee aHamu3
MO3BOJIMJI MOJPOOHO OXapaKTEepU30BaTh TPAHCKPUITOM BCErO DPACTEHHs, OMPEICIUTH IMTaTTEPHBI
OKCIIPECCUH T'€HOB, B TOM YHUCJIC paHee He N3y4aBIINXCS TPAHCKPHUIIIIMOHHBIX (PAaKTOPOB, U OMPEICIUTh
reHbl CTAOMIBHO SKCIPECCHPYIONIMECS B PA3HBIX OpraHax M TKaHAX. AHAIM3 BXOJSAIICH B €€ COCTaB
BPEMEHHOM CEpHH AaNMKAIBHBIX MEPHUCTEM Iobera BIIEPBBIC TOKa3ajl COTJIACOBAHHBIC W3MCHEHHUS
OKCIIPECCHH TEHOB, YYAaCTBYIONIMX B TPOXOXKICHUU KJIETOYHOTO IMKJIA W BEPOSTHO CBA3AHHBIC C
U3MECHCHHEM €ro JUIUTEIbHOCTH TIPH [epexoJe K [BETCHHI0. bBbUI  MPOJEMOHCTPUPOBAH

opraHocneuH(quecxoﬁ OTBET Ha JCHCTBUE IIOHMKEHHOMN TCMIICPATYPhL.



5. TeopeanecKaﬂ N MpaKkTu4YeCcKasa 3HAYUMOCTb

Co3manHas Ha OCHOBE TOJYYECHHBIX JAaHHBIX 0a3a Transcriptome Variation Analysis (TraVA)
HaunHas ¢ 2016 roga ucnoiabp3yeTcs eXKErogHo Oosiee YeM YEeTHIPbMS THICSYaMH HCCIIEIOBATENCH 110
BceMy wmupy. ['pymmoii mpodeccopa Provart’a (https:/csb.utoronto.ca/nicholas-provart/) Ospuia
IpOBE/IeHa MHTETPpalys JaHHBIX B rpadudeckyto 00010uky efp browser. B 3Tom Buze oHu ymoadanuio
NPUBOAATCSA B OCHOBHOW Oa3e manubix mo A. thaliana TAIR (arabidopsis.org) mias meMOHCTpamuu
naTTepHa YKCIPECCHH T'€HOB.

OcHOBaHHBIE HA TPAHCKPUIITOMHOM KapTe NPOQHIN SKCIIPECCUH T'eHOB U3 0a3 naHHbIX TraVA u
TAIR uCnonp3yroTcss B MHOTOUMCIICHHBIX HMCCIIEJOBAHUAX (DYHKIUI T€HOB, IPOBOJUMBIX IPYTHMHU
HAayYHBIMH TPYIIIaMH; CPeIU HUX MOXKHO Ha3BaTh M3y4eHHE OTBETa Ha JajdbHUI KpacHbIH ceT (Oh et
al., 2020), perynsiuu coctosiHus xpomaTtuna (Zhao et al., 2020), a Takke co3laHUE CETeH TeHeTUYECKOU
perymsiun (Kulkarni et al., 2018). C ucnione3oBanuem 6a3sl TraVA npoBoautcst yueOHbIN Kypc «Plant
Bioinformatics» Ha margopme Coursera (https://ru.coursera.org/learn/plant-bioinformatics).

C nomorpio TpaHckpunToMHOW KapThl C. bursa-pastoris Obui0 MOATBEPIKAECHO OTCYTCTBHE
T€HOMHOT'O JIOMUHUPOBAHHSI Ha YPOBHE SKCIIPECCHHU H MTOKA3aHO, YTO PA3INYHS B YPOBHSIX SKCIPECCUU
TOMEOJIOTHYHBIX T€HOB CBSI3aHBI C BOSHUKHOBEHHEM HOBBIX CAHTOB CBSI3BIBAHUS TPAHCKPHITIUMOHHBIX
(aKTOpOB B MPOMOTOPE OJTHOTO U3 TOMEO0JI0roB. JlanHbIe TpaHCcKkpunToMHol kapThl C. bursa-pastoris u
pe3yJbTaThl aHalU3a SKCIPECCHU B Pa3IMYHBIX OpPraHax IOJ BO3/EHCTBHEM HHU3KOH TeMIIepaTypbl
TaKke ObLIM MHTEIPUPOBaHBI B 0a3y AaHHBIX TraV A u UCTIONIB3YIOTCS KakK IMyOIUYHBINA pecypc.

[Tonmy4yeHHBIE pe3yNbTaThl UMEIOT TaK)Ke MPAKTUIECKYIO 3HAYMMOCTh. HaliieHHbIe ¢ TOMOIIBIO
TpaHckpunToMHOi Kaptel A. thaliana cTaOuiabHO 3KCIpecCHpYIOMMecs T'€Hbl MOTYT OBITh
UCTIOJIb30BaHBI JIsl KOPPEKTHOTO MPOBEEHUS IIMPOKOT0 KpyTra 3KCIPECCUOHHBIX aHAJIN30B C TOMOIIBIO

meroaa OT-IILIP B peaibHOM BpeMEHH.

6. HOJIO)KQHI/IH, BbIHOCMMbI€ HA 3alIIUTY

1. C wuCrmonab30BaHHEM METOMOB  BBICOKOTIPOM3BOAUTEIBHOTO CEKBEHHPOBAHHS — CO3/IaHbBI
TPAHCKPUITOMHBIE KapThl MOJEIBHOT0 oObekTa Ouonoruu pactenuit Arabidopsis thaliana u
omm3koro k Hemy amwnorerpamionna Capsella bursa-pastoris, mossosstoriue ynpocTHTb
(YHKIIMOHATBHBIN aHAIM3 TEHOB.

2. MomMmeHT mepexofa K I[BETEHHIO B amuKajdbHOM Mepucteme mobera Arabidopsis thaliana
XapaKkTepu3yeTcsl M3MEHEHHEM JWHAMHUKH KICTOYHBIX JICIICHUH, BEPOSTHO CBSI3aHHBIM C
COKpAIllEHUEeM JIJTUTSIbHOCTH KJIETOYHOrO 1uKIa 3a cuyet da3 Gi u Go.

3. PasButme xomomoBoro crpecca y Arabidopsis thaliana coueraer yHuBepcanbHbIe I BCETO

pacTeHUs MPOIIECCHI C TKAHECTICITU(DUIHBIMH.



4, Paznuuwns ODaTTCPpHOB  3KCHIPCCCHMU TOMCOJIOTUYHBIX TCHOB MOIYT BO3HUKATb H3-34

BO3HUKHOBEHHUS CalTOB IMOCaZIKN TPAHCKPHUIIIUOHHBIX (b&KTOpOB Y OAHOT'O U3 I'OMEOJIOT'OB.

7. CTeneHb I0CTOBEPHOCTH U anpodanus pe3yJibTaTOB

[To maTepmanam JIuccepTalMy OIMYyOJMKOBAHO YETHIPE CTAThU B PEIEH3HPYEMBIX HAayYHBIX
KypHanax. Pe3ynbprarel paboThl ObUIM TPEACTaBIEHBI HAa MEXIYHAPOIAHBIX KOHPEPEHIMAX H
CCMI/IHaan:

1. The 26" International Conference on Arabidopsis Research (ICAR) 2015, ITapux,
®paHuus;

2. The 29" International Conference on Arabidopsis Research (ICAR) 2018, Typky,
bunnannusg;

3. Life of Genomes 2018, Kazaus, Poccus;

4. The 44™ the Federation of European Biochemical Societies Congress (FEBS) 2018,
[Ipara, Yexwus;

5. The 11" International Conference on Bioinformatics of Genome Regulation and
Structure\ Systems Biology 2018, HoBocubupck Poccus;

6. The International Conference on Polyploidy 2019, I'enr, Benbrus;

7. VIl cbe3n BaBuinoBckoro oOimecTBa reHeTHKOB M cesekiuoHepoB (BOI'uC), 2019,

Cankr-IlerepOypr, Poccusi.

8. CTpykTypa u 00beM padoThl

Juccepranyst n3noxkeHa Ha 179 cTpaHUIlaX MaIMHOMMCHOTO TEKCTa U COACPIKUT CIIEIYFOIINe
paszensl: BBEJIEHUE; CIIMCOK COKPAIIEHU; TTaBhl 1-4, Ka)xaas U3 KOTOPBIX CONEPKUT BBEJICHUE, 0030D
JUTEPaTypHhl, PE3yNbTaThl, OOCY>KICHHE U 3aKIIIOUEHHUE; BHIBOJIbI, CIUCOK JIUTEPATYPhl U MPUITIOKEHUS.

Marepuan Bkitouaet 24 pucyHka, oJHy TaOJIMIly U CIIMCOK JIMTepaTyphl, coaepkammuii 407 ccbUIoK.
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9. Cniucok my0/IuKanuii Mo TeMe JMccepTANNT

[To Teme muccepranmuu OMyOJMKOBAHO YETHIPE CTAThU B PELEH3UPYEMBIX MEKITYHAPOIHBIX
Hay4HBIX JKypHaJIaX, BXOIAIIUX B OCHOBHBIC OmOImMoMerpudeckue Oa3bl maHHbx (PubMed, WoS u

Scopus):

1. Klepikova AV, Kasianov AS, Gerasimov ES, Logacheva MD, Penin AA. A high resolution map
of the Arabidopsis thaliana developmental transcriptome based on RNA-seq profiling. Plant J. 2016
Dec;88(6):1058-1070. doi: 10.1111/tpj.13312.

2. Klepikova AV, Penin AA. Gene Expression Maps in Plants: Current State and Prospects. Plants
2019 Aug;8(9):309. doi: 10.3390/plants8090309.

3. Klepikova AV, Logacheva MD, Dmitriev SE, Penin AA. RNA-seq analysis of an apical
meristem time series reveals a critical point in Arabidopsis thaliana flower initiation. BMC Genomics
2015 Jun 18;16:466. doi: 10.1186/s12864-015-1688-9.

4. Klepikova AV, Kulakovskiy 1V, Kasianov AS, Logacheva MD, Penin AA. An update to
database TraVA: organ-specific cold stress response in Arabidopsis thaliana. BMC Plant Biol. 2019 Feb
15;19(Suppl 1):49. doi: 10.1186/s12870-019-1636-y.

5. Kasianov AS, Klepikova AV, Kulakovskiy IV, Gerasimov ES, Fedotova AV, Besedina EG,
Kondrashov AS, Logacheva MD, Penin AA. High-quality genome assembly of Capsella bursa-pastoris
reveals asymmetry of regulatory elements at early stages of polyploid genome evolution. Plant J. 2017
Jul;91(2):278-291. doi: 10.1111/tp;j.13563.
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CIIUCOK COKPAILIIEHUIA

I'O — I'ennas OnTonorus (Gene Ontology)

D — nuddepeHnmanbHO SKCIPECCUPYIOIUNCS

JIDAB — nmuddepeHmanbHO SKCOPECCUPYIOMUKACS B TMape TOMEOJOTHMYHBIX TI'€HOB U3
cyorenomoB A u B

OT-IILP — nonumepasHas LenHas peakiusi ¢ 00paTHON TPaHCKPUIILUEH

I.H. — IIap HYKJICOTHIOB

MOJIMA — MMOJIMAJICHIIIMPOBAaHHAS

T® — TpaHCKpHUNIIMOHHBIN (haKTOP

COR — renbl, oTBevaroinue Ha xonoju (cold-response)

CV - xoadpdunuent Bapuanuu (coefficient of variation)

FPKM — uucno ¢parMeHTOB Ha THICAYY II.LH. T€HAa HAa MWUIMOH KapTUPOBAHHBIX UTEHUUN
(Fragments Per Kilobase per Million mapped reads)

RPKM — gncno yTeHnii Ha THICAYY II.H. T€Ha HA MAJUIMOH KapTHUpoBaHHBIX yreHuil (Reads Per

Kilobase per Million mapped reads)
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TJIABA 1. CO3JAHUE U AHAJIA3 TPAHCKPUIITOMHOM KAPTBI
ARABIDOPSIS THALIANA

1.1. BBenenue

OnHOM W3 UEHTpaNbHBIX 337a4 OWOJIOTUU SBISIETCS HU3ydYeHHEe (QYHKIMH TEHOB U UX
B3aMMOJICMCTBYS B IPOLIECCE PA3BUTHUS U >KU3HENEATEIBHOCTH OpPraHM3Ma C IOMOLIbIO Pa3BUTOIO
UHCTPYMEHTApUsI TCHETUYECKUX, (U3NOJOTHUECKUX, OHOXMMHUYECKMX M Jpyrux MeToioB. B
HOJABJIAIOMEM OOJIBIIMHCTBE CIy4yaeB 3KCIIEPUMEHTHI, HAalpaBJICHHBbIE Ha oOIpeleneHue (QYyHKUUN
T'€HOB, CTPYKTYPHI U IMHAMHUKH T€HETUYECKUX CETEH, MPOBOISATCS HAa MOJCIBHBIX 00BEKTaX, TAKUX KaK
Arabidopsis thaliana (L.) Heynh. unu Drosophila melanogaster Meigen. 3arem mnosyueHHbIC TaHHbIC
SKCTPANOIUPYIOTCA Ha apyrue Buabl. OHAKO BIUIOTH 10 HBIHELIHETO BPEMEHH JIUILb I HeOOIbILION
JI0JIM T€HOB OBbLIN MPOBEJEHBI SKCIIEPUMEHTHI, 103BOJIAIOINE HEMOCPEACTBEHHO N3YUNUTh UX (PYHKIUH.
[TomoGHBIE MccnenoBaHUs OOBIYHO HU3KOMPOU3BOAMTEIBHBI, 3aHUMAIOT MHOTO BPEMEHU M TPEOYIOT
3HAUUTENbHBIX YCUIINI, IO3TOMY IPUPOCT YMCIIA UCCIIEJOBAHHBIX T€HOB MPOUCXOAUT MEIJIEHHO. DTO
JieflaeT HeoOXOAMMBIM IOMCK MAacCOBBIX IOJXOJIOB, HO3BOJISIOIIMX XOT Obl KOCBEHHO CYAUTh O
¢GyHkuuu renoB. TakuM MOAXOAOM MOXKET ObITh U3ydeHHe npoduieii skcrnpeccun renos (AsSiS and
Bachtrog, 2013).

Okcnpeccueil reHa HasbiBaeTcst koiuuectBo ero MPHK B oOpasue; u3-3a orpaHu4eHHBIX
BO3MOXKHOCTEH mpsMoro usmepenus, konndectBo MPHK o0ObiuHO cumTaercs mponopruoHaIbHbIM
HEKOTOPOM n3MepuMoii BelmnurHe (YPOBHIO (IyOpPECLEHIIMH B CIIy4ae MUKPOUYHUIIOB WJIN YUCITYy YTEHUH
npu cexkBenupoanuu PHK). [Ipodunem, unu narrepHoM, SKCIPECCUN T'eHa Ha3bIBAETCS COOTHOIIEHUE
€ro ypOBHEH 3KCHpeccCMH B OpraHax M TKaHSIX OpraHM3Ma; JAJs TOJHOTHI NPEACTABIECHUS O HEM
TpeOyeTcsl ucciaeloBaHuEe TPAHCKPUITOMOB KaK MOKHO OOJBILIEro 4Mcia pa3lIudHbIX KIETOK, TKaHeH
VI OpraHoB. Takol MoaxXo/ Ha3bIBaeTCsl TPAHCKPUIITOMHOM KapTOM, TPAHCKPUIITOMHBIM aTJIACOM HJIN
aTyIacoM 3Kcrpeccuu reHoB. B pabore Schmid et al. TpaHCKpunTOMHAs KapTa onpesieneHa Kak OleHKa
IJ100aIbHOM AKCIpPECCHU T€HOB BO BCEX OpPraHax M TKaHSAX B XOJI€ BCErO0 OHTOTEHE3a OpraHu3Ma OT
smOpuoreneza o crapenus (Schmid et al., 2005). CooTBeTCTBEHHO, TMOJIHOMACIITAOHBIN
TPAHCKPUITOMHBIM aTiac TpeOyeT CYIIEeCTBEHHbIX MaTepUAIbHBIX 3aTpar g cOopa U 00paboTKH
oOpazuoB. Tem He MeHee, B NOCIETHHE JBAa ACCATHIETHS TMOSBUIMCH TEXHOJOTHUU TOTY4YEHUS
HKCIIPECCUOHHBIX JaHHBIX B MaclITa0e BCEro TeHOMa, 4TO 00JIeryaeT Co3JaH1e TPAHCKPUITOMHBIX KapT
pa3Hoii crenenu netanuzanuu. C UX TOMOIIbIO MOXHO U3y4aTh (PYHKIIMOHUPOBAHHUE TPAHCKPUIITOMA B
IEJIOM, OIpPENeNATh (PYHKUMU OTIENbHBIX I'€HOB M BBIABIIATH TKaHeCHEIM(HUUHBIC TPYMIbI I'EHOB,
JETEPMUHUPYIONIMX CIeIHaIn3anuio pa3Butus kierok (Su et al., 2004; Chikina et al., 2009; Wang et
al., 2010).
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Kak Ob110 cka3aHO BBIIIE, B HACTOSIIEE BPEMSI OCHOBHBIM CIOCOOOM OmpeaeieHus (PyHKIUH
F€HOB HEMOJENIbHBIX OOBEKTOB SIBISETCS SKCTPAMOJSAIUS JTAHHBIX C MOJENBbHBIX OPraHHU3MOB Ha
OCHOBaHUU CXOJICTBA HYKJICOTUIHBIX MOCIeA0BaTeIbHOCTEH. OHAKO XOPOIIO U3BECTHBI CITyYau, KOrjaa
OPOAYKTHl TEHOB C BBICOKHMM CXOJICTBOM HYKICOTHIHBIX TIOCIEIOBATEIBHOCTEH O00NagaoT
IPOTUBOIIOJIOKHBIMU Onosornueckumu  ¢yHkiusmu. Hampumep, rensr A. thaliana TERMINAL
FLOWER (TFL) u FLOWERING LOCUS T (FT) npunaiexar K OAHOMY ceMeicTBy u obnamarot 60%-
BIM CXOJICTBOM HYKJICOTUJIHBIX IMOCIEA0BATEIbHOCTEH, MPU 3TOM UX POJIU B MHHUIMALIMHU LBETEHUS
MPOTUBONOJOXKHEL. bonee Toro, 3ameHa omgHoW aMUHOKHUCIOTHI B Oenke TFL, xoTopelii B HOpMe
MPEMSITCTBYET MEPEXOy K BETCHUIO, U3MEHSET €ro (QYHKIUIO Ha aHAIOTUYHYIO MpoaykTy reHa FT,
SIBJISIFOIIErOCS. OJIHAM M3 OCHOBHBIX akTHBaTopoB IBeTenus (Hanzawa et al., 2005). CoorBeTcTBEHHO,
nepeHoc (yHKIMU MCKIIOYUTEIBHO IO CXOJACTBY HYKICOTUIHOW TOCIEIOBATEIIBHOCTH MOXKET
MPUBOJIUTH K OIMMOOYHBIM 3aKitoueHusIM. CpaBHEHUE TPODUIICH IKCIIPECCHH OPTOJIOTUYHBIX TEHOB Y
MOJICTIbHBIX M HEMOJICIBHBIX OOBEKTOB B TAKUX CIy4asX MOXKET YTOYHHUTh BO3MOXKHOCTH IEpeHOCA
¢dbyukun. Tak, B mpuBeIEHHOM BbIIIe TpuMepe npoduinn skcnpeccun reHoB TFL u FT paznuyarotes u
IIPU STOM HBOJIIOIIMOHHO KOHCEPBATUBHBI, TO €CTh MOTYT CIY>KUTh OJJHUM U3 KOCBEHHBIX CBUIETEIILCTB
¢dyukun (Hanzawa et al., 2005).

Takum o0pazom, s TPABWIBLHOTO (YHKIHMOHAIBHOTO TEPEHOCAa HAa HEMOJCIIbHBIC BHUIIBI
Heo0Xo[uMa ToIpoOHas TPAaHCKPUIITOMHAS KapTa MOJICTIFHOTO 00BhEKTa, KAKUM B OMOJIOTUH PAacTCHUMN
seisiercst A. thaliana. B 063ope sauteparypsl ['1aBbl 1 MbI 0OCYIMM COBPEMEHHOE COCTOSIHUE H
MEPCIIeKTUBBI PA3BUTHUS OOJACTH TPAHCKPUIITOMUKH, MOCBAIICHHONW CO3/IaHUIO aTIacoB IKCIPECCUU
TeHOB; B pazjaene 1.3 mpuBeIeHBI pPe3yJbTaThl, IMOJYYCHHBIC HAaMHU TPU CO3JAaHUM W aHAIU3e
tTpanckpunromuoit kaptel A. thaliana ¢ momomsio cekBenupoBanusi PHK; ocHOBHBIE BBIBOIBI U3

MOJIYYCHHBIX PE3YJIbTATOB IPUBCACHBI B PA3€CJIC 14.
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1.2. O630p auTepaTypbl
1.2.1. Ucmopus co30anus mpaHcKpunmoMHuIX Kapm pacmeruil

[TosiBeHWE aTJIaCOB SKCIPECCHH T'€HOB CTAJI0 BO3MOXKHBIM TOJBKO IMOCJE CYIIECTBEHHOTO
pa3BuTus TpaHcKpunToMuku. Haunnas ¢ nposeneHHoro B 1995 roay usyuenus skcrpeccuu reHoB A.
thaliana ¢ nmomompro JTHK-mukpounna (Schena et al., 1995), maccoBblii aHanu3 TPaHCKPHIILUH,
OCHOBaHHBIM Ha TUOpuAM3anuu MedeHHou (iayopodopamu kJIHK ¢ HaHeceHHBIMM Ha MHKpPOUYHUII
KOMILUIEMEHTapHBIMH TIocieoBarenbHocTssMu JJHK, Hamen mupokoe npuMeHeHHe B pa3HbIX 00J1acTIX
pactutensHol 6nostoruu (Rossel, 2002; Becker, 2003; Wellmer et al., 2004). B nepsoii monosuse 2000-
BIX TOJIOB YK€ CyIIECTBOBAIM PAaOOTHI CO 3HAUUTENILHBIM JUIsl TOTO BPEMEHHU YHCIIOM 00pa3IoB, cpeu
KOTOPBIX CIIEAyET YIOMSHYTh H3ydeHHe TPaHCKPUIITOMOB 15 30H kopus A. thaliana (Birnbaum, 2003),
aHanmu3 npoduield TPAHCKPUIIIUU TEHOB, M3MCHSIOIIUX SKCIPECCHUI0 B XOJIe KJICTOYHOTO IIHMKIIA,
(Menges et al., 2002) u uccenoBanue nupKaaHON peryssiuu sxcnpeccun reno (Harmer et al., 2000).
OnHako B 3THX paboTax pacCMaTpPUBAIKMCh OT/CIbHBIC OPraHbl M TKAHW HJIM OINPEICICHHBIC YCIOBUS
BBIpAIMBAaHKUS pPacTEHHil (TaKue, KaK MOBHIIIEHHAass HHTEHCUBHOCTE cBeTa, (Rossel, 2002). Kpome Toro,
B OOJIBIIMHCTBE W3 HHUX ObUIA MPEJCTABJICHA TOJBKO YacTh (JI0 TPETH) T'€HOB M3-3a TEXHUYECKHX
OTPaHUYCHUH MMPOU3BOACTBA MHKPOUHUIIOB.

[lepBas netanu3upoBaHHAs TPAHCKPUIITOMHAs Kaprta pacTeHus Obuia cozgaHa B 2005-om roxy
s A. thaliana (Schmid et al., 2005). ApaGuorncuc — Ki1acCHUeCKUii 00bEKT OMOJIOTHH PACTCHUH U
IepBOE pacTeHne ¢ cekBeHupoBanHbM renomoM (Meinke et al., 1998; Arabidopsis Genome Initiative,
2000), 6maromapst ueMy CTaJIO BO3MOXKHBIM CO3IaHKE dKCIIPecCHOHHOro Mukpounta Affymetrix ATHI,
COJIEpXKAIIero MPOOBI K MPUOIUZUTENHHO 22 ThICSYaM T€HOB. DTO cocTaBsiio 6onee 80% M3BECTHHIX K
TOMY MOMEHTY TeHOB U 0kosio 70% rexoB u3 annotanuu TAIR10 (Schmid et al., 2005; Lamesch et al.,
2012). TpauckpuntomHas kapra Schmid et al. crana 3HaKoBOM pabOTO#l B 00JaCTH PaCTUTENBHOI
TPAaHCKPUNTOMUKA M BO MHOTOM ONpEAEIHIa KIFOUEBBIE BOMPOCHI, M3y4YaBIIMECS B TOCIETYFOIINX
aTiacax.

B Tedyenue mociemHUX MONyTOpa JACCATHICTUN MPOTPEecC B TEXHOJOTHAX CCKBCHUPOBAHUS W
COOpKM TEHOMOB TMPHBOJUT K HEYKIOHHOMY pOCTY 4YHCIa TIOJNHBIX IOCIEJ0BAaTEeIbHOCTEH
pacTUTENBHBIX TeHOMOB. Cpey BUIIOB, Yeil TeHOM ObLIT CEKBEHHMPOBAH, €CTh KaK MOJICJIbHBIE OOBEKTHI,
Takie Kak KOPOTKOHOXKa JaBykosockoBas (Brachypodium distachyon (L.) P.Beauv.) (International
Brachypodium Initiative, 2010) u nactymss cymka (Capsella bursa-pastoris (L.) Medik.) (Kasianov et
al., 2017), Tak u X03siCTBEHHO-IICHHBIE pacTeHUs, B TOM 4mcie Kykypysa (Schnable et al., 2009), puc
(Goff etal., 2002; Yu et al., 2002), mouepna (Young et al., 2011) u cos (Schmutz et al., 2010), a Takxe
MHOTHE Jpyrue pacTeHus. brarogaps pa3BUTHIO T'€HOMHKH, HOBBIC JICTAIN3UPOBAHHBIC

TPaHCKPUIITOMHBIE KapThl co3aaioTcs exeronno (Pucynok 1.1). B 0630pe nuteparypbl HaMu OyyT
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paccMOTPCHBI TPUALATE CEMb aTJIACOB 3KCIIPECCHUU I'CHOB, CIIMCOK KOTOPBIX MPUBCIACH B HpI/IJIO)KeHI/II/I,

Taomuua 1.1.

207

MeTon

= Mukpounun

177 = CekpeHuposaHne PHK

YMUCNo TPaHCKPUMTOMHBIX KapT

2005 2006 2007 2008 2009 2010 2011 2012 2013 2014 2015 2016 2017 2013
[on

Pucynoxk 1.1. Poct yncna omyOIuKOBaHHBIX TPAHCKPUIITOMHBIX KapT PACTEHUH.
1.2.2. Texnuueckue xapaxmepucmuxu mpaHcKpunmoMHuIX Kapm

TpaguuyoHHO Uil CO3JaHUSl TPAHCKPUITOMHBIX —aTJacoB IPHMEHSIOT JBA MeETola
IIMPOKOMACINTAOHOTO aHAKM3a IKCIPECCUH: MUKpoUnIibl u cekBeHupoBanue PHK. 3a uckiroueHuem
paborsr Nobuta et al., 2007, rme ¢ TNOMOIIBIO TEXHOJOTHM MACIITA0OHOTO MMapaIETBHOTO
cekBenupoBanusi curHaryp (MPSS, (Brenner et al., 2000) 6buto m3ydeno 18 obGpasios puca (12
pa3IMYHBIX TKaHEH pacTeHus 1 6 00pa3loB 1Mo Bo3aeicTBueM abrotndeckux crpeccon) (Nobuta et al.,
2007), Bce paccMaTpuBaeMble HAMH TPAHCKPHIITOMHBIC KapThl OBLTH CO3/IaHbI C IIOMOIIBIO ATHX JIBYX
TEXHOJIOTHIA.

W3 paccMOTpeHHBIX HaMU TPHUALIATH CEMHU aTIacoB JKCIPECCHMH T'eHOB 14 ObUIO co37aHO C
HOMOIIBIO TEXHOJIIOTMH MUKPOYHIIOB. JITUTENIbHAS HCTOPUS Pa3pabOTKH M MPUMEHECHUS] MUKPOYHUIIOB
JieTaeT MX HAJeKHOW TEXHOJOTHEH ¢ MOJPOOHBIMH MPOTOKOIAMH HCIOJB30BAHUS M IOCICIYIOIICH
obpabortku nanubix (Brazma et al., 2001). OgHako 3TOT METOT UMEET PsiJl CYIIIECTBEHHBIX OTPaHHYCHHH.
K HUM OTHOCATCS (PUKCHPOBAHHOCTH HaboOpa TE€HOB, MPOOBI K KOTOPHIM MPHUCYTCTBYIOT HA YHIIE, U
BBITCKAIOIIAsl U3 JTOr0 HEBO3MOXKHOCTh OOHApY)KEHHs HOBBIX ajlbTepHAaTHBHBIX u30popm PHK wu
HCAaHHOTUPOBAHHBIX paHEe TI'CHOB, a TAKXKE HETOYHAs OLCHKA JKCIPECCHH T'CHOB C OJIU3KUMHU
nocienoBarensHocTsiME (Sekhon et al., 2013). OcoOeHHO CyIeCTBEHHO 3TH OTPaHUYUCHHS 3aTPY/THSIOT
aHAM3 OKCIPECCHH TEHOB TMOJUIUIOWAHBIX PAaCTeHH, K KOTOPBIM OTHOCSTCS  MHOTHE

CEIbCKOXO0351ICTBEHHBIE KYJBTYPBHI. OTO MOXKET IMPpUBOJUTH K HCKOppCKTHOﬁ OIICHKE S5KCITPECCUOHHOTO
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npoduist 00pasna, 0COOEHHO €CM ero TPAHCKPHUIITOM paHee HEe aHaJM3MPOBAICS, H TaKMM 00pa3om
BIUATh Ha Ouosormdeckue BbIBOAbL. Clienyer, OIHAKO, OTMETUTh, YTO CTEHCHb JeTaIU3alUH
MHKPOYHIIA HAMPSIMYIO 3aBHCHT OT KauecTBa COOPKM M aHHOTAIIMM I€HOMA, HA OCHOBE KOTOPOTO OH
CO3[1aH, TOATOMY IPOTPECC TCHOMHBIX TEXHOJOTMW TI03BOJISICT CO3[aBaTh BCE OoOJiee IOJHBIC
MHKPOYHITHI.

[TapameTpoM, OTpa)aroIIUM TIyOUWHY aHajiHM3a C IOMOIIbE) MHKPOYHIIOB, SIBISICTCS YHCIIO
TEHOB, TPOObI K KOTOPHIM HPUCYTCTBYIOT Ha MHKpodune. B paccMarpuBaeMbIXx Hamu
TPaHCKPUIITOMHBIX KapTax 3TO 4UCIIO pacnpenensuiock ot 21 439 (sumens, (Druka et al., 2006) mo 61
115 (mmenuna, (Schreiber et al., 2009), u, o oreHKe aBTOPOB, COCTABIISIO OT 72% aHHOTHPOBAHHBIX
Ha TOT MOMEHT reHoB (kykypy3a (Sekhon et al., 2011) no 100% (mmenuna (Schreiber et al., 2009) u
copro (Shakoor et al., 2014). B mnoxaBisromeM OOIBIIMHCTBE pabOT HCIOJIB30BAIMCH pPaHEe
CKOHCTPYHUPOBAHHBIC MHUKPOYHMIIBI, OJHAKO B HEKOTOPBIX CIIydYasX YHUIBl CO3/IaBAIUCh CaMUMHU
uccienosareasiMu. K TakuM paboTaM OTHOCSATCSI TPAaHCKPHITOMHBIC KapThl Tabaka (Edwards et al.,
2010), xykypyssl (Sekhon et al., 2011), copro (Shakoor et al., 2014) u mxa Physcomitrella patens
(Hedw.) Bruch & Schimp. (Ortiz-Ramirez et al., 2016).

ATHachl 3KCIPECCHH T'€HOB, CO3JaHHbBIC C MOMOIIBI0 MHUKPOYHUIIOB, [IPOJOIKAIOT MOSBIATHCS,
OJTHAKO POCT MX YHCJIA OIIYTUMO 3aMEUISETCS, U Ha CMEHY UM MPUXOMSAT TPAHCKPUIITOMHBIC KapThl,
ocHoBanHbIe Ha cekBeHrpoBanuu PHK (PucyHok 1.1). Cpenn paccMOTpPEHHBIX HAMHU aTJIacoB 22 OBLIO
HOJIYYEHO C IIOMOILBIO 3TOro MeTo1a. COracHO HAIIUM CBEICHUSIM, CAMBIMH PAHHUMHU CPEIIH HUX ObLIH
kapra puca (Zhang et al., 2010), comepkamast 8 obpasios, u ase kapthl cou (Libault et al., 2010b;
Severin et al., 2010) — 9 u 14 00pas3110B COOTBETCTBEHHO.

CpaBHEHUIO TOYHOCTHM M NPOU3BOJUTENILHOCTM MHKPOYMIOB M cekBeHupoBanus PHK
MOCBSIIEHO 3HAYUTEIbHOE KomuuecTBO pabor (Zhao et al., 2014; Rai et al., 2018); B oTHOImIECHUH
TPaHCKPUITOMHBIX KapT Takoe CpaBHEHHWe ObL1o mpoBeneHo B padore Sekhon et al. mis xykypyssi
(Sekhon et al., 2013). Ucnons3oBanue oxuoi u Toi ke PHK mms aHamm3a sKCIpeccHu ¢ MOMOIIBIO
mukpounnoB (Sekhon et al., 2011) u cexBenupoBanus (Sekhon et al., 2013) no3Bonmio u3dexkath
Ouonmormyeckoil  BapuaOENPHOCTH M CPaBHUTh  TEXHHYECKHE  XapPAKTEPUCTHKH  METOJIOB.
DKcnpeccnoHHBIE MPOGIITN 00pa3LoB, TOIYyUYSHHBIE IBYMsI TEXHOJIOTHIMH, OBUTH CX0KU MEXKIY CO00it
(ko3 puument xoppenaunu [Tupcona st pasHeix 00pa3iuos sexain B nuanaszone ot 0,70 no 0,83). B to
ke Bpems cekBeHrpoBaHue PHK no3Bosisiiio o0Hapy UTh TPaHCKPUIITHI CYLIECTBEHHO OOJIBILIEr0 Yncia
reHoB (82,1% oOT Bcex AaHHOTHPOBAHHBIX TEHOB MpoTuB 56,5% y uumnoB), BKIIOYAs
TKaHecnenu(pUIecKre, a TaKKe JyUIe Pa3Indallo SKCIPECCUIO MapaTOTHYHBIX TCHOB.

TexHnYeckoe KaueCcTBO TPAHCKPHUIITOMHBIX KapT, MOJYYSHHBIX C MOMOIIbIO CEKBEHHPOBAHMS,
MOYKHO OIIEHHUTB T0 TAaKUM MapameTpaM KaK TEXHOJOTHS CEKBEHHPOBAHHUS, JUIMHA YTCHHUH U TITyOMHA

CCKBCHUPOBAHUA.
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Haunbonee yacTo as co31aHus aTJIacOB KCIPECCUU T€HOB NMpUMeHsach miatdopma Illumina
(IMlumina, CIIA) — ot cexBenatopa GAII 1o HiSeq2500, B 3aBrcuMocTH 0T roja myoukamnuu. [ToMmumo
[llumina, ucrons3oBanuck mwiatGopmer SOLID (Bepcuu 3.0 u 4.0, Applied Biosystems, CIIIA) (Meyer
et al., 2012; Ibarra-Laclette et al., 2013) u GS-FLX+ (Roche Applied Sciences, CIIIA)) (Caiias et al.,
2017).

JInvHa 9TeHUS SBJSIETCS] BYKHBIM MMapaMeTPOM, BIIMSIONIMM Ha YCIEIIHOCTh KAPTUPOBAHHUS H,
TaKUM 00pa3oM, Ha 00bEM MOJy4aeMbIX NaHHBIX. BoJibllas JIMHA YTEHUs] 00ECHeYMBaeT JIydlliee
KapTHPOBAHHUE, YTO HE CTOJIb BAXKHO JIJIsI BUIOB C XOPOIIO COOPAaHHBIMH M aHHOTHPOBAHHBIMH ITPOCTHIMU
TEHOMaMH, OJHAKO HEOOXOIMMO JUIS TMOJHMIUION/IOB U IPYTHX BapHAHTOB CIOKHBIX T€HOMOB. [IJTHHBI
YTEHHIA, MOJIyYCHHBIC B Pa3HbIX paboTax, HANPSAMYIO 3aBUCAT OT roja MyOJUKAIMHd CTaTbu (UTO
OTpaXkaeT Pa3BUTHE TEXHOJOTWH CEKBEHHPOBAHHMS): TaK, €CIM B PaHHHX paboTax JJIMHBI YTCHUN B
OCHOBHOM He TnpeBbitnain 36 m.H. (map nykieoruaos) (Libault et al., 2010b; Severin et al., 2010), To B
JabHEHIIEeM B OCHOBHOM HCITOJIb30Bauch uTenus mmnoi 100 m.H. (Vlasova et al., 2016; Walley et al.,
2016), a MakcuMalbHas JUIMHA 9TeHus i miatdopmsel Illumina cocrasuna 150 m.a. (McCormick et al.,
2018). Criemyet yHOMSIHYTb TaK XK€ O CTPYKTYpE YTCHHIA: MApHbIC YTCHHS YBEIUUHUBAIOT Pa3peIIatoIIy o
CIMOCOOHOCTh KaPTUPOBAHUS, TIOATOMY B OOJIBIIUHCTBE PAOOT UCIOJIB30BATIM UMEHHO UX, OJHAKO IS
00BEKTOB, 00JaTaOMKX XOpoIel cOOpkoi reHoma (Kak, Hampumep, KyKypys3a) ¢ ycrexoMm ObuTh
ucnosp3oBanbl onuHovyHbie uTeHus (Walley et al., 2016). Takoit au3aiiH 3KCliEpUMEHTa CHHYKAET
CTOMMOCTh CEKBEHUPOBAHUS 110 CPABHEHHIO C TIAPHBIMU YTEHHUSMH, YTO MMO3BOJISIET MPOAHATH3UPOBATh
Ooblliee YUCIO0 00Pa3I0B H/WIIK YBEIUIUTh TTYOUHY CEKBCHUPOBAHHSI.

VBenuueHne TIyOWHBI CEKBEHHPOBAHHS IMO3BOJISICT MPOBOIUTH AHAINU3 C 00Jice BBICOKHM
paspelieHrHeM M, COOTBETCTBEHHO, JeiaTh 0oJice HaJeKHBIE BBIBOABI 00 JKcIpeccuu. [iryOuHa
CEKBEHHUPOBAHUS OICHUBAIACh HAMH KaK CyMMapHOE 10 BCEMY aTJIacy YMCIIO KaPTHPOBAHHBIX YTCHUI
(st Tex paboT, B KOTOPBIX OBUIO MPHBEICHO 3TO YMCI0). MUHUMAIbHOE CyMMapHOE YHCIIO YTCHUIT
OBLTO TpeICTaBICHO B aTjace sKcnpeccuu reHoB po3sl (Dubois et al., 2012) — 9,3 mutH, MakCHMaIbHOE
—KyKypy3sL 4,5 map (Stelpflug et al., 2016). Crienyer oTMeTHTB, 4TO OOJIee 3HAUNMAst XapaKTePUCTHKA
MOJTHOTHI OMHMCAHHMs TPAHCKPUITOMAa — YHUCJIO YTCHHH, MPHUXOSIIMXCS Ha KaxIplidi obOpaser] B
OT/ETBHOCTH, TaK KaK B MPeJesiaX OJJHON TPaHCKPUIITOMHOW KapThl 3TH 3HAYEHHUSI MOTYT CYIIECCTBEHHO
paznmuuatbesa. HeoOXxomuMelit pazMep OTAENIbHOM OMOTMOTEKH 3aBHCHT OT II€JICH HCCIICOBAHUS: IS
U3yYEHHs TPAHCKPHUIITOMA OTICIBHON KICTKH TPeOyeTCs HECKOIBKO MHUJUTMOHOB YTCHHI, B TO BPEMSI
KaK Uil aHaiM3a COOBITHIl CITalicCHHTa B OTACIBHOM OpraHe HeoOXoauMo okojio 100 MiH yTeHHi
(Conesa et al., 2016).

ITomMuMoO TIIyOMHBI CEKBEHHPOBAHHS, Ha pPE3yJbTaThl aHAINW3a TPAHCKPUIITOMHOW KapThl
OoJbIlIOE BIMSHHE HWMEIOT Haaudue pedepeHCHOro TeHOMa M €ro KauecTBO. B momaBisroriem

OOJIBIIIMHCTBE CJIY4acB HU3Y4YCHHUC OKCIPCCCUHU B OTCYTCTBHC pe(bepeHCHoro I'CHOMa HEC II03BOJIACT
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c/IesiaTh HaJICKHBIC BHIBOJIBI 00 UCCIIETYEMBbIX MPOIIECcax. ITO CBSI3aHO C KpalHEH CII0KHOCTBIO COOPKHU
TPAHCKPHUIITOMA: YHUCJIO KOHTHIOB WM CcKaddoJI0B 3a4acTyi0 B pa3bl MPEBBIIIAET YUCIO TI'CHOB
OpraHM3Ma, 4YTo JIeJaeT HEBO3MO)KHBIM KOPPEKTHBIH aHAIM3 IKCIPECCHH JaKe B Cydae TaKoro
IPOCTOTO ¢ TOYKH 3PCHHUsS OpraHu3alMyi 'eHOMa U yuciia reHoB oObekTa kak A. thaliana (Ono et al.,
2015). Tem He MeHee, KapTHPOBAHWE YTCHUW HAa TPAHCKPHUIITOM B HACTOSINEE BPEMs IIMPOKO
HNPUMEHSETCS U1 HEMOJICTIbHBIX 00BEKTOB ¢ 0OJbIIUMH TreHoMaMu. Cpelil pacCMaTpUBACMbIX HAMH
TPAaHCKPUIITOMHBIX KapT B JICBIATH MPOBOAWINCH CEKBEHHpOBaHHE U COOpKa pedepeHCHOro
TPAHCKPHUIITOMA; B MX YHCJIO BXOIST po3a, aBokajo, apaxuc (Dubois et al., 2012; Ibarra-Laclette et al.,
2013; Clevenger et al., 2016).

CTpeMHTEIIbHOE Pa3BUTHE TEHOMHBIX TEXHOJOTHI M MCIIOJIb30BaHHE B COOPKE FEHOMOB TaKHMX
METOJIOB KaK CHHTCTHYECKHE JJTMHHBIC YTCHUS WM ornpeneicHue konpopmammu xpomocom (Hi-C) B
OyaylieM TO3BOJISAT IOJy4YaTh IOJHBIC IIOCIICAOBATCILHOCTH TEHOMOB OOJIBIIOTO pa3sMepa u
CIIOKHOCTH. B 3TOM cilydae MOBTOPHBIN aHAW3 aTjacoB SKCIPECCHU I'€HOB, B HACTOSIIUN MOMEHT
UCIIOJIB3YOMIMX TPAHCKPUIITOMBI, MPEJOCTABUT BO3MOXKHOCTH MPOBEPHTh M YTOYHHUTH CJCITaHHBIC

BBIBOJIbI.

1.2.3. IIpedcmasnennocms makcoHo8 cpedu U008, 01 KOMOPblX CO30AHbl MPAHCKPUNIMOMHbLE

Kapmubl

[ToxpriTocemennbie (Magnoliophyta) cocTaBisiroT OOJIBIITYIO YacTh COBPEMEHHBIX PACTCHHI: K
HUM oTHOCHTCS He MeHee 350 Teicsa BumoB (The Plant List, 2013), a Takke abcoIr0THOE GOIBIIHHCTBO
CEJIbCKOXO035HCTBEHHBIX paCTeHUHN. DTH (DaKThl ONPENENISAIOT CUCTEMAaTHUECKOE MOJI0KEHUE BUIIOB, /IS
KOTOPBIX CO3[aHbI TPAHCKPUTITOMHBIE KapPThI; PA3HOOOpa3He N3YUEHHBIX PACTCHUN OBIIIO OIIEHEHO HaMHU
C TIOMOIIIBIO MocyeHero BapuanTta kinaccudukanuu APG IV (The Angiosperm Phylogeny Group, 2016)
(Pucynok 1.2).

Tonbko Tpu aTiaca SKCIPECCUH U3 TPUILATH CEMHU CO3/1aHbl JUIsl HELIBETKOBBIX PACTEHUN: MXa
P. patens (Ortiz-Ramirez et al., 2016; Perroud et al., 2018) u cocubl npumopckoii (Pinus pinaster Aiton)
(Cadias et al., 2017). ba3anbubie [[BeTKOBBIE TIpEICTaBICHBI TOIBKO aBoKaao (Persea americana Mill.)
u3 cemeiictBa Lauraceae Haamopsiika Magnoliidae (Ibarra-Laclette et al., 2013).

Bosbie TpeTw TpPaHCKPUOTOMHBIX aTiacoB co3faHbl i OAHOAONBHBIX, MpPU 3ITOM
€IMHCTBEHHOE TIPEJICTABICHHOE ceMeicTBO — Poaceae, 4To 0XHIaeMo, TaK Kak 3JIaKd TPaTUIIHOHHO
COCTABJISIFOT OCHOBHYIO YacCTh CEIbCKOX035MCTBEeHHOM poaykuuu: B 2017 rony IIpomoBosibcTBEHHAS 1
cenbckoxo3siicTtBeHHas opranuzanusa OOH onenmna o0beM COOpaHHOTO ypoxkas 37akoB B 2 642
mLInoHOB ToHH (FAO, 2018). Cpenu n3yueHHBIX pacTeHUI MPUCYTCTBOBAIM TAaKHUE BaXKHbIE KYJIbTYPbI
kak puc (Nobuta et al., 2007; Wang et al., 2010), kykypy3a (Sekhon et al., 2011; Stelpflug et al., 2016),
copro (McCormick et al., 2018) u ssamens (Druka et al., 2006).
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Pucynoxk 1.2. TakcoHOMHsI BHUJOB, JIi KOTOPBIX CO3JIaHbl TPAHCKPUITOMHBIC KapThI.
dunorenerndeckoe AepeBo [Tokpeirocemennbix B cucteme APGIV amgantuposano u3 (The Angiosperm
Phylogeny Group, 2016).

Bonee npencraBneHsl 1ByA0IbHBIE PACTEHUS: TPAHCKPUIITOMHBIE KapThl ObUTN CO3JaHbl AJis 22
pacrenuii. I3 Hux x actepumam otHocutcs Tonbko Coffea arabica L. u3 Rubiaceae (Ivamoto et al.,
2017), a taxxe Nicotiana tabacum L. (Edwards et al., 2010) u kaprodens Solanum tuberosum L. (Massa

2007)

9THU

et al., 2011) u3 cemeiictBa Solanaceae. Kpome Toro, 6a3a nanusix eFP browser (Winter et al.,

COJIEP)KUT OIKCIpPEeCCHOHHble Tmpodunu Tomara U Kaprodens (Solanaceae), oaHaKo

TPAHCKPHUIITOMHBIC OAaHHBIC HCIIOJB30BAJIMCh B OCHOBHOM B MOCIIAX AaHHOTAlMKM TCHOMOB W HE

aQHAJIM3UPOBAIUCH OTACIBHO, IIO3TOMY MBI HE pacCMaTpUBalIM UX B HamieM o63ope (Xu et al., 2011; Sato

etal., 2012).
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Heckonbko JIydilie M3y4eHbI PO3HJBI, XOTS IMPEICTABICHHOCTh CEMEHCTB TakKe HEBEIHKA:
COTJIACHO HAIIIMM CBEJICHHSM, CYIICCTBYIOT TPAHCKPHUIITOMHBIC aTjiachl BHIOB H3 CEMEUCTB
Brassicaceae, Cucurbitaceae, Fabaceae, Rosaceac m Salicaceae. B cemelictBo Fabaceae (mecsaTh
TPAHCKPUIITOMHBIX KapT) BXOAUT OOJBIIOE KOJIUYECTBO XO3SMCTBEHHO-IICHHBIX PACTEHHMH, TaKHX,
kak apaxuc Arachis hypogaea L. (Clevenger et al., 2016), moniepua (O’Rourke et al., 2015) u cos
(Libault et al., 2010Db; Severin et al., 2010), a x Brassicaceae (Tpu ariaca) OTHOCATCS KJIaCCHYECKUI
moaenbHbiii 00bekT A. thaliana (Schmid et al., 2005) u ceabCKOXO3SICTBEHHBIE PACTEHHS pPOa
Brassica.

Jlnst psima pacTeHuii OBUTO CO3/IaHO HECKOJBKO TPAHCKPHUIITOMHBIX KapT — M3-3a IOSBJICHHS
HOBBIX MeTo0B (Shakoor et al., 2014; McCormick et al., 2018) wiu B ciyyae pa3HbIX HalpaBICHHI
uccienoBanus oobekTa (Jiao et al., 2009; Wang et al., 2010).

TakuM 00pa3oM, B HACTOSINEE BPEMsI TOJBKO OTIEIbHbIE TAKCOHBI M3YYEHBI C TOYKH 3PEHUS
r1o0aJbHOr0 aHajaM3a OSKCIpecCHH. W3BECTHO, YTO HEJAOCTATOYHAs M CMEIIEHHas BBIOOpPKa
AHAJM3UPYEMbIX BHIOB MOYKET IMPUBECTH K OIMHOOYHBIM BBIBOJIAM, HAPUMED, HEMPABUILHBIN HAOOP
TAKCOHOB MpH aHanu3e Boronuu [Tokpeitocemennbix (Goremykin, 2003) npuBe K napagoKcaabHOMY
BeIBONY, 4uT0 ambopesia (Amborella trichopoda Baill.) He sBisiercst 6a3ajbHBIM I[BETKOBBIM. B
JAaTbHEHIIIEM HCIIOJIb30BaHUE COAJIAHCUPOBAHHOTO HaOOpa TaKCOHOB MOKA3aJI0 OMIMOOYHOCTH 3TOM
runore3bl (Stefanovi¢ et al., 2004). Iloatomy panmpHeiIee W3y4YeHHE TPAHCKPUITOMUKH BHIIOB,
HaXO/ISIIMXCS B Pa3HbIX YaCTAX IBOJIIOIUOHHOTO APEBa, HEOOXOIUMO IS MTOJIYIESHHUS O0JIee MOTHOTO U

TOYHOTO MPEJCTABICHHUS O CTPYKTYPE U BAPHATUBHOCTH PACTUTEIHFHOTO TPAHCKPHUIITOMA.
1.2.4. Cmenens oemanuzayuu mpaHcKpunmoMHuixX Kapm

PaccMoTpeHHBIE HaMH aTiachl JKCIPECCHH TEHOB CYIIECTBEHHO pPAa3IMYalOTCsA IO CBOEH
JeTajau3alky, TO ecTh MO YMCIy O0pa3lioB: HaMMEHee JeTalu3UpOBaHHAs TPAHCKPUIITOMHAs KapTa
cojepikana msaTh 00pasioB (kieBep moazeMubii, Trifolium subterraneum L. (Kaur et al., 2017), a nse
HanOosee noapooHsie — 79 (A. thaliana u Z. mayes (Schmid et al., 2005; Stelpflug et al., 2016) (Pucynox
1.2). Uzy4aembie 00pa3ibl OTpakatoT OOIIYI0 aHATOMHUIO PACTEHHSI, M UX 0a30BBII HAOOP MPAKTHUYECKH
OJIMHAKOB IS BCeX KapT. B mx 4Mcio, Kak MpaBuilo, BXOSAT: CO3PEBAIOIIME U 3peible CeMEHa /1IN
IUIO/IBI W/WIM SMOPHOHBI, MpopacTaroliee ceMs, MPOPOCTOK (WM €ro 4acTu), credenb, JUCT (Jarie
OoJee, YeM Ha OJTHOM CTaMH Pa3BUTHS, M B BHJIE OTJEIFHBIX YaCTe ), IBETOK (KaK MPaBUIIO, OTACIHHBIC
€ro OpraHbl) U KOPEHb.

Jlnist XO3UCTBEHHO LEHHBIX OJHOJOJBHBIX JETANIN3ALMUS 3KCIPECCUU CKIIOHSETCS B CTOPOHY
BO)XHBIX JJIS MPOJYKTUBHOCTH 0OOpa3IoB, TO €CTh COLBETHH M OpPraHoB LIBeTKa (TECTHK, THIYMHKA,
nserounbie yenryn) (Druka et al., 2006; Zhang et al., 2010) u cemeHu, B 0COOCHHOCTH 3HAOCTIEPMA
(Wang et al., 2010; Sekhon et al., 2011, 2013; Stelpflug et al., 2016).
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MHorre 0000BbIC pPacTCHUS SIBJISIOTCS BaKHBIMH CEIbCKOXO3SUCTBCHHBIMH KYJIbTYpaMHU H
UCTIONB3YIOTCS JUTsl 00OTalleH s MTOYBbI a30TOM, 4TO Heo0XoauMo st 3deKkTuBHOTO 3emiienenus.
[TosToMy B TpaHckpurToMHoii kKapte cou (Glycine max (L.) Merr.) B 601bIIHX TOAPOOHOCTSIX U3yUCHBI
pasHble YacTH KOPHA W KIYyOCHBbKH, B KOTOPBIX OOUTAIOT CHUMOHMOTHYECKHE a30T(HUKCHPYIOIINE
oakrepun (Libault et al.,, 2010b), a ans mrouepus yceuennoi (Medicago truncatula Gaertn.),
MOJICIILHOTO O0BEKTa MCCIICAOBaHUI CMMOMO3a PAaCTCHUS M a30TQUKCUPYIOIIUX OAaKTEpHid, cO31aHa
cepust pasButus KiyoenbkoB (Benedito et al., 2008). Kpome Toro, Tak Kak IUIOABI COHM IIMPOKO
UCIIOJIB3YIOTCS B IMUILEBOM MTPOMBIIUICHHOCTH, BTOPOM aTiiac dKCIpeccuu reHoB G. Max coaep KuT ceMb
craauii pa3sutus nBerka (Severin et al., 2010).

TpaauunonHas MaciIH4Hast KyJibTypa pebkuK moceBroii (Camelina sativa (L.) Crantz) obnamaert
PSIOM SKOHOMHYECKUX MPEUMYIIECTB, TAKUX, KAK KOPOTKUH BETeTAllMOHHBIN MEPHO U CIIOCOOHOCTH
pacté B pa3HOOOPA3HBIX YCIOBHSIX, H MOXKET OBbITh MCIIOJIBb30BaHA JUIS MOJYYCHUS] OMOTOILIMBA, YTO
00BSCHSCT BO3BpAIlICHUE UHTEpeca K Hell. Pa3BuTHe ceMsiH 1 IIBETKA — OCHOBHBIX JUISI TIPOIYKTUBHOCTH
opranos C. sativa — moapo6Ho paccMoTpeHo B TpaHckpuntomHoM atiace (Kagale et al., 2016).

OcobnsikoM crouT paborta Jiao et al., mpencraBistomas coOOW KIETOYHBIM aTiac puca —
UCCIIC/IOBAaHHE OKCIpeccud T'eHOB B 40 THIAX KICTOK, BBIICICHHBIX C IOMOIIBIO JIa3ePHOMN
MHUKPOJMCCEKIIMUH M3 TPeX 30H KOPHEH, MPUMOPAMEB JIMCTHEB HA Pa3HBIX CTAJAUAX Pa3BUTHI U
IPOpacTaroIIEero ceMeHu Tpex Bo3pactoB (Jiao et al., 2009).

B psige pabot, mOMUMO OCHOBHOTO HAa0Opa NaHHbBIX, MPEICTABISIONIMX Pa3BUTUE PACTCHHS B
HOPMAJIBHBIX YCIIOBHSIX, HCIIONB3YIOT 00paslbl, MOABEPraBIINECS CTPECCOBOMY BO3ACHCTBHIO,
ounoTrueckomy miam adbuornueckomy (Nobuta et al., 2007; Massa et al., 2011; Dubois et al., 2012). B
TPaHCKPUIITOMHOM KapTe PO3bl OT/EIbHOE BHUMAHHE YACICHO 00pa3iiaM, MOABEPIIIUMCS 3aPayKCHUIO
rpuOHBIM TTaToreHoM Botrytis cinerea, KOTOpbIil CHUXKAET Ka4eCTBO COOMPAEMbIX I[BETOB, YMEHBIIASA
npoayktuHocth (Dubois et al.,, 2012). [Ins copro (37maka, KyJIbTHBHPYEMOrO Ha OOJBIIOM
pa3HoOoOpa3uu TMO4YB) OblIa MPOAHAIM3UPOBAHA DKCIIPECCHsi B oOpaslax, TMOJMYYEeHHBIX MpHU
BBIPALIMBAHNH PACTCHUI HA pa3IMYAIONIMXCS 110 cofiepkanuio a3ora mousax (McCormick et al., 2018).
B TpaHCKpUNTOMHYIO KapTy pHca, IOMHMO CTaHJAapPTHBIX, BXOJHMJIO BOCEMb OOpa3IOB KAIIYCOB B
npoiiecce reHetudeckoi Tpanchopmartuu (Wang et al., 2010).

B arnace skcnipeccun reHoB A. thaliana moguepkuBaercst BaXXHOCTh cOOpa OTACIBHBIX YacTei
OJTHOTO OpraHa: Mo CPABHEHHIO C MPOQHIEM IKCIPECCUH 1IETI0T0 I[BETKA, YUCIO IKCIPECCUPYIOIIUXCS
TCHOB XOTS Obl B OJHOM W3 YETHIPEX OPraHOB IIBETKA (YAILICIUCTHKE, JICTIECTKE, THIYMHKE WU
wiogoymcTrke) Obuto BhIie Ha 11% (Schmid et al., 2005). To xe HaGmoaeHHE OBLIO CHETAHO B
KJIETOYHOM atjiaceé pHca, TJe B MHOTOYHMCICHHBIX CIIydasX SKCIPECCUsl TeHa, Halirojaemasl B

OTJCIILHOM THIIE KJICTOK, HE BBISBIISIACH MPU aHAJIM3€ OpraHa, B COCTaB KOTOPOro oH BxoauT (Jiao et

al., 2009).
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3T1oT PakT HEOOXOIUMO NMPUHUMATh BO BHUMAaHME NMPHU CO3/JaHUH HOBBIX TPAHCKPUIITOMHBIX
KapT, U BKJIIOYaTh B HUX KaK MOXKHO OoJiee JeTanbHO pa3oOpaHHble yacTu opraHoB. Kpome toro, ans
NOJyYEHUs JaHHBIX, CPAaBHUMBIX C CYILECTBYIOLIMMM aTjacaMU 3KCIIPECCHUH, CTaHAApTHBIM Habop

00pa31oB, ONUCAHHBIN BBIIIE, JOJDKEH OBITh OCHOBOM TPAHCKPUITOMHON KapThlI.
1.2.5. Knacmepusayus opeanoe u mxaueii pacmeruii RO Ux MpancKpUnYuoHHOMy npo@uiio

OOr11asi OI[eHKa CXOJICTBAa M Pa3IM4YHii U3ydaeMbIX O0Opa3llOB — OJUH W3 TEPBBIX BOIPOCOB,
CTaBAIINXCS MCCICIOBATENIAMH B MOCBSIICHHBIX TPAHCKPUIITOMHBIM KapTam paboTax. Kak mpaBuiio,
3TOT BOIPOC PEUIACTCS C MOMOIIBIO KJIACTEPHOTO aHaM3a TEM WIIM MHBIM MaTeMaTH4eCKUM METOJIOM.
OCHOBO¥1 JUIsI KJIAaCTEPU3AIMH CITyKaT TPAHCKPUIIIIMOHHBIC TIPodmim 00pa3ioB: KaKk B BUJE HCXOIHBIX
JaHHBIX (YpOBHEH (IyOpecleHIMH JUIS MUKPOYHIIOB M YMCIIa YTCHHWH, MPUXOMAIINXCSA HA T'€H, VIS
cexBennpoBanus KJIHK), Tak u pasnmuuabiM obpasom mporeccupoBannsie (Pirim et al., 2012).
Kinacrepuzanust o0pasioB, ¢ OJHOW CTOPOHBI, MPUMEHSIETCS IJIS MPOBEPKH MPABMWIHLHOCTH cOOpa
00pa3ioB (OMOJIOTHYECKUE TIOBTOPHOCTH OJHOTO oOpa3lia JODKHBI HAaXOJIUThCS Ha OIM3KOM
pacCTOSIHUM), @ C APYrodl — SIBIASETCS MCTOYHHKOM IIEHHON MH(OpPMAIUK O CXOKECTH Pa3IMYHBIX
OpraHoOB M TKaHEW pacTEeHHs Ha YPOBHE TPAHCKPUIITOMA.

HecMotpst Ha pasznmuuusi, 00yCIIOBICHHBIE OCOOCHHOCTSAMH CTPOCHHs KOHKPETHBIX PAaCTCHUH,
KJIacTepu3aluy 00pa3IoB Pa3HBIX TPAHCKPHUITOMHBIX KapT JOBOJBHO CXO0XH W BOCIHPOHM3BOMISAT
Mopdostoruueckoe u HU3N0IOTHIECKOE CXOJCTBO OPraHOB. B 0OCHOBHOM 00pa3iibl KJIACTEPU3YIOTCS 110
(GYHKIIHOHATIBHBIM 0COOCHHOCTSM, TO €CTh B IPYIIIb 00bEAMHAIOTCS CKOPEE Pa3HbIC CTAIMU PA3BUTHSI
OJTHOTO OpraHa, He>KelIM pa3Hble OpTraHbl MM TKaHH, COOPaHHBIE C PACTEHUS ONPEICIEHHOTO BO3pacTa.
Tax, 00pa31pl 00BEIUHAIOTCS MO HATUYUIO XJopoduiiia (4To ObUIO INIaBHBIM JUCKPUMHUHUPYIOIIUM
daxTopom s stamenst (Druka et al., 2006), o coepkaHuiO XapaKTepHOU TKaHU (XOPOIIO BBIACISIOTCS
00pa3sifel, coiepKaIne MEPUCTEMAaTHUECKY IO TKaHb, B atiace Z. mays (Stelpflug et al., 2016), a takxxe,
XOTSI B IIEJIOM KJIacTEpU3allis MO BO3PACTY HE SIBJISETCS YacCTOM, 0OpasIbl pasIMUHBIX CTAPEIOLIHX
OpraHoOB TPYIIUPYIOTCS BMECTE, YTO MOXKET OOBSICHATHCS MPe00IiaJlaHueM MPOIECCOB BBICHIXAHUS H
pacmazia TKaHei HaJl onpeeNsIonMMu Tkanecneruduanocts (Schmid et al., 2005).

Ha npumepe KapT ¢ BBICOKOH CTENEHBIO JIETATU3aIllMi MOXKHO YBHUJIETh, YTO OTICIbHBIC KIIAJIbI
00pa3yroT MBUILHUKH, pa3InIHbIC 00Pa3Ibl IUCTHEB U 3€IEHBIC MEXK/I0Y3JIHs, BCE TUIIBI KOPHEH, CEMEHa,
I[BETKH, OpraHbl 1BeTkoB, meprctemsl (Wang et al., 2010; Shakoor et al., 2014; Stelpflug et al., 2016;
McCormick et al., 2018). D10 moaTBepkIaeTCS U KapTaMU MEHBIIIETO Pa3peIleHus, Te, KaK MPaBHiIo,
IpyIIUPOBAINCH KOPHH, IIBETKH, CEMEHA U 3elieHble yacTu pacteHus (Benedito et al., 2008; Libault et
al., 2010b; Severin et al., 2010; Alves-Carvalho et al., 2015).

AHanu3upys KjaacTepusaiuy 00pasioB pa3InYHbIX TPAHCKPUIITOMHBIX KapT, MOXKHO OTMETHTh

psia 00beIMHAIOMUX UX oco0eHHOCTel. Bo-TiepBhIX, y pacTeHuH, MpUHAJIeKAIIMX K pa3HbIM TaKCOHAM,
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Han0oJIee OTIIMYHBIM OT OCTAIBHBIX OPTAHOM SIBIISICTCSI MBLUIBHUK (WITH, B 3aBUCHMOCTH OT COOPaHHOTO
o0pasiia, THIYMHKA WK MBUTBIA). DTO OBLJIO OTMEYEHO B aTyiacax 3KCIpeccHu prca u Kykypyssl (Nobuta
et al., 2007; Wang et al., 2010; Stelpflug et al., 2016). Kpome Toro, aHaau3 TpaHCKpUITOMHBIX KapT,
CO/IEpKaIINX TMOAPOOHBIC CEPUU PA3BUTHS CEMsIH, [MOKA3bIBACT, YTO, XOTSI CEMEHA KIIACTCPH3YIOTCS
BMECTE, MEX/Iy HUMHU CYIIECTBYIOT 3HAUYUTEIILHBIC PACCTOSIHUS Ha ICPEBE KIACTePU3aIMU. DTO TOBOPHT
0 OOJBIIMX HM3MCHEHHAX TPAHCKPHUIITOMA, HMPOUCXOISANIMX B OHTOTCHE3€ CEMsH, U HEOOXOIUMOCTH
TOYHO BBIOMPATH CTAJMIO PA3BUTHS CEMEHH ITPU M3YYEHHUH CIICHU(PUIECKUX MPOIECCOB, YTO 0COOEHHO
BAXKHO JUIS CEJIbCKOXO03IUCTBeHHBIX KyIbTyp (Sekhon et al., 2011). Kak yxe Obuto cka3aHo B pasjele
1.2.4, npodmin 3KCOpecCHH OTACIbHBIX TKAHEH WM OPraHOB MOTYT 3HAYUTEIBHO OTJIMYATHCS OT
TPAHCKPUIITOMA IIEJIOW TETEPOTeHHON CTPYKTYPBI, YTO OTPAXKAETCA B UX Pa3lebHOU KJIACTCPH3AIIUH
(Schmid et al., 2005).

Takum 00pa3oM, wH3yYeHHE KJIACTEPU3ALUK OOPA3OB TPAHCKPUIITOMHON KapThl JdaeT
IPEICTABICHNE O PA3HOOOPa3UH BXOSIIMX B HEEC OPraHOB U TKAHEH PACTCHHUS U YPE3BBIYANHO MOJIE3HO

JUTsL BBIOOpa 00pa3IoB MPH CO3/IaHUU HOBOT'O aTJIaca 3KCIPECCUH, CPABHUMOTO C YK€ CYIIECTBYIOLIHMH.
1.2.6. Obwee onucanue mpanckpunmoma pacmeHutl

Camoil mpocToil XapaKTepUCTHKOM IKCIIPECCUOHHOTO PO KaK OTAEIbHBIX 00pa3IoB, TaK U
TPAHCKPUIITOMHOW KapThl B LIEJIOM SIBJIIETCSL YUCJIO IKCIIPECCUPYIOIINXCS] TEHOB — B KaXKJ1I0M o0paslie,
BO BCEX 00pa3Imax mim XoTs Obl B 0 JHOM 00Opasie. HecMoTpst Ha BHEIIHIOIO POCTOTY ATOH 3a1a4H, ee
pELIeHUE 10BOJIbHO HETPUBUAIIBHO.

Bo-nepBbIX,  BbIOOp ~ TOpOra,  OTAEISIOMIETO  JKCIPECCUPYIOLIUEecs  TeHbl  OT
HEIKCIIPECCUPYIOIIMXCS, B HACTOALIEE BpPEMs HE MMEET CTpPOroil ¢opmManuzanuud U IPOU3BOIBHO
onpezensercs uccienoparensimu. K Tomy xe, B cinydae ceksenupoBanusi PHK HaGnronaemMsiil ypoBeHb
DKCIIPECCHUHM TE€HAa 3aBHCUT OT 4HCIa IOIY4YEHHBIX IIPU CEKBEHUPOBAHUM UTEHUWI: B Clydae
HE/I0CTaTOYHOH I'TyOUHBI CEKBEHUPOBAHMS TPAHCKPUITHI HU3KOAKCIIPECCUPYIOLIUXCS TEHOB HEe OyayT
O0OHapyKEHBI.

Bo-BTOpBIX, IpH OIIEHKE OOIIETO YMCIIa SKCIIPECCUPYIOUINXCS T€HOB 0OJIBIIOE 3HAYEHUE UMEET
KAaueCcTBO aHHOTaUMM reHoMa. Kak mpaBWiio, [UIsl ONpPENETEHUsS IIOJOKEHUS T€HOB B TI'€HOME
UCTONb3yeTcsl KapTupoBaHue cekBeHupoBaHHoM PHK, mostomMy Ha aHHOTamuio Biusier BbIOOp
00pa3toB, u3 kotopbix Beiaemsuiack PHK. Ilenoe pacTenne mioxo moaxoauT AJist 3TOM 1eiu (CM. pasaen
1.2.4), u o6braHO HcmoNb3yercs cMech PHK U3 MpocThIX ¢ TOYKH 3peHus cOopa MaTepraia 00pasIioB.
CoOTBETCTBEHHO, NP aHATIU3E SKCIIPECCUH B IPYTHX 00pa3ax Jjs 4acTH TKaHecenn(pUIeCKUX reHOB
MOTYT OTCYTCTBOBaTb aHHOTAllUs B T'€HOME M KOMIUIEMEHTapHbIE 30HJbl Ha MUKpouure. B Takom
Cllydae YHUCIIO SKCIPECCHUPYEMbIX I'€HOB B 00paslie Oy/leT HEJAOOIEHEHO, YTO MOKET CYIIECTBEHHO

MOBJIUAThL Ha OHOJOTMYECKHUE BBIBOBI. C ﬂperﬁ CTOPOHBI, AaHHOTaOMUA HH3KOIo0 KadcCTBa,
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(bparmMeHTHpOBaHHAsT COOpPKAa F'eHOMa WJIM aHAJIU3 Ha OCHOBE COOPKH TPAHCKPHIITOMA MOTYT IIPUBECTH
K MEPEOIEHKE YKCiIa TPAHCKPUOUPYIOIINXCS TeHOB. MI3BECTHO, UTO OICHKA YHCIIa TeHOB KOHKPETHOTO
BHUJIa 3aBUCHUT OT Ka4eCTBa COOPKM F€HOMa U METOJI0B aHHOTAIUK M MOYKET 3HAYUTEIILHO MEHSATHCS CO
BpemeneM (Sterck et al., 2007), npudem 3ta npodema He pelieHa 10 KOHIIA JaKe IS TAKOT0 XOPOIIIOo
u3ydeHHoro renoma kak renom Homo sapiens (Willyard, 2018).

VYuuThIBas BbIIECKA3aHHOE, HEOOXOAUMO MPHHUMATh BO BHUMAHHUE METO, KOTOPHIM CO3/IaHa
TPAaHCKPUIITOMHAsI KapTa, a TakK)Ke KayecTBO TeHOMa BHA, Ul KOTOpPOro oHa crenana. Ilpu
JaTbHENIIIEM OIMCAHUK JIOJH IKCIPECCUPYEMBIX T€HOB MBI OIUPAINCH Ha MPHBEICHHBIC B CTATHIX
JIAHHBIC, CJIEAYET YYHTHIBATh, YTO OHH IOJYYEHBI C MPUMCHEHHEM Pa3HBIX IOPOTOB IO YPOBHIO
IKCIPECCHHU.

YuCiio TeHOB, 3KCIPECCHPYIONIMXCS XOTS Obl B OJHOM 00pasiie TPaHCKPHUIITOMHON KapThl
JOCTaTOYHOTO Pa3pelIeHus], JacT MPEACTaBICHHE O JIOJE T€HOB IeHOMa, B IPUHIIUIE CIIOCOOHBIX K
TPAaHCKPHUIIIKAK. DTO 3HAYCHHE 0Ka3aJI0Ch JOBOJBHO CTAOMIIBHBIM: 3a HEOOIBIIUM HCKIIFOYEHUEM, JIOJIS
T€HOB, KCIIPECCUPYIOIIUXCSA XOTs Obl B OJHOM oOpasiie, cocTaBisuia 75-85% BHE 3aBHCHMOCTH OT
TaKCOHA, K KOTOPOMY MPUHAIICKAIO pacTeHne. OTIHYArOIIUeCs ClIydan MOTYT OOBSICHATHCS METOIOM
(MPSS, (Nobuta et al., 2007), ananu30M TOJIBKO MOABEIOOPKH I'eHOB (MAaKCHMAaIbHO HAJIEKHBIX MOIEIIEH
renos, (Sekhon et al., 2011) wiu coOcTBeHHO# cOOpKOi 1 aHHOTaIMe# Tpanckpuntoma (O’Rourke et
al., 2015).

JInsi TpaHCKPUITOMHOW KapThl COM Oblla MPOBEJCHA MPOBEPKA IOJIHOTHI OOHAPY)KECHHS
sKCIpecccupyromuxcst TeHoB: 51 529 (74,5%) reHoB skcmpeccupoBanoch XOTs Obl B ogHOM U3 9
o0pasioB, a mocie gobasienus 14 mpob kopHe# u3 apyroit padotsl aBropor (Libault et al., 2010a),
YHCI0 JKCIPECCHPYEMBIX TeHOB Bo3pocio a0 52 947 (Libault et al., 2010b). Takum oOpa3om,
NPaBUIIBHBIN BBIOOP 0Opa3IOB W JOCTATOYHOE HUX KOJIMYECTBO MO3BOJISIET OOHAPYKHUTH SKCIPECCHIO
OOJIBIIIMHCTBA MOTEHIIMATBHO CIIOCOOHBIX K TPAHCKPHUIIIIMU T€HOB.

B GOJBIIHMHCTBE TPAHCKPUITTOMHBIX KapT YHCIIO KCIIPECCHPYIOIINXCS TEHOB B KaXKI0M 00pasiie
Takke ObUTo cxoxke. Kak mpaBmiio, pasHuia MExIy o0pasliaM ¢ MaKCHMAaJIbHBIM M MHHHMAJIbHBIM
YHUCIIOM IKCIPECCUPYIONMXCS TeHOB cocTanisiia 10-20%, a 101 oT 00IIero yMcia reHOB B Pa3sHbIX
obpasiax — 50-70%. B penkux ciaydasx I0Js SKCIPECCHUPYIOMIMXCS TeHOB B 00pa3iiax Oblia BbIIIE: B
opraHax Kykypy3sl oHa coctaBmia ot 73 mo 81% (Sekhon et al., 2011), a B oOpa3uax npoca XoJsuia
(Panicum hallii Vasey) — 77-90% (Meyer et al., 2012). Cneayer OTMETHUTB, YTO B MEPBOM Ciydae
aBTOpaMK OBUT CKOHCTPYHUPOBAH CBOl MHKPOYHII, @ BO BTOPOM ObLjIa c/ieiaHa cOopKa TPaHCKPHUIITOMA.

B 1ie50M [t pa3iuyHBIX 0OBEKTOB MPOCIIEKUBACTCS TEHACHIIUSA K OKCIPECCHU OOJBITMHCTBA
T€HOB B OOJBIIIOM Yucie 00pas3ioB: TpaHCKpunThl oT 50% m0 73% reHoB ObLIM OOHAPYKEHBI B
oonpmuacTBe MPob (Schmid et al., 2005; Kagale et al., 2016). /Tonu reHOB, 3KCIPECCUPYIOMIUXCS BO

BCEX o6pa3uax, ObLIH JAOBOJIBHO CXOXKH IJIA OOJIBIIIMHCTBA KapT, rac OBLIO MMPUBCACHO 3TO 3HAYCHUC, U
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coctaBisiin 42-50% BHE 3aBUCMMOCTH OT CTEIICHU JICTAJIM3ALIMH aTJIacoB, KOTOpasi BapbUpOBAIach OT 6
(Tong et al., 2013) mxo 60 o6pasmos (Sekhon et al., 2011). B TpaHCKpUITOMHOM KapTe KyKYPy3bl ObLIO
MOKAa3aHO ydYacTHE OTHX T'€HOB B IMPOIECCaX, CBS3aHHBIX C TpaHCIANUEH, Moaudukanuedn u
TPaHCIIOPTOM OEJKOB, a TaKXe IMepelayeii CHTrHAJIOB, TO €CTh C 0a30BBIMH OHOJOTHYECKUMU
nporieccamu (Sekhon et al., 2011).

AHaIu3 HEPKCIPECCUPYIOIUXCS TCHOB UMEET OTIPEICIICHHBIC CIIOXKHOCTH, TaK KaK TPAHCKPUIITHI
MOTYT HE JETEKTHPOBATHCS W3-32 HEJIOCTATOYHOW TIIyOWHBI CEKBEHHUPOBAHUS WM IO TPUYHUHE
OTCYTCTBHS B BBIOOpKe 0Opasia, criennuduyueckoro st JaHHOTO reHa. Ham yaamoch 0OHapyKUTh 1Ba
XapaKTEepHBIX 3HAUEHUs Uil JOJIM HedKcupeccupyeMblx reHos: nmpumepHo 10% (8,6% nansa arnaca
KyKypy3sl 1 12% mast A. thaliana u C. sativa) (Schmid et al., 2005; Sekhon et al., 2011; Kagale et al.,
2016) u 22-23% (Benedito et al., 2008; Libault et al., 2010b). DTu reHbl 3a4acTy0 OBUTH CBSI3aHBI C
OTBETOM Ha a0MOTHYECKHUE CTUMYJbI (4TO CKOpee BCEro BBI3BAHO OTCYTCTBHEM 00pas3IoB,
HOJIBEPTHYTHIX ~ cTpeccoBbiM BozaeiicTBusM  (Sekhon et al., 2011), a takke KoaUpPOBAIU
TPaHCKPHIILUOHHBIE (PaKTOPHI, B 0COOEHHOCTH coaeprkarnue gomeH F-box (Schmid et al., 2005; Sekhon
etal., 2011).

OOmMii 0030p IKCIPECCUPYEMOCTH T'CHOB MO3BOJISIET CAEIATh BBIBOJ O CXOJACTBE II00ATBHBIX
XapaKTEPUCTHK TPAHCKPUIITOMOB PACTCHHHA W3 CaMbIX Pa3HbIX TAKCOHOB W JIMINb HEOOJBIIMX HX

Pa3IUYHSIX, KOTOPBIE MOTYT OBITh BBI3BaHBI METOIMYCCKUMU OCOOCHHOCTSIMH SKCIICPUMEHTOB.
1.2.7. Tpanckpunyuonnwvie npoguiu oopasyos

Kak 6pu10 ckazano Beimie (pasgen 1.2.6), B OTHOLIEHUH YMCIa SKCHPECCUPYIOUIUXCS TE€HOB
pasHble 00pa3ibl OJHOW TPAHCKPHUIITOMHON KapThl JEMOHCTPHPYIOT OOJBIIYIO CTEMEeHb CXOJCTBA.
OnHako MpoGUIIN IKCIPECCHH, TO €CTh COOTHOIICHUE YPOBHEW JKCIPECCHU BCEX T'C€HOB B 00pasIie,
3HAUUTENFHO PAa3IMYaloTCs Mexay opranamu u Tkausmu (Schmid et al., 2005). B tpanckpunToMHOM
arimace A. thaliana Obia npemnokena ymoOHass mMepa CpPaBHEHHS TPaHCKPHIILMOHHBIX MPOGHiIeh
o6pasios — mapametp Z (Schmid et al., 2005); B nanbHeiieM oHa NIMPOKO UCIIOIL30BAIACH T CAMBIX
pa3HbIX 00beKkTOB. [Tapamerp Z onuchIBaeT OTKIOHEHHE SKCIIPECCHHU B JAHHOM 00pasiie OT «CPEIHEro»
1o kapte oopasua. CieayeTr OTMETHTD, YTO CTPYKTYpa TPAHCKPUIITOMHOM KapThl (COCTaB U YHCIO MPo0)
HaINpsIMYyIO BIMSET Ha pacdeT NPOoQHIs yCpeJHEHHOTO 00pasiia; 3TO MOKET MPUBECTH K OTIMYAIOLTIMCS
npoQUIISIM SKCIIPECCHH OJTHOTO U TOTO XKe OpraHa B pa3HbIX aTiacax.

Tak, B TpanckpunTomMubix kaprax A. thaliana, M. truncatula u xykypy3sl aucThs Hambosce
NIOX0)KM Ha YCPEIHEHHBIH 00pasel], TO €CTh HMEIOT pacipeeieHue napamerpa Z co CpeIHUM B HyJIe U
¢ HebOoupmon aucnepcueit (Schmid et al., 2005; Benedito et al., 2008; Sekhon et al., 2011), onnako B
TPaHCKPUIITOMHOM KapTe coM TakuM o0pasiom Obutu cemena (Severin et al., 2010), B qpyrux atiacax

OTJIMYAIOIINXCS OT cpeanero cuibHee Bcero (Benedito et al., 2008). Jlns HekoTOpsIXx 00pa3ioB
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HaOroanuch OMMOZANbHBIE paclpesieieHus napamerpa Z: TakUMU oOpaslaMu ObuM IBETKH A.
thaliana (Schmid et al., 2005), xopuu u kayoenbku cou (Severin et al., 2010), cemena M. truncatula
(Benedito et al., 2008), uTto rOBOpUT 00 SKCIPECCHH B ITHX YAaCTAX PacTEHHUS OOJBIIOrO KOJIMYCCTBA
opranocrenupuuHbix reHoB. B OonbimmHcTBe Tkaneidt P. hallii mapamerp Z pacnpenensuics
CUMMeTpU4YHO oTHocuTenbHO Hysst (Meyer et al., 2012), a TkaHu copro, HampOTHUB, B OCHOBHOM
XapaKTEePU30BAUCh CMEIICHHEM CPEIHEro mapamerpa Z, uTo OTpakaeT MX IIHPOKOE pasHooOpasue

(Shakoor et al., 2014).
1.2.8. Iloucx cmabunbHo 3KCpeccupyoumuxcs 2eHo8

OmnpeneneHre reHoB, SKCIPECCUss KOTOPhIX HAXOTUTCS Ha OJHOM YpPOBHE B pPa3HBIX TKAHSX,
OpraHax M YCJIOBHUSIX — CTa0MIIBHO SKCIIPECCUPYIOIIUXCS TEHOB (Jlajiee «CTaOWIBHBIX TCHOBY), KpaiiHe
BRXHO JUIS PCIICHUs 3aJa4dl HOPMAJU3allMi JKCIPECCHH TEHOB MEXIy pa3HBIMH 0O0Opa3iiamMu.
CraOunbHblE TEHBI HAXOAAT IIUPOKOE IPUMEHEHHWE B KadecTBE BHYTPEHHHX pedepeHCOB IpHU
cpaBHeHnn oHkcupeccun Merogom OT-IIIP (mommmepasnas 1emHass peaknuss ¢ OOpaTHOM
TpaHckpurnueii) B peanbaoM Bpemenu (Czechowski, 2005). ITouck cTabMIbHO 3KCIPECCHPYIOIIUXCS
T'€HOB OBLI IPOBEIEH st OOJIBIIOr0 KOJIMYECTBA paCcTUTEIbHBIX 00beKkTOB (IMai et al., 2014; Liu et al.,
2014; Niu et al., 2014; Saha and Blumwald, 2014; Long et al., 2015) (s o630pa cm. (Kozera and
Rapacz, 2013), u TpaHCKPUNTOMHBIC KapThl SBIISIOTCS BaXHOW €ro 4YacTbhi0, MNPEIOCTaBIISS
uH(poOpMaIMi0 00 IKCIPECCHH T'e€HOB B OOJIBIIOM KOJMYECTBE TKAHEH W OpPraHoB, a TaK XK€ B
Pa3HOOOPa3HBIX YCIOBUSAX BBIPAIIIMBAHUSI.

B xnaccuueckoit pabore Czechowski et al. mo ompenenenuto pedepeHCHbIX TeHOB ais A.
thaliana ObuTO TMOKa3aHO, YTO TPAJAUIMOHHO HMCIOJIB3YEMbIC Ui HOPMAIU3AI[MH JKCIPECCUH TaK
Ha3bIBAGMbIC «TEHBI JOMalIHero xo3siicreay — ACT2 (koxupyroumii aktus), TUB6 (tyOynun), EF-1a
(paxTop amonranuu 1), UBQL0 (youxButun) u GAPDH (rmunepansaerua-3-P-nerunporeHasa) —
UMEIOT OYeHb OOJIBIION pa30dpoc YpOBHEH SKCIPECCHH B JaHHBIX MUKPOUHUIIOB 110 pa3IMYHbIM OpraHaM,
cragusM U yciousM BeipaniuBanus A. thaliana (Czechowski, 2005). Bmecto HecTaOMIBHBIX T€HOB
JIOMAIITHEr0 XO3SHCTBa B 3TOH paboTe ObUM OTOOpaHBI W BAIMIMPOBAHBI HamboJee PaBHOMEPHO
HKCIPECCUPYIOLIUECS T'eHBI.

B GonbmMHCTBE TPAaHCKPUNTOMHBIX KapT B KAaueCTBE Mepbl CTAOMIBHOCTH SKCIPECCHM TeHa
ucnonb3oBajics kodddunment Bapuarmu (coefficient of variation, CV) — cranmapTHOe OTKIOHEHHE,
JIeNIEHHOE Ha CPEIHIOI HKCIPECCHI0 TI0 BceM oOpasnam. HeoOXoauMo yuuThIBaTh, YTO 4eM OOJIbIIe
00pas3IoB B35TO B aHAJIM3 U YEM BBIIIE UX Pa3HOOOpa3ue, TEM MEHBIIUM OYAET KOJTHMYECTBO CTaOMITBHBIX
TeHOB, KPOME TOI'0, BCErJa OCTaeTcs BO3MOXKHOCTb OOHapyXeHus oOpaslia, Ie SKCIpeccusi I'eHa,

CTAOWJIHHOTO B OCTANBHBIX MP00Oax, OyaeT 3HAYUMO OTIUYATHCS.
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W3 tpanunmonHsix pedepencos Tosibko GAPDH 1 yOMKBUTHHBI CTaOHIBHO SKCITPECCUPOBAINCH
B TpaHCKpunTOMHBIX KapTax (Benedito et al., 2008; Wang et al., 2010; Meyer et al., 2012; Verdier et al.,
2013); OOJIBIIMHCTBO KJIACCHYECKUX «TCHOB JIOMAIIHETO XO3SIMCTBa» HE BXOIWIIO B YHCIIO CAMBIX
CTaOWJIBHBIX TEHOB M 00J1a1a)10 0OJIBINON Aucrepcueit sxkcnpeccuu Bioth 10 CV 0,96 (Wang et al.,
2010; Sekhon et al., 2011).

B 3aBucHMMOCTH OT IPUMEHSAEMBIX TTOPOTOB 110 3HaYeHHI0 CV, KOTOpBIE B OCHOBHOM COCTaBJISLTH
ot 0,1 mo 0,3, 4ncino cTabMIILHO SKCIPECCUPYIOMNXCS TCHOB Pa3IN4aioch OT HECKOJIBKHX JECATKOB
(Meyer et al., 2012; O’Rourke et al., 2015) 1o mouru teicsium (Jiao et al., 2009; Vlasova et al., 2016).
Bo Bcex pabotax GpyHKIK 00JbIIei YacTH 3TUX reHOB He Obun n3BecTHHI (Benedito et al., 2008; Massa
et al.,, 2011), a amanu3 anHoTanuu I'ennoit Onrtonorum (moapobHee cm. pasgen 1.3.3) mokaszanm ux
BOBJICYCHHOCTh B HEOOXOJUMBIE ISl JKU3HEACATEIBHOCTH KJICTOK M TKaHEH mpouecchl. Tak, TeHBI,
CTa0MJIbHBIC B PA3HBIX TUIAX KJIETOK PHCA, Yalle KOAUPOBAIN YOUKBUTHHBI H OCIIKU TEIUIOBOTO IIOKA,
a Tak ke ObLJIM BOBJICYCHBI B KOHTPOJIb TJIFOKOHEOTeHe3a U KJIeTOYHOro abixanus (Jiao et al., 2009); B
o0pa3iax KyKypy3bl T€Hbl AacCOIMMPOBAJINCH C KHHA3aMH, CBS3bIBAHHEM HYKICOTHUIOB U
moaudukarmeii 6enkos (Sekhon et al., 2011); B opranax u TKaHsIX prca — ¢ TPAHCISAIKEH, TPAHCIIOPTOM
0esKoB, yOMKBUTHHAMH, KieTouHbIM ItrksioM (Wang et al., 2010); a rensl, ctabuibHbIe B 00Opasiax P.
hallii, kogupoBamu 3’ 3k30HyKJI€a3y THCTOHOB, ructoH H3 u perymsropubsie kunasel (Meyer et al.,
2012).

Takum 00pa3oMm, M3y4YeHHE CTAOWIBHO 3KCIPECCUPYIONIMXCS TEHOB IO3BOJISIET HE TOJIBKO
BBIOpaTh pedepeHCHl I HOpMalM3alyu KCIPECCHH, HO M JaeT ICHHYI0 WH()OPMAIHI0 O CaMbIX
0a30BBIX JJISI KHU3HEACATSIBHOCTH OpPraHM3Ma I'eHaX, TPAHCKPUITHI KOTOPHIX HEOOXOJIMMBI BO BCEX

KJIETKaxX, TKaHAX U OpTraHax.
1.2.9. Ananuz mranecneyuguurnoil sxcnpeccuu 2eHo8

PaccmoTpenue cTaOHIBHO SKCIPECCUPYIONINXCS TEHOB MO3BOJSET JaTh OTBET Ha BOMPOC 00
YHUBEpPCAIBHBIX JJII BCETO OpraHu3Ma Mpoleccax; OOpaTHOW 3ajayedl SBISETCS TOWCK TEHOB,
SKIPECCUPYIONINXCSI B OMPEIENEHHBIX TKAHSIX W OopraHax. AHajau3 TKaHe- U OpraHoCHenupUIECKUX
TE€HOB TIOMOTAeT BBISICHHTH, KaKH€ MOJEKYJSIPHbIE MEXaHHU3Mbl JIeKaT B OCHOBE (POPMHUPOBAHUS
YHUKaJIBHBIX MOPGHOIOTUYECKUX U (PU3NOIOTUUECKUX CBOMCTB OIpeIeJICHHBIX TKaHEeH 1 OPraHoB B X0JIe
OHTOT'CHE3a.

Jlnst onipenienienns TKaHecTIeM(UIHBIX TEHOB MCIIOJIB3YIOTCS IBA OCHOBHBIX 1MO1Xo/a. [1epBbrit
— 3T0 aHanu3 U epeHIaTBEHON IKCIPECCHH MEXIY BCEMH BO3MOXKHBIMHU TapaMu oOpasIioB ¢
MOCIIEAYIOIUM BBISIBICHHEM T€HOB, SKCIIPECCUPYIOIINXCS MPEUMYIIECTBEHHO B OAHOM oOpasiie. Takoi
MOAX0A, TIOMHMO WACHTH(UKAIMK TKAaHECTIEMU(PUIHBIX TEHOB, IO3BOJSET H3yYaTh oOIee

pa3HOOOpa3ue TPAHCKPUIITOMA PA3IMYHBIX YacTed pacTeHHs. DTOT METOJ ObUI TPUMEHEH IS
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6oabiroro yucia oorekToB (Quesada et al., 2008; Meyer et al., 2012; Alves-Carvalho et al., 2015;
O’Rourke et al., 2015; Ortiz-Ramirez et al., 2016; Vlasova et al., 2016). KonmnuectBo nuddepennmanbHo
skcnpeccupyromuxcs (D) TEeHOB 3HAYMTENFHO pa3jMyalioch Kak BHYTPH, TaK W MEKIY
TPAHCKPUIITOMHBIMU KapTamMH: MUHUMaIbHOE YHUCIIO J|D reHOoB BapbUpOBaO OT 83 (MEXIOy3Jus U
ki1yoenbky, (Quesada et al., 2008) mo 2 653 (mocnenoBaTeNbHBIC CTa UK PA3BUTHS ITOYATKA KYKYPY3Hl,
(Davidson et al., 2011), a makcumansHoe — oT 4 989 (1ol Koe Ha Pa3sHBIX CTAAUAX CO3PEBAHUS,
(lvamoto et al., 2017) no 27 945 (Mexay cemeneM u nBeTkoM cou, (Severin et al., 2010). Kak u o0Omruii
aHam3 npoduiiedt dKCIpeccuu ¢ MOMOINBI mapamerpa Z (cM. pasznmen 1.2.7), u3yueHue pa3HUILI B
YPOBHSIX SKCIPECCUU TCHOB NOKA3bIBACT 3HAYMTEIIbHBIC OTIIMYHS TPAHCKPUIITOMOB TKaHEH M OPraHOB.
YpoBHH HM3MEHEHHs 3Kcrpeccud /D TeHOB MOryT OBITh HCIOJB30BAaHBI JUIS KIACTEPH3AMUA U
BBISIBIICHHS TKaHeCIeUPpUIHBIX TeHOoB, uTo ObLI0 caenano s P. hallii (Meyer et al., 2012), Tomouns
Bosocuctoruiognoro (Populus trichocarpa Torr. & A. Gray, (Quesada et al., 2008), ropoxa (Alves-
Carvalho et al., 2015), C. sativa (Kagale et al., 2016).

BTopeIM MOIXOMIOM K OIPENEIICHUIO TKAHECTICIU(PUUHBIX T€HOB SIBISCTCS HCIOIb30BAHUE
YHUCJICHHBIX MEp MIMPUHBI TMATTEpHA 3KCIpeccuu reHa. [laTTepHOM SKcrpeccuu MbI janiee Oynem
Ha3bIBaTh TPAHCKPUIIIMOHHBIN MPO(UIIb TEHA, TO €CTh COOTHOIICHUE €T0 YPOBHEH 3KCIIPECCUU BO BCEX
oOpasiax Habopa JaHHBIX. B camMoM mpocTOM ciiydae UCHOJb3yeTcss OMHApHas KiaccH(PUKaIUs: AJIs
Ka)XJI0ro o0pasiia OmnpeesnsieTcs, SKCIPECCUpyeTcs JIM B HEM JIaHHBIA I'€H, U TOT T'eH, JJIi KOTOPOTo
HAJIMYME DKCIPECCHH OMPECNICHO TOJBKO B OJHOM 00Opaslle, Ha3bIBACTCS TKaHECICU(PUICCKUM.
OueBHIHBIM MUHYCOM TaKOT0 IOJIX0/1a SBISIETCSI HEOOXOJMMOCTh BEIOOpa OPOTa SKCIPECCUPYEMOCTH
(moapobHO 06cyxnanock B pazaene 1.2.6). C momompio 3TOro METoa JUIS Pa3HBIX OOBEKTOB OBLIO
OOHapy»E€HO OKOJIO ThICAYM TKaHecnenupuueckux TreHoB. OOpaslpl, XapaKkTepHU3yroIIuecs
HaMOOJIBIIINM YHCIIOM YHUKAJIBHBIX TCHOB, OBLUTH pa3HBIMHU y pa3HbIX pacTeHui. Tak, B kiryOeHbpkax M.
truncatula cnieruduano sxcmpeccupoanock 332 rena (Benedito et al., 2008), B kopHsix daconu — okoio
300 (Vlasova et al., 2016), B mpopacraromux cemeHax tabaka — 211 (Edwards et al., 2010), B cemenax
KopoBbero ropoxa Vigna unguiculata (L.) Walp. — 684 (Yao et al., 2016). [dns kykypy3sl HanOobIee
YHUCIIO TKaHecHenupuueckux reHoB (334) xapakTepu3oBallo JIMCT, TOTJA KaK MEXIOY3JIHsS U OCh
noyatka MMM KpalHe Mall0 YHUKAIbHBIX TCHOB — (DaKT, KOTOPBIM HEOOXOIMMO YUYUTHIBATh TPHU
CO3JIaHUH CTIeNU(UIHBIX TPAHCTEHHBIX KOHCTPYKIIMH, HAIPABICHHBIX HA YBEIIMYCHHUE TPOAYKTHBHOCTH
3TUX OPraHOB, KOTOpbIe cocTaBistiOT 60% KopMmoBoii Maccel (Hansey et al., 2010; Sekhon et al., 2011).
Hebonpioe koau4ecTBO 00HAPYKUBAEMbBIX TKAaHECTICITU(UICSCKUX TCHOB 3aTPYIHICT aHATN3 QYHKIIUN
¢ momoIipto ['enHolt OHTOJIOTHH, OJTHAKO B Ta0aKe YHUKAJIBHBIE [Tl IPOPACTAFOIIUX CEMSIH T€HbI ObLTH
CBSI3aHBI C Pa3BUTHEM CEMsH, 3allaCaHUEeM IHTATEIbHBIX BEIIECTB, CHCTEMHBIM OTBETOM Ha M30BITOK

BOJIBI M CBET BbIcOKOM mHTeHCcuBHOCTH (Edwards et al., 2010); cpenu crieruduvecKkux Al THITOKOTHIIS
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COCHBI TEHOB 4allle BCTPEUAIHCh IeHBbI, acconuupoBannbie ¢ Mmetabonn3moM JIHK (Cadias et al., 2017),
a B cemenax V. unguiculata — ¢ 3amacanuem nunuos (Yao et al., 2016).

[Tapametp Z, UCTONB3YIOIIUICS U OOIICH OIEHKH TPAHCKPHIIMOHHOTO Mpoduiis odpasiia
(M. pasmen 1.2.7), Takxke TPUMEHSUICS ISl TOMCKA TKaHECHENU(PUYIECKUX TeHOB. MakcHMabHBIC
3HaYeHHs mapaMeTpa Z CBUACTEIBCTBYIOT O HAWOOJIbIIEM OTKJIOHEHHU SKCIPECCHU I'€Ha B JIaHHOU
npobe OT YCIOBHOIO «CpEIAHEro obOpasiia»; TakuM 00pa3oM, MOXKHO OTOOpaTh T'€HbI, 3HAYMMO
OTJIMYAIONIEECS] OT CPETHEr0 TONBKO B OHOM oOpasie. C ero moMoIipio ObUTH HUACHTUGHIIMPOBAHBI
YHUKaJbHBIC JUIS KIyOeHbKOB M ceMmsiH renbl cou (Severin et al., 2010), a mis eme omHOro
npejcTaBuTels cemelictBa Fabaceae, naasenna simonckoro (Lotus japonicus L.), naubosbiiiee 4ucio
TeHOB, OOHAPYKEHHBIX C MOMOIIBIO MTapaMeTpa Z, Takke xapaktepusopaio kinyoenbku (Verdier et al.,
2013).

Jl1s1 oMcKa YHUKAIbHBIX U OPraHOB U TKaHel reHoB B B. distachyon Obiia nmpumenena mepa
cnenuuynoctn  SPM  (SPecificity Measure), npuamMaromas 3HadeHus ot 0, ecnm TreH He
IKCIPECCUPYETCSl B JJaHHOM 00pasiie, 10 1, eClii TeH SKCIPECCUPYETCsl UCKIIIOYUTELHO B JAHHOM
obpasie (Xiao et al., 2010; Sibout et al., 2017). 310 M03BOIMIO OOHAPYKUTH 3HAYUTEIBHO OOJIBINIEE
KOJIMYECTBO TKaHECMEIM(DUIESCKUX TE€HOB, HEXEMH mapameTp Z W OWHAPHOE HAIMYNE/OTCYTCTBHUE
OKCHPECCHH: B CEMEHAX X YHCIIO cocTaBmIIo 3 966, B mucthsax — 1 303 u B Mmexnoy3nusax — 1 176.

Outponusa lllennona (H) sBisieTcss MPOKO MCHIONIB3yeMO MEpOil TKaHEBOW CHEM(PUIHOCTH
(Schug et al., 2005; Lin et al., 2014). Pacnpenenenne suTponuu [lleHHOHA MOKa3bIBAET, YTO OOJIBIIAS
4acTh T€HOB IKCIIPECCUPYETCS BO BCEX MIIM MPAKTUYECKH BO BCEX 00pasIax, KpoMe TOT0, BBIPAKESHHBIN
NMK Ha HU3KUX 3HaueHus H nemoHcTpupyeT Hanmnune TkaHecnenuduansix reHos (Sekhon et al., 2013).
C wucnonb3oBanreM 3HTponuu llleHHOHa ObLTM OOHAPYKEHBI TEHBI PHCA, YHUKAJIbHBIC IUIS I[BETKA,
sHI0CTIepMa, KopHe# u kautyca (Wang et al., 2010).

Takum oOpa3oM, K HacTOsIIEMY BPEMEHH CO3/aHO HEMalO0 METOJOB OIpEeICICHUS
TKaHecnenuuuecknx reHoB. MccnenoBanue Takux TeHOB HEOOXOIUMO JUISl YTOUHEHHS MEXaHU3MOB,
00€eCIeUnBAOIINX YHUKAIBHOCTh KQKJIOTO OpraHa M TKaHU. Kpome TOro, cocraBlieHHE CITHCKOB
TKaHeCenn(PUIECKNX TEHOB MMEET BaKHYIO MPAKTHUECKYIO IeNb: ONpe/eIeHHE T'eHOB-MHUIIECHEH
BO3JICHCTBUSL TPU TCHETHYECKUX MAHUMYISUSIX C [ENbI0  YBEIUYEHHS JKOHOMHYECKOM
nponyktuBHocTH (Sekhon et al., 2011). TIpomoTops! TkaHecnenU(PUIESCKIX TCHOB TaK)KE MOTYT OBITh
UCIIOJIb30BAHBI IS CO3J[aHUSl TPAHCTEHHBIX KOHCTPYKIIMH, JKCIPECCUPYIOUIMXCS B ONPEISICHHOM
OpraHe Ha OINpPEICICHHOW CTaJWU Pa3BUTHs, YTO MOXKET CHH3HTh HETaTHBHBIC IOCIEICTBUS

KOHCTUTYTUBHOU 3Kcmpeccun TpancreHos (Yao et al., 2016).
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1.2.10. [lemanvnoe uzyuenue sxcnpeccuu mpancKpUnyuoHHuIxX hakmopos

N3 Bcex TkaHecnmenupUUECKHMX TE€HOB 0CO00€ 3HAYeHHE JJIsi ONpPENEICHUs] YHHKAJIbHBIX
0COOEHHOCTEH TKaHW WIIM OpraHa MMEIOT TpaHckpumiuonusie Gaktopsl (T®) — JIHK-cBa3biBaromme
OemKu, peryMpyIolpe akTUBHOCTb JpyTuX reHoB. KoopanHupoBaHHAS pETyIIsUs SKCIPECCUN T€HOB
Heo0XouMa ISl IPaBUIBHOTO MPOTEKAHUS OMOIOTUYECKUX MPOIeccoB, U T SBISAIOTCA KIIIOYEBBIMU
y31aMu B ceTh renerndeckoit perymsiuu (Kagale et al., 2016). Cemeiicta T® B 60JbI0# cTeneHH
KOHCepBaTHBHBI cpeau sykapuor (Jin et al.,, 2014), uro mo3BoJIsET CpaBHHMBATH PE3YJIBTATH,
MOJIyYCHHBIE C TIOMOIIbI0 TPAHCKPUIITOMHBIX KapT pacTeHUIl pa3HbIX TAKCOHOB.

Anamn3 120 tkanecnerupuyablx T cou NO3BOMWI OOHAPYXKHUTH MPEAIOUYTHTEIHLHYIO
JKCIIPECCHUIO OmpenieieHHbIX ceMeicTB Td B ompeneneHHbIX OpraHax M TKaHIX: B KIyOeHbKax
npucytctBoBasin T wu3 cemeiicteB C2H2 (Zn) u NIN-like, B anmkanbHON Mepucteme ObUIH
nepenpencteieHbl romeogomenusie (HD) Td, a B nBerkax — LIM, MADS u NAC. Yyactue TO
cemeiictBa HD B pa3sutumn mepuctemsr (Laux et al., 1996), a MADS — B pa3sutuu nsetka (Pelaz et al.,
2001) A. thaliana u3BecTHO, MOITOMY CXOXKHE MATTEPHBI IKCIPECCHU OPTOJNOTOB 3THX Td y cou
HOATBEPIUIIN UX BO3MOKHOE y4acTHe B TeX e mpoueccax (Libault et al., 2010Db).

OcobGennoctu 3kcnpeccun Td Tabaka U COCHBI OBLIU MPOJIEMOHCTPUPOBAHBI HA OTIENIBHBIX
cemeiictBax: Ethylene Response Factors (ERF) u Myb-R2R3 coorsercTBenno (Edwards et al., 2010;
Canas et al., 2017). B caygae N. tabacum 3Haunmoii TkaHeBOH Crielu(UIHOCTH OOHAPYIKEHO HE OBLIO,
XOTs reHbl oHOoTo U3 nojaceMeiicTB ERF, BoBedyeHHOr0 B OTBET Ha METHIIKACMOHATBI, 00J1a1at0T O60J1ee
BBICOKUM YPOBHEM 3KCIIPECCHU B KOPHSX, YTO, BEPOSITHO, CBA3aHO C PETYJSLMEed pocTa KOopHeH
(Edwards et al., 2010). 13 58 renoB P. pinaster, oTHocsmmxcs k cemeiictBy Myb-R2R3, panee
M3Yy4aioch TOJIBKO BoceMb. C MOMOIIBIO KJIacTepu3aiiy mo npoduiisim sxcrpeccuu B padote Cafias et
al. 6bUT0 BBISIBIIEHO OAHO MojcemelicTBo Td, paBHOMEPHO 3KCIpeccupyrolieecs BO Bcex o0paslax,
OCTaJIbHBIE k€ 00J1a1any TKaHecnenupuunocTeio. Hannuue nzBectHeix Myb-R2R3 T® B kaxaom u3
KJIACTEPOB MOXKET MOMOYb B M3ydeHUH (pyHKuui octanbHbIx T sToro cemeiictna (Caiias et al., 2017).

JHeranpHoe wusyuenue Td P. patens Obulo cocperoTOYEHO Ha pPEryisTopax pa3BUTHUS
crnopopuTa: HUX MATTEPH HKCIPECCHMM B TPAHCKPUITOMHOM atjiace ObUI OrpaHUYEH aluKaJIbHON
MEpPUCTEMOI1, TprueM TreHbl, koaupyoume TO u3 o1HOro 0eIKOBOro KOMILIEKCa, IKCIPECCUPOBAIUCH
Ha cxoxeMm yposae (Ortiz-Ramirez et al., 2016).

T'ekcariony C. sativa NpeAOCTABILICT  BO3MOXKHOCTb  JUISI  HW3YYCHHUS  HOBCACHUSA
TPUTUIMIIMPOBAHHBIX B Xo/1e nonmmuionau3anuu Td. B renome C. sativa 06110 00HapyxeHo 4 527 TeHOB,
koaupytoumx Td, u3 KoTopbix 82% coxpaHsUIUCh BO Bcex Tpex komusix. [IpencraBnenHocts T B

Pa3HBIX OpraHax 3aMETHO pa3jinyanach; aHAJM3 TKAHEBOH CrIeHU(PUIHOCTH MoKa3ai pa3aenenue T Ha
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13 knactepos. IIpuMedarenbHo, YTO MapaJOrMYHbIE TPOMKH TOJIBKO B 36% CilydaeB OKa3bIBAJIUCH HE B
OJITHOM KJIacTEpe, YTO TOBOPHUT O COXpaHeHuH martepHoB skcipeccun (Kagale et al., 2016).

B kierouHom aTiiace puca, UMEIOLEM camMoe OOJIbIIOE pa3pelleHue OTHOCUTENIbHO TKAaHEBOM
CHenupUIHOCTH, ObLJIa IOCTABJICHA HHTEPECHAs 3a7]a4a; MOUCK PEryISTOPHBIX MOTHBOB B IPOMOTOPAX
FE€HOB, YHUKAJIbHO WJIM MPEUMYIIECTBEHHO 3KCIPECCUPYIOIIMXCA B ONPEAENEHHBIX THUIAX KIIETOK.
Takoil aHanmu3 mnpeacTaBisgeT CcoOOM  ClEAYIONMI IIar T1Oocjie MPOCTOr0  ONpeesIeHUS
TKaHecnenu(pUYecKux TreHOB, M, BMECTEe C yJydllIalouieiicss aHHOTalueldl HEKOAMPYIOIIUX yYacTKOB
T€HOMA, BHOCUT CYILIECTBEHHBIN BKJIaJ B IOCTPOCHUE CETEN NEHETUYECKOM PEryJIsiIUMU — TaK, B aTjace
puca ObLIa MOKa3aHa CBS3b OJHOTO W3 MOTHBOB B IMTPOMOTOPAX TKAHECHCIIM(PUIHBIX T€HOB C OTBETOM

Ha aOMOTHYECKUI cTpece U 3apaxkenue maroreHamu (Jiao et al., 2009).
1.2.11. Sxcenpeccuonnvle 6azvl OaHHbIX

PesyanaTH TPAHCKPHUIITOMHBIX J3KCIICPUMCHTOB IMPCACTABJIICHBI B KPYIIHBIX Oazax JaHHBbIX,
takux, kak NCBI (National Center for Biotechnology Information, HaumonanbHblii TEHTp

buorexnonornueckoii  Mudopmanuu,  https://www.ncbi.nlm.nih.gov) wmu EBI  (European

Bioinformatics Institute, EBponeiickuii buonnpopmaruueckuii Mucrutyt, https://www.ebi.ac.uk), rae

OHHM B OCHOBHOM XPaHSATCSI B BUJI€ TaK HA3bIBAEMBIX «CBIPBIX JAHHBIX» (MCXOJHBIX HEOOPAaOOTaHHBIX
yTeHu# 11 cekBeHupoBaHusi PHK u HeHopmaii3oBaHHBIX 3HAYEHUH ypOBHEW (IyOpecleHIIUU It
MUKpOUHUIIOB). B HacTosiee Bpems [1s1 HEKOTOPBIX BUAOB PACTEHUH B TyOJUYHOM JOCTYII€ HAXOAUTCA
3HAYMTEIBHOE YKCIIO SKCIICPUMEHTOB: TaK, B aekadbpe 2018 roma mis A. thaliana B 6asze qannbix NCBI
(GEO) conepxanoch 6onee 2 000 nccnenoBaHuii, MPOBEJCHHBIX ¢ MOMOIIBI0 MUKPOYMIIOB, U Oojee
1 000 — mytem cexkBennpoBanusi PHK; kaXp1ii MpOeKT BKIIFOYAET OT OJHOTO JI0 COTeH 00pa3noB. Takoit
00BEM JIaHHBIX YPE3BbIYAHHO TSXKENO TIOJ/IaeTCs MOBTOPHOMY aHAIM3y U3-3a 3HAYUTENBbHBIX
KOMITBIOTEPHBIX PECYPCOB, TPEOYIOMIUXCS sl TpeiBapUTEIbHON 00paboTku. Kpome Toro, Bo MHOTHUX
cilydasix MeTaJaHHble — (hopMann30BaHHOE OMHUCaHuEe 0Opa3la — NMPelOCTaBICHbl HE MOJIHOCTBIO, YTO
TaK)Ke 3aTPyHSIET U MHOT/A JIeaeT HEBO3MOKHBIM HCIIOIb30BaHUE MyOJINYHBIX TAHHBIX.

YactuyHo 3Ta mpobiema pelieHa ¢ MOMOUIbI0 0a3 JAaHHBIX OTAEIbHBIX JlabopaTopuil u
UCCIIEIOBATEIbCKUX  TPYMI, MPEJICTABIAIOUIMX  Pe3ybTaThl  MACIITA0HBIX  SKCIPECCHOHHBIX
HKCIEPUMEHTOB, TaKUX, KaK TPAHCKPUIITOMHbIE KapThl, B yJOOHOH! i mosb3oBatens ¢popme. Yucno
00pa310B B TaKuX 0a3ax OrpaHUYMBAETCS JIECATKaMU U COTHSIMH 00pa310B, 3a4acTyI0 IPUHAIEKAIINX
K OJTHOMY IIPOEKTY; IaHHBIE B HUX YK€ MPOILIH BCIO HEOOXOIMMYIO MTPe100pabOoTKy U MPEACTABIISIOTCS
B BUJIe (PMHAJBHBIX 3HAYCHUH, OTPpaXKAIOIUX YPOBEHb 3Kcnpeccuu. CyIecTBYIOMNE HKCIPECCHOHHBIE
0a3pl JAHHBIX MOXKHO pa3ZeNuThb Ha JIB€ KaTeropuu, pasIuyaronyecs uHTepgdeiicom u

UHCTPYMEHTApUEM.


https://www.ncbi.nlm.nih.gov/
https://www.ebi.ac.uk/
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ba3pl, co3maHHble Ui yAOOHOTO OTOOpPaKEHHS TPAHCKPUITOMHBIX KapT, OTIHYAIOTCS
HarJsIIHOCTBIO MpecTaBieHus. [IpuMepom MoKeT Cily’KUTh LIMPOKO UCHOIb3yeMas 0a3a JaHHbIX «EFP

browser» (http://bar.utoronto.ca/efp/cgi-bin/efpWeb.cgi), B koTopo#i TpaHCKPHUITOMHBIC KapThl

U300paKarOTCsl B BUJC CXEMATHUYECKOTO PUCYHKA COOTBETCTBYIOIIETO PACTEHHSI, HA KOTOPOM I[BETOM
0003HaueH OTHOCHUTEIIbHBIN ypoBeHb dKkcnpeccuu rena (Winter et al., 2007). Pacuupennas Bepcus eFP

browser, 6a3a nanubix ePlant (http://bar.utoronto.ca/eplant), B momoinHeHHE K SKCIPECCHH BKIIIOYACT B

ceOsl MHbIE TUIIBI JTaHHBIX, TAKHE KaK KOOPJAMHATHI FeHa Ha XpOMOCOME WU (HIOT€HUS PACTEHUS,
OJTHAKO HE MPEJI0CTaBIISICT BO3MOXKHOCTH TIPOBOINTH Kakue-1100 aHanu3sl skcrpeccun (Waese et al.,
2017).

baspl naHHbBIX BTOpOro THNA 001a1a10T Pa3HOOOPa3HBIMU aHATUTUYECKUMU HHCTPYMEHTaMU, HO
BU3YaJIHM3alUsl pe3ysIbTaTOB, KaK MPaBHIIO, CBOJUTCS K Pa3HOro poja Tabiuiam H3-3a CI0KHOCTU
OJTHOBPEMEHHOTO TMPECTABICHHUS OOJBIIOTO KOJMUECTBAa AaHHBIX. C MOMOIIBIO TaKuX 0a3 BO3MOXKHO
NPOBEICHUE  JOMOJHUTEIBHOTO  aHaiM3a, Ojaromaps 4YeMy moBbIIIaeTCS  A((HEKTUBHOCTH
UCIIONBb30BaHusl JaHHbIX. Tak, B 6a3ze mannbix PLEXdb, (http://www.plexdb.org), oxBarbiBaromieit
TPaHCKPUIITOMHBIE KapThl TUMEHsI, KyKypy3sl U puca (Druka et al., 2006; Wang et al., 2010; Sekhon et
al.,, 2011), momp30BaTellb MOXKET BBHIOMpATh pPa3HbIC THUIBI HOPMAJIM3allMd YTCHHMM, TaKHWe Kak
RPKM/FPKM (4mcio 4TeHuit Ha ThICSYY I1.H. 'eHA HAa MUJTMOH KapTUPOBAHHBIX YTCHUN MM YUCIIO
(parMeHTOB Ha THICSYY I1.H. TeéHa Ha MIJUTHOH KapTUpOBaHHBIX yTeHui, Reads Per Kilobase per Million
mapped reads mwnu Fragments Per Kilobase per Million mapped reads, meTpuku myis onHO- U

HaPHOKOHIIEBBIX YTCHUI COOTBETCTBEHHO) W npyrue; B Melonet-DB (http://gene.melonet-db.jp/cqi-

bin/top.cgi) BO3MOXHO OJHOBPEMEHHOE IMPECTABICHHE YKCIPECCHH Heckonbkux reHoB (Yano et al.,
2018); npyrue 0a3bl JaHHBIX MO3BOJIAIOT MPOBOJWTH aHAIN3 JUGGEPCHINATBLHON SKCIPECCUH

(https://mtgea.noble.org, (Benedito et al., 2008; He et al., 2009) wiu MOUCK KOIKCIPECCUPYHOTITUXCSI

renos (https://mtgea.noble.org, PLEXdb, TomExpress http://tomexpress.toulouse.inra.fr (Zouine et al.,
2017).

1.2.12. Ilpobremer u nepcnekmugvl u3yieHuss mpaHCKPUNMOMHbIX Kapm

PaccmoTpenue TpaHCKPUNITOMHBIX KapT pacTEHUIl MOKa3bIBAaeT, YTO K HACTOSIIEMY BPEMEHU
IIMPOKUN CIEKTP PACTUTENBHBIX BUJOB HW3YYeH C TMPUMEHEHHEM TMEpPEelIOBhIX TEXHOJIOTUN
TpaHCKpUNTOMUKU. OJHaKO HaMu ObUT BBISBIEH U Pl MpoOieM B 00JAacTU CO3JaHUS U aHAIN3a
TPAHCKPHUIITOMHBIX KapT. B epByro ouepeb, cpei aTiiacoB SKCIPECCHH TCHOB KpaitHe HEPaBHOMEPHO
MIpeJICTaBICHBI TAKCOHBI pacTeHui (Pucynok 1.2), uro 0OycnaBnuBaeTcst co3JaHUEM TPAaHCKPUTITOMHBIX
KapT B TEPBYIO OdYepelnb ISl XO3SHCTBEHHO-IIEHHBIX BUIOB U MOXKET MPHUBOIUTH K OIIUOOYHBIM
OMOJIOTMYECKUM BBIBOJIaM, OCOOEHHO B 00JIACTH IBOTIOIMOHHBIX UCCIIEOBAaHUH (ITOAPOOHEE CM. pa3ien

1.2.3). MeTa-aHaimu3 aTi1acoB dKCIPECCHU TAKXKE 3aTPyIHEH OTCYTCTBHEM KOOPIHMHUPOBAHHBIX YCHITHHA


http://bar.utoronto.ca/efp/cgi-bin/efpWeb.cgi
http://bar.utoronto.ca/eplant
http://gene.melonet-db.jp/cgi-bin/top.cgi
http://gene.melonet-db.jp/cgi-bin/top.cgi
https://mtgea.noble.org/
https://mtgea.noble.org/
http://tomexpress.toulouse.inra.fr/
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M0 CO3JaHUI0 TPAHCKPUIITOMHBIX KapT; MEXKIyHAPOMHBI KOHCOPIHYM, OOBEAMHSIONIUNA pa3HbIC
HAy4YHBIC TPYIIBl W MPOJO/DKAIONIMA TreHOMHBIA 1poekT «1000 pacrenuii» (1000 Plants,

https://sites.google.com/a/ualberta.ca/onekp/), mor ObI TOMOYE C peleHueM 3TOM mpobieMsl. B pamkax

KOHCOPIIMyMa BO3MOYKHO CO3/IaHHE CTAHAaPTOB IMOJYYCHHS M AHAIN3a TPAHCKPUITOMHBIX IAHHBIX,
aHasiornyHelXx MIQE nu MIAME s OT-IILIP B peasibHOM BpeMEHU U MUKPOUHUIIOB, COOTBETCTBEHHO
(Brazma et al., 2001; Bustin et al., 2009), u, y4uTbIBasg MPOIODKAIOIICECS CHIKEHHE IIEHBI
CCKBEHHPOBAHUS, OIPEICIUTh O00s3aTeNIbHbII MHUHUMAJIBHBI Ha0Op 00pa3loB, TakUM 00pa3oM
3HAYUTEIILHO MOBBICUB BO3MOKHOCTH CPAaBHUTEIHHOTO aHAIIH3A.

Jlasiee, CyIIECTBYIOIINE SKCICPUMCHTHI CKOHIICHTPUPOBAHBI Ha aHAIN3e OENOK-KOIUPYIOIINX
TEHOB; TOJIKO B HECKOJIBKUX PaboTax M3 pacCMOTPEHHBIX HaMH aHanu3upoBanuch maibie PHK wmin
nnuaable Hekoaupyrome PHK (Nobuta et al., 2007; Clevenger et al., 2016). J{is KHBOTHBIX YXe
CYIIECTBYIOT CIICIIMaIn3upOBaHHbIe aTiackl Hekonupyrommx PHK (Liu et al., 2017a), u B Ommxkaiiinee
BPEMSI CIIEyET OXKHIATH MTOSIBICHUS aHAIOTMIHBIX KAPT IS pacTeHuit. JlanpHeiiliee pa3BUTHE METOI0B
OIPE/ICNICHNs]  HYKJICOTHUIHON IOCICIOBATEILHOCTA W  MOSBICHHE TAKUX IOJIXOJO0B, Kak
cekBeHupoBanue PHK OIMHOYHBIX KIETOK M OJHOMOJICKYJSIPHOC CCKBEHHPOBAaHHE B DPEalbHOM
BpeMeHH, OyIyT CIIOCOOCTBOBATH CO3[JAHUIO TPAHCKPUITOMHBIX KapT JIy4IEro paspemieHus. ITH
METOJIbI yIKE JIOKa3alld CBOIO TOJIE3HOCTh MPU CO3JAHUH ATIACOB 3KCIPECCHH T€HOB: C UX MOMOIIBIO
ObuTH cO3/aHbl KapTa Mo3ra aApo3oduisl (cekBenupoBanue PHK ommnounsix xierok, (Davie et al.,
2018) 1 ocHOBaHHAasI Ha OTHOMOJICKYJIIPHOM CEKBEHHPOBAaHUH TPAHCKPUIITOMHAs KapTa kposuka (Chen
etal., 2017). B nasnpHeiiemM 3TH METO/IbI MOT'YT OBITh IalITUPOBAHBI ISl PACTCHUH (XOTS IPUMEHEHHE
HEKOTOPBIX M3 HUX 3aTPYIHSETCS KECTKON KJIETOYHOU CTEHKOH, it 003opa cM. (Yuan et al., 2018).

Kaxk 6bu10 omucano B paszaene 1.2.1, nepas TpanckpuntToMHas kapta pacteHus A. thaliana Bo
MHOTOM OIIpeIeinIIa HalpaBJIeH s aHanu3a aTiaacoB skcnpeccun (Schmid et al., 2005). Onako npu ee
CO3[aHMM TPHMEHSIACh TEXHOJIOTHMS MHKPOUYHMIIOB, HMEIOIIas CYIIECTBCHHBIC OrPaHUYCHHUS
(mogpobuee cM. pazmen 1.2.2), a BcsS o0macTh TPAHCKPHIITOMHUKHA B TO BpeMs TOJIBKO HadMHAJIA
pasBuBarbesi. CiieyeT OTMETUTb, YTO 3TH TPAHCKPUIITOMHBIC JTaHHBIC MIUPOKO HCIIOIB30BAIKCEH MPH
aHanu3e npoduiel pazHooOpasHeix reHoB (s npumepa cMm. (Mara et al., 2010; Kunieda et al., 2013;
Yamaguchi et al., 2018), a Taxxe mist co3nanus ['ennoit Onrosoruu A. thaliana, Becieactsue yero Bce
MOCICYIOIINE aHAIM3bBl MOTJIM YHAClIe[OBAaTh HMMCIONIMECS B HEH TEXHUYECKHE HEIOCTATKH.
COOTBETCTBEHHO, TMPEACTABISIETCS IeiecooOpasHsIM co3faanne ariaca skcrpeccuu A. thaliana c
HOMOIIBIO COBPEMEHHOro Meroja cekBeHupoBanusi PHK st 0OHOBIEHHST M YTOYHEHHS JaHHBIX O
CaMOM HCCIICIOBAHHOM OOBEKTE CpPEeIH PACTCHUiA, a TaKkkKe Ui MOJNydeHHs WH(opMmaluu o paHee

HCHU3YUYCHHBIX I'€HaX, TKaHAX, OpraHax U CTaAuAX pa3BUTHA.
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1.3. Pe3yabTaThl

1.3.1. Beibop 0b6pa3yoe mpanckpunmomHou Kapmaol

[TosHas TpaHCKPHUIITOMHAsS KapTa opranusma, corjiacio Schmid et al., momkHa 0XBaThIBaTh Kak
MOYKHO OOJIbIIIEe YMCIIO €r0 OPTraHOB, TKAaHEW M TUIOB KJIETOK HA Pa3HbIX CTAAMAX OHTOIE€HE3a, OT
AMOPHOHAILHOTO PAa3BUTHS 0 CTAPEHUS, a TAKXKE COIePIKaTh 00pasIibl, COOpaHHBIC B Pa3HBIX YCIOBHIX
YKM3HUA OpPTraHU3Ma, HAllPUMeEP, 10/l BO3ACHCTBUEM aOMOTHYECKUX WM OHOTHYeCKHUX cTpeccoB (Schmid
et al., 2005). Hama pabora cocpedoTOYeHAa Ha CO3JAHHM IMOAPOOHON TPAHCKPUITOMHOW KapThl A.
thaliana B «HOpManbHBIX» YCIOBUSIX BBIpAIlMBaHUS, TO €CTh NPH TUIHYHON s Arabidopsis
temmneparype +22°C (Arabidopsis Biological Resource Center, 2015) u npu AUTEIbHONH OCBEIICHHOCTH
B TCUCHHUH CYTOK (T.H. YCIOBHUS «JUTMHHOTO JHs», 16 94acoB cBeTa M § 4aCOB TEMHOTbI, HHYIUPYIOIINE
nserenrie y A. thaliana (Koornneef et al., 1991); moapoGHee 00 yCIOBHSAX BBIPAIIUBAHHS CM.
Marepuanel 1 Meronsi). OcHOBOM TpaHCKpunToMHO#M Kaptel A. thaliana mociyxumu 79 o6pasios
pa3HbIX YacTeil W OpraHOB HAa PA3IMYHBIX CTAJUAX Pa3BUTHS, OT MPUMOPIMEB JO CTAPCIONIMX H
3aCBIXAIIIUX CTPYKTYP; B UX YUCIIO BOLILUIA KOPHU, MEPUCTEMBI, JIUCThSI, OPTaHbI IIBETKA, IIEIIbIC IBETKH,
CEMEHa, CTPYUKH, cTeOnu. M3ydyeHne QyHKIIMOHUPOBAHUS TPAHCKPUIITOMA B TUHAMUKE TPEICTABIISCT
OT/EJIbHBIN HHTEPEC, U JJISI 3TOH ST XOPOIIO MOAXOIAT BpEMEHHbBIE CEpUH OTCIbHBIX opraHos (Bar-
Joseph et al., 2012), To ecth cOOp 0Opa3IOB MOCICIOBATEIBHO, ICHD 33 JHEM, WM, YTO BO3MOYKHO B
cilydae pacTeHui Onaromaps ux MoayibHO#H crpyktype (Schmid et al., 2005), ogHoBpeMeHHbBIH cOOp
OpraHOB, HAXOJSAIIMXCS HA Pa3HBIX CTAJUSAX Pa3BUTHsA. B Halll aTiac 3KCIPECCUU BOILIU CICIYIOIINE
BPEMEHHBIE CEPUU: MEPHCTEMBI, IIBETKH, CEMEHA M JIUCThs. Bce oOpasipl TpaHCKPUNITOMHOW KapTh
ObLIM cOOpaHbl B ABYX OMOJIOTMYECKUX MOBTOPHOCTSX, KaXK/1as U3 KOTOPBIX MpeAcTaBisiia co0oi myin
u3 15 pacTeHuii, 4YTO MO3BOJIIET YMEHBIIUTh YHCIO HEOOXOAMMBIX OMOJIOTMYECKHX MOBTOPHOCTEH.
[TonpobHoe onucanue coOpaHHBIX HaMU 00pa3noB HaxoauTces B [Ipunoxennu, Tabmuma 1.2,

M3BecTHO, YTO HEKOTOPHIE TEHBI HE KCIIPECCHPYIOTCS B HOPMAJIbHBIX YCIOBUSX BBIPALIMBAHMS;
0COOEHHO 3TO KacaeTcsi FTeHOB, yUYaCTBYIOIIMX B OTBETE HAa CTPECCOBBIE BO3AeicTBUsA. [IprMepom MokeT
cryxuth ren DOF1.3 (AT1G26790), omuH W3 paHHMX TE€HOB XojomoBoro otBera A. thaliana,
IKCIIPECCHsI KOTOPOTO B HOpME He 00HApYKMBAETCS B TAKUX YACTSIX PACTCHHS, KaK JIMCThs, CTEON WIH
KOPHH, OJIHAKO aKTHBHPYETCs MO JAeiicTBueM HI3KuX Temmeparyp (Park et al., 2015). YtoObI OlleHUTb,
HACKOJIPKO TIOJMTHO CO3JaHHBIA HAaMM aTilaC AKCIPECCHH OIMCHIBAET BO3MOXKHBIC COCTOSHUS
tpanckpunroma A. thaliana, Mel ucnonp3oBagM coOpaHHBIE B J1a0OPATOPUH BPEMEHHBIC CEpPHU
JHMCTOBBIX TPOO, TMOABEPTHYTHIX BO3ACHCTBUIO MOHWXEHHOH Temmeparypbl (+4°C), MOBBINICHHOW

temrneparypsl (+42°C) u MEXaHUYECKUM MOBPEXKICHUAM (IPOTHIKAHUE JTUCTHEB UTJIO0N).
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1.3.2. Cexsenuposanue u nep8uuras 00pabomra OaHHvLX

B JlaGopaTtopuu 3BOJIOIMOHHON T'€HOMHKHU M3 COOpaHHBIX HaMHU 00paslioB Oblja BBIJEICHA
PHK, ckoncrpyupoBanbl Oubmmorekn kJIHK mns cekBenupoBanus Ha minatdopme Illumina u
MPOBEJICHO CcaMO CekBeHupoBanue ¢ momomipio mpudopa HiSeq2000 (Illumina, CIIIA). 3arem
NOJIy4YeHHbIE JaHHbIE ObUIM MpeaoOpaboTaHbl Ui yJaJIeHUs] TEXHUYECKHX IOCIIEA0BATEILHOCTEH U
YTEHHI HU3KOTO Ka4eCTBa, YHUKAILHO KapTUpoBaHbl Ha reHoM A. thaliana, u aist kaxgoro rena ObLI0
OIPEJICTICHO CyMMapHOE YHUCIO YTCHUH, MPUXOAAIIUXCA Ha TeH (cM. Marepuansl 1 Metospsl). IT0
3HAUEHUE SIBJISIETCSA UCXOJHBIM I BCEX JAIbHENIINX aHAIU30B.

B pesynbrare B cpemHeM IS KaXIOro oOpasia Obulo moiydeHo 22,7 MIIH YHUKAIBHO
KapTHPOBaHHBIX BeICOKOKadecTBeHHBIX uTeHuii (Klepikova et al., 2016), Tabauma S2 Ipunoxenus), a
001t 00BbeM JaHHBIX TPAHCKPUIITOMHOM KapThl COCTaBMI 3,6 MIIpJ UTEHUH. Y TOMUHABIINECS BBIIIE
00pa3ipl, MOJBEPTHYTHIE CTPECCOBHIM BO3ACUCTBUSM, OBUIM paHEE CEKBEHHPOBAHBI B TOW JKe
nabopaTopuH ¢ MoydyeHueM B cpegHeM 18,9 miH yrenuit u o0mm oobeMom 606 MITH YTEHUH.

CrnenyeT OTMETUTH, YTO IepBasi cTaausi KOHCTpyupoBanusi oubnuorek k/IHK 3akmiouaercs B
ceneknuu ¢pakuuu MPHK, 4yTo MOXeT ObITh clieJaHo IByMsi OCHOBHBIMU MeToAamH: (1) ¢ mOMOIIbIO
rubpuanzanun MPHK Ha MukpodacTunax, HeCyuux oiuro-a1 mocieoBaTeaIbHOCTH, U YAAIECHUS 3TUX
YacTHUIl U3 PACTBOPA, TJ€ OCTarOTCs He noauaaeHunupoBannele (noauA) PHK, B ochoBrom pPHK; (2) ¢
noMomelo  ruOpumusanuu  pubocomanbHoit PHK  Ha  MmkpouacTMmax, HECYIIMX  30HIBI,
KOMIUTMMeHTapHble K yyactkam pPHK nmanHoro Bupa, u ynaneHusi U3 pacTBopa, IZieé OCTAIOTCS BCE
ocranbHble Tunbl PHK, wactun ¢ pPHK. Bropoil cnoco6 mo3Boisier mpoaHaln3upoBaTh OoJbliee
pasHooOpazue PHK, omnako TpeOyeT 3HAUUTETHHOTO KOJMYECTBA MCXOJHOTO MaTepHalia, dYTO
HEBO3MOXKHO B CiIy4yae IMPHUTOTOBJIEHUS OMOIMOTEK M3 TaKUX CTPYKTYpP PAcCTeHMsI Kak, HalpHuMep,
MEPHCTEMBI, TIOATOMY [T TPAHCKPUIITOMHO#M KapThl A. thaliana 6buT mprMeHeH TPOTOKOIN CeIeKINU
¢pakunu nomuA MPHK. ITo 370l nprunHe 0CHOBHBIE aHAIN3BI IPOBOAMIIMCH AJIs1 OEITOK-KOAUPYIOIINX
TEHOB.

[lonydyeHHbIe TaHHBIE B MEPBYIO O4Yepeab ObUIM MPOBEPEHBI HA MPUTOJHOCTh K JalbHEHUIIEMY
aHaJM3y B OTHOLIEHUH CXOZCTBA OMOJIOTHYECKUX TOBTOpHOCTEH. J[J1s1 3TOr0 OBIIT HCIOIB30BaH KBaJpaT
ko> dunuenta koppensamuu Iupcona (r?). Ero 3HaueHus ams BCeX Tap MOBTOPHOCTEH NeKamd B
muana3one ot 0,83 1o 1 co cpemaum 0,97 u meauanoit 0,98 (Ilpunoxenue, Tadbmuna 1.2). [lnsg ananmza
¥ HAIJIATHOTO TIPEJICTABIICHNS CXOJCTBA 00PAa3IoB MEeXIy cO00H OBIIO MOCTPOSHO OCHOBAaHHOE HA I

uepapxuueckoe gaepeBo kiacrepuzamnuu (PucyHnok 1.3).
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Pucynoxk 1.3. JlepeBo kinacrepusanuu o0pa3loB TPaHCKPUIITOMHON KapThl. B kauecTBe Mepsl
paccrosiHus Mexay mapod oOpas3noB (ock X) HCMOJNB30BAICS BBIYTEHHBIM W3 €IUHUIIBI KBaJpat
koppemsiuuu [Inpcona.

1.3.3. HumeepanvHvle napamempuvl SKCHpeccuu 2eH08

[lepBoiM dTamoM aHanmm3a arnaca oSkcopeccun A. thaliana Obuto  obmiee  omumcanue
TPAHCKPUIITOMA B TEPMUHAX YHCIIA IKCIIPECCUPYIOIINXCS TeHOB KaK B OTICIBHBIX 00pa3siax, Tak u 1o
BCEI TPAaHCKPUIITOMHOM KapTe B IIEJIOM.

B annoranuu reroma A. thaliana (TAIR10) npencrasneno 33 323 rena, u3 uux 27 201 omucanb

kak koaupytoumme MPHK. Kak Obu10 cka3aHo BbllIe, W3-3a2 0COOEHHOCTEH MPOTOKOJIA MPUTOTOBICHUS
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O6MOIMOTEK IS CEeKBEHUPOBAHMS aHAIN3 SKCIPECCUPYEMOCTH MPOBOIWICS TOJBKO JUI TAKUX T'€HOB.
AOCOIOTHBIN YPOBEHB SKCIIPECCUH T'€HA 3aBUCUT OT INTyOMHBI CEKBEHUPOBaHUS (pa3Mepa OMOINOTEKH )
oOpa3ua: pa3HuIla B pazMepax OMOIHOTEK Mexay AByMs oOpa3llaMu B JBa pasza, MOKET HPUBECTU
JBYKpPaTHOMY OTJIMYMIO B YPOBHE 3KCIIPECCHM JAHHOI'O T'€HA, JJaXKE €CJIM peajbHasi €ro 3KCIIPECCHs
(xomuuectBo MPHK) B stux oOpasmax oxaunakoBa. Iloatomy mepen mnpoBeleHHEM IOUCKA
JKCIIPECCUPYIOMIMXCSA T€HOB B 00pasliax TPaHCKPUIITOMHOM KapThl 3HAUYEHHs] CYMMapHOrO 4Hcia
YTEHHUH, TPUXOJAIINXCS Ha TeH, JAJI BceX 00pa3loB ObLIM HOPMAJIU30BaHbl HA pa3Mep OMOIHMOTEKH ¢
TIOMOIIIBIO METOJIa MEJIMaHbI, pean3oBaHHoro B nmakere «DESeq» cratucruueckoit cpeast R (Anders
and Huber, 2010), cm. Martepuainsl 1 MeTobl).

Br16op mopora, oTAENSIONIEero SKCIPecCUPYIOUINecs] TeHbl 0T HEAIKCIIPECCUPYIOIIUXCS, MOXKET
HEMOCPEICTBEHHO TMOBIUATh Ha pe3yibraThl ananu3a (Hart et al., 2013). Tak kak B Harieil pabote B
KayeCTBE YUCIECHHOI'O U3MEPEHUS IKCIIPECCUN HUCITI0JIb30BAJIOCH O0IIEE YMCIIO YTEHUH, TPUXOIALINXCS
Ha JaHHBIA TeH B AaHHOM oOpasue, a He RPKM wmmu FPKM, uacte MeTonmoB ompeneneHus
IKCIPECCUPYEMOCTH FeHa OKa3aliCh HE MPUMEHUMBI (HapuMep, IpeiokeHHbli B padore Hart et al.
meron zZFPKM (Hart et al., 2013). /1y CHYDKSHHUS YHCIIA JIOKHOIOIOKHUTEIIbHBIX PE3YJIbTATOB HAMHU ObLIT
UCIIOJIb30BAaH «CTPOTHI» MOPOT AKCIPECCUPYEMOCTH: HAa T'€H JOJDKHO mHpuxonutcs 16 umu Oonee
HOPMAJIM30BAHHBIX YTCHUH B KOXKIOH U3 IBYX OMOJOTMYECKUX MMOBTOpHOCTEH 0Opasia (Su et al., 2014).

N3 27 201 rena A. thaliana, kogupyromnmx MPHK, x0Ts Ob1 B 0/1HOM 00pasiie SKCIIpecCHpOBaICs
24 621 ren. Bo Bcex 79 obpasuax skcrpeccupoBanioch 10 654 renos, uto coctaBnser 40% ot Oenok-
KOJMPYIOLIMX T'€HOB WM K€ TPEeTh OT BCEX TI'€HOB. UMCIO SKCHPECCHPYIOIUXCA €HOB B KAXIOM
oOpasiie B OTACIBHOCTH pa3iuyalioch HeMHOruM Oosee, yem Ha 4 000: MeHbIIe BCero
TPAaHCKPUOUPYIOIIMXCA TE€HOB OBLIO OOHapyxeHo B oOpasume M1 (15 525 reHoB, BereraTuBHas
MepucreMa), a 6omnpire Bcero — B F3 (19 613 reHos, TpeTuil IBETOK Ha CTaIUU PACIyCKaHHs MEPBOTO
nserka) ([Ipunoxenune, Pucynok 1.1).

CobOpannbie B Hamieil pabore 79 o0OpasloB B 3HAUUTEIHLHON MeEpe OIMUCHIBAIOT aHATOMHIO
pacTeHusi, OTHAKO OCTAETCSl BEPOSITHOCTD, YTO TPAHCKPUITH HEKOTOPBIX T€HOB HE OBLIH 0OHAPY KEHBI,
TaK KaK T T'€HbI SKCIIPECCUPYIOTCS JINOO B YACTSAX W/UIU CTAIUAX PAa3BUTHSI PACTCHHSI, HE BOIIECIIITNX
B CO3JIaHHYIO HaMU TPAHCKPHUNTOMHYIO KapTy, TMOO B MHBIX YCIOBUAX BbIpamuBaHus. /st mpoBepku
MOJIHOTHI aTJjlaca 3KCIPECCUU Mbl HCIHOJIBb30BaIM HaOOp 00pasloB, MOABEPrHYTHIX BO3JACHCTBHUIO
abmotudeckux crpeccoB (cm. paszmen 1.3.1). Tpanckpuntel 26 reHoB, koaupyromux MPHK (96 renos,
€CII IpUHUMAaTh B pacuer Bce 33 323 anHoTupoBaHHBIX TeHa A. thaliana), oOHapyXuBaJIMCh TOIBKO
O] BO3JICHCTBUEM CTPECCOB, HO HE B OCHOBHOM aTjiace JKcmpeccud. M3 Bcex MpHCYTCTBYIOIIMX B
renome A. thaliana renos 7 617 He sKcnipeccupoBaioCh HU B TPAHCKPUIITOMHOM KapTe, HU B CTPECCOBBIX
obpasmax (u3 HuXx Oenok-komupyromux — 2 580, a OCHOBHYIO YacTh COCTaBIISIOT TICEBIOTEHBI M

Hekonupytomue PHK).
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Jlnist mosrydeHust O0IIero MpeaCcTBaICHUs O (PYHKLUS U3Y4aeMbIX T€HOB IIMPOKO UCIOIb3YETCs
knaccupukanus «I'eanas Ourosnorus» (Blake, 2013). I'ernas Ountosorus (I'O, Gene Ontology) — sto
CUCTEMa YHHBEPCAIbHOIO OIMUCAaHUS TEHOB M HUX HPOAYKTOB JJIsi BCEX OHMOJOTHYECKHX BHIOB
(Ashburner et al., 2000). Onucanust pa3aesieHsl Ha TPU TPYIIILI (CIOBaps): MOJCKYJISIpHAst (QYHKIIHS,
KOTOPYIO BBINOJIHSET MPOAYKT I'eHa, OMOJIOTHUECKUH MPOoLecC, B KOTOPOM OH Y4YacTBYET, U KIETOYHBIN
KOMIIOHEHT, B KOTOPOM IMpPOJYKT T€Ha JIoOKanu3yercs. BHyTpu cioBaps cyliecTByeT cCUCTEMa U3
BJIO’KEHHBIX KaTeropuii (TEpMUHOB), OMUCHIBAIOIIUX T'€H C Pa3HOM CTENEHbIO TOYHOCTH: HAIIPUMED, TeH
MOYET OBITh ONHMCAaH KaK «Y4acTBYIOIIUHI B KIETOYHOM MeTabonmu3me ketoHoB» (GO:0042180), uto
SBIISICTCSA CaMbIM HIDKHUM M TOYHBIM YPOBHEM OIMCAHMS, U ATOT TEPMHH BXOJHUT B 0ojiee KPYIHYIO
KaTeropuio «MeTadosm3mM Maibix Mojeky» (GO:0044281), u Tak majee BIUIOTh JI0 CaMOTO OOIIETo
TepMuHa «ouonoruueckuii mpoueccy (GO:0008150). Kaxaplii reH ¢ TOM UM MHONW TOYHOCTHIO OMUCAH
TEPMHHAMHU U3 TPEX CIIOBAPEH.

Jist cicKa HEdKCIPECCUPYIOLINXCSI TEHOB OBLT MPOBEJCH aHAIN3 00OTAIIEHUS! KaTeTOPHSIMH
'O u gpyrux 6a3 ganubix (takux, kak InterPro, (Mitchell et al., 2019): konuvecTBO TeHOB,
AHHOTHUPOBAHHBIX KaXKIbIM TEPMUHOM B CIHCKE HEIKCIIPECCHPYIOIIMXCS T€HOB, CPaBHHUBAIOCH C
TEOPETUYECKH OKUIAeMbIM, UCXOAS U3 OOIIEro 4Yucia TakKuX NeHOB B reHoMe (cM. Marepuamnsl u
Mertoasi). C ero momoibio OblIa TTOKa3aHa MEPENpPeICTABICHHOCTh TAKUX TEPMUHOB, KaK «3alUTHAs
peaknus B otBeT Ha rpuodb (GO:0050832), «ybuiicTBO KIIeTOK JIpyrux opranu3moy (GO:0031640),
«PHK-namnpasiennas aktuBHocTh JIHK-momumepase»y (GO:0003964) (Klepikova et al.,, 2016),
Ta6muna [Mpunoxenuns S9).

Kak 0p110 ckazano B pazgene 1.2.1, B 2005-om roay ObUT cO37aH TIEPBBIN aTJIac dKCIPECCHH
TeHOB pacTeHusi, MojaeibHoro odbekra A. thaliana (Schmid et al.,, 2005). CpaBhenue Hamei
TPAHCKPUNTOMHOM KapThl ¢ HUM CIYXXUT JOIMOJHHUTEIBHBIM CIIOCOOOM MPOBEPKU COCTOATEIBHOCTU
MOJTyYEHHBIX HaMH JaHHbIX. ATiiac Schmid et al. 6puT oJTyYeH ¢ MOMOIIBIO TEXHOJOTHMH MHKPOUYHITOB
U conepkuT nHpopmanuio o 21 150 renax, mpoOBl K KOTOPBIM MPUCYTCTBOBAIN HA MHUKpOUHIie, B 79
O6uonoruueckux oopasuax. Tpanckpuntsl 94% 3THX TeHOB ObLIIM 0OHAPYKEHbI B HALINX TaHHBIX. Kpome
TOTO, 3Kcrpeccust 5 877 reHoB Obla BbISBIEHA B CO3JJaHHON HaMM TPAHCKPUIITOMHOW KapTe, HO HE B
nmaHHbIX Schmid et al.

CaMoil pocTOil MHTErpaJIbHON XapaKTEPUCTUKON IKCIIPECCUM I€Ha MOXKET CIIy>KUTh IIUPHUHA
naTTepHa SKCIPECCHUH, MOCYUTAHHAS KaK YUCIO 00pa3loB, B KOTOPHIX 3TOT T€H TPAaHCKPHOHpYyeETCs
(Pucynok 1.4 a, cm. pazgen 1.2.7). PacnpeneneHue T'€HOB MO 4YUCIy OOpa3lOB, B KOTOPHIX OHH
HKCIPECCUPYIOTCS, MMEET JIBa MMKAa: TPAHCKPUIITHI OCHOBHOM 4acTH reHoB, Koaupyroumx noiuA PHK,
HaOMOIal0TCs MOYTH BO Bcex oOpasmax (15 296 renoB — B 65 u Gonee obOpasliax), BTOPOW MUK
MIPUXOIUTCS HA HEOOIbIIoe Yrciio oOpa3nos (4 920 reHoB skcnpeccupyeTcs B 15 1 MeHee o0pasiax), a

B IpoMexXyTKe oT 16 10 64 oOpa3uoB HaxonuTcs 4 405 reHoB.
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Pucynok 1.4. DxcripeccioOHHbIE XapaKTEpUCTUKU IeHoB. (a) Pacnipenenenue reHoB mo yucity
00pa31oB, B KOTOPBIX T'€H IKCIpeccUpyeTcs (IIOPOT SKCIIPECCUPYEMOCTH coCTaBisieT 16 u 6onee yTeHui
B KaX/10l M3 Ouojormueckux mnoBTopHOCTeH); (0) Pacmpenenenue uyucina oOpas3loB, B KOTOPBIX
9KCIPECCUPYETCs TeH, B 3aBUCUMOCTH OT MEJMAHHOIO YpPOBHS OJKCHpeccuHM reHa (mkama X
NPECTaBIsIET COOOW AECATUIHBIN JOrapu(M MEANAaHbI SKCIPECCHH T'eHA).

Kpome Toro, Hamu ObU1a TPOJEMOHCTPUPOBAHA CBA3b MEXKY YHCIOM 00pa3lioB, B KOTOPHIX I'eH
sKcTpeccupyercs, 1 ypoBHeM skcripeccuu (Pucynok 1.4 6, I[punoxenue, Pucynok 1.2). Cpennsis
IKCITpeccHs, KaK U MeuaHHasl, 0Ka3aJlach BBIIIE /IS TEHOB, O0JIaJAIONINX 0oJiee IMUPOKUM ITaTTEPHOM
(TO ecTh PKCIpecCUPYIOLUXCS B OOIbIIEM Ynciae 00pas3ioB). ITOT ke TPEHI MPOCISKUBACTCS TaKKe
JUTE MUHUMYMa U MaKCHMyMa 3KCIIPECCHH, XOTs U B MeHblIei crenenu ([Ipunoxenune, Pucynok 1.2).

IMpu amanuse skcmpeccupyemoctu reHoB A. thaliana crieayer yduThIBaTh HEKOTOPBIE
HEeJOCTaTKu cymiecTBytomeil coopkn u anHHotauuu reHoma (TAIR10). Tak, psn cocenHux Ha
xpomocoMme reHoB (Hanpumep, AT3G30385 u AT3G30387, AT3G28290 u AT3G28300, ATSG50580 u
AT5G50680) nmeroT uaeHTHYHBIE HYKJICOTHIHBIE TTOCIEA0BATENBHOCTH, YTO, CKOPEE BCETO, SBIISETCS
CJIEJICTBUEM OIIMOOK COOPKH MJIM aHHOTAIUU. DTO MPENATCTBYET KAPTHPOBAHHUIO YTCHHUIH HA TEHOM TIPH
TpeOOBAaHUYU YHUKATHLHOTO KapTUPOBAHUS (TO €CTh JIUIS KAXKJIOTO YTEHUS B TEHOME JTOJKHO HAXOIUTHCS
TOJIBKO OJTHO MECTO C COBITA/IAIOIICH TTOCIEIOBATEIHFHOCTHIO), M, TAKUM 00pa30M, 3TH T€HBI OYyT UMETh
HYJIEBOE YHCIIO YTEHMI BO BceX oOpasiiax, Ha caMOM JIeTie SBISACH dKCIpeccupyeMbIMu. J{iis oreHKH
KOJIMYECTBA TAKUX TE€HOB MBI TPOBENH HEYHUKaIbHOE KAPTUPOBAHUE, UYTO J0OABHIO B CIHCOK
JKCIIPECCUPYIOMIMXCS X0Ts Obl B ogHOM obOpasue 213 Oenok-koaupyronmx (334 Bcero) reos. M3 Hux

BO Bcex o0pasmax skcnpeccupoBaiiocsk 143 (159) renos.
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1.3.4. Cpasnenue napamempog sxkcnpeccuu 2eHo8 6 06pasyax

[Tomumo o61Iero omnucaHusi TPAHCKPUIITOMA OpPraHU3Ma, MHTEPEC IMPEACTaBIseT CpaBHEHHE
npoduneil sKcrmpeccuu OTHENbHBIX 00pasuoB. Jlyig mpencTaBieHUs paclpeaeieHus ypoBHeEH
IKCIIPECCUU MBI UCIIONB30BAIH Mapamerp Z (Z-score), KOTOPBIA MpecTaBisier co00i pa3HUIly Yuciia
YTeHUU HA T€H B JAHHOM 00pa3siie U CpeaHero Mo BceM oOpas3iiaM 4uciia YTeHUH, HOpPMUPOBAHHYIO Ha
CTaHJapTHOE OTKJIOHEHHE 10 BceM oOpa3iam (cM. Marepuansl u Metosl). Pactipenenenue mapametpa
Z TO3BOJIIET CYyJUTh O TOM, HACKOJBKO IKCIIpecCcHs F€HOB B KOHKPETHOM oOpaslie OTIMYaeTcs OT
yCpEIHEHHON MO BceM oOpasuam; npu O00ibIIond 6Ju30cTH 00pasia K «yCpeTHEHHOMY» MapaMerp Z

OyJzileT HOpMaJIbHO pachpesesneH co cpeaum 0.

1.07 Ueetok

I:ll'lbthHKu

HEEpEﬂbIE.EBMBHE

MNoTHOCTE pacnpedeneHMs

0.0+ S

0 5
Z-napameTp

Pucynok 1.5. Pacnipenenenune napamerpa Z B Tpex oOpas3lax TpPaHCKPUIITOMHOM KapThl:
HOJHOCTBIO  pacmyctuBmierocs nBetka (LIBerok, F1), BCKPBIBIIMXCS TMBUIBHUKOB MOJHOCTBIO
pacnyctuBmerocss 1Berka ([TbutbHuku, F.AN), He3penbix ceMsH, COOpPaHHBIX C IOJHOCTBIO
cOpocuBIIiero okoyonBeTHUK cTpyuka (Hespensie cemena, SD.y1).

B menom pacnpenenenust mapamerpa Z Bo BcexX oOpasiiax 00Jagaind OOJBIION CXOXKECTHIO.
OpnHako B psjie mpob pacnpesieneHre ObUI0 CMEIIEHO BIPABO, YTO TOBOPUT O MPEBBILICHUH CPEIHEr0
YPOBHSI TPAaHCKPHUILUU HEKOTOopbIMH TreHamu (SD.yl, momonsie cemena; OV6-7, cemsmoyku 10
OTLIOIOTBOpPEHUS), a B Apyrux obpasmax — BineBo (F.AN, otkpeiteie mbuibHUKH; F.AN.ad, 3pemnbie
TBUTBHUKH 710 BCKpbITUS) (Pucynok 1.5, [Tpunoxenue, Pucynok 1.3).

JlpyruM UCOIb30BaHHBIM HAMH CIIOCOOOM CpaBHEHUS 00pa3lioB ObLIO H3YYEHHE COOTHOLICHHUM
tepMuHOB ['O, ONMCHIBAIOIIMX 3KCIpeccUpylolMecs B 3THX oOpas3lax TeHbl. TpaguiMOHHO
UCTIOJIB3YIOTCS JIBA BapHaHTa aHHOTAIMM T'eHOB TepMuHamu ['O: ocHOBHas, Hauboisiee MoyHas, T1e

reHaM 10 BO3MOXHOCTH MPHCBAMBAETCSI CaMO€ TOYHOE OIKUCAaHUE MOJIEKYJSIpHON (QYyHKIUH,
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OMOJIOTHYECKOTO TMpoIiecca M KJICTOYHOrO KOMIIOHEHTA; M BTOpasi, TAK Ha3bIBaeMasi aHHOTanus «Slimy,
KOTOpas MpeAcTaBiIseT co00i cpe3 ceTH OHTOJIOIMU Ha 00Jiee BHICOKOM YPOBHE U, TAKMUM 00pa3oM, 1aeT
Oonee obmee omucanue rera. OJHAKO B Cydae HAIIMX JAHHBIX Jake aHHOTamus «Slimy okazamack
HEIOCTaTOYHO OOIIEeH Ui MOJTY4YEeHHs CPAaBHHUMOM KapTHHBI IO pa3HBIM oOpas3laM u3-3a OO0JIBIIOro
KoJindecTBa TepMUHOB 'O U CIMIIIKOM Majioro 4ucia TeHOB B KAKIOM M3 HUX. YTOOBI MOXy4YHTh Ooiee
KpYIIHbIE KaTeropuu, HaMH ObUI CIeNlaH Cpe3 CeTHM aHHOTAllMM Ha TPETbEeM YPOBHE, CUMUTAs MEpPBBIM
YPOBHEM HaudaJibHbIE Kareropuu «MoiiekyisapHas ¢yHkmus» (GO:0003674), «Ouosornyeckuii
npouece» (GO:0008150) u «xnerounsiii kommoHeHT» (GO:0005575). CooTHOLIEHHE TEPMHHOB
Tperbero ypoBHs ['O OBUIO MpaKkTHYECKH OAMHAKOBBIM BO BCeX OOpa3lax; CpenHuil ypOBEHb
9KCIPECCHH U CPeHEE YUCII0 00pa310B, B KOTOPBIX IKCIPECCUPYIOTCA FeHbl pa3indHbix ['O kaTeropui,
NOKa3bIBAO PA3INUUs MEXIAY HEOOXOIMMBIMU s (YHKIMOHMPOBAHUS BCEX TKaHEW TI€HaMu
(manmpumep, Bxomsmux B Kateropun GO:0048856 — «pasBuTHE aHATOMUYECKHUX CTPYKTYp» U
GO0:0044424 — «BHYTPUKICTOYHBIE KOMIIOHEHTB») M OpraHoCHenu()UYECKUMU KaTerOpUsIMHU

(GO:0070505 — «060104Ka MBUILLEBOTO 3€PHAY).
1.3.5. Ananu3z ougpepenyuanvroil sxcnpeccuu

N3yyenne paznuuuii B ypOBHSX JKCIPECCUU TE€HOB MEXIy OOpa3lamMH SBJISETCS IIMPOKO
UCTIOJIB3YEMBIM CIIOCOOOM MOTy4eHuUst HHYOpMaIy Kak 0 (QyHKIIMOHATFHON pa3HUIE MEXTy TPoOaMu
(HampuMmep, KOHTPOJBHOM M TMOJBEPKECHHOM CTPECCOBOMY BO3JIEUCTBHIO), TaK M O TOBEACHHUH
UCCIIeyEeMOro T'eHa B pas3aMyHbIX ycloBusaxX wid TkaHsx (Soneson and Delorenzi, 2013). [lis o6mieit
XapaKTePUCTHKU pa3HOOOpa3us COOpaHHON HaMM TPAHCKPUIITOMHOW KapThl Mbl MPOAHAIU3UPOBAIIN
T depeHIMATBHYIO SKCIPECCUI0 TEHOB MEXAY BCEMU BO3MOXKHBIMHU IapaMu oOpas3loB, 4yTO Jano 3
081 momapHoe cpaBHEeHHE. AHAIN3 OB MPOBECH C UCIIOJIH30BAHUEM TTAKEeTa CTATUCTUIECKOM cpeibl R
DESeq (Anders and Huber, 2010).

Yucno auddepeHInanbHO IKCIPECCUPYIOMINXCS TeHOB MEXy pa3HbIMHU MapaMu 0OpasIoB
BapbUPOBAIOCH B IIMPOKUX Mpeiesax: HanboIee CX0KUMHU OKazalnuch 00pas3isl M1 u M2 (MepucteMbl
JI0 Tiepexoja K nBereHuto, 14 J1D renon), a Hanboiee paznuuatomumucs — F3 u SD.d (Tpetwii iBeToK
IPH pacIlyCKaHUM MepBoro u cyxue cemena, 15 149 JID renos) (Klepikova et al., 2016), Tabnumsr S12
u S13 Tlpunoxenus). Yucmo /IO Te€HOB HCMONB30BATOCH B KAa4eCTBE MEPHI PACCTOSIHUS MEKIY
oOpasiiamu /s MOCTPOeHUsI nepapxuyeckoit kinacrepusanuu ([Ipunoxenue, Pucynok 1.4).

I'enbl, skcpeccusi KOTOPBIX BO3pacTaeT B OJHOM oOpasle MO CPaBHEHHIO C JAPYTUM, U TEHBI,
KOTOpBIE MMEIOT CHUKEHHYIO JKCIPECCHIO B MEPBOM 0Opasile, MOTYT OBITh BOBICYECHHI B Pa3HbIC
MPOIIECCHI, MPOTEKAHUE KOTOPHIX OTJIMYaeTcss Mexay oOpasnamu. [lo 3Toil mpuynHEe Takue TeHbI
ClelyeT paccMaTpuBaTh OTAEIbHO. YTOOBI MOMydnuTh OOIIEe MPEACTaBICHHE O T€Hax C Pa3InYHbIM

YPOBHEM TPAHCKPUIIIWHA B Pa3HbIX YaCcTIdX MW OpraHax pacTCHUA, Mbl IIPpOaHAJIU3HUPOBAIN
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nepenpeacTaBiIeHHoCTh kateropuit 'O B cnmckax reHos, /13 Mexay Kaxmoil mapoit o0pasioB; TeHsl,
JKCIIPECCHs KOTOPBIX BO3PACTACT WIIM CHUYKAETCS B OHOU U3 P00, paccMaTpuBaIoch OTenbHO. Beero
ob110 00Hapyx)eHo 1 528 kareropuii 'O, oborameHHbIX 00JIee YeM B J1Ba pa3a XOTs ObI B OJJTHOM CITHCKE
reHoB, a takxke | 531 TepmMuHOB M3 Apyrux 0a3 AaHHBIX. MHOTHME TEpMHUHBI, OTHOCSIIUECS K
(oTOCHHTETHYECKHM MpoIieccaM, ObUIM MEepEenpeACTaBIeHbl B CIUCKUA J[D T€HOB; K HUM OTHOCSTCS
Takue KaTeropuu, kKak «porocunrernyeckue memOpanb» (GO:0034357, 2 169 cpaBHeHuil) wu
«remHoBas craaus porocunresa» (GO:0019685, 1 510 cpasuenwuii) (Klepikova et al., 2016), Tabwuia
S14 Ipunoxenus). Kpome Toro, 4acto okassBaiuch qudQepeHnaIbHO IKCIIPECCHPYIONIMMUCS TeHBI,
BOBJICUCHHBIC B PETYJIAIIMIO XPOMATHHA U JICJICHUS KJICTOK, TAKUE Kak «kopoBbie rucTonbl» (IPRO07125,
2013 cpaBuenwuii), «xpomatun» (GO:0000785, 1 490 cpaBHeHmii), «(}a3bl KICTOYHOTO ITUKIIA»

(G0:0022403, 1 445 cpaBuenuit), «uuknuH, C-xkouery (IPR004367, 1 525 cpaBHeHuit).

750 1

500 1

mcno reHoBs

2507

0 500 1000 1500 2000 2500
13 3HaYeHue

Pucynoxk 1.6. Pacnipenenenue J[9-3Hauenuii reHoB, auddepeHnnanbHo SKCIPecCUpYOIUXCs
XO0Ts OBl B OJIHOM CpaBHEHUU 00Pa3II0OB.

Jlnis onucaHus pa3sHOOOpa3us SKCIPECCHH B OTHOIICHUN T€HOB Mbl BBEIIM HHTETPAIBHYIO MEPY
«J123-3HaueHne reHa» — 4Yucio MapHbIX CPAaBHEHUM, B KOTOPBIX JaHHBIN reH aBisuics 1. [[9-3nauenue
OTpaXkaeT, BO-TIEPBBIX, MHUPOTY MATTEPHA IKCIPECCUU (TE€HBI, IKCIIPECCUPYIOIIHECS B OOJBIIEM YHCTIE
00pas31oB, MOTEHIIMATFHO MOTYT UMETh 0oJiee BhICOKOE J[D-3HaueHue) u, BO-BTOPHIX, CTATUCTHYECKHU
JIOCTOBEPHYIO PA3HUILY B YPOBHSX IKCIPECCUH B 3TUX 00pa3max. J|D-3HaueHne mo3BOIISET ONPeeIUTh
TeHbl, KOTOpBhIC BOBIEYEHHI B oOpraH-cnenuduueckue auO0 B 0a30BbIE MPOIECCH OpPraHU3MA.

Pacrnipenenenue /13-3HaueHuil TpaHCKPUNITOMHOW KapThl IIpesicTaBieHo Ha Pucynke 1.6.



42

XOTS TEOPEeTHYECKH MAaKCHUMAallbHO BO3MOXHOE J[D-3HaueHue paBHSIIOCh YHCIY MapHBIX
cpaBHeHui 00pa3ios (3 081), Hanbonbinee HabMogaemoe [[9-3nauenue coctaBuio 2 533. J{nsa 331 rena
J2-3nauenns npesbimanu 2 300. AHanu3 nepenpencraBieHHocTy kateropuit I'O mokasain oboramieHue
CIIUCKa ATUX F€HOB TEPMUHAMH, OTHOCSIIUMUCS K (DOTOCHHTE3Y U CBS3aHHOMY C HHM METa0OJIU3MY
(Takumu, Kak «orocuHTeTHYecKas MeMOpaHa», GO:0034357, u «MeTabOIU3M TIFOKO3WHOJIATOBY,
GO0:0019757) (Ilpunoxenue, Tabauma 1.3).

852 rena (M3 yucIa YKCIPECCUPYIONTUXCS XOTs ObI B 0JJHOM oOpasiie) umenu JI3-3HadueHus OT
100 1 MeHbIiIe 1 ObLIM O0OTAICHBI KaTErOpUsIMH, CBsi3aHHBbIME ¢ Tiporieccuarom PHK (GO:0006397),
nokanu3armenn 6enkoB GO:0034613) u tpancmoprom (GO:0016192) (ITpmioxenue, Tadmuma 1.4).
Pacnpenenenue uncna 06pasioB, B KOTOPHIX IKCIPECCUPYIOTCSA T€HbI ¢ MUHUMANIbHBIM [|D-3HaueHneM,

0Ka3aJ0Ch OMMOIALHBIM C TTMKaMHU Ha 0JHOM U 79 obpasiax ([Ipunoxenue, Pucynok 1.5).
1.3.6. Cmabunvrocms 3Kcnpeccuu 2eHo8

[Touck TeHOB, CTAOUIILHO YKCIPECCUPYIONINXCS B PA3IUYHBIX OpPraHaX M YCIOBUSX, SBISCTCS
BaXHOW 3a/layeil B CpPaBHUTEIBHOM aHaiM3e SKcrhpeccuu. Kak ¥ BO MHOTUX JApyrux padorax,
MOCBSINEHHBIX aHATK3y TpaHcKkpunToMHbIx kapt (Wang et al., 2010; Meyer et al., 2012; O’Rourke et
al., 2015), B kauecTBE MepHI PABHOMEPHOCTH SKCIPECCHH MBI HCITOJIb30BAIN KOAPPHUIIMEHT BapHaLHH,
TO €CTh OTHOIICHHWE CTAHJAPTHOTO OTKJIOHEHHUS YpPOBHS OSKCIIPECCHH TE€Ha 1O BCeM oOpa3laMm K
cpenremy. Koaddunuent Bapuanuu y 47 renoB 6bu1 MeHbIne 0,2, y 339 reroB — mensire 0,25 u'y 970
— menble 0,3; J[D-3HaueHue y 3TuX TeHOB Haxoaujoch B auana3one ot 0 no 488 (mpu makcumyme 3
081). Ananu3 oboramieHus] CIMCKOB 3TUX TeHOB TepmuHamu 'O mokaszan mepenpeacTaBIeHHOCTh
KaTeropuii, CBI3aHHBIX C TPAHCIIOPTOM HYKJICHHOBBIX KucioT u OenkoB (GO:0050658, GO:0006886),
memOpanamu (G0O:0030662, GO:0030117) u mpomeccurarom PHK (G0:0008380, GO:0016071)
(Klepikova et al., 2016), Ta6nura [punoxenus S20).

UToOBl MPOBEPUTH, COXPAHSAET JU IKCIPECCHs ITUX T'€HOB CTAOUIBLHOCTH B JIPYTUX YCIOBUAX
BbIpalllMBaHUs, Mbl J00aBWIM pe3ynbTarthl cekBeHupoBanus PHK pacrenuii, noaseprHyTbix
BO3JICHCTBUIO a0MOTHYECKUX cTpeccoB (cM. pa3aen 1.3.1), K TpaHCKPUNTOMHOM KapTe U MepecuUnTaIH
kodd¢ument Bapuanuu. [Ipu moporosom 3uauenuu CV 0,2 craOuiIbHBIME OKa3anuch 34 reHa, 274
rera umenu CV mensiie 0,25, 792 rena — mensine 0,3. J{1s nanpHelimero oroopa Haubosee cTabuiIbsHO
skcnpeccupyronmxcs reno A. thaliana, coricok reHoB, cTaOMIBHBIX B 00pa3iiax TPaHCKPHIITOMHOI
KapThl, CPAaBHHUBAJICS CO CIIMCKOM TI'€HOB, CTA0WJIBHBIX KaK B CTPECCOBBIX, TaK W B HOPMAaJbHBIX
YCIIOBUSIX, U B (PMHAIBHBIN aHaTN3 BOILIH TOJILKO T€HBI, IPUCYTCTBYIOMIKE B 000uX criuckax (PucyHok
1.7). OTHO1IEHUE CTAaHIAPTHOTO OTKJIOHEHHS YPOBHS SKCIIPECCHH K CPETHEMY TI0 BCEM 00pasIiaM y 3TUX
resoB paznuuanock ot 0,15 no 0,2, a /I9-3nauenue — ot 0 mo 117, torna xak sHtponus IllenHoHa

BappupoBanach ot 4,56 nmo 4,57. IlepenpenctaBieHHocTh Kareropuid ['O s cnmcka cambix
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CTaOUITBFHBIX TEHOB B IIEJIOM COBIMa/iaja ¢ 00OTraleHneM TeHOB, CTAOMILHBIX B TPAHCKPUIITOMHOU KapTe

A. thaliana.

TpaHCKPUNTOMHasn KapTa TpaHCKPUNTOMHasA KapTa TpaHCKpMNTOMHan KapTa

20 27 7 113 226 48 227 693 99

KapTa u cTpeccoBble KapTa u cTpeccoBble KapTta n cTpeccosble
OaHHble JOaHHble JOaHHble

CV <0,20 CV <0,25 CV<0,30

Pucynok 1.7. Jluarpamma BenHa [Uisi TE€HOB, CTa0WJIBHO OSKCIPECCHUPYIOUIMXCA B
TPAHCKPHUIITOMHOW KapTe, U TCHOB, CTAOMIIBHBIX B 00bSTUHEHHBIX IAHHBIX TPAHCKPUITOMHOUN KapThl U
CTpeccoBBIX Bo3zAeicTBUi. [IprBeaeHbI KoMYecTBa CTAOMIBHBIX T€HOB MpH Tpex noporax: CV < 0,20,
CV <0,25,CV <0,30.

1.3.7. Cneyuguunocms sxcnpeccuu 2eHos

Eme onHuM crnocoboM u3ydeHus Ii100anbHOrO TPAHCKPUIITOMA OOBEKTa SBJISETCS ONMUCAHUE
NaTTEPHOB JKCIPECCHHM T€HOB M IMOHWCK Cpeld HHUX CHEHU(UYIHO SKCIPECCUPYIOMIMXCS B Pa3HBIX
opraHax, TKaHSIX M THIIaX KJIETOK. B kadecTBe METpUKH TKaHEBOH CIeM(UIHOCTH T'eHa B psae padboT
UCIIOJIB30BAJIOCh YMCIIO 00Pa3IoB, B KOTOPhIX akcnpeccupyetcs red (Ponger et al., 2001; Huminiecki et
al., 2003; Vinogradov, 2003); 3ToT croco0® ObUT MPHMEHEH HAMHU UIsi OOIIEro OMUCAHHS IKCIPECCHU
reHoB (cM. pazzaen 1.3.3; moapoOHee 0 MeTo/ax ONpeseeHusl TKaHeCIeM(PUUHBIX TEHOB CM. pa3jiell
1.2.7). Onnako Takast OIeHKa HE YYUTHIBAET BO3MOKHBIE OTJINYHS B YPOBHSIX SKCIIPECCHUH T€HA B Pa3HBIX
00pa3iax, 9To MOXKET BHECTH MOTPEITHOCTh B aHAJIH3; KPOME TOTO, Kak 00Cyknanoch B pasaen 1.2.7,
3TOT croco0 MoApa3yMeBaeT MPOU3BOJIBHBIN BEIOOP MOpoOra Mo ypOBHIO SKCHPECCHH, YTO 3aTPyAHSIET
NPOBE/IEHUE CPABHEHUHN MEX/ly TPAHCKPUIITOMHBIMH KapTaMH.

OTUX HEJOCTATKOB JIMIIEHA Takas Mepa IIMPUHBI MATTepPHA SKCIPECCHH, KaK HHTPOIHUS
[ennona (H). MakcumanbHO BO3MOYKHAsi SHTPOIUS OINpPEAESeTCs] YUCIOM 00paslioB, MCXONs U3
MOJTHOCThIO PAaBHOMEPHOM OSKCIPECCHMHM B HHUX; B Halled TPaHCKPUIITOMHOM KapTe HauOojblIas
sHTponus coctaBuia 4,57. Pacnpenenenue sutponuu H cMemieHo B 061acTh BHICOKMX 3HAUYEHUH, U,
TaKUM 00pa3oM, IMOKa3bIBAET, YTO OOJBIIMHCTBO T€HOB O0JIQJAI0T MIMPOKUM MATTEPHOM IKCIIPECCHU
(Pucynox 1.8). Bropoit JoKanbHbIi MAKCUMYM, 3HAYMTEIBHO MEHBINX pa3mepos (1,8%), Haxoaurcs B
obmactu 3Hauenuit H 0,1-0,25 u oOpa3zyercs reHamu, crnenupUYHO SKCIPECCUPYIOIIUMUCST B

OMPCACIICHHBIX 06pa3uax.
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Pucynok 1.8. Pactipenenenue sutponuu [lleHHOHa 3KcnipeccHpyOIMXCS B TPAaHCKPUIITOMHOMN
KapTe I€HOB.

Ananmu3 mepenpencraBieHHOCTH Kateropuii 'O m apyrux 0a3 HaHHBIX B CIHCKE T'€HOB C
SHTPOIUEH, MpeBbiatonie 4,53, mokasai CBsi3b 3TUX I'€HOB C TAKUMH IPOIECCAMH, KaK TPaHCIOPT
HYKJIEMHOBBIX KUCIOT, mpoueccuar PHK (GO:0006397), u TakuMu KJI€TOYHBIMU KOMIIOHEHTaMH, KaK
membpanbl (G0O:0031965) (Klepikova et al., 2016), Tabmuua Ilpunoxenus S17). I'eHbl, sHTpONUs
KOTOpbIX Obima Huxke 0,15, XapakTepu30BAIHCH KATETOPUSIMH «MEXKKJIETOUHBIA CHUTHAIMHI»
(GO:0007267), «nextunacrepasnas aktuBHOCTh» (GO:0030599), «kinerounas crenka» (GO:0005618)
(Klepikova et al., 2016), Ta6mura [Tpunoxenus S16).

1.3.8. Ilammepusbi sxCcnpeccuu cemelicme mpancKpUNYUOHHbIX pakmopos

N3ydyenue reHoB, KOAUPYIOMINUX TPAHCKPUIILIMOHHBIE (AKTOPbI, HEOOXOIUMO NIl TOHUMAHMUS
(GYHKIIMOHUPOBAHMSI CETEN T€HETUYECKON PEeryJIsliMY, KOHTPOIUPYIOIIMX Pa3Hble aCIIEKThl Pa3BUTUA U
XKH3HeAesaTenpHoCTH opranu3ma. CornacHo 6ase manHbix PlantTFDB (Jin et al., 2014), B renome A.
thaliana anrotuposano 2 757 T®, otHocsmuxcs k 82 cemeiictBam (Jin et al., 2015), u3 nux 2 148 reHos
AKCIIpECCUPYETCs XOTS Obl B OJJHOM 00pa3lie Hallel TPaHCKPUIITOMHON KapThl.

JInsg  u3ydeHuss naTTEpHA DSKCIPECCUM PETYJATOPHBIX T'€HOB MBI  IIPOAHAJIU3HPOBAIU
pacmipezesnenus 3Hadenuii suTpornuu [llennona mist Bcex cemeiictB T® (Pucynok 1.9 a). BonbmmHcTBO
CEeMEHCTB XapakTepu3oBaloch Oonbmiol aucnepcueit H: cpenm mnpunamiexammx k HuM T
BCTPEYAIOTCS KaK TKaHecIe(pUUHbIe, TaK U HKCIPECCUPYIOLIIecs BO BceX oOpa3siax reHsl. TeM He MeHee,
MeJMaHbl SHTPONUH pa3HbIX ceMeicTB T BappupoBaimuch ot 2,39 no 4,51; naubonee y3kuil naTTepH
skcrpeccun umenu takue kiacesl Td, kak MADS, LOB, LIM u MYB, Toraa kak cambie IIUPOKO
JKCIIPECCUPYIOLIUECS TEHBbI, KOIUPYIOLIUE PpEryJsaTOpbl TPAHCKPUIILUH, BXOAWIM B CEMEHUCTBA

SWI/SNFSWI3, SNF2, CAMTA, DDT u FAR.
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Bo MHOrux ciydasx NmpoJyKTbl F€HOB, BXOIAIMX B cemeiictBa Td, ¢popmupyror GenkoBbie
KOMILJIEKCBI, KaK, HalpuMep, cyObeInHUIbI PUOOCOM MM KOMIOHEHTB! ()OTOCUCTEM, YTO TO3BOJISIET
IIPEIIIOJIOKUTE BBICOKYIO MEIHaHy KOPPEJSLUHU JKCIPECCHH BHYTpU ceMelcTBa. OIHAKO, COrIacHo
HAIllUM JaHHBIM, KO3 uuueHTs Koppensinun CnupMeHa Mex1y BCEMH IapaMy FeHOB, OTHOCSIIMXCS
K oqHOMY Kiiaccy T®D, BappupOBaINCh B MIUPOKHUX MPeenax, a MeAHaHa KOPPENSInid B OOJIHIINHCTBE

u3 Hux Obuia Onmska k O (Pucynok 1.9 6). Kpome Toro, meamansl koppensiuii cemeiicte Td He

3aBUCECIIM OT MEAHAHbI SHTPOIINU Ilennona.
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Pucynok 1.9. Pacnpenenenue (a) autpornuu lllennona B cemerictBax T® u (0) koadpunnenra

koppemsinuu CnpMeHa Mexly BceMH napamu T B KaKJ0M CEMEICTBE.
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1.4. O6cy:xxknenue

1.4.1. Cmpyxmypa mpauckpunmomHou Kapmol

Lenpto Hameil paboThl OBLJIO CO3[@HHE BBICOKOPA3PEUICHHOW TPaHCKPHIITOMHON KapThl A.
thaliana ¢ momoIk0 COBpeMEeHHOTO MeTo/1a aHam3a IKcnpeccun — cekBennpoBanus PHK. C 2005-ro
roja o01acTb TPAHCKPUITOMHKH, TOCBSIIEHHAS CO3JAaHHMIO M aHAIM3Y aTJIAcOB JKCIPECCHUH T'E€HOB,
HEYKJIOHHO pa3BUBaach, OJaroaps 4emy Mbl IMEJIA BO3MOXKHOCTh TIPU BBIOOpPE 00pa3IloB OMUPATHCS
Ha paHee CO3/IaHHbIC TPAHCKPUITOMHBIC KapThl, CPEIU KOTOPBIX 0coOeHHO BaxkHa Kaprta A. thaliana
(Schmid et al., 2005). AHaiu3 CyIIeCTBOBABIIUX K TOMY BPEMECHHU aTjacOB IMO3BOJIMJI ONPEICTUThH
MUHUMAIBHBI HEOOXOoAUMBIH Habop oOpasuoB (moapodHee cM. pazgen 1.2.4); B UX YHCIIO BOILLIH
CEMEHA, IIBETKH, JTUCThs, KOpHH. UTOOBI Hanbosee 3 (HEeKTUBHO PaCHIMPUTH ITOT CITUCOK U BKIIFOYHUTH B
HEero MeHee n3yueHHblie oprabl A. thaliana, Mbl B TOAPOOHOCTAX PACCMOTPEITH BEIOOP OHOIOTHYECKUX
npo0 B aTiiace SKCIPECCUH, CO3IAaHHOM ¢ pruMeHeHneM Mukpouunmo (Schmid et al., 2005). U3yuenue
KJIacTepu3anuu 00pa3loB 3TOW TPAaHCKPUIITOMHOW KapThl MOKAa3ajo, YTO pa3HbIC YacTH MU CTaJUH
Pa3BUTHSI KOPHEH, XOTS U XapaKTEPU3YIOTCS 3HAUUTEILHBIM YKCIOM CHEIU(PUYHBIX JIJIS TOr0 OpraHa
I'CHOB, B OOJIBIIOIN CTEIEHU CXOXKH MEXIy COOOM; TO e KacaeTcs IMOCIEeJI0BaTeIbHO COOpaHHBIX
aucTheB po3etku (cM. (Schmid et al., 2005), Pucyrok 1C). CooTBETCTBEHHO, TOBTOPHOE UCCIICIOBAHKE
ATHX 00pa3IOB C TOH ke CTENEHBIO JCTANN3ALNN HE TPEACTABIACTCS 1eiIecoo0pasHbM. Bmecto HuX
Ham# ObUTH cOOpaHbl TpU 00paslia KOpHEH (anmeKc KOpHs, KOpeHb 0e3 aneKkca U KOPEeHb MPOPOCTKA)
CepHsl Pa3HbIX CTaJUil pa3BUTHS TpeThero po3erounoro aucra ([Ipunoxenue, Tadbauna 1.2). C mpyroii
CTOPOHBI, YPE3BbIYAHO BaKHBIM MPEACTABISETCS BKIIOYEHUE B TPAHCKPUIITOMHYIO KapTy OpraHOB M
TKaHeW, KOTOPBIM OBUIO yIENeHO Maj0 BHHMAaHHS B TPEIBIAYIIMX MIHPOKOMACIITAOHBIX
MCCJIEIOBAHUSX, TIOATOMY MBI COOpaii Takue oOpasiibl, KaK amuKajlbHas MEpUCTeMa MoOera, OpraHbl
nBetka Ha craguu 9 (Smyth et al., 1990), sxenTeroniuii TUCT, MEXKI0Y3IHE H CTPYUOK.

B ananm3ze skcrpeccun TOMOTHUTENBHBIN HHTEPEC MPEICTABIAIOT BPEMEHHBIE CEPUH OPTaHOB H
TKaHeW, MO3BOJISIIONINE M3ydyaTh JAMHAMUKY TPAHCKPUIITOMAa U KOHCTPYHUPOBATH CETH TCHETHUECKOMN
peryssinuu (Bar-Joseph et al., 2012). BpemeHHbIe cepun MOTYT cOOUpAThCs OCIIEAOBATENIBHO JICHB 32
JTHEM WJIM €IMHOMOMEHTHO, €CJIM OPTaHbl Ha Pa3HBIX CTaIUsIX Pa3BUTHS MPHCYTCTBYIOT HA PaCTCHUU
OJTHOBPEMEHHO, KaK B CIIy4ae [[BETKOB. K mepBbIM B Halleil TpaHCKPUIITOMHOM KapTe OTHOCHIIMCH YacTH
TPETHEr0 PO3ETOYHOIO JIUCTA, @ TAKKE CEPHUS AMKAIBHBIX MEPUCTEM TI00era OT BEreTaTUBHOW CTaIuU
CEeMHUIHEBHOTO MPOPOCTKA [0 pa3BUTHS TMPHUMOPAMEB IBETKOB (mompoOHee cm. [maBy 2).
OnHOBpPEMEHHO COOMPATTCh TAKHE OPTaHbl, KaK I[BETKH, CEMEHA PAa3HOW CTEIICHU CO3PEBaHUs, CTPYIKH
BMECTE C CEMEHAMH U 000JIOUKU CTPYYKOB O€3 CeMSH.

Brinenenne totamepHoit PHK, mpurortoBnenne OuWOIMOTEK, CEKBEHHMPOBAHHME W TIEPBHYHAS

00paboTKa TaHHBIX OBUTH TIpoBeNeHBI B JIabopaTopuy 3BONOIMOHHON reHOMHKH (cM. pasnen 1.3.2 u
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Marepuansl u Metossl). Hamu 661710 oka3aHo, 4To pazmepa Oubauoreku B 20 MITH YTEHHUH 10CTaTOYHO
uisi  oOHapyxeHust ©Oonee 95% akcmpeccupymoomuxcs TeHoB U 86%  auddepeHnuaibHo
9KCIPECCUPYIOIUXCA T€HOB IO CPAaBHEHMIO C pe3yJbTaTaMu, NojydaeMbIMM Ipu 40 MIIH 4YTeHHUH
(Pucynok 1.10, HeonyOnrKoBaHHbIC AaHHbIC). [103TOMY 17151 00pa310B TPAHCKPUNITOMHOM KapThl OBLIO
[0JIly4eHO He MeHee 17 milH (23 MIIH B CpelHEM) YHUKAJIbHO KapTUPOBAHHBIX YTEHHH, YTO O3BOJIET

IIPOBOAWTH aHAJIU3 SKCIIPECCUH ITOAABIIAIOIICTO OOJILIIIMHCTBA T'E€HOB.
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Pucynok 1.10. Biusaue pazmepa OMONMOTEKH Ha YWCIIO TEHOB, TPAHCKPUITHI KOTOPBIX
oOHapy»XuBaloTCs B 00pasie mpu AByX moporax (5 u 6onee unu 16 u Oonee uTeHUI B KaKIOW U3
OMOJIOTMYECKOM MOBTOPHOCTEMN), M HAa KoJu4ecTBO [|D renon. [l mpoBeaeHUs 3TOM MPOBEPKU HAMHU
ObLIH cOOpaHbI B IByX OMOJIOTMYECKHX MOBTOPHOCTSX 00pasibl corBerHii qukoro tuna A. thaliana u
MyTaHTa ap3-6 Ha cTaauu pacIycKaHus MepBOTo, Oa3aIbHOTO IBeTKA. Brinenennas n3z oopasmnos PHK
OblTa MCIOb30BaHA [l IPUTOTOBJICHHS OHONIMOTEK, CEKBEHUPOBaHHBIX Ha iatdopme lllumina. s
Kaxaoro obpasma Obuto monydeHo 40 MIJUTMOHOB YTEHHA, M3 KOTOPBIX ObLIA CIENIaHBl CITydailfHbIe
NOJABBIOOPKM  paHHero pasmepa. Jlnsd KakIoW MOJABBIOOPKM OBUIM  ONpEJeNeHbl  YHCIIO
IKCIPECCUPYIOIINXCS TEHOB M HaiiieHb! J[D reHbl MeX/Iy MyTaHTOM U JIUKHM THIIOM.

KBagpar koadduuuenta xoppensuun I[lupcoHa moaTBepausl MPUTrOJHOCTb OHMOIOTHYECKUX
TIOBTOPHOCTEH I JanbHeifIero aHamm3a; KpoMe TOTO, I’ UCMOIb30BANCs s MOCTPOSHHUS JAepeBa
Kiactepuzanuu oopasnoB. Kak BunHo Ha Pucynke 1.3, kiactepu3zausi oTpakaeT aHaTOMHUIO PACTCHHS,
U 00pa3lpl NPEUMYLIECTBEHHO TPYHIUPYIOTCS IO MOP(OIOrHYECKOMY U  (PU3UOIOTHUECKOMY
cxoncTBy. Tak, oTAenbHbIE KiIaAbl 00pa3yroT OpraHbl IIBETKOB, YACTH JIUCTHEB, 000JIOUKH CTPYUKOB Oe3
CEMSIH, MEPUCTEMBI, KOPHHM, LIBETKH, ITPOPACTAIOIINE CEMEHA, HE3PETIBIE CEMEHA, CO3PEBAIOIIUE CEMEHA
u craperonye oprassl. [IpenMyiecTBeHHas KiacTepu3sanys oOpas3loB 110 OpraHaM, a He 10 BO3pacTy

pacteHusi, ¢ KOTOporo ObUTH cOOpaHbl 00pa3ibl, ObUTa TIOKa3aHa M IS APYTHUX PACTCHHN, HAIIpUMED,

stumeHst, Kykypys3sl i puca (Druka et al., 2006; Jiao et al., 2009; Wang et al., 2010; Stelpflug et al., 2016).
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EMUHCTBEHHBIM HCKITIOYEHHEM ObLIO OOBEIMHEHHE JKUJIKA U YCPEIKa CTAPEIOIIEro (MKEITEIOIIEro 1
3aChIXalOIIEro) JIUCTAa CO CTApeIOlIMM MEXO0Y3JIMeM, YTO TaKke oTMedasioch B amiace A. thaliana,
co31aHHOM ¢ momoIisio Mukpouunos (Schmid et al., 2005); stor dakT 00bsACHSICTCS MpeodIagaHueM
IPOLIECCOB, CBSI3aHHBIX YraCaHUEM KHU3HEACATEILHOCTH, HaJl OPraHOCTICHU(PHYCCKUMHU.

Cpeau coOpaHHBIX HAMU 0OPA3IIOB JANbIIE BCEX OTCTOSUIM 3PEIIbIe TBUILHUKH MOCIIE BCKPBITHS
(F.AN, coOpanHble ¢ TIepBOro, 0a3ajabHOrO, I[BETKA B MOMEHT IOJHOTO PACHyCKaHHs) U 3peJbie
nbUTbHUKH Tiepes] BckpoiTueM (F.AN.ad, coOpaHHbBIC ¢ TPEThEro IBETKA HAa OCH COIBETHS B MOMEHT
HOJIHOTO PACIyCKaHMsl TIEPBOTO IIBETKAa). AHAJIOTUYHBIA pe3yibTaT ObUI MOJYyYEH IPH aHaIH3e
TPAHCKPHUIITOMHOM KapThl TAKUX 3BOJIOIMOHHO fajekux oT A. thaliana pactenuii, kak puc U KyKypys3a
(Nobuta et al., 2007; Wang et al., 2010; Stelpflug et al., 2016); xpome TOro, yHHKaJbHbIE
TPAaHCKPUIITOMHBIE XapaKTEPUCTUKU TBUIBIBI OTMEYAJIMCh B pAHHUX pPabOTax, MOCBAIICHHBIX
HIMPOKOMACIITaOHOMY aHAIN3Y 3Kcrpeccuu 3toro oprana (Becker, 2003).

Pan oOpasuoB Hamedl TpaHCKPUNTOMHOM KapThl 00Jakain  4Ype3BbIYAMHO  CXOXKHMHU
3KCHPECCHOHHBIMH TPOMHISMU: MUHUMAIbHBIH 12
mepuctem (M1, M2, M3 u M6, M7, M8) coctasui 0,9, a B cepun He3penbix cemsd — 0,92 (SD.y1, SD.y2
u SD.y4, SD.y5, OV.y6-7) (Klepikova et al., 2016), Tabauuna S3 Ilpunoxenus). COOTBETCTBEHHO,

COCCAHUX o6pa3u0B BpeMeHHOﬁ CCPpHH allMKAJIbHBIX

Takue 00pasIpl JyOIMpyIOT APYT Apyra B OTHOUICHUU OOJBIIMHCTBA TPAHCKPUITOMHBIX aHAJIM30B, H,
IIPU OTCYTCTBUH 3a/1a4Ml CO3/IaHUsl KaK MOKHO 00Jiee MOJTHON TPAHCKPUIITOMHOM KapThl UM U3y4EHUS

BPEMEHHBIX CEpHii, MOTYT ObITh 6€3 IOTEph UCKITFOYEHBI U3 IIaHa cOopa.
1.4.2. Humeepanvuvie napamempol mpanckpunmoma A. thaliana

[Ipexnme Bcero ciemyer OTMETHUTh, YTO ONWCaHHBIE Bbimie (cM. pasgen 1.3.2) TexHUYecKue
orpaHHueHust MeToja — 0T0op ppakuuu nonuageHuauposannoil PHK npu npurorosnenun 6ubnuorex
JUIS CEKBEHHPOBAHUS — IMO3BOJSIOT MPOBOJUTH TOYHYIO OIIEHKY 3KCIPECCHH TOJBKO Oenok-
KOJIMPYIOLIUX T'€HOB, IOITOMY OOJBIIMHCTBO AHAIM30B B 3TOM pa3fiesie OrpaHUYUBAIOTCS UMHU.

CaMbIM MIPOCTHIM CIIOCOOOM CPaBHUTEIBHOTO OMHCAHUS TPAHCKPUITOMOB SIBISIETCSA IOJICUET
yHclla IKCIPECCUPYIOMUXCS TeHOB. Tak Kak HallM JaHHble o0jafaiy JOCTaTOYHBIM pa3MepoM
6ubmuorexk (cMm. pasgen 1.4.1), Mbl HCHOJB30BAIU «CTPOTHI» MOPOT SKCIPECCUPYEMOCTH B 16
HOPMAJIM30BaHHbIX UYTEHMH B KaXJ0W M3 OHOJOTMYECKUX MOBTOPHOCTEH Ui CHIDKEHHS 4Hcia
JIO)KHOTIOJIOKHUTENILHBIX pe3ynbTaroB (Su et al., 2014).

90% (24 621 u3 27 201) renos, koaupyromux MPHK, skcnipeccupoBanuch xots 651 B OAHOM U3
0o0pa3loB, YTO OKa3aloCh HECKOJBbKO BBIIIE, HEXEJIW Hauboiee XapaKTepHble I JPyTux
TPaHCKPUIITOMHBIX KapT 3HaueHus B 75-85%, oqnako eciu paccmarpusath Bee rensl A. thaliana, to ato
ymcio cHu3utes 10 77% (25 706 uz 33 323 renos). Bo Bcex 79 oOpasuax Hamieil TpaHCKPUIITOMHON

KapThl 3KcnpeccupoBaiiochk 10 654 rena, uro coctanisier 40% OT GENOK-KOAUPYIOMIMX T€HOB HIIU K€
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TPETh OT BCEX T'€HOB, YTO MPAKTHUUYECKH HE OTIMYACTCS OT 3HAUEHUH, MOJYYCHHBIX B JIPYTHX aTiiacax
(42-50%). AHanu3 KOJIMYECTBA T€HOB, IKCIIPECCUPYIOMINXCSA B KKIOM M3 00pa3IOB B OTACIbHOCTH,
MoKa3aj, 4YTO pa3HUIAa MEXIy oO0pa3llaMi C MUHUMQJIbHBIM W MaKCUMaJbHBIM YHCIOM
sKcrpeccupyromuxcsi reHos cocrasiasier 20% (4 088 reHoB), 4To corjacyercs ¢ pes3yJbTaTami,
MOJYYSHHBIMHU MIPH U3YYECHUU APYTUX BUIOB. Jl0JIsI SKCIIPECCUPYIOMIMXCS TEHOB COCTaBisuia oT 57% B
obpasue M1 (15 525 renos, BereratuBHas mepuctema) 10 72% B F3 (19 613 renos, TpeTuii IBeTOK npu
MOJIHOM pacityckanus nepsoro 1setka) (IIpunoxenue, Pucynok 1.1), 9To Takke O1M3KO K IMaNa3oHy
50-70%, moy4eHHOMY NPH aHAJIKW3€ OMyOJIMKOBAaHHBIX TPAHCKPUITOMHBIX KapT. CleayeT OTMETUTh,
YTO B HEKOTOPBIX PabOTax OTMEUCHBI HAUMEHEE TPAHCKPUIIIMOHHO aKTUBHBIE 00pa3Ibl: CTPYYOK COU
(52,4%, (Libault et al., 2010b), cemena M. truncatula (55,2% u 50,8%, (Benedito et al., 2008; Verdier
et al., 2013), osumocmepm puca (51,8%, (Wang et al., 2010). B mHameii pabore uwncio
OKCIPECCUPYIONMUXCS TEHOB B OOJBIIMHCTBE OOpPA3lOB HE3PEIbIX M CO3PEBAIONIMX CEMSIH HE
oTiimyanoch ot cpeanero (17 906), ongHako cyxue, >KEATEIONME U 3pelible 3eJICHbIE CeMEHa 00J1aaanu
MUHUMAJIBHBIM YHCJIOM J3KcIpeccupyromuxcss reHoB (57,8-60%), ycTymas TOJNBKO MepHcTeMaM
(IMpunosxxenue, Pucynok 1.1).

Haubonee oOuym onrcanreM TKaHECTEU(PUUHOCTU IKCIPECCUU TeHA MOXKET CIYKUTh YHCIIO
0o0pa31oB, B KOTOpPBbIX 3Kcrpeccupyercss reH. bonpmmHcTBO reHoB (15 296) skcnpeccupyrorcs
NPaKTUYeCKH BO BceX 00paslax, OTHOCSICh, TaKUM 00pa3oM, K HEOOXOOUMBIM it 0a30BOM
JKU3HEJEATENIbHOCTH KIETOK M TKaHEW, B TO BpeMs Kak BTOpas MO pa3Mepy TIpylmna TIeHOB
TpaHcKkpuOupyercs B 15 u MeHee oOpasuax, ABnssach TKaHecnenupuunoi (Pucynok 1.4 a). Cxoxee
HaOIoZIeHUEe O MpeobiagaHuu MIHMPOKO IKCIPECCUPYIOMMNXCA T€HOB OBUIO CIAETaHO B MPEIbIIYIICH
kapre A. thaliana, a takxe B atnace C. sativa (Schmid et al., 2005; Kagale et al., 2016). I'ensr,
JKCIpeccUpyrolecs B OOJbIIEM 4YHCiIe 00pa3lloB, XapaKTepU3yIOTCs 0ojee BBICOKOW 3Kcrpeccueit
(Pucynok 1.4 0), Torma kak TKaHecrenu(pUUSCKUE TEHbl HMEIOT MEHbBIIYI0 MEIHaHy YpPOBHsI
OKCIPECCHH, YTO TAKKE CBUAETEIBCTBYET O CTPYKTYPHOH POJIH MEPBBIX U PETYIATOPHON — BTOPBIX.

J171st IpOBEepKH TOTHOTHI OOHAPYKEHHSI TEHOB, CIIOCOOHBIX K TPAHCKPHITITUH, MBI HCTIOJIH30BAIIH
HOJyYeHHbIC paHee B JilabopaTtopuu Tpu BpeMeHHble cepur smctheB A. thaliana, momsepruyThix
BO3JICHCTBUIO a0MOTHYECKUX cTpeccoB: xonoaoBoro (+4°C), temnoBoro (+42°C) U MexXaHHMYECKOTo
(TOBpEXIEHUE JINCTHEB C MOMOIIIBIO UIJIbl). Hamu Obutl 0TOOpaHbI T€HbI, SKCIPECCUPYIONTUECS XOTS
Ol B OAHOM U3 00pa3lloB MpPOBEPOYHOro HaboOpa HaHHBIX (BCE TpPU BPEMEHHbIE CEpUU
paccMaTpUBAINCh COBMECTHO); CpaBHEHHME CIIMCKA JTUX TE€HOB C OJKCIPECCUPYIOUIUMHCS B
TPAHCKPUIITOMHOW KapTe MOKa3aJlo, YTO TOJIBbKO 26 reHos, kogupyrommx MPHK (1 96 renos Bcero),
AKCTIPECCUPYIOTCS MCKIIOUUTETFHO B CTPECCOBBIX JaHHBIX. TakuMm oOpa3zoMm, 79 oOpa3ioB Harei
TPAHCKPUIITOMHOW KapThl JOCTATOYHO JUIsl I€TEKTUPOBaHMs MofaBisomero 6onsmuHcTBa (99,9%)

T'CHOB.
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Tpanckpuntel 7 617 reHOB He OOHApY)XMBaJINChb HU B TPAHCKPUIITOMHOM KapTe, HU B
JIOTIOJIHUTEIILHBIX CTPECCOBBIX MaHHBIX; B MX uuciao Bxomunu 4 084 mcepmorena, 2 580 Oenok-
Koupyromux reios, 628 — TPHK u 325 renoB ¢ uHoit annoTaruei (takue, kak MukpoPHK n pPHK).
['ens1, komupytomue MPHK, obGoramens! Takum kareropusimu ['O, Kak «3alUTHBIN OTBET HA TPUOBD)
(GO:0050832), «ybuticTBo KIeTOK apyrux opranu3moBy (G0:0031640), «PHK-3aBucrMas ak THBHOCTB
JHK-nmomumepasey  (GO:0003964) (Klepikova et al., 2016), Tabawma Ilpunoxkenust S9).
[lepenpencTaBieHHOCTh TaKUX KAaTETOpUH y HEIKCIPECCHPYIOMIMXCS T€HOB MOXET ObITh CBSI3aHA C
OTCYTCTBHUEM CpEIU HCIIOJIIb30BAaHHBIX HAaMH JaHHBIX OOpPAa3loB, IOABEPTHYTHIX BO3ACHCTBHUIO
OMOTHYECKOTO CTpecca.

CpaBHenue Hameil TpaHckpunrTomHod kaptel A. thaliana, cos3maHHON ¢ MOMOIIBO
cekBenupoBanus PHK, ¢ 6osiee paHHUM aTiiacoM, OCHOBAaHHOM Ha pe3yJsibTarax MUKpouumos (Schmid
et al., 2005), moka3bIBacT, YTO CEKBCHHPOBAHHE ITO3BOJISICT OOHAPYKHUTH OOJMBIIMHCTBO (94%)
IKCTIpeccUpyronmxcst TeHoB. [Ipu aTom TpanckpunTel 5 877 T€HOB ACTEKTUPYIOTCS UCKITIOYUTEIHHO B
HallleM aTiiace, 4To, Kak U B ciydae atiacoB Kykypyssl (Sekhon et al., 2013), roBopur o BaxxHOCTH
CO3aHUS TPAHCKPUIITOMHBIX KapT COBPEMEHHBIMH METOJIaMU aHalln3a SKCIPECCHH JTaXke ISl BHJIOB,

YK€ U3y4aBIINXCS PaHee.
1.4.3. Cxoorcecmov npoghusieti sxcnpeccuu Opeanos u mrKanel

B npeapinynieM paszene Mbl OTMEYAIU CXOJCTBO YHCIIA SKCIPECCHPYIOIIMXCS TEHOB BO BCEX
oOpasiax TPaHCKPUNTOMHOW KapTbl. OJHAKO YPOBHH TPAHCKPHIIMHM MHOTHX T'€HOB CYIIECTBEHHO
pa3IuyaroTcs MeX Iy oopasnamu (moapodHee cM. pasnen 1.4.4); TakuM 00pa3oM, NpoQHIH IKCIIPECCHH
pa3IMYHBIX 00Pa3LOB, TO €CTh COOTHOIIICHNE YPOBHEH IKCIPECCHHU BCEX TEHOB B 00pasiie, HMEIOT CBOU
ocobennoctu (Schmid et al., 2005). [list onrcanust mpoduIIsi SKCIPECCUU TPATUIIMOHHO UCTIONB3YETCsI
napameTp Z, WMEIOIIWI CTaHmapTHOe pacmpeneneHue. Ecnmm wm3yuaemerii oOpaser; MOXOX Ha
«yCpEeTHEHHBIN», TO €ro pachpejieieHue napamerpa Z CTpeMHUTCS K CTaHIapTHOMY. BoibHmIMHCTBO
00pa3IoB HalIei TPaHCKPUITOMHOW KapThl MMEIO CHUMMETPUYHOEC WM B HEOOJBIION CTENEeHH
CMEIIEHHOE BIIEBO pacmpesereHue mapamerpa Z ¢ meauaHout, Ommskod k O (Pucynox 1.5 u
[punoxenne, Pucynok 1.3). CymiecTBeHHOE CMEIIEHHE PACIPEIEICHHs BIEBO OOBSCHIETCS HU3KUM
YPOBHEM 3KCIIPECCHU OOJBIIMHCTBA T€HOB B 00pasiie (Kak B ciydae jkenreromux cemstH, SD.snl) nim
MPUCYTCTBUEM BBICOKOIKCIIPECCHPYEMBIX opraHocnenuduuecknx reHoB (kak rensl ABCG20 u
ATEXP24 B meuteHukax F.AN u F.AN.ad) (Pucynok 1.5). Crnemyer Takke OTMETHUTBh, YTO MOJA
napameTpa Z B MbUIBHUKAX, HECMOTpPS Ha aCCHMETPHUIO ¥ CMEIICHHE paclpe/eleHus], OJr3Ka K HYJIIO.
OnmHako B pe3yibTaTax, IMOJYYSHHBIX C TIOMOIIBI0 MHUKPOYMIIOB, TBUIBIA HMMeENa MPaKTUYECKH
paBHOMepHOe pactpeaenenue (Schmid et al., 2005), uTo, Kak ¥ HU3KOE YKCIO IKCIPECCHPYIOIIUXCS

TCHOB, ABJIACTCA CICACTBUEM OTCYTCTBUA Hp06 K HBIHI)HCCHCHI/I(bI/I‘IeCKI/IM refaMm. boiee
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TPAHCKPHUIILIMOHHO aKTUBHBIE 0Opa3mpbl, Takue Kak Mepucrembl (M1-10), cemsimouku 10
omtonorBopenuss (OV6-7), monomeie cemena (SD.yl), cemsmouku, MMEIOT CMEIICHHOE BIIPaBO
pacnpenenenue napamerpa Z (IIpunoxenue, Pucynok 1.3). B Hameld TpaHCKpUNITOMHOM KapTe IBETKU
oOnaganu HanboIee CUMMETPUYHBIM paclpeelieHHeM, CX0KHM CO CTaHAAPTHBIM, Kak U B ariace M.
truncatula (Benedito et al., 2008), onHako B KapTe SKCIPECCHH COM IBETKH MMEIA OMMOIAIbHOE
pacripeneinenue mapamerpa Z (Severin et al., 2010), yto roBoput 0 BuocnenuGuIHOCTH MpoduIeit

JKCIIPECCHH 00pa3IIoB.
1.4.4. Paznuuus npoghuneii sxcnpeccuu o6pasyos u pazHooopaszue sKCnpeccuu 2eHos

Jlns nanbHEHIero u3ydeHus: pasHooOpasus Tkaned u opranoB A. thaliana mbl mpoBenu mouck
TEHOB, JKCIpEcCHs KOTOPBIX CTAaTUCTUYECKH 3HAYMMO pa3jinyaeTcss MeXIy oOpaslamu, TO €cTh
poaHATU3UPOBAIH AU PEPEeHIINATbHYI0 IKCIPECCHI0 BO BCEX BO3MOXKHBIX Mapax oopasuoB (3 081
CpPaBHEHUI).

[To wncny nuddepeHnnanbHO KCIPecCUpyIOMMXCst TeHOB 00pa3ibl M1 u M2 (mMepucteMsl 10
nepexo/ia K IBETEHHUI0) OKa3aluch HamOojee MoXoXumu Apyr Ha apyra (14 /1D reHoB), Torga kak
ypoBHU 3kcnpeccuu 15 149 renoB omnuuanuch Mexay F3 u SD.d (Tperuil 1BeTOK mpu pacmycKaHUH
MIEPBOr0 U CYyXHE CEMEHa), TO €CTh Yucio /IO reHoB BapbUpPOBAJIO B OYEHb MUPOKUX npeaenax. Kak u
OKHJIANIOCH, MEKTY YncioM JID TeHOB U KOppelsiueii 12 IpocieKuBaIoch COOTBETCTBHE: UYeM BBIIIE
yrcio 1D reHoB, TeM HIKE KOPPETSIHs MeX 1y STuMu obpasnamu. Kak u kodhhumenT Koppemnsum,
yucno /IO reHoB uCnoiab30BaNOCh B Ka4eCTBE MEPhI PACCTOSHUS MEXIy oOpasliaMu AJisi TOCTPOCHUs
uepapxuudeckoit knacrepuzauuu (IIpmnoxxenue, Pucynok 1.4). HecmoTps Ha psig oTIn4uil B CTpYKType
JiepeBa KJacTepu3ally, TIpyHIUpoBKa oOpa3loB MO MOP(OJIOTHYECKOMY U  (U3HOIOTHYECKOMY
CXOJICTBY COXpPAHSETCS W JaXe CTAHOBUTCS Ooyiee OTYETIMBOM: Kiaabl (OPMHUPYIOT TNbUIBHUKH,
CTaperollye Opraibl, MEPUCTEMBI U 00OTallIEHHbIE MEPUCTEMATHYECKUM TKaHSAMH 00pas3iibl (Takue, Kak
F.CA.y - mectuk 1Betka Ha craguu 9 mo Smyth et al. (Smyth et al., 1990), cemena, KOpHH, IIBETKH,
JIMCThS Pa3HBIX CTAIUM.

I'ensl, tuddepeHnmanbHO IKCIPECCUPYIOLIUEC MEXKIY ABYMs 00pa3liaMy, OTPaXaroT pa3HUILY
NPOTEKaHMs B HUX OMOJIOTMYECKUX mpolieccoB. M3yuenne anHotammu 1D reHoB kateropusiMu I eHHOM
OnTonoruu u Apyrux 0a3 JaHHBIX MO3BOJISET MOIYYUTh 00IIee IPECTaBIeHUE O GYHKIHUAX 3TUX T€HOB,
a Tak)ke O Ipolieccax, B KOTOPbIX OHU Y4acTBYIOT. MbI MpOaHaIM3UPOBAIHN MEPENnpeaACcTaBIEHHOCTh
TepMuHOB ['O BO BCeX MapHBIX CPABHEHUSX, OTIECIBHO paccMaTpHBas T'€HbI, IKCIPECCUs KOTOPBIX
MOBBIIIIEHA WM TOHMKEHAa B INEPBOM 00Opaslie MO0 CPaBHEHUIO CO BTOPHIM. boiblnoe KoiaMuecTBO
oOorameHHbIx kateropuii (1 528 —-I'O u 1 531 — apyrux 6a3 JaHHBIX) CBUAETENBCTBYET O pa3HOOOpa3uu
BKJIFOUCHHBIX B TpaHCKpUNTOMHyI0 kapTy oOpasinoB (Klepikova et al., 2016), Ta6muma S11

[Tpunoxxenus). Haumbonee uacTo BCTpeyanuch TEPMHUHBI, CBSI3aHHBIE C (OTOCHHTETHUECKUMU
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IpoIeccaMy, YTO OTpa)kaeT pasHUILy MpOoQHIIeH IKCIPECCUN 3€JICHBIX M HEe3eJEHBIX YacTel pacTeHusl.
Taxxe ObLITH NTEpENpPECTaBICHBI KATETOPUH, ACCOIIMMPOBAHHBIE C PETYJIALIMENH XPOMAaTHHA U JICJICHUEM
KJIETOK, YTO BBI3BAHO OTJIMUYHUSAMHU MEX]y ObICTPO Pa3BUBAIOIIUMUCS U 3PEIILIMU OpraHaMH.

[Tomumo pazHumBl MEKTy oOpasnamu, aHanu3 audQepeHInaIbHON SKCIPECCHH TO3BOJISICT
U3y4aTh MPOQWIN SKCIPECCUU TE€HOB, BBIACIAS T€ MPOObI, MEXIY KOTOPHIMU YHCIIO TPAHCKPUITOB
TEHOB 3HAYMMO pasznuyaroTcs. YToObl OLIEHUTh pa3HoO00pa3re IKCIPECCUU T€HOB B TPAHCKPUIITOMHON
KapTe, MbI HCIOIb30BAIN Mepy «/[D-3HaueHune renay — 4ucio napHbIX CPaBHEHUH, B KOTOPBIX JaHHBIN
reH aBisuica 1. B coOTBETCTBHM ¢ 4MCIOM MapHBIX CpaBHEHMM, HanOoJjbiuee J[D-3HaueHne MOXeT
obITh 3 081, otHako MakcuMalnbHOE J[D-3HaueHHE B HAIIUX JAaHHBIX cocTaBuiio 2 533. Pacnipenenenue
J3-3nauennii (Pucynox 1.6) mokassiaet, 4to 50% reHoB HaxoasTcs B quana3zoHe ot 439 no 1 528, npu
9TOM MOJIa pacrpeaesieHus cocTaBisier 229.

I'ensl, sKcnpeccupyromuyecs B HeO0IbIIOM 4Kciie 00pa3ioB N, IOTEHIIMAIBHO MOTYT UMETh J[O-
snauyeHue, papaoe (79 - N)*N. Hanpumep, reH, crieriupuuecku SKCIIPECCUPYIOIIUIACS B OJJHOM 00pasIie,
MoxkeT umeTh J|D-3nHauenue 78 (ren AT1G33550, umerommii [|D-3Hauenue 78, sKcrpeccupyercs
YHUKaJIbHO B 3pENbIX MbUIbHHKAX). TakuM 00pa3oM, TeHbl C y3KHUM MAaTTEPHOM SKCIPECCHUH UMEIOT
HeOonbire J1D-3HadeHus, U COCTaBISAIOT, HapsAy CO CTAOMIBHO JKCHPECCHUPYIOIIUMUCS T€HAMU,
OCHOBHYI0 4yacThb pactpenenenus ¢ J19-3nauenuem Huwxke 100 (ITpunoxenue, Pucynok 1.5). Oty rensl
umenu oboramenue kareropusiMu ['O, cBs3aHHBIMH ¢ 0a30BBIMH OHOJIOTMYECKHMH IPOLIECCAMH,
TakuMH, Kak rporeccuar PHK, tpancnopt u nokanusanus 6enkos (I[Ipunoxenue, Tabnuma 1.4).

I'eHbl ¢ BBICOKMMH J|D-3Ha4EHUSMU JIOJKHBI 3KCIIPECCUPOBATHCS B OOJIBIIOM YHCIIEe 00pa3loB
U OJHOBPEMEHHO MMETh CTATUCTUYECKH 3HAUMMYIO Pa3HUILy B YPOBHSIX TPAHCKPUIMIIMU MEXTY HUMU;
J2-3nauenus Boime 2 300 xapakrtepuzoBanu 331 ren. Crneayer OTMETUTh, YTO OOJBITMHCTBO 3THUX
TeHOB UMEIIU TpUBHaJIbHbIE Ha3BaHUA (64% 1o cpaBHeHMIO ¢ 30% cpe/u BceX IeHOB) U, TAKUM 00pa3oM,
ObUTM paHee H3yueHbl B paboTaxX, MOCBSIICHHBIX (DYHKIMOHAIBHOMY aHaIHM3y, WM BXOAWIU B
U3BECTHbBIE ceMelcTBa reHoB. MHoOrue U3 reHoB ¢ BBICOKMMHU J[D-3HaueHHSMU ObUIM BOBJIEUEHBI B
perymsinuio U GyHknuonupoBanue (orocunreza (I[Ipmnoxenne, Tadbmmma 1.3), 9TO COOTBETCTBYET
pasHHIIe MEXAYy aKTHBHO (DOTOCHMHTE3MPYIOUIMMHU (JIUCTbS U MEXKJOY3JHs) M He3eleHbIMU (CeMeHa,

KOpHH) 00pa3aMu TPAaHCKPUITOMHOM KapThI.
1.4.5. Cmabunvno sxcnpeccupyrowuecs etul

[Touck reHoB, 001aIalOMIUX PABHOMEPHBIM YPOBHEM DKCIIPECCHUU B Pa3HBIX OpPTraHax W TKaHSIX
pacTeHus, He0OXO0IUM JIJIsl KOPPEKTHOTO CPaBHEHHsSI SKCIIPECCHH T€HOB MEXKIY 00pa3iiaMu C MOMOIIBI0
OT-IILIP B peansHOM Bpemenu (Kozera and Rapacz, 2013). IlepBoHa4anbHO MPEANONArajioch, YTo
TaKHe TeHBI JIOJDKHBI OBITh BOBJICYCHBI B HEOOXOAMMBIC JUTS JKU3HEACATETHHOCTH KIIETKU MPOIIECCHI |,

COOTBETCTBEHHO, HE MOJIBEPraThCs TKaHECHEUU(UUYECKOW peryisiuu, Onaronaps 4eMy HX Ha3Balld
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TeHaMH JIOMAaIIHero x03sicTBa. [lepBbie pabOThI, MOCBAIICHHBIE TOUCKY pedepeHCcoB, paccMaTpuBaIn
T'eHbI, KOJUPYIoIIne akTHHBI, TyOymunbl, 18S PHK, rimuuepansaerua-3-docdar geruaporenasy (Thellin
et al.,, 1999), onHako B jganbHEHIIEM ¢ IPUMEHEHHEM MAaCCOBBIX TPAHCKPHIITOMHBIX JAHHBIX OBLIO
MOKA3aHO, YTO STH T'eHBl MMEIOT OOJBIIYIO JUCIEPCHIO IKCIPECCHH B PA3HBIX TKAHSAX M OpraHax
(Czechowski, 2005). C gpyro#i cropoHbl, (yHKIMH Haubojiee  CTAOMIbHBIX  T'€HOB,
uaeHTuGuIupoBaHHeix B pabore Czechowski et al.,, mo-mpexkHemy ocraroTcs HE 10 KOHIA
uccienoBaHHbIME (Kak B ciaydae renoB AT4G33380 u AT4G34270), Takxke ocTacTcs HESICHBIM KaKHe
KJICTOYHBIE TPOLECCH TPEOYIOT PaBHOMEPHOM HKCHPECCHM YYACTBYIOIIMX B HHUX T€HOB BO BCEM
OpraHu3Me.

Jlis  moucka CTabMIbHO JKCIPECCUPYIOIIUXCSI TEHOB MBI HCIONB30BAIN  KOA(PGUIUEHT
BapHalllK; C €ro MOMOoIIbI0 ObUTH 0TOOpanbl 970 Hanboee cTaOUIBHO YKCIPECCUPYIONINXCS TEHOB (C
CV <0,3). CtaObuabHOCTD IKCIPECCHU ITUX TEHOB TaK)Ke MOATBEpKAaeTcs Hu3kumu (ot 0 10 488) J19-
3HAUYCHHUSIMU, a NPUCYTCTBUE HMX TPAHCKPUNTOB B BCeX oOpasmax — Beicokumu H (4,56-4,57).
Ob6oramenue TepmMuHamu ['O y craOuibHbIX, HauMeHee nuddepeHaTbHO U Haubolee MIHUPOKO
JKCIPECCUPYIOMINXCS TeHOB YacTU4YHO nepekpoiBaeTcs ([Ipunoxenue, Tabmuns 1.6, 1.5, 1.7); B uucio
NepenpeCTaBICHHBIX KaTeropuii Bxoaar «mponeccunr MPHKY, «BHyTpHUKIETOUHBIN TpaHCHIOPT» U
«TPAHCTIOPT C MTOMOIIBIO BE3UKYID.

Takum o0Opa3oM, ¢ TOMONIBIO TPAHCKPUIITOMHOH KapThl MBI OTOOpald TEHBI, MMECIOIINC
PaBHOMEPHBIN YPOBEHb HKCIPECCUU B IIUPOKOM CIEKTPE MPOLIECCOB PAa3BUTHS; YTOOBI MPOBEPHUTDH,
W3MEHSETCS JIM SKCIPECCHS ITUX T€HOB B JPYTUX YCIOBUSIX BBIPAIIMBAHHS, Mbl MPOAHATU3UPOBAIIN
HAOOp JTaHHBIX, OOBEAWHSIONIMKA aTiiac JKCIPECCHH W TPH BPEMEHHBIE CEPUU BO3JCHCTBUS
abnoTHyecKnx cTpeccoB. JJoOaBieHne 3THX JaHHBIX TMPUBEIIO K MaIeHHIO YMCa CTAOMIBHBIX TEHOB JI0
792 (nmpu mopore CV < 0,3). Hcnonb3ys Kak HCKIIOUUTENIBHO TPAHCKPUNTOMHYIO KapTy, TaKk M
0o0BeIMHEHHbIE JaHHbIE, MBI 0TOOpanu 27 Hanbomnee ctabunbHbIX reHoB (¢ CV < 0,2, Pucynok 1.7). J19-
3HAUEHUs 3TUX IeHOB Jexaiau B Auanasone ot 0 g0 117 (¢ menuanoii 15), nokas3siBas MUHUMAaJbHbBIE
3HAYMMBIC PA3JINYHS B IKCIIPECCHH, TIPH ATOM CIIAYET OTMETHTD, UTO U3MEHEHUE YPOBHEH IKCIIPECCHH
MKy MpobamMu s HHX HE TMPEBBIIIAI0 dYeThipex pa3 (Memmana — 2,3), a SHTPONHUsA
[lennona pasHsutack 4,56 wnm 4,57 (MakcuManbHas ISl HalIUX JAaHHBIX), YTO MOATBEPXKIAcT
PaBHOMEPHOCTH WX IKCIPECCUH B TPAHCKPUIITOMHOM KapTe.

Omnucanue >Tux reHoB B 06a3e nanHbix TAIR (arabidopsis.org) moka3eIBaeT, YTO OHU CBSI3AHBI C
CaMbIMU Pa3HBIMU MPOIIECCAMU, BKIIIOYAs [IBETCHHE, TPAHCIOPT JTU30COM, KOHJCHCAIIMIO XPOMOCOM U
aJanTaluIo K CTPECCy, 1, TAKUM 00pa3oM, MOTYT CITY>KUTh pe()epeHCHBIMHU T€HAMHU B IIUPOKOM CIIEKTpe
AKCIEPUMEHTOB O M3MEPEHUI0 3Kcnpeccuu reHoB ¢ noMoupio OT-TIIP B peansHoM Bpemenu. B
pabote Czechowski et al. ObL1 onpenenieH Habop reHoB A. thaliana, cTrabuIbHO SKCIPECCUPYOIMXCS B

CYIIECTBOBABIIUX Ha TOT MOMEHT TpaHCKpUNTOMHBIX TaHHBIX (Czechowski, 2005). OnuH 13 3THX FeHOB
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(AT4G34270) npucyTcTBYeT Cpeny HaWJACHHBIX HaMu 27 caMbIX CTaOMIIBHBIX T'€HOB, 8 OCTaJIbHBIC
XapaKTepu3yTcs KodpuienToM Bapranuu MeHbiie 0,3 B 00beIUHEHHOM HaOope MaHHbBIX. UTO
KacaeTcs «TPaJAMIHOHHBIX» pedepeHCHBIX reHOB, ToJbK0 red UBC (AT5G25760, onpenecHHbIH TakKe
KaK caMblii cTaOWJIBHBIN Kinaccuueckuil pedepenc B pabore Czechowski et al. m B apyrux Bumax
pacrenuii (Benedito et al., 2008; Wang et al., 2010; Meyer et al., 2012; Verdier et al., 2013) umen CV

Menbie 0,3, 1711 OCTANBHBIX Ke Mepa CTaOUILHOCTH Jiexkana B 1uamna3oHe ot 0,41 1o 0,96.
1.4.6. [lammepHnul 5Kcnpeccuu 2eHos

['eHbl, SKCIPECCUPYIONIMECs BO BCEX OpraHax U TKaHSIX OpraHu3Ma, B TOM YHUCIE CTaOHIbHBIC
TeHBI, COCTABIISIIOT CTPYKTYPHYIO U PETYJISTOPHYI0 OCHOBY HEOOXOIMMBIX JUIS KU3HEACATCIHbHOCTH
nporieccoB (Eisenberg and Levanon, 2013). C apyroi cTOpOHBI, pa3BUTHE U3 TOTUIIOTCHTHOM 3UTOTHI
BCEr0 MHOTOOOpa3usi TKaHEeH 1 OpraHoB TPeOyeT MPOCTPAHCTBEHHO OTPAHUYCHHOM, TKaHECTIEUPHIHON
IKCIIPECCHH T'CHOB, ONPEICISIOIINX YHUKAIbHBIC XapaKTePUCTUKU THUIIOB KIETOK. B COOTBETCTBHU C
9THUM, M3YYCHHE TKAHEBOH CHEIM(UYHOCTH KCIPECCHU TCHOB SIBISICTCS OJHOM M3 BaXKHBIX 33j1ad
TPaHCKPUIITOMUKH, PEIICHHE KOTOPOil BEET K MOHUMAHUIO OHTOT€He3a TKaHeH u opranos. Kpome toro,
KJIETOYHO- WJIM TKaHECTelH(pUIECKUe T'€Hbl MPUMEHSIOTCS B psiic TPUKIAAHBIX 3a7ad, TaKuX Kak
kietouHbli coptunr (Bargmann and Birnbaum, 2010) wiu co3nanue y3KOHaIpaBiIeHHbIX TPAHCTEHHBIX
koHcTpykuui (Sekhon et al., 2011).

[MToapoOHbBIE TPAHCKPUIITOMHBIC KaPThI CIY)KAT MOIHBIM HHCTPYMEHTOM JIJIsl BBISIBJICHUS T€HOB,
IKCIPECCUS] KOTOPBIX OIPAHUYNBACTCS OJJHMM THIIOM KJICTOK WM TKaHei. [y onpeaesieHus: UPUHBI
naTTepHa TPAaHCKPHUIIIIUYU T'eHa MbI HCHonb30Bany sHTponuio IllenHona. Pacnpenenenne H (Pucynox
1.8) moxa3zkIiBaeT, YTO TPAHCKPUNITHI OOJIBIIMHCTBA TEHOB 00OHAPYKUBAIOTCS BO BCEX MIJIM TIOYTH BO BCEX
oOpa3uax (muK B 001acTy BBICOKUX 3HaYeHUH sHTponuu). CX0XHM pe3yabTaT Obul MOJTy4YeH B pabore
Li et al.,, rme ucmomp3oBalics aHaNM3 KOX(PQHIMEHTa JKCIecca pacHpeieNeHus] SKCIPEeCCHU IS
UICHTU(UKAIIMY TSHOB, YKCIIPECCUPYIOIINXCS B IBYX U Oojee, HO He BO Bcex Tkansx A. thaliana u
npyrux opranusmoB (Li et al., 2012). DTu reHsl SBISIOTCS OCHOBOW JKU3HEESTEIIBHOCTH BCEX THUIIOB
KJIETOK M Yy4YacTBYIOT B TaKHUX IMPOIECCaX, KaK TPAHCIOPT HYKJICHHOBBIX KHCJIOT, METabOJIM3M
JMITOTIPOTENHOB U MEMOPaH.

Pacnipenenenne sHTpornmu llleHHOHa, MOJTy4YeHHOE Ha OCHOBE HAIIMX JAHHBIX, MOBTOPSET
dopmy pacnpenenenus H xykypyssr (Sekhon et al., 2013), 9To CcBHAETENBCTBYET O MEKBHIOBOI
YHHUBEPCAILHOCTH COOTHOIIICHHS ITUPOKO IKCIPECCUPYIOMIMXCSI M TKaHEeCTIeUpHIHbIX TeHOB. Tak, 00a
pacnpeseneHusi 00JalaloT BTOPHIM JIOKTbHBIM MakCUMYMOM B 00JacTH HH3KHMX 3HaueHud H. V A.
thaliana rensl, cocraBisOUnIME ATOT MUK, YYAaCTBYIOT B KJIETOYHOM CHUTHAJIUHTE, (HOPMHPOBAHHU

3H)IOMGM6paH 1 KJICTOYHOU CTCHKH,; KPOME€ TOT'O, ITPOAYKTBI MHOTHUX U3 HUX UMCIOT ICKTUHICTCPA3HY IO
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AKTUBHOCTb, YTO COOTBCTCTBYCT GOHLH_IOMy YuCJly TICHOB, YHHKAJIBHO JSKCHPCCCHPYIOMIUXCIA B

IbUTbHUKAX.
1.4.7. Pasznoobpazue nammepros s3KkCnpeccuu mpaHCKpUnYUOHHbIX hakmopos

Kak cpemu yHHBEpCAIBHO YKCIIPECCUPYIOMIUXCS TEHOB, TaK M TKaHECHEU(PUISCKUX 0C000e
MECTO 3aHUMAIOT TEHBI, KOJAMPYIOIIUE TPAaHCKPUMNIMOHHBIE (akTopel — Oenku, mmeromue JHK-
CBS3BIBAIOIIMN JOMEH M CIOCOOHBbIe, OJjaroaapsi CBA3BIBAHUIO C ONPEACNCHHBIMU YYacTKaMU B
IPOMOTOpAaxX JIPYrHX I'€HOB, PETyJIUpPOBaTh MX JSKcmpeccHio. M3ydenue marrepHoB skcrpeccun T
HEOOXOAMMO Il TOCTPOCHHUS CETEeH T'E€HETUYECKOM PEryssiiud pa3HOOOpa3HBIX IPOIIECCOB,
MPOTEKAIOIINX B OPraHU3Me, a ISl paHee HeM3yUEHHBIX PETYJIATOPHBIX T€HOB TAKOW aHAJIN3 MOXKET J1aTh
HOBY10 HH(pOpMaInio 00 ux QyHKIHH.

I'enom A. thaliana cogepaxur 2 757 T®, ornocsmuxcs k 82 cemeticteam (Jin et al., 2014, 2015).
Pacnpenenenne »arponun lllennona mist 2 148 T®, TpaHCKPHUNTH KOTOPHIX OBUIM OOHApY>KEHBI B
HAIIMX JIAHHBIX, TIpecTaBiieHo Ha Pucynke 1.9 a.

Haumenbias meanana sHTponuu xapakrepusosana takue kiaaccel T, kak MADS, LOB, LIM
u MY B; y3kuii naTTepH SKCIpeccuu, OrpaHNYEHHBIM HEKOTOPHIMHI OpraHaMH WU CTaUsIMU Pa3BUTHS,
paHee ObLT ITOKa3aH AJIsl HEKOTOPBIX U3 3TUX TD, cpeiu KOTOPBIX €CTh T€HbI, yYaCTBYIOIINE B KOHTPOJIE
pa3BUTHS OPTraHOB IIBETKa, JIUCTheB M mepexona K nsereHuio (Ng and Yanofsky, 2001). Ha apyrom
KOHIIe pacnpenenenus Haxoasatcs cemerictea SWI/SNF SWI3, SNF2, CAMTA, DDT u FAR, xoTtopsie
Y4acTBYIOT B TaKUX YHHBEPCAIbHBIX KIETOYHBIX Ipolieccax, KaKk pPeMOJAETUPOBaHUE XpOMaTHHA,
penaparus JIHK, curnanuur u orBeT Ha ctpecc (Jerzmanowski, 2007; Lin et al., 2007).

MADS-box-comepskariue TeHbl, BEpOSITHO, caMOe M3y4deHHOe cemericTBo Td pacreHwuit; s
ompezeneHuss WX (QYHKIUHA W DIBOJIONHHA OBUIO WCIOJIB30BAHO MHOMXECTBO ITOJXOJIOB, BKITIOUAs
XapaKTepU3alli0 MyTaHTOB U TPAHCTEHHBIX PACTEHUI, MOJTHOT€HOMHOE CEKBEHHPOBAaHHE M aHATHN3
skcnpeccur u penoprepusix reHoB (Ng and Yanofsky, 2001). Oxnako maxe Ui TAKOrO XOPOIIO
WU3YYCHHOTO CEMEWCTBa JIeTAIM3UPOBAaHHAS TPAHCKPUIITOMHAS KapTa CIocoOHa JaTh HOBYIO
uHpOpMAIMIO O TMaTTepHAX OJKcOpeccud reHoB, Takux kak AGL97 (AT1G46408) u AGL52
(AT4G11250), crietmpuunbix s nputblbl, Wi AGL51, KOTOpBIH dKCIIpeccUpyeTcs B Yepelkax u
MEXI0Y3IIUSX.

HNlpyroe cemelictBo ¢ Huskoi sHTpormed — LBD (comepxamee LATERAL ORGAN
BOUNDARIES (LOB)-momen), B coctaB KoToporo BXosT 45 renoB. Cpeid HUX HanboJiee H3ydeH reH
AS2, y4acTBYIOIIMI B KOHTPOJIE PAa3BUTHS JIMCTA U ONPEICIIAIONINIA ero mojsipHocTh (Semiarti et al.,
2001; Xu et al.,, 2003) myrem momaBiaeHHus TomMeoOOKcHBIX reHoB cemerictea KNOX (Lin, 2003).
[TponykT rena AS2 Takke JeHCTBYET B OpraHax IBETKa, T/ ero (GYHKIUS YaCTHYHO JTyOIUPYETCs TCHOM

ASL1 (AT5G66870) u3 cemeiictea LOB (Chalfun-Junior et al., 2005). BzaumoayonupoBanue QpyHKIHMA
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TeHOB A3TOTO CEMEHCTBa MpeAroyarajloch paHee, xoTs aHanu3 OenkoB LBD moxkazan oTtcyTcTBHE
B3auMoO3aMeHseMocTH Mexay nomeHom LOB Oenka AS2 u npyrux O€nKOB, TO €CTh YPOBEHBb
OyOIMpPOBaHUs 1O KpailHel Mepe MEXIy STHM I'e€HOM W ocTaibHbiMH orpanuueH (Matsumura et al.,
2009). B COOTBETCTBMM C 3TUM pE3yJIbTaTOM MATTEPHBI 3Kcrpeccun TeHoB LBD 3HauutenbHO
OTJIMYAINCh: HEKOTOPhle W3 HUX HEKOTOPBIE JKCIPECCHPOBAINCH B OOJBIIMHCTBE OOpPa3LoB
TpaHCKpUNITOMHOM KapThl (Hanpumep, LBD39, LBD37 u LBD11), Toraa kak apyrue 1eMOHCTPUPOBAIIN
y3kuii narrepn (LBD10, LBD2 u LBD20), BmioTe A0 €IMHCTBEHHOTO OpraHa: TakK, JKCIPECCHUS
AT2G31310 (LBD14) orpanmuena kopusimu, a AT3G50510 (LBD28) m AT3G13850 (LBD22) —
MBUIBLIOK.

Okcnpeccust TO 0AHOro ceMelcTBa MOXKET KOPPEIUPOBaTh B Pa3HBIX TKAHAX U OpPraHax, €cliu
UX TIPOAYKTHI (POPMHUPYIOT OENKOBBIE KOMIUIEKCHI, KaK KOMIIOHEHTHI (poTOocHcTeM, 0Nk CyOBheIUHHULL
pubocom nin «propabHbIe KBapTETh — KOMIUTEKCHI MADS-box 6eIKOB, peryIupyOIuX TUIl OpraHa
nsetka (Honma and Goto, 2001). Oxgnako pacnpenesienue koppensiuu CrimpMeHa BHYTPH KJIacCOB
reHoB (Pucynok 1.9 6) He moka3piBaeT HaIWYMs KOOPAWHUPOBAHHON O3KCHPECCUU: KOPPENSILUS
oonpmmHcTBa TD B mpenenax ogHOro cemeiicTBa Onm3ka K Hymo0. Huskas KOOpAMHMPOBAHHOCTh
skcnpeccur Td oxHOro Kiacca panee Habmomanack B ycnoBusx crpecca (Chen et al., 2002) u, ¢
MOMOIIBI0 HAIIMX JAHHBIX, ObUIa TOATBEP)KACHA JUIS PAa3BUTHSl PA3WYHBIX TKaHEeW W opraHoB A.

thaliana.
1.4.8. Cozoanue sxcnpeccuonnoii 6azvl dannvix TravVA

Co3nmanHas HaMH TpaHCKpunTOMHas kapta A. thaliana mocmyxwuina ocHOBO# Ui MyOJUYHO
nocTynHOW ©0a3pl  gaHHbIX Transcriptome Variation Analysis (TraVA, travadb.org). B Heii
NPE/ICTaBICHBI YPOBHU JKCIPECCUH BCEX aHHOTHpOBaHHBIX reHoB A. thaliana B 79 oOpasnax Harero
aTiaca, a TaKke IS KaKIO0ro TeHa MPUBEACHBI Pe3yIbTaThl aHaIu3a quddepeHnatbHON IKCIIPECCUH
MEXIy BCEMH MapamMH oOpa3loB. Busyammzanus ypoBHEH AKCIPECCHHM TOIJIEPKHUBACTCS Kak JUIs
OJTHOTO T€Ha, TaK M B MYJbTUTCHHOM (opMaTe, KpOME TOrO, MOJb30BaTelIb MOXKET BHIOpATh THII
HOpPMaJIM3allii Ha pa3Mep OWOJIMOTEKH, HACTPOWUTH I[BETOBYIO KOJWPOBKY YPOBHEH JKCIPECCHUH H
BBIOpATh MHCTPYMEHT JUIsl aHAn3a Tu(pPepeHINaTBHON SKCIIPECCHH.

K mapty 2019-ro roma mocemnraemocth 6a3el naHHbIXx TraVA nmocturia 4 000 yHUKaIbHBIX
M0JIb30BATENIeH B FOJI; Ha €€ OCHOBE OPraHU30BaH P/ 3a1aHui yueOHoro kypca «Plant Bioinformatics»
(https://ru.coursera.org/learn/plant-bioinformatics); TraVA wunTerpupoBaHa B OAWH M3 OCHOBHBIX

MHTEPHET-pecypcoB reHeTrku U reromuku A. thaliana — 6a3y nanueix TAIR.
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1.5. 3akarouenune

Hama pabota ObUTa TOCBSIIICHA CO3[aHUI0 TPAHCKPUIITOMHOM KapThl A. thaliana ¢ momoripo
cexkBenupoBanusi PHK. B coctaB kapThel Bonuio 79 o0pa3ioB pa3ivMYHBIX YacTeld U CTAIUN Pa3BUTHS
KOPHEM, JINCTHEB, IIBETKOB, CEMSH U CTPYUYKOB, YTO JI€JA€T €€ HapaBHE C aTJacOM IKCIPECCUU T'€HOB
kykypy3sl (Stelpflug et al., 2016) u nepBoii TpanckpunTomHoii kaproii pactenus (Schmid et al., 2005)
CaMbIM BBICOKOpPA3pEHICHHBIM HAa0OpPOM 3KCIPECCHOHHBIX JaHHBIX. bojbiioe pasHooOpasue
UCCJIEJOBAHHBIX OPraHOB M TKaHEH MO3BOJIMJIO JETEKTUPOBATh TPAHCKPUIITHL IOAABIISIONIETO
OOJBIIMHCTBA OENOK-KOAUPYIOIIUX T€HOB; CIEAyeT OTMETHTb, YTO J00aBJICHNUE K TPAHCKPUITOMHOMN
KapTe 00pa3loB, MOJABEPTHYTHIX JACHCTBHIO aOMOTHYECKUX CTPECCOB, HE J100aBMIIO OOJIBLIOrO
KOJIMUECTBA KCIPECCUPYIOLIUXCS IeHOB. ['eHbl, SKcrpeccHss KOTOphIX He Obula oOHapyXeHa, Jalle
OBLIIM CBSA3aHBI C PeaKIel Ha OMOTUYECKUE CTPECCHl U PETYIUPOBAIH 3alUTy OT TPUOOB M BUPYCOB,
YTO OTpPa)XaeT OTCYTCTBHE OMOTHYECKOTO CTpecca Cpeid M3yYaeMbIX HAMH JaHHBIX U TOBOPHT O
KpaitHeil ciennuyHOCTH QYHKIMHN TaKUX T'€HOB.

CpaBHeHHE OOIIMX SKCHPECCHOHHBIX XapaKTEPUCTHK (YMCIa SKCIPECCUPYIOMIMXCS T€HOB BO
BCeX 00pa3iax u XoTs ObI B OJTHOM 00pa3iie, MPoUIH IKCIIPECCHU 00pa3lioB) TPAHCKPUIITOMHON KapThl
A. thaliana u mpyrux pacTeHHUil MOKa3ag0 BBICOKYIO KOHCEPBATHBHOCTH TJIOOATBHOIO COCTOSIHHUS
TPaHCKPUIITOMAa B  pa3HBIX TaKcOHaxXx. MBI ONpelNeNnwiId TeHbl, Hauboiee CTaOMIBHO
SKCHpPECCHPYIONIUecs Kak B opraHax u TkaHsx A. thaliana, tak u mon geiicTBueM aOMOTHYCCKHX
CTpPECCOB; 3TU Te€HbI ObLTN oOoramieHsl kateropusaMu 'O, CBSI3aHHBIMH C TPAHCIIOPTOM HYKJIEHHOBBIX
KHCJIOT U MeMOpaHaMu.

UroObl HAWTH HOBBIE TPAHCKPUIIIIMOHHBIE  PETYISATOPBI, MBI  MPOAHAIUZUPOBAIN
JKCIIPECCUOHHBIE MAaTTEPHBI T'€HOB, Komupyronmx Td, ¢ nmomompto 3HTponuu IllenHona. I['eHsl,
PETYJIUPYIOIINE «MECTHBIE» OMOJOrMUYECKHe MPOLECChl — MePeXo]] K LBETCHUIO, ONpeAeIeHHe MecTa
3aKJIQJIKH JaTepajbHBIX OPraHOB, pa3BUTHE KOPHEH — MMENM HAUMEHBIITYI0 METUAHHYI0 SHTPOIHIO, YTO
OBUTO XapaKTEepHO IS CEeMEWCTB TpaHCKpunIMoHHBIX (akropoB MADS, LBD, MYB; nanpotus,
SWI/SNF-SWI3 u SNF2, perynupyrolue Takiue yHUBEpCalIbHbIC MPOIECCHI, KAK YITAaKOBKAa XPOMATHHA,
oOmaganu OMU3KOM K MakCHUMajbHOM »HTponuei. M3ydyeHue maTTepHOB TPAHCKPUILMU paHee
Hencceae10BaHHbIX T® nmo3Boimiio 0OHApY X UTh TKaHecnenupuieckue GyHKINN HEKOTOPhIX U3 HUX,
yTO OBLIO MOKa3aHO HaMU Ha npumepe reHa LBD14, yHukanbHO 3KCIPECCHPYIONIErocs B KOPHAX, U
LBD22 u LBD28, cienupuaHbBIX JIs MBUTBITEL.

Bce 00pasubl TpaHCKPUNTOMHOM KapThl MMENM KaK CXOXKHE MPOQHUIN SKCIPECCHUH, TaK U
OJIMHAKOBOE pactpenenenue kareropuii 'O, yTo nmoayepkruBaeT yHUBEPCATBLHOCTh TPAHCKPUIITOMA BO

BCEX OpraHax H©W TKaHAX pPACTCHUA W TIO3BOACT IMPCANOJI0XKUTh, YTO HX q)YHKI_[I/IOHaIII)HaH



58

CrelMaIn3alys BOSHUKAET CKOpee MOJ IeHCTBUEM OTHOCUTEIHLHO HEOOJIBIIOTO YMCIIa TEHOB, HEXEIH
110 IPUYMHE PAJUKAIBHBIX U3MEHEHUH BO BCEM TPAHCKPUIITOME.

DKCIIPECCUOHHBIE JIaHHBIE CO3[JaHHON HaMU TPaAHCKPUITOMHON KapThl HPEICTaBISIOT cOO0OM
B)XHBIM pecypc Uil HAyYHOTrO cOOOIIeCTBA M JOCTYIHBI B IIMPOKO HCIIONB3YEeMON MyOnn4Hoi 0aze

nmanubeix TraVA (http://travadb.org/).



http://travadb.org/
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I''TIABA 2. BPEMEHHAS CEPUS AITMKAJIBHBIX MEPUCTEM
ARABIDOPSIS THALIANA

2.1. Beeneuue

PaccmarpuBaemast Hamu B ['maBe 1 Tpanckpuntomuas kapra A. thaliana Bkmodaer B ce6s 79
00pa3IOB pa3InYHbIX OPTaHOB U YaCTEH paCTEHHS; OT/ICIbHOE BHUMAHUE MBI YJIeIISUIM cOOpy 00pas3IioB,
OpPraHW30BaHHBIX BO BPEMEHHBIC cepuU (IIBETKH, JUCThS, CEMEHA), YTO IMO3BOJISICT aHAIU3UPOBATH
JTMHAMUKY Tporecca pa3Butusi oprana. OcoOEHHO NMpuMeuaTelbHAa BPEMEHHAs CEpHs alMKaIbHOW
MEpHCTEMBbI Mo0era, Tak Kak B ITOH CTPYKType PacTCHUs, COACPIKAIEeH Myl CTBOJIOBBIX KIIETOK,
IPOUCXOMAT OCHOBHBIC COOBITHS TEepexoia K LBeTeHuto. 3auBeranue A. thaliana wnuimmpyercs
BHEIIHUMH U BHYTPEHHUMU CUTHAJIAMU, TPUBOISIIIMMH K aKTUBAIIUU SKCIIPECCHH PETYIISITOPHBIX TCHOB
B alTMKAJIBHOW MEpPHCTEME, IOCIIE Yero MEPUCTEMAa YPE3BbIYaliHO OBICTPO TIEPEXOAUT U3 BEreTaTUBHON
craauu (3aKiaJblBaHHE TPUMOPIMEB JIUCTHEB) B PENPOAYKTUBHOEC ((POPMUPOBAHUE MPUMOPIUCB
1BeTKOB). [lepexo/1 K IBETEHHIO Y pa3HOOOpa3HBIX PACTEHHIA ITOAPOOHO H3YYaJICs C IIOMOIIBIO0 METO/IOB
TPAIUIIMOHHON T'CHETUKH, YTO ITO3BOJIWJIO OINPEACIUTh KIFOUEBbIE AKTHBATOPHI M PEIPECCOPHI,
MOCTPOUTH CETh UX M'EHETUYCCKUX B3aUMOJICHCTBHI U OMKCATh Pa3HbIC MYTH PErYJSIIUU UX (YHKIIUH.
C apyroii CTOPOHBI, U3MEHEHHUS TPAHCKPHUIITOMA alTMKAIIbHOW MEPUCTEMBI, CIICTYIOIIUE 32 aKTHBAIUCH
MOJIOXKHUTEIBHBIX PErYJISATOPOB 3al[BETaHHUs, onucanbl HegocTarouno (Torti et al., 2012; Zhang et al.,
2015).

BpeMenHas cepus anmMKalbHBIX MEPUCTEM COOMpaisack HaMH C CEIbMOTO JHS IIOCTe
npopacrtanus, Korja poserka A. thaliana coaepxuT TONBKO MIECTh JIUCTHEB, 10 MOSBJICHUS OyTOHOB
1BeTKoB (ctamus 5 mo (Smyth et al., 1990) u, Takum 06pa3om, MOKpbIBaja MOMEHT ITEPEX0/1a [IBETCHHS.
OO6mwmit 0630p mpodueit IKCIPecCu TeHOB, MPOBEJACHHBIN MPU aHAIN3€ TPAHCKPUIITOMHON KapThl,
1oKa3all, YTO TPAHCKPHUIITOMBI alIMKaIbHBIX MEPUCTEM Ha PAa3HBIX CTAUSIX CYHMICCTBEHHO OTIUYAIOTCS.
Hcxoast u3 3TOro, Mbl MOAPOOHO NPOAHATU3UPOBATH IKCIPECCHIO T€HOB BO BPEMEHHOW CepHHU
anuKaJbHBIX MEPUCTEM B IIpOLlECCe IEepexoAa K LBETEeHUIo, uyeMy mnocBsuieHa [nmaBa 2. O630p
auTepaTypbl [71aBel 2 cocpenoToueH Ha (GOTONEPHUOAMYCCKON pEryJslMy 3alBETaHUs U KpPaTKo
3aTparuBacT Jpyrue crocoObl ero MHUIMALUK; B pa3aeie 2.3 OMUCcaHbl Pe3yNbTaThl IKCIIPECCHOHHOTO

aHalin3a BpCMCHHOﬁ cepun AM, CACIIAaHHBIC HA NX OCHOBAaHHH BBIBO/JbI 06cy>1<)1a10Tc51 B pa3aciic 2.4,
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2.2. O630p aUTEPATYPHI
2.2.1. Basichocms nepexooa K yeemeHuro OJisi HCU3HU PACMEHU

3anBeTaHue — Mepexoj] BCeX WM YacTH alUKalbHBIX MepucteM mnobera K (OpMUPOBAHUIO
LIBETKOB — SIBJISICTCSI KpaliHE BAKHOM CTAJMEH B JKU3HU PACTCHUS, OIPEAEIss €ro pernpoayKTHUBHBIN
ycnex. /Iy OgHONETHUX pacTeHwid, TakuX, kak A. thaliana, cBoeBpeMeHHBIN Mepexoa K IBETCHHIO
OCOOCHHO BaK€H, MOTOMY 4YTO MEPEKIIYEHHE THIA Pa3BUTH anmukajibHOW Mepuctembl (AM) c
BEreTaTUBHOIO Ha PENpOAYKTHBHOE MPOUCXOJUT OJIHOKPATHO W HeoOpatumo. Takum o06pazom,
[[BETCHHUE JIOJDKHO MPUITHCH HA HanboJiee 6JIaronpusTHBIN IeproT rojia, U BHIOOP BpEMEHH 3a1[BETaHUS
IPOUCXOTUT C YUYETOM MHOKECTBa (haKTOPOB OKpy»Karomiel cpensl. Cpean HUX JUIMHA CBETOBOTO JTHS
(dporomepron) — Hambosiee CTaOMIIBHBIN, HE MEHSIOIMIMICS TOJ OT ToAa NPH3HAK HACTYIUICHUS
HEOOXOoAMMBIX it pacteHus ycmosuii (Song et al., 2013b), torma kak TemmepaTypa OKpy)Karoiiei
Cpepl U BHYTPEHHHE (PU3HOIOTUYECKHE CUTHAJIBI PACTEHUS OTPAXKAIOT COOBITUSI KOHKPETHOTO CE30HA
(Cheng et al., 2017; Antoniou-Kourounioti et al., 2018).

['eneTnyeckuii KOHTPOIB 3aI[BETAaHUS 00pa3yeT CIOKHYI0 MHTEIPUPOBAHHYIO CETh, B KOTOPOM
NEeHCTBUE pa3IMYHBIX BHEIIHUX M BHYTPEHHUX CTUMYJIOB Ha COOTBETCTBYIOILIUE PELETITOPHI MPUBOAUT
K aKTUBAIIUU KIFOUEBBIX T€HOB-PETYJIATOPOB U 00ECIIEUNBAaET CBOEBPEMEHHBIHN MEPEX0/1 K PEIPOAYKIIUN

(Andrés and Coupland, 2012).
2.2.2. @omonepuoouueckuii nyms UHUYUAYUU YE8EeMEeHUs]

Jis MHOTMX BUAOB pAacT€HHH Jonarota JHSA (MPOJODKUTENBHOCTH CYTOYHOI'O CBETOBOTO
nepuoJia) MMEeT pellarollee 3HayeHHe JUIs OIpelesieHUs BPeMEHHU Iepexofa K LBereHuro. s
3alBETaHMsI TaK Ha3bIBAEMbIX pacTeHUM UIMHHOTO AHS (/1) mpo1omKUTENbHOCTh CBETOBOTO MEpHOa
JIOJIKHA MPEBBICUTH MoporoBoe 3HadeHue. HanpoTtus, pactenust kopotkoro ans (KJI) 3auseratot npu
YMEHBUIEHUN TPOJOJKUTENBHOCTH JH. B TO ke BpeMs CylIecTBYIOT HEUTpajbHbIE K (OTONEPHOAY
pacTeHusl, Ha KOTOPBIX JI0JITOTa JIHS HE OKa3bIBaeT BIMAHUA. Crloco0 MHIYKIIMU [IBETEHHUS C TIOMOLIBIO
(doTomneproa pazuyaeTcs Kak MeXIy BUIaMH, TaK U MEX/y pacaMu OJHOTO BHa pacTenuii (Shrestha
et al., 2014). Cnexayer OTMETUTh, YTO M3MEHEHHE JIOJITOTHl CBETOBOTO MEPHOJA B TIEPBYIO OYEPE/b
CIIy’)KUT CTaOMJIBHBIM CBHUJIETEIbCTBOM HACTYIUIEHUS OJaronpHsATHBIX YCIOBUH B OTHOLIEHHUH
TEMIIEPATYPHI U BIAXHOCTHU (JIETA B BBICOKUX M CPEIHUX HIMPOTAX U 3UMBI B TPOIIUYECKOM KIIMMATE);
TakuM 00pa3oMm, (oTorepuos siBIsieTcs INI00aTbHBIM PETYISATOPOM BPEMEHU HHMIIMALIMU I[BETCHMS,
TOYHAsl HACTPOiIlKa KOTOPOTO MPOUCXOTUT C MOMOIIBIO JPYTUX CTUMYJIOB, TAKUX KaK TEMIepaTypa Win
TOPMOHAJIbHAS PETYJIIALUS.

A. thaliana oTHocuTCS K pakynbTaTHBHBIM pacTeHusM J1/], TO ecTh MepexoIuT K IIBETSHUIO TIPH
MPEBBILICHUH JJIMHON JTHS MOPOTOBOr0 3HAYEHMs, HO MOJKET 3alBeTarh U B ycioBuax KJI, xors ato

Tpebyet OombIero Bpemenu (Turck et al., 2008; Giakountis et al., 2010).
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Omnpenenenre U3MEHEHUH B JI0ATOTE JHS U Pa3BUTHE COOTBETCTBYIOIICH PEaKIIMN HAUMHAIOTCS
C PELENTOPHBIX OENKOB, BOCIHPHUHUMAIOMIMX CBeT. PacTeHust o0nanaroT OOJBUIMM perepTyapoM
dboTopenenTopoB, MOIVIOMIAIONINX pPa3HbIE AJIMHBI BOJIH; B HUX YHCJIO BXOJAT MSATh PELENTOPOB K
kpacHoMy (630-760 uM) u nmanmbHemy kpacHomy (710-800 HM) cBeTy, Ha3bIBaeMbIX (PUTOXpPOMAMU
(PhyA-E) (Quail, 2002), cemp perenitopoB ronyooro ceera — asa ¢gororponuda PHOT1 u PHOT 2
(Briggs and Christie, 2002), nBa kpunroxpoma CRY'1 u CRY2) (Lin, 2002) u tpu 6enka, comepsKaIimx
nomen LOV/F-box/Kelch, FKF1 (FLAVIN BINDING, KELCH REPEAT, F-BOX PROTEIN 1), ZTL
(ZEITLUPE), LKP2 (LOV KELCH PROTEIN 2) (Demarsy and Fankhauser, 2009), u oaux petentop
yinsTpaduoniera-B UVRE (Rizzini et al., 2011). [uddepenunansHas aktuBaius GoToperenTopoB B
3aBHCHUMOCTH OT «KauecTBa» CBeTa (COOTHOLICHHS JJIMH BOJH) BBI3BIBACT (PU3MOJIOTUYECKUN OTBET
pacTeHus — nepexoj K IBETCHHUIO.

['maBHY0 poiib B (hoTOIEepHOIUIeCcKON akTHBaIK IBeTeHus urpart reanbsl FKF1, GIGANTEA
(GI), CONSTANS (CO) u FLOWERING LOCUS T (FT), npeumyIieCTBEHHO SKCIPECCHPYIONIUECS B
cocynax nucthe (Putterill et al., 1995; Fowler et al., 1999; Kardailsky et al., 1999; Kobayashi et al.,
1999; Imaizumi et al., 2003). Cneunduueckuii st pactenuii 6enok GI u youksutun-nuraza FKF1,
SBIISAIONIASCS PELENTOPOM IOJIyOOro CBETa, BXOAST B YUCIO KOMIIOHEHTOB IIMPKAIHBIX YaCOB, TO €CTh
00JTaaf0T CYyTOYHOH MEPHUOJUYHOCTHIO AKCIPECCHH C MUKOM BO BTOPOW IOJIOBHUHE CBETOBOTO JIHS
(Baudry et al., 2010; de Montaigu et al., 2010). ITociie uaaykmu roayosiMm cBetoM B Teuenuu JIJ] FKF1
B3aumojeiicTByer ¢ GI, 4To mpUBOIUT K Jerpajauuu pernpeccopoB TpaHckpuniuu rena CO, Genkos
CYCLING DOF FACTOR (CDF) (Sawa et al., 2007; Song et al., 2012). Takum o6pa3om, B kosiie J1/1,
Ho He K1, axcripeccust CO Bo3pactaet (PucyHok 2.1).

[Tomumo perynsauuun sxcnpeccur, CO mnoasepraeTcsi MOCTTPAHCIALMOHHBIM MOIU(DUKALIMSIM.
benok CO yOukBUTHHHUpYeTCS YOWMKBUTHMH-TMIAa3HBIM KOMIUIEKCOM, BKJIIOYAIOIIUM B  ce0s
CONSTITUTIVE PHOTOMORPHOGENIC 1 (COP1) u SUPPRESSOR OF PHYTOCHROME A
(SPAT1), uro nmpuBout k nerpaganuu CO B 26S nporeacome (Laubinger et al., 2006; Liu et al., 2008b).
AXTHBHOCTB 3TOTO KOMIUIEKCA MOIaBIisieTcs Ha cBeTy ¢ momonipio FKF1-3aBucumoro mexannsma (Lee
et al., 2017), to ectp aerpamanus CO ¢ momoribio komiuiekca COP1-SPAL B OCHOBHOM MPOUCXOIUT B
temHoTe. TakuMm oOpa3om, Tonbko nuk konuyectBa MPHK rena CO B xonie I/l mocne nerpaganuu
penpeccopoB CDF ¢ momoripio GI-FKF1 npuBoaut k Hakorutenuto 6enka CO (Pucynok 2.1).

Crabmwmmzanuu CO B KoHIE cBeToBoro mnepuona JIJ{ Taxxke crnocoOCTBYIOT (GOTOpenenTopsl
PHYA u CRY2 (Briggs, 2001; Zuo et al., 2011). Cseto3aBucumoe dusuueckoe B3aumoeiicreue CRY?2
co SPA1 n COP1 ymenbmaer katanutudeckyro aktTuBHocTe COP1-SPA1 u npensaTcTByeT nerpagaunu
CO (Pucynok 2.1) (Zuo et al., 2011). ®utoxpoMbl CHHTE3UPYIOTCS B HeakTuBHON (opme (Pr) u nox
NeiiCTBHEM CBeTa MepexoasT B akTUBHYI0 hopmy (Pfr), koTopas cnocobna k Tpancnopty B a1po. PHY A

Takxke yyactByeT B ctabmnmsanuu CO ¢ nomouisio noaasienus aktuBHoctu COP1-SPA1. C npyroii
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croponsl, PHYB ¢ momompio 6enxka PHL (PHYTOCHROME-DEPENDENT LATE-FLOWERING)

csaspiBaeT CO u penpeccupyert ero aktusHocth (Endo et al., 2013).

ONVHHBIN aeHb KopoTkuii aeHb

o B 16 40 B 16 24|
Yacbl nocae Havana cBeTOBOro BO3p,ef;1CTBVIFI

..... 1 TpaHckpunumoHHas —_— MocT-TpaHCKPUNLMOHHAsA .\ [anbHuiA KpacHbIit cBeT
penpeccna penpeccus 1;\ o
KpacHbiii cBeT
N TpaHcKpunuuoHHas MoCT-TPaHCKPUMLUMOHHAA U rony6oi
aKTMBauuA ony6oi ceet

aKTMBaLuA

Pucynok 2.1. CeTb TpPaHCKPUINLIMOHHOM W TOCTTPAHCIALIMOHHOW PEryJsilUUd 3KCIPECCHU
CONSTANS, koHTpOupytomias (OTOMEePHOJUICCKHA My Th Mepexoa K IBETCHUIO. AaNTHPOBAHO W3
(Andrés and Coupland, 2012).

I[Tomumo  kommiekca COP1-SPA1, yo6uksBurun-nuraza HIGH EXPRESSION OF
OSMOTICALLY RESPONSIVE GENE 1 (HOS1) crnoco6ctByer cHmkeHuto crabmnbHoct CO B
Hayajie CBETOBOIO JIHS, a TAK)KE NMPHU MOHMKEHUN TeMIepaTypbl okpyxaromieil cpens! (PucyHnok 2.1, cMm.

taroke paszaen 3.2.4) (Lazaro et al., 2012).
2.2.3. Ilepedaua uHOYKmMuGHO20 CUSHANA 68 ANUKAILHYIO MEPUCTNEMY

doTorneproanYecKuid MyTh AKTHBAIMU [IBETEHHWsSI HAYWHACTCS B JIUCTHSIX, OJHAKO TJIaBHBIC
COOBITHS TIEpexo/ia K PENpOAYKTUBHOMY Pa3BHTHIO MPOHMCXOJAT B alMKalIbHON MepHcTeMe mobera
(Andrés and Coupland, 2012). CymiecTBoBaHHE HEKOTOPOTO COSANHEHHUSI, «(pIIopUTeHay, nepeiaroiero
CHWTHAJI U3 JINCTA B alleKC PaCTeHUs, pe/noaranocs emie B Hadane XX Beka (Haitnaxsu, 1937). Takum
areHToM okaszaincs Oemoxk FT, Bxomammii B mmpoko pacnpoctpaHeHHoe cemeiictBo CETS
(CENTRORADIALIS, TERMINAL FLOWER 1 u FT) (Kardailsky et al., 1999; Kobayashi et al., 1999;
An, 2004). T'en FT skcmpeccupyercss B KIIETKax-CIyTHHUIAX CHTOBHIHBIX 3JIEMEHTOB (DIO3MBI, a
HeOounbioi 6enok FT Tpancnoprupyercst u3 nucta B AM depe3 (iaosMy MpH y4acTHH KOMITOHEHTa
miazmojiecm kierok-ciytaull FT-INTERACTING PROTEIN 1 (FTIP1) (Liu et al., 2012; Endo et al.,
2018).
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CO, TpaHCKPHIIIIMOHHBIN (aKTOP, COACPIKAIINM 1BA JOMEHA «IIMHKOBBIC MANbILD (THIIa B-b0X)
u nomen CCT (CO, CO-LIKE u TOC1), aktuBupyet skcupeccuro rerna FT (Tiwari et al., 2010). CO
CBSI3BIBAETCS C MPOKCHMaIbHOM yacThio mpomoTopa FT (Tiwari et al., 2010; Song et al., 2012); 8 CO-
3aBucuMoii peryisituu FT npunumator yuactue u apyrue TO, rakue kak NUCLEAR FACTOR Y (Cao
et al., 2014) wm PICKLE (Jing et al., 2019). Cnoxnas cucTeMa TpPaHCKPHUIIIIMOHHOW U
nocTTpancisanuonHoi perymsamun CO (cM. pasaen 2.2.2) obecrieunBaeT aKTUBALUIO TpaHCKpUniu FT
ToJbKO0 B ycrmoBusx JIJI (Pucynok 2.1).

[Momumo CO skcnpeccust FT HanpsAMyr0 HHUIUUPYETCS KOMIOHEHTaMU (POTONEPUOINIECKOTO
nytu GI, FKF1 u CDF1 (Sawa et al., 2007; Sawa and Kay, 2011; Song et al., 2012), T® cemeiicTBa
bHLH PHYTOCHROME-INTERACTING FACTOR 4 (PIF4), uHTErpupyIOIMM TEMIIEPATyPHYIO
aktuBaiuio U ¢oronepuoa (Kumar et al.,, 2012), u CIB1, cBs3bIBaloOIINil MPOKCUMAILHYIO YacTh
npomotopa FT B otBeT Ha rony6oii ceet (Liu et al., 2008a).

Penpeccust  Tpanckpumuu  FT  Takke BOBieKaeT OOJBIIOE  KOJMYECTBO  OENKOB.
Xpomonomennslii 6enok LIKE HETEROCHROMATIN PROTEIN1 (LHP1), cBsi3bIiBaeTcsi ¢ THCTOHOM
H3, HecyniM MeTKy pernpeccupoBaHHOIO XpOMaTHHA (TpUMETHIMPOBaHue 1o Jin3uny 27, H3K27me3),
B Jtokyce FT, uto mpuBoauT k ero nunaktusarmu (Turck et al., 2007). Cxoxwuit MexaHU3M 3a/1eiICTBOBAaH
B penpeccun FT ¢ nomompo H3K27me3 nemerunassr JUMONJI 13 (Zheng et al., 2019). MADS-
nomennble Oenku SHORT VEGETATIVE PHASE (SVP) u FLOWERING LOCUS C (FLO),
YUYaCTBYIOLIME B TEMIECPATYpPHOH peryisnuu 3anBeTanus (cMm. pasgen 2.2.5), CBS3BIBAIOTCS C
nocienosarenbHocTsMu CArG B mpomotope u niepeoM untpore FT (Helliwell et al., 2006; Lee et al.,
2007), neratuBHO perynupys ero tpanckpumiuio. TO cemeiictBa AP2 TEMPRANILLOI1 (TEM1) u
TEM2, TARGET OF EAT 1 (TOE1), TOE2, SCHNARCHZAPFEN (SNZ) u SCHLAFMUTZE (SMZ)
take QyHKIHOHUPYIOT Kak perpeccopsl (Castillejo and Pelaz, 2008; Mathieu et al., 2009).

Takum 00pa3oM, pa3BEeTBICHHAs T'C€HETHYECKAas CETh PETYJSINH (POTONMEPUOTUIECKOTO ITyTH
WHUIUAINY TIBETCHHS 00JIaaeT JBYMsS OCHOBHBIMH TOYKAMH KOHBEPI'CHIIMM CHUTHAIBHBIX ITyTCH —

reHamu CO u FT u obecnieunBaeT TOUHYIO (PU3NOIOTUYECKYIO PEAKIIUIO HA U3MEHEHHUE JOITOThI JTHS.
2.2.4. OcHognvie cobbimus, npoucxooaujue 8 AnUKAIbHOU Mepucmeme

[Tocne tpancnopra B AM FT B3aumoneiicteyer ¢ FLOWERING LOCUS D (FD), T® u3
cemeiictBa basic leucine zipper (bZIP), 4ro mnpPUBOIMT K AaKTUBALMU OKCIPECCUU T€HOB,
obecreunBarOIIUX Mepexoa K pernpoaykTuBHoMy pasButuio (Andrés and Coupland, 2012). [TepBeiM
nocne mnepeHoca (otonepuogudeckoro curHana B AM aktuBupyercs ren SUPPRESSOR OF
OVEREXPRESSION OF CONSTANS 1 (SOC1), kogupytomuit MADS-nomennsiii T® (Borner et al.,
2000; Samach et al., 2000). Dkcnpeccust rena SOC1 u ero romonora FRUITFULL (FUL) abcontoTHO

HeoOxonuma st 3anBetanus (Melzer et al., 2008). SOC1 coBmectHO ¢ emie ogauM Td cemeiicTBa
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MADS — AGL24, axtuBupyet skcnpeccuto LEAFY (LFY), rena, onpenensiomero pernpoayKTHBHOES
coctosnie AM © BOBJIEYCHHOr0O B HHHIHUaIMIO npumopauneB 1BetkoB (Lee et al., 2008a).
Tpauckpumius resoB SOC1, FUL, LFY u APETALALl (APl, ¢umopanbHblii peryisrop, 4aCTHYHO
nyomupytronmii pyakuuio LFY) taoke nagynupyercs TO SQUAMOSA BINDING PROTEIN LIKE
(SPL), seisrommxcs mumensimu FD (Yamaguchi et al., 2009; Jung et al., 2012). I'eust AP1 u LFY u ren
TERMINAL FLOWER1 (TFL1) B3aMMHO HETraTHBHO peryaupyroT apyr apyra: TFL1 momaBisier
skcnpeccuro AP1 u LFY B ientpe AM, rae HaxoauTcs MyJl CTBOJIOBBIX KJIETOK, TOT/1a KaK MOCIIESTHUE B
CBOIO Ouepe/ib HEraTHMBHO PEryiaupyroT dkcnpeccuto TFL1 B mpumopausx userkos (Shannon, 1993;
Liljegren et al., 1999). Ilpumeuarensno, uto TFL1 sBusercs romomorom FT, a cxomcTBo ux
nocneaoBarenbHocTell nocturaet 60%, npuyeM oJHa aMUHOKHUCIIOTHAS 3aMeHa MpeBpaaeT QyHKIUI0
TFL1 8 FT u nao6opot (Hanzawa et al., 2005; Ho and Weigel, 2014). FD B AM BbINIOJIHSET JBOHHYIO
poiib: B3aumozeictBys ¢ TFL1, Topmo3ut nepexon K 1BeTeHHI0, a coBMecTHO ¢ FT — akTuBupyer

(Hanano and Goto, 2011).
2.2.5. [Ipyeue nymu unuyuayuu yeemenus

VMHunmanys [BETEHUs C TOMOIIbIO U3MEHEHHS JUTMHBI CyTOYHOTO CBETOBOT'O ITEPUO/1a 3aHUMAET
BAXHOE MECTO B MEpexXoJie K PENpOXyKTHBHOMY pa3BUTHIO, OIHAKO HE SIBISETCS €IWHCTBEHHBIM
criocoObom ero aktupanuu. Cpeau Apyrux IMyTed MOXHO Ha3BaTh ABTOHOMHBIM, TOPMOHAJIBHBIN,
BEPHAIM3ALMOHHBIN U TEMIIEPATYPO-3aBUCUMBII.

WHnyknust OBETEHUs] C TOMOIIBIO MPOJOJDKUTEIBHON 00paOOTKHM HU3KUMH TEMIIepaTypaMu
Ha3bIBaeTCsl BepHanu3anueil. Pa3Hple BuabI pacTeHuil, Kak U pa3Hble pachl B Mpenenax OJAHOTO BHJA,
pa3nuyaroTcs Mo TPeOOBAHUSAM K XOJIOJIOBOMY BO3JEHCTBHIO: HEKOTOPHIM PACTEHHSIM HEOOXOIUM
NIEPUO]T MOHMKEHHBIX TEMIIEPATyp VIS Iepexo/ia K BETEHHUIO TPU JOCTIKEHHH ONTHMAaIbHOHN JITHHBI
JIHSI, 3allBETaHUE JPYTUX BHIOB M pac He 3aBHCUT oT xojoanoro nepuoma (Wollenberg and Amasino,
2012). OCHOBHOM MEXaHU3M BEpPHATHM3AIUH — SIMUTCHETHUECKHI caiyieHCHHT kcnpeccun reHa FLC,
KoTopsii kogaupyer MADS-nomennslii penpeccop tperenus (Michaels and Amasino, 1999; Sheldon et
al., 1999). FLC nHanpsiMyto CBSI3bIBa€TCs C MPOMOTOPaMH TeHOB (poTonepuonnyueckoro mytu — FT, FD
u SOC1, a taxxke ¢ nepbiM uHTpoHOM FT, 610Kkupys ux tpanckpumimio (Helliwell et al., 2006; Searle
et al., 2006).

Jist aktuBanyn skcripeccuu FLC HeoOxoanma Mot uKaIis XpoMaTHHA I10 JIN3UHY 4 U JTH3UHY
36 tucrona H3 (Crevillén and Dean, 2011). B mportecce mmuTeasHOTO XOJI0I0BOTO BO3JECHCTBUS B
Hykseocomax Jsokyca FLC c¢ momompio Polycomb repressive complex 2 (PRC2) u miMHHBIX
Hekonupytomux PHK COOLAIR u COLDAIR nakannuBaercs merunupoBanue H3K27me3, uyto
npuBoauT K penpeccun Tpanckpumimun FLC (Heo and Sung, 2011; Song et al., 2013a). Yposeun
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MeTUIMpOBaHus TucTtoHa H3 mojnepkuBaercs B AajbHEWIIEM W TOCIE MOBBIICHUS TeMIEpaTyphl,
obecnieunBast ctabuibHbIi caitencunr FLC (Csorba et al., 2014).

ABTOHOMHBIH ITyTh MHULIMAIINY [IBETCHUS TAK)KE HAIIPaBJIEH Ha perysnuto skcrpeccun FLC ¢
MOMOIIBIO TOCT-TPAHCKPUITIMOHHBIX MEXaHU3MOB M AIHUICHETUYECKON MOIU(HUKAIMKA XpOoMaTHHA
(Quesada et al., 2005; Béurle and Dean, 2008). OcHOBHBIE peryysiTOpbl aBBTOHOMHOTO IIyTH — O€JIKH
FCA, FLK, FPA, FY, PAPS1, PAPS2, PAPS4, PCFS4 u PEP (mist 0630pa cm. (Cheng etal., 2017). Otu
TeHbl 00pa3yIOT CeTh B3aUMHOW PETYJISIMH; OCHOBHAs aKTHBHOCTh MX HPOIYKTOB 3aKIIOYACTCS B
nporieccunre 3’-koniia PHK (Rataj and Simpson, 2014). bnarogapst 3Tomy O€lIKH aBTOHOMHOT'O ITYTH
PEryIUpYIOT allbTepHATUBHOE MOJIHaeHIINpoBanue anTrucMbIcaoBbiX PHK 1 popmuposanue 3’-koHia
PHK FLC (Liu et al., 2007).

Temneparypa okpyskaromieil cpeiibl UMEeT KpaiiHe BaKHOE BIMSHHE KaK Ha POCT M Pa3BUTHE
pacTeHus, Tak M Ha €ro penpoORyKTHBHBIN yCIeX, TOSTOMY B OINPENEICHUH ONTUMAIBLHOTO BPEMEHH
3alBeTaHus yuyacTByeT TepMmouyBcTBuTenbHBIM myTh (Capovilla et al., 2015). Temmneparyphas
pEryJsLus 3alBETaHus TOCTUTAeTCsl C MOMOIIBIO BKJIIOYEHHUS! B HYKJIEOCOMBI THCTOHOBOTO BapuaHTa
H2A.Z xpomaTHH-peMOJEIUPYIOMIMMH KOMILIEKCaMH, B COCTaB KOTOpBIX BxonsaT Oenku ACTIN-
RELATED PROTEIN6 (ARP6) u PHOTOPERIOD-INSENSITIVE EARLY FLOWERING1 (PIE1)
(Talbert and Henikoff, 2014). I'ucton H2A.Z nenaer JIHK menee mocrymnuoit mist T® u 3amemser
paboty PHK-nonumepasst II, yTo orpaHnymMBaeT 3KCIpeccHIo T'€HOB MpU HU3KOM Temneparype. [lpu
HOTeMJICHuH KoiruectBo H2A.Z B mpomMoTopax reHoB, B TOM 4ucie reHa FT, cHmkaercs, 4To Jenaer
ero goctynubiM st T (Kumar et al., 2012; Talbert and Henikoff, 2014). Kpome Toro, BaxxHy0 poib
B TEMIIEpaTypO-3aBUCUMOM 3al[BETaHUM UrpaeT penpeccop TpaHckpunuuu SVP, xommuectso MPHK
KOTOpOTro CHUKaeTcs pu pocte Temneparypsl (Fernandez et al., 2016).

Ha nepexon k 1ipeTeHuto Binusiet Takxke rudoepemnnossiit (I'K) curnanbheiit myTh. [ToBblienue
ypoBHs 'K mpuBOAMT K Aerpajalvu TPaHCKPUIIIMOHHBIX pernpeccopoB rpynnsl DELLA u, takum
obOpasom, aktuBupyert 3anseranue (Yu et al., 2012; Galvao et al., 2015). B nuctesax 'K yuactByroT B
aKTUBALMK TpaHCKpunuuu FT, 4ro mpoucxoautr myTeM cHUKeHUs koiuudectBa OenkoB DELLA,
koTopsble cBsa3bIBatoTCs ¢ T SPL u CO u 610KMPYIOT UX CIIOCOOHOCTh MHAYLIMPOBATH dKcnpeccuto FT
(Yu et al., 2012; Xu et al., 2016). B anukanpHOi MepucTeme Ononmornuecku aktuBHbie ['K Taroke
cHKaroT kommuectBo OenkoB DELLA, uto uepes mukpoPHK159 m T® MYB33 mpuBomut k

axtuBaiun dkcnpeccur SOCL u LFY (Achard et al., 2004).

2.2.6. Cmenenv Usy4erHocmu 27100ANbHBIX UBMEHEHUTL mpaHncKpunmoma ANUKAAbHOU mepucmemabsl

npu nepexode K Y6EmMeHuro

B npenpaymux pasnenax 0630pa IUTepaTypbl Mbl KPaTKO OCBETHIIM Pa3HbIE aclEeKThI Ipolecca

nepexoia pacTeHus K 3alBeTanuio. PasnooOpasubie myTn aktuBaiuu meerenus A. thaliana moapo6Ho
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OXapaKTePU30BaHbI: H3BECTHBI CEHCOPHI PA3HOOOpPA3HBIX BHEIIHMX W BHYTPEHHUX CHTHAJIOB,
BJIMSIFOIIIMX Ha ONpE/ICIICHUE BPEMEHH NepeXo/ia K PerpoAyKTUBHOMY Pa3BUTHIO; MTyTh MEPeIaun ITHX
CUTHAJIOB B AM; KJIFOUEBbIC TE€HBI, peryIupyomue 3amneraniue. OHaKo GU3NOIOTHUECKUE COOBITHS,
NPOUCXOIAIINE TIOCie akTuBaluu peryiastopabix reHoB (LFY, AP1) u obGecrnieunBaroiiue U3MEHEHUE
COCTOSTHUSI MEPUCTEMBI, OCTAIOTCS HEM3BECTHBIMU. VI3y4UTh ATOT BOIIPOC MOKET TTIOMOYb HCCIICOBAHNE
JMHAMUKH BCETO TPaHCKpUNTOMa AM M MOUCK B HEH ONPE/ICIICHHBIX MMaTTEPHOB.

J10 CHX TOp YMCIIO UCCIIEeIOBAHUM, MTOCBSIIEHHBIX IUPOKOMACIITAOHOMY aHAIIU3Y SKCIIPECCUH
B AM, ocraetrcs orpanndeHHbIM. Cpenn HUX MOXHO HaszBath pabory Torti et al., B koTopoil ObLI
MpoOBeJeH aHaIM3 TpoduiIe 3KCIpeccHu T'eHOB B Tpex oOpasnax AM B mporecce mepexoaa K
[[BETCHUIO, YTO T[IO3BOJIICT MPOCICAUTh OOy JAMHAMHUKY TPAHCKPUIITOMA, OJIHAKO YPOBEHBb
JeTajau3alMi Takoi BpemeHHoM cepuu Hebicok (Torti et al., 2012). Eme omno ucciemoBaHue
paccmarpuBaeT TpaHCKpUNTOM AM colnBeTusi B KOHTEKCTe (DOPMUPOBAHUS W PA3BUTHS LIBETKOB U HE
3aTparuBacT MpOIEeCC Mepexo/ia BEreTaTUBHON MepucTeMbl B penpoayktuBHyto (Zhang et al., 2015).
Kpome Toro, ¢ momomipio (IyopeclieHTHOIO COPTHHra KIETOK OBUIM H3Y4YCHBI TPAHCKPHIITOMBI
pasnmnyHbiX kommaptMeHToB AM A, thaliana (Yadav et al., 2014), a ¢ wucHonb30BaHHEM
UMMYHOIIPEIUITUTAIIMN TTOMEUCHHBIX ONPEICIICHHBIM JTUTOIIOM prubocoM — TpaHciaupyromuecs: PHK
(Tian et al., 2019).

Takum 00pa3oM, HE CMOTPSi HA OUYEBHUIHYI) BaKHOCTH TAKOTO HCCJICIOBAHUS, TUHAMHUKA

tpanckpunroma AM A. thaliana B niporiecce nmepexoza K IBETEHHIO OCTaBajIach HEU3yUCHHOM.



67

2.3. PesyabTarthl
2.3.1. Coop obpazyos epemenHoll cepuu, ceK8eHUPOBAaHUe U NEPBUYHASL 0OPAOOMKA OAHHbBIX

B nporecce nepexosa k 1iBeTeHUIO MOP(OIOTHS U PU3UOTIOTHUS aAlMKATLHOM MEpUCTEMBI ToOera
nperepreBaeT cyiiectBeHHble u3menenus (Jacqmard et al., 2003), B Tom umciie oTpakarougecs Ha
IKCIIPECCUU T'€HOB, UTO JenaeT AM OoAHON M3 MHTEPECHEMIUX C TOYKU 3PEHUS] TPAHCKPUIITOMUKU
cTpykTyp pactenus (Andrés and Coupland, 2012). /Iy geTaabHOrO aHaaM3a dTHX TPAHCKPHIITOMHBIX
U3MEHEHUHN YJOOHBIM MHCTPYMEHTOM CIy’KaT BBICOKOpa3pelleHHbIe BpeMeHHble cepun AM. OxnHako,
Kak ObLIO CKa3aHo BbIIIE (CM. pasnen 2.2.6), kK MoMeHTy nmyOnukanuu Hamel padotsl (Klepikova et al.,
2015) cymiecTBOBaNIO TOJBKO OJHO HCCICIOBAHWE JAMHAMHUKMA TpaHCKpunTomMa AM ¢ HOMOIIbIO
cexkBenupoBanusi PHK, Bkmtowaromee B cebst Tpu oOpasia, 4TO SBHO HEJOCTATOYHO AJIS MOJHOTO
oTpaxkeHusi mpoucxoasaumx B AM mpomeccoB. [losromy Hamieil menpio ObUTO co3naHue Oosnee
pa3peneHHoN BpeMeHHOM cepur AM B miponecce 3alBeTaHus.

Jisi 3TOro HaMH €XEAHEBHO coOmpanuch myiasl w3 15 AM B AByX OHOIOTHYECKHX
MOBTOPHOCTSAX; COOP IPOBOAUJICS B TEUCHHH JAECATHU THEH, ¢ 7 10 16 IeHb 1mociie npopacTaHus pacTeHUN
(ctamuu M1-M10). Xots ucnionezyemas B padbote paca A. thaliana Col-0 (CS70000) B BbICOKO#i cTeIeHH
roMo3urotHa (cM. Marepuansl u MeTofibl), HEOTHOPOAHOCTh CKOPOCTU POCTa cAeNana HeoOX0uMO
pa3paboTKy W TNpHMEHEHHE MOP(OIOrHYECKHMX MapKepOB ISl CHHXPOHHU3AIUHN CTATUH Pa3BUTHUS
coOupaeMbIX paCTeHHH.

O6mmuit Bua posetok A. thaliana u mMukpodortorpaduu MepucTeM ¢ MPHICKAIUMHA TKAHIMU
npuBeZieHbl Ha Pucynke 2.2. PacreHus XapakTepU30BaJUCh MO TAKUM IMapameTpaM, Kak BHIMMOE
HEBOOPYKEHHBIM TJIa30M YHCIIO JIUCTHEB, MOPQOJIOTHS JUCThEB (AJTMHA, HAIMYHE TPUXOM, Pa3BHTHE
[EHTPAILHOW JKWJIKH), YUCIIO [BETKOB. OmHcaHue KaXAO0H CTaJud B COOTBETCTBUU C BHIOPAHHBIMHU
MOp$OJIOrHUECKUMH Mapkepamu rpusesieHo B [Ipunoxenun, Tabauma 2.1.

Tak kak BpeMEHHas! CepHsi MEPUCTEM SIBIISIETCS YAaCThIO TPAHCKPUIITOMHO# KapThl (cM. [naBy 1),
coop oOpasuos, BwlaeneHue TotanbHOM PHK, npuroroBienne OuOIMOTEK, CEKBEHHPOBAHHUE U
nepBuyYHas oOpaOOTKa JaHHBIX MPOBOJMJIMCH Kak OMHUcaHO B pazfene 1.3.2, a 4ucio yHUKalIbHO
KapTUPOBAHHBIX YTEHHUH st Kakaoro obpasiia npuseneHo B (Klepikova et al., 2016), Tabmuma S2
[Mpunoxenus). Kak B cimydae apyrux o0OpasmoB ariaca skcmpeccuu A. thaliana, 6uomorudeckue
MOBTOPHOCTH AM OBITM CXOXHM MEXIy co0oi — kBaapaT koddduimenta xoppemsiuu [lupcona

pacrpenensacst ot 0,96 1o 0,99 (Tlpunoxenue, Tabnuma 1.2).
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Cramusa M1, 7 nueii nocne npopactanus  Cragus M2, 8 nHeii mociie mpopacTanust

= 20 um
2mm

Cragua M3, 9 nueii nocne npopactanuss  Cragus M4, 10 qHeit mocie npopactaHus

20 pm

Cranus MS, 11 nueii nocne npopacranusd  Cragus M6, 12 qreli ociie mpopacTaHus

20N ; e -

10 um

Cranus M7, 13 mueit nocne npopacranust  Cragus M8, 14 nueil nocie npopactanus

—

20 pm

2 mm

50 um

Cragusa M9, 15 nueii nocne npopacranus  Cragus M10, 16 queit mocne npopacranust

s 2 mm
100 um .

Pucynok 2.2. Mukpodororpadun anukanbHbIX MepucTeM modera u ¢pororpaduu po3eTox A.
thaliana Ha COOTBETCTBYIOIIMX CTagusXx pa3BuTHi. Mukpodororpaduu MOJYyYSHBI C OMOIIBIO
CKaHUPYIOIIEro JJIEKTPOHHOTO MHKpPOCKOMa; 001acTh, KOTOpas CcoOHpanack C TOMOIIBIO
MHUKPOAMCCEKIINH, OTMeueHa Ha MHKpodoTorpadusx HCKYCCTBEHHBIM  3€JICHBIM  IBETOM;
MOKPBIBAIOIINE MEPUCTEMY JIUCTHSI YAaJICHEI.

50 um

AHanM3 4rciia TeHOB, YKCIIPECCUPYIONTUXCS B 00pa3iiax AM, rnmokazain MUHUMAIBHYIO pa3HUILY
(4%) Mexay cTaausIMH: TPAHCKPUIITHI HAUOOIbIIero yncia reHoB (19 480) Obutn HaliieHbl Ha CTaIuu

M2, a waumenbiiero (18 750) — B oOpasie M8 (Pucynok 2.3 a). 64% (21391) oT Bcex reHOB,
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anHoTHpoBaHHBIX B reHome A. thaliana (TAIR10), skcnipeccupoBaiuck XoTsi Obl B OTHOM 00pasie, a

TpaHckpunThl 15 312 reHOB MPUCYTCTBOBAJIM BO BCEX ACCATH 00Opasiax.
2.3.2. [Junamuxa Kiroyegulx 2eH08 — pecyisimopos Yeenmenus

ITepBeIM 3TAmoM aHajiW3a BpeMEHHON cepud AM OBUIO ONKMCAaHHE JWHAMHKH 3KCIPECCHU
U3BECTHBIX T€HOB-PETYIIATOPOB MEPEX0/1a K BEeTeHN0. OCHOBHBIM aKTHBATOPOM 3allBETAHUS SIBJISICTCS
red LFY, skcnipeccust KoToporo Bo3pacraeT B Ipoliecce Mepexo/ia, a TiiaBHbIM penpeccopoM —red FLC,
WHaKTUBUpYrommiics npu 3arnperanun (Michaels and Amasino, 1999). Ilpoduin skcnpeccur reHOB
LFY u FLC B Hamux JaHHBIX COOTBETCTBYIOT okugaeMomy (PucyHok 2.3 0), 4To CBUIACTEILCTBYET 00

a/ICKBaTHOCTU COOpaHHOI HAMU BPEMEHHOH cepHu.

d
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5000 1

YKcnao akenpeccupy oL MxcA reHoE

0

(R M2 M3 s M5 e M7 M2 Mg M10
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1.00 4 8000

4000
0.751

_C
=
Faoong AG
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(20008 o by
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OTHOGUTENbHLIA YPOBEHE JKCAPECEHK
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o
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M M2 M3 h4 M5 ME M7 e M2 M10
CTagna

Pucynoxk 2.3. OOmas xapakTtepucTuka BpeMeHHoW cepun AM. (a) Yucno
9KCIPECCUPYIOIUXCSA TEHOB B KaXXI0M 00pa3sie; (0) OTHOCUTENbHBII YPOBEHb HKCIPECCHH OCHOBHBIX
T€HOB, PETyIUPYONINX MEPEX0/] K [IBETCHHUIO.
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Bo Bpemst BeretaTMBHOTO pa3BUTHs pacTeHHs Nepudepudeckas 30Ha AM 3akiajgbiBacT
MIPUMOP/INH JINCTHEB; 3TA CTAJAMS COOTBETCTBYET oOpaznam M1-M4 BpemenHoi cepuu (IIpunoxenue,
Ta6muma 2.1). B teuenue stux craamii skcnpeccuss FLC ymensbimaercst B math pas, torma kak LFY
HEU3MEHHO 3KCIPECCUpYeTCsl Ha HU3KOM ypoBHe. I'en SVP, npyroii HeraTuBHbII peryssiTop LBETEHHU,
HKCHPECCHPYETCs Ha BBICOKOM ypOBHE Kak B AM BIUIOTh 10 paHHUX CTa/Inil BHIMETHIBAaHHS LBETOHOCA,
tTak 1 B npuMmopauax nperka (Hartmann et al., 2000). B cooTBeTCTBUHU € 3THMHU JaHHBIMH, B CEPHU
HaOroaeTCs BhIcoKas skcnpeccus reHa SVP, pactymas ot ctaguun M1 k M4 (Ilpunoxenue, Pucynox
2.1). T'er SOCL sBisieTcst OJJHMM U3 CaMbIX pPaHHUX MapKePOB HAUMHAOIIETOCS MEPEeX0/ia K IBETCHHIO,
€ro dKCIpeccHs MATUKPAaTHO Bo3pacTaeT Ha cragusax M1-M4 (npu 3ToM pocT B TpH pas3a MPUXOAUTCS
Ha craguun M3-M4) (IIpunoxenue, Pucynok 2.1). KommuectBo MPHK rema FD cormacho
JUTEepaTypHBIM JaHHBIM HAXOJUTCS Ha BBHICOKOM ypoBHe B AM 110 mepexojaa K IBETEHUIO M Jaiee
yennunBaetcs (Wigge et al., 2005). B naueit BpemenHoii cepuu sxcnpeccusi rena FD Bo3pacraer B 4,5
pasa (ITpunoxenue, PucyHok 2.1).

Ha cranguax M4-M6 otHocutenbHble ypoBHH dKcripeccun reHoB FLC u LFY naxonsarcs Ha
HH3KOM YPOBHE U paBHbI ApyT apyry (Pucynok 2.3 6), npu 31om sxcnpeccust SOCL ymeHbIaeTcs B iBa
pasza, o0pa3ys jokanbHbIi nuk Ha ctaauu M4 (IIpunoxenne, Pucynok 2.1). M3BecTHO, 4TO YpOBEHb
tpanckpunuuu renoB u3 cemeiictBa SQUAMOSA PROMOTER BINDING LIKE (SPL) pacrer B
yenosusx JIJ1 (Schmid et al., 2003), u aBa rena us sroro cemeiictea, SPL9 u SPL15, yuactByior B
uHHIMANKH JTucToBbIX pumopaues (Wang et al., 2009). B cooTBeTCTBHHU € 3TUM, YPOBHH SKCIPECCUU
reHoB SPL9 u SPL15 xapakTepu3yroTcs JIOKaJbHbIM ITMKOM Ha cTaauu M4, a HaunHas co ctagauu M6 —
nanpHenmum poctoM (IIpunoxenue, Pucynok 2.1).

Ha nmpomexyTtke or M6 1o M8 (cragust GopMUpOBaHUs MEPBLIX TPEX MPUMOPAUEB IIBETKOB)
skcrpeccus reHa FLC ymenbiaercs 1o emie 0oiiee HU3KOTO ypoBHS, a skcrpeccust LFY Bo3pacraet B
YeThIpe pasza o cpaBHeHUIO ¢ M6 (Pucynok 2.3 6). Tak xe npogomxaercs pocT skcnpeccun rena SOC1L
(B 1,8 pa3) (Ilpunoxenne, Pucynok 2.1). Dkcrpeccust reHoB SPL4 u SPL5 Bo3pacraer ¢ HyineBoro
YPOBHSI HAYHMHAs CO CTaauu M7, 4TO COOTBETCTBYET NAHHBIM IN SitU rHOpUAN3aIH, TOKA3bIBAOIINX
orcyrctBue skcnpeccuu SPL3, SPL4 u SPL5 B BereratusHoit Mmepucteme (Wang et al., 2009). Yposenn
Tpanckpunuuu reHoB SPL9 u SPL15 nmponomxkaer moBslmarecss oT ctaguu M6 k M8, kpome Toro,
HaunHas co cragun M8, skcnipeccust reHa AP1 Bo3pacraer ¢ HyneBoro ypoBHs, a axcnpeccust CAL tak
’Ke YBEJIMYMBAETCs IO CpaBHEHUIO ¢ (hoHOBbIMU 3HaueHUs MU (Pucynok 2.3 0, [Ipunoxenue, Pucynox
2.1).

Co craguu M8 HaumHaeTcst pOCT U pa3BUTHE LIBETKOB. Dkcnpeccus reHa FLC ymensiaercs 10
Hyns, a LFY — B HeOonbioit crenenu yBenunuuBaercsi (Pucynok 2.3 6). Hauwmnas c¢ stoil craguu

AKTUBHUPYIOTCA TOMEHO3HNCHBIE T'CHBI, OIMPCACIIAIOINE THUII OPTaHOB IBETKA: SKCIPECCHUA TaKUX I'CHOB,
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kak APETALAS3, PISTILLATA u AGAMOUS, HaunHasi ¢ HyJICBOTO YPOBHS, IOXOAUT 10 MaKCUMyMa B
M10 (Pucynok 2.3 6).

Takum o0OpazoM, B COOTBETCTBUM C AWHaAMHUKOW 3Kkcrpeccun reHoB FLC, LFY u mpyrux
PEryIsSTOPOB LIBETEHHS, HALTY BPEMEHHYIO CEPUI0 MEPHCTEM MOXKHO Pa3JICIUTh HA YEThIPE OCHOBHBIC
yacTH: nepsast, M1-M4, korna skcripeccust FLC ymensinaercs, a ren LFY skcnipeccupyetcst Ha HU3KOM
YpOBHE (CTaaus BereraTuBHOro pa3Butus AM); BTopas, M4-M6, cramus mepexona, Korjga YpOBHHU
skcnpeccun FLC u LFY paBubr; Tpetbs, M6-M8, B KOTOpO# NMPOMCXOAWT aKTUBAIUS LIBETCHHUS U
konmmuectBo MPHK LFY Bozpacraer, a FLC yOwiBaer; u uerBepras, M8-M10, cTtaaus MHUIMALNNUN U
pa3Butus npuMopaueB nBeTkoB (Pucynok 2.3 0).

Cragus mnepexoja OCOOGHHO MHTEpPECHA U3-3a MAPUTETHOTO YPOBHS TPAHCKPHUIIUU
MOJIOKUTEIBHOTO M OTPUIIATENILHOTO PETYISATOPOB IIBETCHUS; TAKXKE CIEyeT OTMETUTD, UTO MEXTy M5
u M6 He mpoucxoaut oOpa3oBanHusi HOBBIX opraHoB (IIpmioskenume, Tabnuma 2.1), yTo moO3BOJISET
C/IeNaTh MPEINOI0KEHHE O MPOUCXOISIIEM B 3TOT MOMEHT IEPENPOrpaMMHPOBAHUN MEPUCTEMBI U3
BEreTaTUBHOI'O COCTOSIHUS B PEIIPOTYKTUBHOE.

2.3.3. Obwuii ananus ougpepeHyuanrbHo IKCNPeCccUpyrOUUxXcs 2eH08

Ananu3 nuddepeHIHanTbHON IKCIPECCUr MKy MOCcie10BaTeIbHBIMU cTaausiMu (M2 npoTus
M1, M3 npotuB M2 u Tak gajiee) UCHOJB30BAJICS HAMU JUISl MOJIy4E€HHUs OOIIEro MpEeCTaBIECHUS O
npoueccax, npoucxogsamux B AM. Hucno 1D reHoB 3HAUYUTENBHO Pa3InyaIoCh MEX/Ly CPAaBHEHUSIMU:
ot 13 mexny cramusimu M2 u M1 10 4 890 mexxny M10 u M9 (Pucynok 2.3 6). ITuk yncna /1D reHos
npu nepexoae or M8 k M10 cBsizan ¢ 00pa3oBaHUEM NPUMOPIUEB IIBETKOB (B COOTBETCTBHH C POCTOM
IKCIPECCHH TEHOB, OMPEACISIONIMX THII OPraHoB IBeTKa, Takux, kak AG, AP3 u PIl). OcobenHo
MHTEPECHO BTOPOE JIOKAJIbHOE yBeIHueHue uncia /IO reHos B nuanazone craguit M4-M6: craguio M5
omnyarot ot M4 3 552 JID renos, a M6 ot M5 — 3 019 (Pucynok 2.3 6). Dtot poct auddepenimanbpHoi
HKCIPECCHU COBIMAJAET CO CTaANEH, ONpe/eIeHHON HaMu B paszene 2.3.3 Kak «CTaaus mepexoiay, rie
oTtHocuTenbHasi dkcrpeccuss TeHoB FLC m LFY HaxomuTcss Ha OJHOM YpOBHE, MO3TOMY TE€HBI,
OKCTIPECCHsT KOTOPBIX H3MEHSETCS MEXAy craausMu M4-M6, ObTH TpoaHaIM3UpPOBAaHBI HAMH B
601bIINX TOJPOOHOCTSX.

Oo6mas xapakrepuctuka 19 reHoB ¢ nomoiursio 'enHoit OHToNMOrMM (MOAPOOHEE CM. pasnen
1.3.3) nokaszarna, 9TO TeHBI, SKCIPECCHsI KOTOPBIX YMEHbIIAIACh Ha cTaanu M5 1o cpaBHeHUI0 ¢ M4, n
TeHBI C pacTyIIeH dKcIpeccuei Ha ctaanu M6 1mo cpaBHeHHIO ¢ M5 ObLIM 00OTaIeHbl KaTeTOPHIMH,
CBSI3aHHBIMM  opranumzainueid  uurtockenera u  ABwkeHueM  (GO:0005874~mukpotpyOouky,
G0:0016459~M103UHOBBIM KOMILIIEKC, IPRO01752~moTopHBIi JIOMCH KUHE3HMHA,
GO0:0030048~nBmxenne, OCHOBaHHOE Ha (QUIAMEHTaX AaKTHHA), MOJU(HUKAIMEed XpoMaThHA U
perumkammerr  JITHK  (GO:0006260~permmukarmus  JIHK, xenmmkasp, GO:0006325~opranu3anws
xpomaTuHa), akTUBHOCThI0O AT®a3 (GO:0005524~cBs3piBanue AT®, IPR003593~snepubie AT®Dazb1
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AAA+ Tuma) wu  kumHazamMu  (GO:0006468~dochopunupoBaHrne  aMHHOKUCIOT — Oelika,
IPR0O08271~aKTUBHBINA CalT CEPUH/TPECOHUHOBBIX KMHA3). O0OTalleHHbIE KATErOpUU TAaK)Ke COBITAIaIN
JUISL CIIUCKOB T€HOB, TPAHCKPHUIILIMS KOTOPBIX BO3pacTaia B cpaBHeHUH M5 ¢ M4, u CIUCKOB I'€HOB ¢
yYMEHbLIAIOWIEHCS dKcnpeccuedl Ha ctaauu M6 mo cpaBHeHuto ¢ MS. OHU OTHOCHIHCH K COOpKe
nykieocom (GO:0000785~xpomarun, IPRO01951~ructon H4, GO:0006323~ ynakoka JIHK),
tyoynunam  (GO:0045298~komrmiekc  TyOyJqMHOB) M OHMOTEHE3y M CTPYKType pudocoM
(GO:0005840~pubocoma, buocunTes 6€aKoB). KpoMe TOro, reHsl, XapakTepU3yIOIIUECS YMEHBIIEHUEM
sKcrpeccud B M5 1o oTHomeHuo K M4, Ob11r 000TaleHbl KATETOPHUSIME, OTTMCHIBAIOITIME KJICTOYHBIH
mukn u  perumkamuio  JJHK  (GO:0003887~aktuBHocte  JIHK-3aBucumoit  JIHK-monmmmepassr,
GO0:0022402~mporiecchl KJIETOYHOTO IMKJIA), TOT/Ia KaK T'€Hbl ¢ BO3PACTAHHEM JKCIIPECCHU B ATOM
CpaBHEHMM 4Yalle ydacTBoBaiM B wMerabonusme HykieoTuaoB (GO:0006754~6uocuntes AT,

GO0:0009141~meTabonu3m Tpudochara HyKICO3HIa).
2.3.4. Knacmepusayus 2eH08 CO2NACHO UX NPOPUIAM IKCHPeCCUuu

JpyruMm cmocoOoM MOMCKa T'e€HOB, OOJAAOLIUMX XapaKTEPHBIMH MPO(UISIMHU SKCIPECCHH,
ABIIETCS KIACTepHbI aHanu3. OCHOBOW [s KIAcTepU3allUd CIY>KWIM HOPMAalU30BaHHBIE Ha
MaKCHMYyM yPOBHH dKCIIpeccuu reHoB (moapobHee cM. MaTepuaisl 1 MeToibl); TaKuM 00pa3oM, B OJTHY
TpyNIy TOMAIal0T TeHBl CO CXOXUMHU OTHOCHUTEIBHBIMU MPO(UISIMU SKCIIPECCHH, OC30THOCUTEIILHO
a0COFOTHOTO YKCJIAa YTEHUH, MPUXOSAIINXCS HA TeH. )1 MOBBIICHHS TOYHOCTH KJIACTEPH3AIMH HAMU
OBLT MPUMEHEH JIByXCTauiHbINA MeTo1. Ha mepBoM ero 3Tarie reHbl IpyNiupyrTcs ¢ TOMOIIBIO METo 1a
K-cpennux. Tak Kak TaKO# THIT KIIACTEPU3AIIMH HAYMHACTCS CO CIYYaifHOrO BEIOOPA CTapTOBOTO HAOOpa
K Todyek u ero pe3ysibTaThl Pa3IHYalOTCS MEXIY 3alyCKaMHu ajlrOpUTMa, KJIacTepHu3alis MeToaoM K-
cpennnx Obuta moBTopeHa 1 000 pa3. Ha BTopoMm sTame Ha OCHOBE uMclia pa3, Korja JBa TreHa
OKa3bIBAIKMCH B OJTHOM KJIacTepe, Oblia MOCTpOeHa MaTpHUIla PACCTOSIHUI MEXIy reHaMH. DTa MaTpuia
OblJ1a MCIONIb30BaHA ISl HepapXudeckoil kimactepusanuu (cM. Matepuansl 1 MeTonbl), B pe3yibTare
KoTopoi 0110 momydeHo 2 420 kimacTepoB, coaepkammx B cymme 18 825 reHos (duro cocraBisier 88%
OT YHCJIa BCEX IKCIPECCUPYIOMMXCSA TeHOB). YHCIIO TEHOB B KjacTepe BapbUpoBalioch OT 51 10 5 ¢
MEAMAaHON 7, 4TO HEAOCTAaTO4YHO i A((PEeKTUBHOro aHaiu3a OOOTAIIeHHs; KpOME TOro, MHOTHE
KJIACTepbl UMENH CXOXHe Tpoduiau sKcrpeccud. [lodToOMy TOT ke IBYXCTaJAMMHBIN MeTon ObLI
MPUMEHEH IS OOBEIUHCHHS YCPEIHEHHBIX NPOQUICH SKCIPECCHH KIacTepoB B Ooyiee KpyIHBIC
KJIacTepsl (Janee cynepkiactepsl). B pesynbrare Obuto mosydeHo 257 CymepKIacTepoB, B KOTOPHIE
Bonwu 16 615 renoB (77% ot 4rcna BceX IKCIpecCUpyrommxcsi B AM reHoB).

DKcmpeccusl IBEHAIIaTH CYNEpKIacTepoB Oblla paBHOMEPHON Ha BCEX CTAIUSX BPEMEHHOM

cepu, kpome M5, rie OHa pe3ko BO3pacTaja U JOCTHrajla MaKCUManbHOro ypoBHs (PucyHok 2.4 a).
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Pucynok 2.4. VYcpenHeHHble NpoQMIM HKCOPECCUU KIACTEPOB C (@) MOBBILICHUEM
OTHOCHUTEJILHOM 3KCcIpeccuu Ha ctaauu MS; (6) mOHMKEHUEM OTHOCUTEIILHON IKCIIPECCUU HA CTauH
MS; (B) moOHM)KEHHEM OTHOCHUTEIBHOM 3KCIPECCHH Ha cTaauud M4 U nanbHEHIIMM pOCTOM Ha CTaauu
MS; (r) moBBIIIIEHUEM OTHOCUTEIBHOM SKCIIPECCHH Ha CTaAuu M4 1 nanbHEeUITUM NaJeHUEM Ha CTaIuu
Ms5S.

I'enbl, BxoadIKe B 3TH CYNEpKIacTephl, Yalle OXKUAAEMOIo ONMChIBaIUCh Kareropusimu ['O,
CBSI3aHHBIMH C OMOreHe30M pHOOCOM, TMCTOHAMHM, HYKJI€OCOMaMM, MOJAM(pUKalued XpomMaThHa M
cwraiicuarom MPHK  (Klepikova et al., 2015), Ta6muua IIpunoxenus 3). Cymepkiactepsl ¢
MPOTUBOMNOJIOXKHBIM MPO(QUIEM 3KCIPECCHH (TO €CTh, C YMEHBUIEHHEM YpPOBHS TPAHCKPHUIIMM Ha
ctaauu M5 mipu paBHOMEPHOU SKCIPECCUH B OCTaIBHBIX 00pa3iax, Pucynok 2.4 6) Obuti o0oraiieHb
KareropusiMu, oOTHocsmuMmucs K ATdazaMm U CBA3BIBAHUIO HYKJIEOTHUIOB, XEJIHKa3aM |
nentarpukonentuaasiv mosropaMm (PPR, (Klepikova et al., 2015), Ta6nura [punoxenus 3). Eme oqux
XapakTePHBINA MPOQHIL TPAHCKPUIIIIMK 00JIaal CHIKEHHEM Ha ctaaur M4 u poctom Ha M5 (PucyHoK
2.4 B);, TeHBI, BXOIMIIUEC B TaKHe CYMEPKIACTEPHI, XapaKTEPU3YIOTCS TEPMUHAMH, CBA3aHHBIMH C
OMOreHe30M U CTPYKTYpoil pubocoM U (OTOCHUCTEM, TOTJAa KaK T'€Hbl, 00pa3yolue CyrnepKiIacTepbl ¢
0o0paTHOH NUHAMUKOW dKcmpeccuu (yBeamdeHneM B M4 u ymenbmienuem B M5, Pucynok 2.4 r),
o0oramieHbl KaTeropusiMH, ONKCHIBAIOIINMH LUTOCKENET U JBUKEHHE IIUTOCKeneTa (MUKPOTPyOOUKH,

KHUHE3WHBI).
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2.3.5. Ananuz npoguneti sxcnpeccuu OmoenibHbIX KIACCO8 2eHO8

AHanu3 reHoB, tudepeHITHaATbHO IKCIIPECCUPYIOIIMXCS B TMana3one craauii M4-M6, a takxe
I€HOB, BXOASIIMX B CyIepKIacTepbl, NPOPUIIb IKCIPECCUM KOTOPBIX MEHseTcsl Ha cragusx M4-M6,
MO3BOJISIET MPEATONOKUTD, YTO B X0/1€ MHUIMALINU [[BETCHUS MPOUCXOAAT U3MEHEHHS B OpraHU3alUU
XpoMmaruHa, (YHKIMOHMPOBAaHUM LuTOCcKenera, cuHrese JJHK u knerounom muxie. YtoOwsr Oonee
rIyOOKO HM3Yy4HUTh 3TOT BOIPOC, Mbl JETaJbHO PACCMOTPEIM JIUHAMUKY OKCIPECCHU psija
(YHKLUMOHAJIBHBIX TPYIN T'€HOB. B MX 4MCIIO BOLUIM T'€HbI, KOJUPYIOIIUE 3JIEMEHTHI IIUTOCKENIeTa
(aKTHUHBI, AKTUH-CBS3BIBAIONINE O€TKH, (HAKTOPHI TMOJMMEPU3ALMU W JEMOJIMMEPHU3alUU aKTHHA,
TyOyJTUHBI, MHO3WHBI, KHHE3UHBI U JAUHEUHBI), THCTOHBI U Moaudukaropsl rucronos, JJHK- u PHK-
HOJMMepa3bl, LUKIMHBI, LUKIMH-3aBUCUMBbIE KHHA3bl M JApYyrue O€NKH, CBA3aHHBIE C KJIETOYHBIM
LIUKJIOM.

DKcIpeccus BCeX TeHOB, KOAUPYIOIUX aKTHHBI (KpOMe CIIEIU(PHUECKUX TS CTPYKTYP LBETKA),
CHWKaeTcsl Ha cTaauu M4 u Bo3Bpaiiaercst Ha npeasiaynuii yposenb Ha M5 (Ilpunoxenne, PucyHox
2.2 a). OnHUMU U3 BaXXHBIX PEryJIATOPOB JMHAMUYECKON aKTUBHOCTH LIMTOCKEJIETA SIBJIAIOTCS (PAKTOPHI
nenonumepusaiuu aktiaa (Actin Depolymerizing Factors, ADF), koTopblie IPUHUMAIOT y4acTHE B €T0
peMOJIeIMpPOBaHUN M KOHTpose aemonumepusanuu (Bamburg, 1999). B remome A. thaliana
aHHOTHpOBaHO 11 renos, koaupyromux ADF (Feng et al., 2006); ypoBeHb SKcripeccur OOJIBIIMHCTBA U3
HUX yMeHbllaeTcs: B o0pasue M4 u Bo3pacraeT B M5, HCKIIIOUEHHE COCTABIISIIOT HECKOJIBKO I'€HOB,
IPOIYKThI KOTOPBIX GyHKIMOHUPYIOT B mbliblie (Ruzicka et al., 2007) ([Tpunoxenue, Pucyrok 2.2 6).
AKTHH-CBSI3bIBAIOLIME OEITKM BUJUIMHBI IPUHUMAIOT yY4acTHE KaK B 3aIIUTE AKTUHOBBIX (DUITAMEHTOB OT
ADF, tak u B ux paspe3anuu (Khurana et al., 2010). Bce nsath reHoB, koaupyronmx BryutnHbl (VLN1-
VLNS), obmamgaroT CHWKEHHOW TpaHCKpumimedl Ha craaud MS B Hammx naHHbiX ([Ipuimoxenue,
Pucynok 2.2 B). Eme oaun kiacc GenkoB A. thaliana, BoBieueHHBIX B CTAOMIM3ALMIO aKTHHOBBIX
¢unamentoB, — 3to ¢pumoOpunsl (WU et al., 2010), kotopsie komupytotcs renamu FIM1 u FIM2; atu
TeHbl XapaKTEepU3YyIOTCsl CHUKEHHEM dKCIIpeccuu Ha ctaguu MS no cpaBHenuto ¢ M4 (Ilpunoxenue,
Pucynok 2.2 r).

Mmuo3zunsl knacca X| — 310 6enku, odecnednBaroliye ObICTPYIO AMHAMUKY ammnapara ['onbmkuy,
MHUTOXOHpHIA, mepokcucoM u tuactua (Avisar et al., 2008; Peremyslov et al., 2008). Dkcmpeccus
TE€HOB, KOIUPYIOIIMX MHO3WHBI U MHO3WH-TIOJ00HBIE Oenku, CHIKeHa B obpasime MS. ITlpodunu
9KCIPECCHH FCHOB, KOJAUPYIOIIUX O- U B-TyOYIMHBI UMEIOT JIOKAJIBbHBIN MUK Ha M5 (PucyHnok 2.5 a), B
TO BpeMsl KaK MMOYTH BCE T€Hbl KWHE3MHOB UMEIOT CHIDKEHHYO SKCIPECCUI0 Ha 3Tol craauu (PucyHok
2.50).

I'ensl, sKkcnipeccust KOTOPBIX Bo3pacTajia B o0pasiie MS no cpaBHeHuto ¢ M4 u cunkanach B M6

1O OTHOIICHHIO K MS, HUMCIIN O60F3H1€HI/IG KaTCropuiaMmn «TruCTOHBID), TAK K€, KaK U CYIICPKIIACTEPEI C
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KoM npoduist skcrpeccuu Ha craauu MS (Ilpunoxenne, Tabmuuet 2.2 u 2.3). [IBaauaTts BoceMb U3
tpuanata reHoB A. thaliana, KoaIupyronmx rMCTOHBI, KMEIOT MAaKCUMAJIbHYIO SKCIIPECCHIO HA CTAIUU
M5 (PucyHok 2.5 a). JluHaMHYECKOE COCTOSTHIE XpPOMAaTHHA MOIEPKUBACTCS B TOM YHCIIE C TIOMOIIBIO
0eIKOB-MOIM()UKATOPOB TUCTOHOB, K KOTOPBIM OTHOCSTCS alleTUII-TpaHcdepassbl, AeMETHIIa3bl U METHII-
tpancdepassl (Eichten et al., 2014). YpoBeHb TpaHCKpUMNIIMK OOJBLIIMHCTBA TCHOB, KOJUPYIOUIUX ITH
dbepmenTsl, ymenbIaercs Ha ctaguu M5 (ITpunoxenue, Pucynok 2.3).

I'ensl, kogupyromue cyobenuauipl JJHK- u PHK-monumepas, xapakTepusyroTcsi CHUKEHHON
JKCIpeccHel Ha cTaaiuu MS, Ipu 3TOM HEKaTaIUTUYECKUE CYOBEANHUIIB, SBISIOMIMECS OOUIMMHU /IS
psana sgepubix JIHK-3aBucumbix PHK-monmmepas, moka3plBalOT MPOTHBOIOIOXKHBIA MPOGHIIH
(ITpunoxenue, Pucynok 2.4).

Uro KacaeTcsi perysiTopoB KIETOYHOTO IIMKJIA, TE€Hbl LHMKJIMH-3aBUCHMBIX KHHA3 M HX
PEryJIATOPOB UMEIOT MAKCHUMYM JKCIIpeccHu Ha cTaguu MS (PucyHok 2.5 a), Toraa kak nukiuHsl A, B
u T makcumanbHO Kcnpeccupyrores B M4 (Pucynok 2.5 0).

Takum oOpa3om, aHanu3 mnpoduieil SKCOPEecCHU OTIENbHBIX TPYII TE€HOB IMO3BOJISIET
MPEIOJIOKUTD, YTO HA cTaauu M5 B aluKalbHON MepUCTEME MPOUCXOAT 3HAYUTEIIbHbIE U3MEHEHUS

B KJICTOYHOM LIUKIJIC.

2.3.6. Bepugpurayus kiroueguix cmaouti 6pemMeHHOU cepun Mepucmem ¢ NOMOubI0 CeK8EeHUPOBAHUS

He3asucumo CO6pClHHblx 06p623£{06

B pesynbraTe mpoBeAEHHOr0 HaMM aHalu3a BPEMEHHOH cepuu MEpHCTEM MOXKHO CJenaTh
BBIBOJI, YTO OCHOBHBIE COOBITHS, CBSI3aHHBIE C M3MEHEHHEM CTaTyca MEpPUCTEMBl U IEepexoJoM K
[[BETCHUIO, IIPOUCXOMAT Ha cTanusx M4-M6. [l moaTBepkIeHHsI TOJTyYeHHBIX HAMU Pe3yJIbTaTOB MBI
MOBTOPHO coOpain BpeMEeHHYI0 ceprto AM Ha crtagusix M3-M7 B TeX &e YCIOBHUSAX C UCTIOIb30BAaHHEM
pa3paboTaHHBIX HAMU MOP(OJIOrHUECKUX MapKkepoB (cM. pa3zaen 2.3.1). buonoruyeckue moBTOPHOCTH
3TO# cepun GbLIM TakKe B BHICOKOH CTEMEHH CXOXKH Mexmy coboit (7 ot 0,93 1o 0,99). Crucku 1D
TEHOB JUIsI BCEX MOCIEI0BaTENbHBIX Map 00pa3l0B COBNAIN CO CIIUCKAMH U3 OCHOBHOT'O SKCIIEPUMEHTA
6onee yem Ha 50% B KaXKJOM cilydae, Ipu 3ToM oOoramieHue kareropusiMu I'O u 1pyrux 6a3 JaHHBIX B
OOJNBIIMHCTBE ClIydaeB ObLIO MpPAaKTUYECKH HJEHTHYHBIM. Kpome TOoro, menmaHa KoBapHaluu

cynepkiactepoB (cM. Matepuansl 1 Metoabl) coctaBmia 0,95, a nis kinaccos reros — 0,9.
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natTepHoM: (@) reHsl, npuHaaaekamue K Tamny (1) 1 uMerorre MUK SKcnpeccuu Ha ctaauu M5, u (0)
reusl Tuna (11), TeMoHCTpHUpYyIOIIHE POCT 3KCIpPEecCHu Ha cTagusx M4 u M6 BMecTe ¢ TMaJcHHEM Ha

CcTagnu

MS5.
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2.4. Odcyxnenune

2.4.1. Mopghonoeus pacmenuii A. thaliana npu nepexooe k ysememuio

Uucnno po3eTOYHBIX JTUCTHEB TPAAUIIMOHHO UCIIOJIB3YETCS JIUISl ONPECIICHUS] BpEMEHU IIEpexoaa
K [BETCHUIO B paboTax, MOCBALICHHBIX H3yueHHI0 MmyrtanTtoB A. thaliana mo renam perymsiuun
sangeranus (Michaels and Amasino, 1999). [lns onrcanusi pacTeHUI B MTOJyYCHHOW HAMU BPEMEHHOU
CepUH, a TaKKe JJIsi CMHXPOHM3AIMM CTaJAUM Pa3BUTHUSL COOMPAEMBIX PACTEHUH B Mpeiesax OJHOro
o0pasiia Mbl UCIOJIB30BAIH O0IIEe YHCIIO JIUCTHEB PO3ETKH COBMECTHO C IPYTUMH KOJTMYECTBEHHBIMU
XapaKTepUCTUKAMU. YUCIIO JIUCThEB PO3ETKU, BUIUMBIX HEBOOPYKEHHBIM IJ1a30M, J0JI0 LEHTPAJIbHON
XKHWJIKA OT JUIMHBI JIMUCTA, HOMEpP HAaMMEHBIIErO JIMCTa, 00Jalaloniero TPUXOMaMH, HOMEpP JIMCTHEB,
HaxXOJALIMXCS HA CTAIUU IPUMOPAUEB U, MOCIE MOSIBICHUS IPUMOP/IUEB IBETKOB, — UX KOJIMYECTBO U
craguu o (Smyth et al., 1990).

Ha cenpmoii ieHp mocie nmpopacTanus paCTeHUsI UMENH IIECTh JUCTHEB, U3 KOTOPHIX JBa OBLIO
BU/JTHO HEBOOPY>KEHHBIM IJ1a30M; IIEPBbIE TPH JINCTA UMENIN TPUXOMBI, a MOCIEIHUMN, IIECTON JTUCT ObLI
BUJICH Kak mpuMopauii. Briote 1o craguu M5 (11 nens nocie npopacTanusi), YUCIIO JIUCTHEB, BUTUMBIX
HEBOOPY>KEHHBIM IJ1a30M, BO3PACTAJIO0 HAa OJIUH B IeHb, TOT/Ia KaK 00111ee UX YHCIIO IPUPACTAIIO ObICTpEe
u ¢ mectu gocturio 14 (I[lpunoxenne, Tabmuma 2.1). Uucnao naucTheB, 00Jaal0MMX TPUXOMAMH,
BO3pacTajo Ha JBa KXl 1eHb. Mexay ctagusimu MS u M6 He NMpOMCXOAMIO 3aKJIaJIKM HOBBIX
OpraHoB M 00IIee YUCIIO JUCThEB OCTAHOBUIIOCH HA 14, MpU 3TOM HEOONbIINE TUCThS YBEIUUUINCH B
pa3Mepax. ITo XapaKTepu30BaI0 OKOHYaHUE PAa3BUTHUS PO3ETKH, U, Ha 13-bIil IeHb TOCTe MpopacTaHus
(cramus M7), pacTeHus 3akjaJbIBaI JIBa WIM TPU CTEOJEBBIX JINCTA, B MTA3yXaX KOTOPHIX HA CTaIuU
M10 6buTH BUAHBI coLBETHS mMapakianueB. [locie M7 pa3mepsl IMCThEB U3MEHSIITUCH MEIJIEHHO, a CO
ctaauy M8 NOsABISIINCH NEPBBIE IPUMOPIUU LIBETKOB.

Taxum 0Opa3oM, ¢ MOMOIIBIO U3YUeHUs: MOP(OJIOTHH pacTeHU BpeMEeHHY0 cepu AM MOXXHO
pa3zenuTh Ha 4eTbipe 3Tana: M1-M5 - UHTEHCHBHOE BEreTaTUBHOE pPa3BUTHE, OBICTPBIN POCT PO3ETKH;
M5-M6 — TopMOK€EHHE U OTCYTCTBUE 3aKJIaJKH HOBBIX OpraHoB; M6-M8 — Hauasno penpoayKTUBHOTO

pa3BuTHsl, (hopMHUpOBaHUE CTEONIEBBIX TUCThEB; M8-M9 — 11BeTeHuE.
2.4.2. OcHognvie nammepHbl SKCHpecCcUuU 2eH08 Ha CMaouu nepexood

Kak ananu3 auddepeHnnanbHOil dKCIPECCUH, TaK M KIacTepU3alus TeHOB U PacCMOTpPEHHE
OTACTBbHBIX (YHKIHOHAIBHBIX TPYIMI JEMOHCTPUPYIOT, YTO HauOoiee 3aMEeTHbIe HW3MEHEHUS
INPOUCXOMAT B TMPOQUISAX OSKCIPECCHU TeHOB, KOJMPYIOUIMX THUCTOHBI, TYOYJIMHBI W LUKJIWHBI,
TPAaHCKPHUIIHUS KOTOPBIX, KAK XOPOIIO M3BECTHO, HAMPSIMYIO 3aBHCUT OT CTa/IMU KJIETOYHOTO LUKJIA.
[TatTepHbl JKCOpPECCHH OSTHX TCHOB y PACTeHUH ObUIM  ONMCAHBI Ui HCKYCCTBEHHO
CHHXPOHU3UPOBAHHBIX CYCIIEH3MOHHBIX KJIETOUYHBIX KynbTyp (Breyne et al., 2002; Menges and Murray,

2002; Menges et al., 2005), omHako, HACKOJBKO HAaM HW3BECTHO, M3MEHEHHs, MPOHCXOJAIINE C
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KJIETOYHBIM ITUKIIOM B AM 1pu mepexo/ie K [BETeHUI0, He ObLTN 0XapaKTePU30BaHbI HA MOJICKYISIPHOM
YpOBHE, XOTsI MEHSIIOMIAsCS CKOPOCTh Mpojudepalnuyd KIETOK B MOMEHT 3alBeTaHUs MOJIPOOHO
JIOKYMEHTHPOBAHA B IIUTOJIOTUYECKUX HCCIIeA0BaHuAX (cM. paszen 2.4.8).

['enbl, mpPOIYKTBI KOTOPBIX YYACTBYIOT B KOHTPOJI€ M MPOXOXKICHUHM KIETOYHOTO IIMKJIA,
001a1ar0T IByMSI OCHOBHBIMH MMAaTTEPHAMHM KCIIPecCUu Ha ctaausx M4-M6: (I) 3amerHbiii muk Ha M5

u (1) poct Ha M4, nagenue Ha M5 u Bo3BpallicHHE K IPeXXHEMY ypoBHIO Ha M6 (PucyHok 2.4 a u 0).
2.4.3. [lammepHbl 5KCNpeccuu 2eH08, Céa3aHHbIX ¢ S-hazoti

Tounast perynsnusi TPAaHCKPHUIIIIUN T€HOB TUCTOHOB MPOUCXOANUT B TEUEHUH BCETO KIJIETOYHOTO
mukia (Taoka et al., 1999), npu stom kosimuectBo MPHK Bcex rHCTOHOB CHHXPOHHO BO3pacTacT B
KJIETKaX, BXOIAIUX B S-(hasy u ObICTpO magaeT mociae okonuanus S-daser (Menges et al., 2005), urto
MO3BOJISICT UCIIOJIB30BaTh OTHOCUTEIbHOE KouuecTBO MPHK ructoHoB u kak mapkep S-asbl, U Kak
UHIUKATOp TpoiudepaTHBHOr0 MHIEKca TKaHM Bo Bcex opranmsmax (Chaubet et al., 1991). Bo
BpeMeHHO! cepur AM mOYTH BCE T€HBI TUCTOHOB M THCTOH-TIOIOOHBIX OEITKOB 001a1al0T MATTEPHOM
tuna (1) (Pucynok 2.5 a).

Kpome Toro, reHsl, KoIUpyroIIne KOMIIOHEHThI KoMIuiekca perutukanuu JJHK, nemoHcTpupytot
narrepH tuna (I). B KyJibType pacTUTENbHBIX KJIETOK I HUX ITOKa3aHO BO3pacTaHue B mo3aHei Gi- u
S-dazax (Menges et al., 2002). B namrem skcnepumente o6a rena A. thaliana, koaupyronmx saepHbii
antured nponudepupyromumx kietok (PCNAL u PCNA2) nmeroT MakCUMyM SKCIIPECCHH Ha cTaanu M5
(Pucynok 2.5 a). RPA2/RPA32A u nBa RPA3-mogo6ubix rena (AT3G52630 u AT4G18590),
KOJAMpYIOLIHe CyObeTMHHIIBI PEIUIMKAIMOHHOTO Oenka A, cBs3bIBatolero ogHouenoyeunyo JJHK npu
peTUTMKAIK, MMEIOT TaKoW >ke Mpoduiab, TOrna Kak TeHbl, KOAMWPYIOUIHME BapHUaHTBl TPEeThel
cyosenuunnbl JJHK-momumepassr (cemeiictBo renoB RPA70) He mokaseiBaioT auddepeHnmanbHOR
skcrnpeccunt (Pucynok 2.5 a). Cpeau Opyrux TeHOB, MPOAYKThI KOTOPBIX YYACTBYIOT B PEILTHKAI[HH
JHK, narreprom tumna (1) obnanaer ren RFC2, konupyromuit dpaxrop perumukaipu C2, ¥ roMOJIOT reHa
KOHTPOJIBHOM TouKH nepexoza B S-pazy CDC25 (AT5G03455), koaupyromutwii pocharasy (Pucynoxk 2.5
a). IlocnemHuii OCOOCHHO HMHTEPECeH TEM, YTO B KYyJIbTYpaX PACTHTENBHBIX KJETOK J3TOT T'eH He
MIOKa3bIBaJ U3MEHEHHUH B X01e Kietoynoro mukia (Menges et al., 2005), B oTiiHune OT €ro moBeaCHUS
B JIPYTUX OpraHu3Max; TakXe TPaHCTeHHas CBepXdKcipeccus reHa apoxokeit CDC25 unnynuposano

nserenne B Tabake (Teichmanova et al., 2007).
2.4.4. [lammepnbl SKCnpeccuu 2eH08, C8A3AHHBIX C MUMO30M

BaxxHbIM (pakTOM SIBIISIETCS TO, YTO MATTEPH, aHAIIOTUYHBIN reHaM S-¢a3bl (MUK KCIPECCUH Ha
ctaauu M5), HaOr01aeTCsl y TEHOB, OOBIYHO aCCOIMUPYEMBIX ¢ mo3aHel G2-dazoit u MuTo30M. ['eHsl,
KOJUPYIOIIHE - ¥ B-TyOYJIHWHBI, UMEIOT JIOKAJTbHOE MOBBIIICHHUE YKCITPECCUU B 00pasiie M5, XoTs B 5ToM

ciydae o0muid mpoduiib OTIIMYAETCS YBEIIMUEHHON IKCIIPEeCcCUel Ha paHHUX U MO3AHUX ctaausx (M1-
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M3 u M8-M10) (PucyHok 2.5 a). B Bpemst MUTO3a BEICOKHH YPOBECHb MOHOMEPOB TYyOYJTMHOB TpeOyeTcs
JUIsE 00pa30BaHMs BEPETECHA JCJICHHSI, TIOATOMY TPAHCKPHIIINS KOAUPYIOIIMX UX TCHOB yBEJIHUYCHA B
no3aueit Go/M-dazax KIeTouHOro IUKIa y MHOTHX OpraHu3MoB, BKiIrouas pactenus (Cho et al., 2001;
Breyne et al., 2002; Menges and Murray, 2002). Takum oOpa3om, Ha ctaaud M5 Mbl HaOOgaeM
OJTHOBPEMEHHOE YBEIIMYCHUE IKCIIPECCUH ICHOB, XapaKTepHbIX 1 S-hasel u Go/M-da3sbl.

[Tomumo storo, npoduns skcnpeccun tuna (1) Ha craguum M4-M6 xapaktepeH sl [MUKIUH-
3aBucuMbIX kuHa3 (Cyclin dependent kinases, CDK) A- u B-tumna (Pucynok 2.5 a). B rerome A. thaliana
aHHOTHPOBaHO Heckoibko kiaccoB CDK, m u3 Hux omgmn ren kinacca CDKA u yersipe CDKB
HEMOCPECTBEHHO Y4YacTBYIOT B KOHTpoJie kietouHoro ukia (Van Leene et al., 2010). B xynbType
pactutenbHbix  KiaeTok reH CDKA;1  (opromor CDC28 apoxxkeir um  CDK1  KHBOTHBIX,
B3aUMOJICHCTBYIOIIUX HMCKIIOUUTEIbHO ¢ Gi/S-crienuuyeckumMu IUKIHHAME), SKCIPECCUPYETCS
OCTOSIHHO W paBHOMepHO, Toraa kak CDKB1 u CDKB2 A. thaliana ceszansl ¢ Go/M-nukinHaMu
(Gegas and Doonan, 2006). Dkcrpeccust ByX 'eHOB, KOJUPYIOIIUX CyObEIUHUIIBI IUKINH-3aBHCUMBIX
kuHa3 (CKS1 u CKS2), tak e Bo3pacrtaer Ha ctaguu M5 (Pucynok 2.5 a) (Menges et al., 2005; Van
Leene et al., 2010), kak u skcapeccust Tpex reHoB SIAMESE-110100HBIX HHTHOMTOPOB KJIETOYHOTO

ukia (SMR2, SMR4 u SMR11), BoBieuenHsIx B KOHTpoIb MuTo3a (Van Leene et al., 2010).

2.4.5. Hpe()ﬂaeaeMaﬂ MO@@JZb, OnucsvleaArOWasl USMEHEHUE IKCNpeCcCUuU ceH08 6 moiKe nepexoda K

yeeneHuro

[TonmyuyeHHbIE pe3yJIbTaThl MOKHO OIKCATh MOJIENBIO, COTJIIACHO KOTOpoii B AM Ha craauu M5
IPOMCXOTUT POCT YMCIIAa KIETOYHBIX JAEJIeHUH, compoBoXxaarouuiics ykopoudenueM ¢a3z Gi1 u G2
(PucyHok 2.6). O0 3TOM Tak)Ke CBHIICTEIbCTBYET 000TAIICHUE CIIUCKOB T€HOB, MEHSIOIIUX KCIIPECCHIO
Ha 9Toi craauu, TepmuHamu 'O, CBS3aHHBIMH ¢ OMOCHHTE30M HYKJIEOTHIOB, OMOTEHE30M pHOOCOM,
TpaHcuAuued, (QyHKIMOHMPOBAHUEM MUTOXOHAPUM M XJIOPOIJIACTHBIMM KOMIIOHEHTaMH, TO €CTb
KaTeropHsIMH, YKa3bIBAOLIMMH Ha MUK Hponudepanun B 3Toi BpeMeHHoit Touke (Larkin et al., 1989;
Lebrun and Freyssinet, 1991).

OnmHako JeTaNbHBIA aHAINW3 SKCIPECCHOHHBIX TPOQHIEH psiga BaKHBIX KOMIIOHEHTOB
PETYJISAIMH KJIETOUYHOTO IIUKJIA, BKIF0YAsk IMKJIMHBI, YCIOKHET KapTUHY. [ €eHOMBI pacTeHHi BKIIOYAIOT
B ce0s1 OOJIbIIINE CeMelCTBA FeHOB, KOIUPYIOIINX [IKIIHHBI M IUKINH-3aBUcuMble krnHas3bl (Wang et al.,
2004a; Menges et al., 2005). B cycrneH3MOHHBIX KYJIbTypax KJIETOK OCHOBHAs YacTh MHUTOTHYECKUX
IUKIMHOB A- 1 B-THITa IeMOHCTPHPYIOT CXOXKHH MaTTePH IKCIPECCUH; UX MTPOAYKTHI HAKATUTUBAIOTCS
B no3nHedl G2 ¢ mukom B panHem mutoze (Menges et al., 2005). MckitoueHne COCTaBISIFOT TeHBI
CYCA3;1, CYCA3;2 u CYCA3;3, koTopsie B OCHOBHOM JKCITpecCUpyroTcs Ha rpanuie Gi/S, To ecth
koaupytor Gi-nmkiamubel (Menges et al., 2005; Takahashi et al., 2010). Dkcnpeccust ceMelcTB TeHOB

CYCA1, CYCB1 u CYCB2 perynupyercss OOIIMM MOJICKYJISIPHBIM MEXaHHU3MOM, BKITIOYAIOIIUM
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cBsi3bIBaHME crienn(udHbIX K M-(a3e akTuBamoHHBIX 371eMeHTOB (MSA-31€eMeHTOB) B MPOMOTOpAx
9TUX TeHOB TpaHckpuniuoHHbIMU (pakTopamu MYB3R1 u MYB3R4, coaepxkamnumu nomeH R1IR2R3-
Myb (Ito, 2005). B nameii BpemenHoii cepum 13 u3 stux renos, Bkiarouas CYCA3;1, oGmamaroT
narrepHom Tumna (1), 4to koppenupyer ¢ mpoduieM 3KCIpeccuu reHa, kKomupyromero MSA-
cesaspiBaromuii T® MYB3R1, Tak ke nmemonctpupytommii marrepn tuma (I1) (Pucynok 2.5 06).
EnuHCTBEHHBI MUTOTHYSCKHN IMKIMH, MATTEPH KCIPECCHH KOTOporo otHocutcs k rpymme (1), —
CYCAL;2. DT0 mo3BOJISET MPEAOI0KUTh, YTO IN VIVO OH MrpaeT ONpeAeiCHHYIO POJIb B PEryIISIUN
KJIETOYHOTO LIMKJIA, HE BBIABIISIONIIYIOCS MPH aHAIM3€E KYJIbTYp KIeToK. Kpome Toro, sxcnpeccus reHoB
CYCA3;2 u CYCB1,;3 oTHOCHTENBHO paBHOMEPHA HA BCEM MPOTSHKECHUH BPEMEHHOM CEpPHH, TOT/Ia KaK
CYCA2;1 o6mamaer COOCTBEHHBIM YHUKAJIBbHBIM IAaTTepHOM. Takum oOpa3oM, SKCHpPEeCcCHs

OOJIBIIMHCTBA IUKIMHOB A- 1 B-tuna coorserctByet narrepuy (l1).

M4 M5 M6

s Mds@ME:)s M

G
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Pucynok 2.6. Mognenb, o0ObsCHsIONAs H3MEHEHUS B YPOBHAX JKCIPECCUU T'€HOB,
KOHTPOJIMPYIOIIMX KJIETOUHBIM IIUKJ, IPHU nepexoje K usereHuto. Ha cragun M4 kneTouyHbI LHKII
UMeeT HU3KYI0 CKOPOCTh M3-3a MIMHHBIX (a3 G1 n G2; kpome TOro, 3HaUYUTENbHAs MO KIeToKk AM
HaXOJATCS BHE KIETO4YHOro nukia B (aze Go. B moment nepexoma (M4-MS) KIETOUHBIM LUK
COKpaIaeTcs 3a c4eT yMEeHbIICHUs JTUTeNbHOCTH (a3 G1 n G2 1 MHOTHE KIIETKH BXOJST B KIIETOUHBIN
k1 u3 ¢asel Go. Haumnas co cragum M6 CKOpOCTh KIETOYHOTO IMKJIA BHOBbH CHHYXKAETCS.
XapakTepHbIE 3KCIPECCUOHHBIE MATTEPHBI T'€HOB, PETYJIUPYIOUIUX KIETOYHBIM LHKJ, CXEMaTHYECKU
NPUBE/ICHBI B HUKHEW YacTH PUCYHKA (MUTOTHYECKHE I€Hbl OTOOPaXKEHBI KPACHBIM, CIIEIU(pHUECKUE
it S-baszel — cuanM, G1 1 G2 — 3eneHbM, Go — JKENThIM).
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[Mpodunu skcHpeccud TeHOB, KOTUPYIOMIMX MUKIUHBI THra D, B HamMX JaHHBIX BEChbMa
pa3Hoo0Opa3Hbl. B CHHXpOHU3UPOBAHHBIX CYCIICHAMPOBAHHBIX KICTOYHBIX KYJIbTYpaxX 3TH I€Hbl HMEIOT
nuku sxcpeccun B Gi-dase u B G1/S-nepexone, xots u ¢ pasabivu ipoduirsimu: MPHK renos CYCD5;1
u CYCD3;3 nakamnuBaetcs B panHel Gi-¢ase u 3aTeM yObIBaeT 10 Mepe JBIKEHUS KIETOK K S-ase,
torga kak CYCD4;1, CYCD4;2 u CYCD3;1 yBenuuuBaiot skcrpeccuro B mo3anei Gi-¢ase ¢ mukom B
G1/S (Menges et al., 2002, 2005). TpaHCKPHUITHI ACBATH HUKINHOB D-THIIa 1€ TEKTHPOBAIUCH B HAIIIMX
nanubix, w3 HuX 18a (CYCD3;2 u CYCD3;3) o6nananu narreprom tumna (1), tpu (CYCD2;1, CYCD4;2
u CYCDG6;1) umenu BBICOKMH YPOBEHb 3KCHpeccuu ToJbko Ha cramguun M1, omun (CYCD1;1)
xapakrepusoBaics mukoM Ha M9-M10 u ocranbHBIE HE MOKa3bIBaIM 3HAYUTEIHLHOTO W3MCHCHHUS
AKCIPECCHH B U3YYEHHBIX CTAIUAX pa3BUTH AM.

BoJbIIMHCTBO T€HOB, KOAMpYOHMX KommoHeHThl nmytd E2F/DP/RB, xotopsiii peryiaupyer
G1/S-dazy (DPa, DPb, E2Fa, E2Fb, E2Fc, RBR, WEEL u DEL3, (Menges et al., 2005) umeroT narrepH
tuna (I1) (Pucynoxk 2.5 0), kak u Bce Tpu reHa, koaupytomue akruatopel APC (Anaphase-Promoting
Complex) (CDC20-1, CDC20-2 u CCS52B), misi KOTOPBIX B KIETOYHBIX KyJbTypax IOKa3aHa

skcpeccus B Mutose (Menges et al., 2005).
2.4.6. Pacuupenue npeonodiceHHol Mooenu

Eme Gonee nHTEpecHBIM OBUIO HAOIIOAEHUE, YTO HEKOTOPBIE T€HBI, SKCIPECCUPYIOIIUECS Ha
OJIHOM CTaJuM KJIETOYHOIO IMKJIa B KyJbTYpE KJIETOK, UMENIU pa3Hble NaTTepHbl Ha cTagusax M4-MS
BpeMeHHo cepuu. Hampumep, uid TyOyJMHOB U KMHE3MHOB paHee ObUIO MOKa3aHO OAHOBPEMEHHOE
yBenuueHue dkcrpeccun B G2/M-niepexone (Breyne et al., 2002; Menges et al., 2002, 2005). Oxgnako
COTJIACHO HAIIWM JaHHBIM 00 3Kcrpeccuu B AM, TyOynuHbI uMeroT npoduib Tuma (I), a KHHe3UHBI —
tuna (I1) (Pucynok 2.5 a u 6). Takas e MPOTHBOHANpPABICHHAs YKCIPECCHs B CTaIUM IMEpexoja
XapakTepHa A ceMelcTB crneunpuueckux anst S-dassl renoB PCNA u MCM: PCNAL u PCNA2
SKCIpeccupyroTest cortacHo npodumo tumna (1), a Heckonbko reroB MCM (MCM3, MCM4, MCMS5,
MCM6) — npoduro tumna (I1) (Pucynok 2.5 a u 0).

MpsI mpennonaraeM, 4To MPOTHBOIOJIOXKHOE HAIPABICHHE SKCIPECCHUH T€HOB, KOAMPYIOIIUX
PEryJsSTopbl KJIETOYHOIO LHKIA, Ha cTaaud M4 MoXeT OOBICHATHCS TPAHCKPUIIMOHHON U
(GU3MOIOTHMUECKO peopraHu3anueil B KIETKaX, KOTOpbleé Ha JTOM CTaJAMM TOTOBATCS BOWTH
MHTEHCUBHYIO npoiudepanno Ha MS. Hamu G110 BEIABUHYTO NMPEANOIOKEHHE, YTO HA cTaguu M4 ta
4acTh KJIETOK BereTaTuBHOW AM, KOoTOpas HAXOAWUTCS B JUIMHHOM KJIETOYHOM IIMKJIE B MIPOTSDKEHHON
G2-¢a3ze, HaUMHAET CHHXPOHHO JABUraThCs K MUTO3Y, TOT/Ia KaK KJIETKH, 3aaepkuBatoecs B Gi-¢ase,
roToBsTCS BOWTH B S-(pazy. Ha cramum MS knetku ObicTpo nensres 6e3 ponrux Gi- u Gz-das, a na M6
U JadbHEHIIMX CTaausx Oposrdepalidss BO3BpAIlaeTCs Ha HOPMalbHbIA ypoBeHb (PucyHok 2.6).

[TonroroBuTENbHBIE W3MEHEHUS B XOJ€ KIETOYHOro IMKiIa B oOpasue M4 MOryT ompenensirtb
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pa3sHOOOpa3Hble MATTEPHBI SKCIPECCHU TEHOB-PETYIATOPOB Ha 3Toi cragmu. Kpome Toro, B MS
HEeKoTOpble Hemensiuecs Kietku (B dase Go), mpucyrcrByronme B AM, MOTYT Tak k€ BXOJHThH B

KJIETOYHBIN LUKII, YTO OpEAIIoIaracTt aHajin3 HpO(bHJ'IGfI OKCIPECCUN HEKOTOPBIX UKINHOB D-tuna.

2.4.7. Coomeemcmaue HabM00aemvlx U3MEHeHUll 8 IKCNPeCCUU 2eH08 OAHHbIM 2UCHON0SUYECKO20

ananusa

OOmmpHBIe U3MEHEHUsI B CTaTyce mposmdepannu KIeTOK B BereTaruBHOW AM B mporecce
nepexo/ia K IBETCHUIO ObUIM TOKa3aHbl paHee, HO HE 0XapaKTEePH30BaHbl HA MOJICKYJIIPHOM YPOBHE.
Orot (heHOMEH OBLT HEOJAHOKPATHO OMKCAH C MOMOINBIO ITUTONOrHYeckrx mMeronoB st Silene coeli-
rosa (L.) Godr. u Sinapis alba L., a Tak xe ans A. thaliana u npyrux Bumos (Gonthier et al., 1987;
Francis, 1992; Jacgmard et al., 2003; Bernier, 2013). Cneayer OTMETHTh, YTO BO BCEX ITHUX
UCCIIC/IOBAHHUSX TEPEX0J] K IIBETCHUIO MHIYIUPOBAICS HMCKYCCTBEHHO C TIOMOIIBIO H3MCHEHUS
dotonepuona (nepenoca pacrenuii u3 yciaosuit K/ B ycnosus J1/1).

B BhImIenepeunciieHHpIX padboTax ObLIO MOKA3aHO, YTO YKCIIO KIICTOYHBIX JeieHHi B AM pe3ko
BO3pacTacT B MPOIIECCE 3alBETaHMs C YMEHBIICHHEM BpPEeMEHH yaBoeHHs KieTok ¢ 20-80 dacoB (B
3aBHCHUMOCTH OT BUa pacTeHus ¥ 30H6I AM) 10 Heckonbkux yacoB (Bodson, 1975; Miller and Lyndon,
1975; Marc and Palmer, 1984; Gonthier et al., 1987; Jacqmard et al., 2003). YMmeHbIlIeHHE ITUTETBHOCTH
KJICTOYHOTO ITUKJIa IPOMCXOIMIIO B OCHOBHOM 3a cueT ycokpareHus ha3 G1 u G2 (Marc and Palmer,
1984; Gonthier et al., 1987), xots Tak e ObUIO U3BeCTHO cokpamienue S-dassbl (Francis and Lyndon,
1979; Gonthier et al., 1987; Jacgmard and Houssa, 1988). Ilocieanee aocTHransoch Oaromaps
aKTUBAIMK JIATCHTHBIX OpupkuHOB perumkaimu JJHK u HaOmromanock cpasy mepes MepexoioM K
penpoaykTuBHOMY pazututo (Jacqmard and Houssa, 1988; Durdan et al., 1998). M3menenus B xoze
Gi- m Gz-da3 mpoucxomauiau B HECKONbko dTamoB. Go-(ha3a sBIsiIach camMoW JUTMHHOW CTaauen
KJIETOYHOTO IHUKJIa B BereraTuBHOW AM, a Gi-haza — Ha Gosee mo3auux craausx (Nougarede et al.,
1991). B COOTBETCTBHHM C ACTATBHBIM H3YUYCHHUEM TMPOUCXOIAIMNX B AM IIMTOJOTHYECKUX MPOIECCOB,
Ha TEPBOM CTaJMH COKpaleHHWE IUTEITHHOCTH Go-(ha3bl OBICTPO JENANUXCS KISTOK MPOUCXOIUT
OJTHOBPEMEHHO C BO3BpAIIICHUEM B IIHKJI HEACSAIIMXCS KIETOK, Haxosamuxcs B Gz-dase (Gonthier et
al., 1987), uto co3aaet nepByro BOJIHY MUTO30B B MepucTeme. Jlanee nporcxoaut ykopouenue ¢pasnl Gi
U Tiepexo1 Heaessumxcst kieTok B Go/Gi-daszax B S-hasy, n1aBas Hauaio BTOPOM BOJHE MUTO30B. DTH
HaOJFOZICHUS COTIIACYIOTCS C HAIIeH TUIOTE30M O MpoTeKarmmx B AM mporieccax.

Kpome Toro, nutosoruueckue uaMeHeHuss B AM BKJIFOYAIOT B Ce051 YaCTUUHYIO CHHXPOHHU3AIMIO
kierounbix jgenenuii (Francis and Lyndon, 1979; Nougarede et al., 1991). B HekoTophIX ciydasx
CHUHXPOHH3AIMS MOXET OBITh IOJIABJICHA, YTO TOBOPHUT O TOM, YTO 3TO MOXET OBITH CKOpee

COMYTCTBYIOIUM aKTHBAIIMH KJICTOUHbBIX aenenuii agpdexkrom (Grose and Lyndon, 1984).
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CroxHas apXUTEKTypa MEpPUCTEMbI IBETKOBBIX PACTCHHH OOYCIAaBIMBAET Te€TEPOTCHHOCTD
KJIETOYHOH MomnmyJiiiu B AM, BKIIFOYAIOIIYIO0 30HBI 6bICTpO JCIAIIMNUXCI U HEACIIIIIUXCA KIICTOK. B
Imponecce nepexoaa K UBETCHUIO CKOPOCTh nponn(bepauml KJICTOK MCHACTCA PAa3HbIM o6pa30B B OTUX
3onax (Bodson, 1975; Marc and Palmer, 1984; Nougarede et al., 1991). Bce onucanHbie MpOIECChl B
COBOKYITHOCTH 00pa3yIOT CIIOKHYIO KapTHHY, HAaOII0JaeMyt0 Ha MOJIEKYJISIPHOM YPOBHE.

Cnez[yeT OTMCTUTH, YTO TaK KaK IPHUBCACHHBIC BbIIIC IMHUTOJIOTHYCCKUC Ha6J‘IIO,Z[eHI/I}I ObLIH
CACJIaHbl B CUCTEME IICPEHOCA K,H/,HH, HECJIB34 TOYHO CKa3aTb, KAKUEC M3MCHCHUS B JCIICHHUHN KIICTOK
OBLTM BBI3BaHBI caMUM (DaKTOM HHIYKIIMHU, & KAaKHe OTPAKAIOT €CTECTBEHHBIA MpOIecC Mepexojia K
uBereHuto. OOHAKO IO pe3yibTaTaM HAILEro HMCCIENOBAaHUS, MpoBeneHHOro B ycioBusax [IJ[ 6e3
BO3,Z[€I>'ICTBI/I}I Ha pacTCHUS, MOXKXHO CKa3aTb, YTO M3MCHCHHA B KJICTOYHOM LUKIIC SABJIIIOTCA 4YaCThIO

IMporpaMmabl 3aliIBETAHUS.
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3.5. 3akaouenue

Bropas yactp Hameil paboTbl OblIa MOCBAIICHA TOAPOOHOMY PACCMOTPEHHIO BPEMEHHOW CEepUun
anuKaJbHBIX MEPUCTEM, COOpAHHOM B paMKax TpaHCkpurnrToMHoi kapTel A. thaliana. Bpemennas cepust
AM mokpbIBaia mpoliecc nepexojia K IBETCHUIO C pa3pelleHHeM B OJMH JIeHb W ObLIa coOpaHa B
YCIOBHSX JIUIMHHOTO JHS, WHIYKTUBHBIX JIsi 3amnBeranus A. thaliana. C mnomoipio aHaim3a
mudepeHaIbHO  IKCIPECCUPYIOUINXCS TEHOB MBI OOHApYXWJIM 3HAYUTEIbHBIC H3MEHEHHS B
TpaHckpunrome AM MeXIy JecaThiM M JBEHAAIATBIM JHEM TI0Cjie MpopacTaHus, Kornua
OTHOCHTEJIbHBIC YPOBHH JIKCIIPECCHU TJIABHBIX perpeccopa W akTuBaTopa 3anBeTanus, reHoB FLC u
LFY, Obutn paBubl apyr napyry. KiactepHblii aHaian3 T€HOB IMO3BOJMII BBIACIUTH TPYIIBI T€HOB,
AKCHPECCHsT KOTOPHIX COTJIACOBAHHO M3MEHSIETCS B 3TOT BPEMEHHOH Mepuoj; OOJIBIIMHCTBO U3 HUX
OKa3aJIMCh CBSI3aHHBIMH C PETYJISAIHMEH KJICTOYHOrO LHUKJA, MPUYEM Ha OJUHHAJIATHIA JICHb IMOCTC
npopactanus (ctaaus MS  BpeMEHHOW CepHM) YBEIMYMBACTCS OKCIPECCUS KaK T'CHOB,
ACCOILIMUPOBAHHBIX ¢ S-(a30l, TaK ¥ TEHOB, YYACTBYIOIINX B MUTO3E.

Jist 0ObACHEHHSI ATOH KapTHHBI MBI IPEJJIaraeM CIIeIyIOIIyI0 TUIIOTE3Y: B IECATHIN JIEHb MOCTIe
NPOpPACTaHUsl PACTCHUH YacTh KJIETOK MEPHCTEMbI BHIXOAMUT M3 (a3l Go B KIETOYHBIM UK W/WIN
npoucxoauT ykopouenue a3z Gi m Gp, 3aTem, Ha OJMHHAAUATHINA JI€Hb, MPOUCXOJUT YCKOPCHUE
KJIETOYHOTO IIMKJIA, 9YTO MOXET OBITh CBS3aHO C PEOPraHMU3alMeH MEPUCTEMBI TIepel aKTUBALUEH TeHa
LFY, a Ha ABeHAIATHII IEHB POIOJKUTEIBHOCTD KJIIETOYHOTO ITUKJIa BOCCTAHABIMBACTCS Ha TIPEKHEM

YPOBHEC, a COCTOSIHUC AM MeHseTcs U3 BEereTaTUBHOTO B PCOPOAYKTHUBHOC.
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I'JIABA 3. OPTAHOCHEIU®UYECKHU OTBET HA XOJIOJOBOM CTPECC ¥
ARABIDOPSIS THALIANA

3.1. BBenenne

OIHUM U3 aHAJTM30B, IPOBEJACHHBIX HAMH ITPU W3yYCHUHU TpaHCKpUNTOMHON KapThl A. thaliana
(cM. I'maBy 1), ObLT MOMCK reHOB, AuddepeHInATBHO SKCIPECCUPYIOMNXCI MEXIY BCEMH IMapaMmu
00pa3oB, U JalbHEHIIMK aHanu3 oOoramieHus 3Tux reHoB kareropusimu ['O. B 6 162 cnuckax [19
reHoB Mbl 0OHapyxwm 1 528 kareropuii ['O, nepenpeacTaBIeHHBIX XOTS B OJHOM CIUCKE; U3 HUX 33
JIOYEPHUX KaTeropuii TepMuHa «oTBeT Ha ctpece» (GO:0006950) npucyrcTBoBanu B cpeareM B 203 u3
6 413 cpaBuenwuii (ot 1 mo 742 cpasuenusi, (Klepikova et al., 2016), Ta6muna S14 IpunoxeHus).
AKTHBaIUsi TEHOB CTPECCOBOTO OTBeTa OOHApy)XMBajdach HE TOJIBKO IPH CPAaBHEHHHM OPraHoB,
COOpaHHBIX C pa3HbIX pPACTEHUN, HO U TNpU aHamu3ze AUPPEPEeHIUATHHONH SKCIPECCUU MEXKIY
YaleIMCTUKAMHU | JIETIECTKaMHU OTHOTO [[BETKA, YTO UCKIIIOUAET BEPOSATHOCTh CTPECCOBOTO BO3/ICHCTBUS
Ha 9acTh U3 COOMPAEMBIX 00pa3IoB.

Takum oOpasom, auddepeHunanbHas 5SKCOPECCUs TE€HOB CTPECCOBOIO OTBETAa MOXKET
CBUJICTENLCTBOBATh 00 UX YYAaCTUU B PA3HBIX acCMEKTax HOPMAIbHOHN KM3HENEATEIbHOCTU PACTEHUSI.
Kak myTanus ¢ notepeit pyHKIMEH, Tak U CBEPXIKCIPECCUSI OCHOBHBIX PETYJISITOPOB pEaKLUU Ha XOJO/,
reHoB CBF, npuBoasT K KOMIUIEKCHBIM HAPYIIEHUSM Pa3BUTHS PACTCHHSI B HECTPECCOBBIX YCIOBHSIX
(Park et al., 2015; Zhao et al., 2016); kpome Toro, B KauecTBEe peLENTOpa HU3KOW TEMIIEPaTyphI
BeICTynaeT Gutoxpom B, KoHTponupyrowmuii 3aBucuMbiil ot poToneproaa poct (Jung et al., 2016). B
TpaHCKpUITOMHOM KapTe A. thaliana mpoduu skcrpeccuu reHoB, AHHOTHPOBAHHBIX KaK y4acTBYIOIIHE
B OTBETE Ha CTPECC, YPE3BbIYAfHO Pa3HOOOPA3HbI, U MHOTHE U3 HUX OTIMYAIOTCS BBICOKOM TKaHEBOM
cnenuduunocteio ([Ipunoxenue, PucyHok 3.1). DTo MO3BOISIET MPEAMOIOKHUTD, YTO B Pa3HBIX OpraHax
u Tkausx A. thaliana pasButre cTpeccoBoil peakiui MOXKET OTJINYAThCS.

AnanTanus pacTeHUM K CTPECCOBBIM YCIOBHSAM, B TOM YHCIE€ K BO3JEHCTBHIO MOHMKEHHOM
TeMIepaTypbl, HHTCHCHBHO M3ydyaeTcs pa3HooOpa3HbIMH Meroxamu (s o63opa cm. (Knight and
Knight, 2012) u (Guo et al., 2018). OgHako mopaBistONIce OOJNBIIMHCTBO HMCCIICAOBAHUI OBLIO
NPOBEJICHO HAa JIUCThSAX, MPOPOCTKAX WM MENbHBIX HAJ3eMHBIX dYacTsx pactenus (Fowler and
Thomashow, 2002; Kilian et al., 2007; Robinson and Parkin, 2008; Rasmussen et al., 2013), ocrasiss B
CTOPOHE PacCMOTPEHHE BONPOCA BO3MOKHOCTH IIEpeHOca MOJTyYEeHHBIX JAHHBIX Ha BCE PAaCTEHUE.

Takum 00pa3oM, BOTIPOC YHUBEPCATHHOCTH U CHENU(DUIHOCTH CTPECCOBOTO OTBETA B Pa3HBIX
opranax A. thaliana tpebyer nanpHeiiero n3y4enus u Oyaet paccMoTpeHn Hamu B ['aBe 3. Paznnunbie
CTaJIUM XO0JOJ0BOM aKKIMMATU3aLUH, & TAKXKE CONPSHKEHUE CTPECCOBOT0 OTBETA C MPOLIECCaMH POCTa U
pa3BUTHs pacTeHuss onucaHbl B O030pe nuTepaTypbl; B pasjene 3.3 mpHBeIeHBbl pe3yJIbTaThl,
MOJTyYeHHbIE HAaMH TPH W3YYEHUH IOCIEICTBUI XOJOJOBOTO BO3JIEHCTBHS Ha IIECTh OpraHoB A.

thaliana; mosnyueHHbIe pe3ysIbTaThl 00CYkKAAI0TCS B paszaeie 3.4.
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3.2. O030p auTEPATYPHI

3.2.1. Ilpucnocobnenue pacmeruii kK X0100080My CIMPeccy

[TpukperuieHHBIH 00pa3 KU3HU PACTCHHIA OMIPEIEIIAET UX CIIOCO0 CIPABIISATHCS C MEHSIFOIIUMUCS
YCIIOBUSIMU OKpYKaromien cpenpl. JIWIeHHbIe BO3MOKHOCTH M30€KaTh HEONArONMPHUITHBIX YCIIOBUH,
pacTeHUs Ppa3BWIM  CIIOCOOHOCTh  aJalTHUPOBAaThCS K LIMPOKOMY  KpPYry BO3JACHCTBUI H
(EHOTUITMYECKYO IIACTUIHOCTb, MTO3BOJISIONIYIO UM ITPHUCIIOCA0INBATH CBOKO (PM3UOJIOTHIO K BHEIITHUM
usmenenusm (Barrero-Gil and Salinas, 2018). Oaun Hanbosee BaKHBIX (HaKTOPOB OKPYIKAIOIIEH CPE/IbI,
OKa3bIBAMOIIMI (DyHJAMEHTAIBHOE BIMSHUE HA POCT M Pa3BUTUE pacTeHHs, — 9TO Temneparypa. s
Ka)XJI0T0 BUJIa PACTEHUM XapaKTEPEH ONPEACIICHHBIN TEMITEPATYPHBII ONITUMYM, 3aBUCALLNN OT apeana
obutanus. [lpu Temmeparype HWXKE ONTUMAIBHBIX 3HAYCHUH pPACTCHHE TOJBEPraeTcsl XOJIOJIOBOMY
CTpeccy, M0 MEXaHU3MYy MOBPEKICHUN Pa3/IeiSIFOIIEMyCsl Ha JIBE KaTETOPUU: JICHCTBHE TOHUKCHHBIX
MIOJIOKUTEJIBHBIX TemIepaTyp U JAeiictBue temmepaTyp Huxke 0°C (3amopakuBanue). Pactenus,
HOJIBEPTHYTHIC JCHCTBHIO HHU3KHX IOJOXKHUTEIBHBIX TEMIEpaTyp, pPa3BHBAIOT OTHOCUTEIBHYIO
YCTOMYUBOCTB K 3aMOPKUBAHHIO, CBSI3aHHYO C CIIOCOOHOCTBIO MOJIABISATh (POPMUPOBAHUE KPUCTAILIOB
JbJIa B KJIETKAX, YTO Ha3bIBACTCA X0JI0A0BOM akkaumaru3anueii (Chinnusamy et al., 2010).

Pa3BuTHe YCTOMYMBOCTH K XOJIONYy BKJIOYAeT B Ce0sl MHOTOYHCIICHHBIC CTPYKTYypHBIE H
METa0O0JIMYECKUEe HW3MCHEHHsS, BKJIIOYAs AKKyMyJUPOBAHUE CIEHU(PHUCCKUX OCIKOB M Caxapos,
NPEJOTBPALIAIOIINX CBSI3aHHYIO C 3aMEp3aHHeM BOJIbI B KIETKE JCTHIPATAINI0, H3MCHEHUE COCTaBa
MeMOpaH Uil COXpaHCHHS UX TEKy4eCTH, (DepPMEHTATHBHBI KOHTPOJb COACPIKAHUS aKTHBHBIX (HOpM
KHCIIOPOJIa B KJIETKE M 3aIIUTy OENKOB (POTOCHCTEM U KOMIIOHEHTOB DJICKTPOH-TPAHCIOPTHOW IEMH
(Ruelland et al., 2009; Theocharis et al., 2012).

PasBuTHne X01010BOM aKKITMMAaTH3AI[MH HAYMHAETCS C BOCIIPUATHS U TIEpeIadd TEMIIEPATyPHOTO
CHTHaja B KJIETKE. MeXaHH3Mbl, 00ECIeYNBAIONINE ITH MPOIECCHI, H3YYEeHBbl OUYCHb MOJPOOHO, XOTS
NanbHEHIne HCCIe0oBaHus, Oe3ycloBHO, HeoOxomammbl (mms o63opa cm. (Guo et al., 2018).
CoBpeMeHHass MOJIeSTb BOCHPHUSTHS TEMIIEPATyphbl MPEAINOJIAracT, 4To MEPBbIM ITAllOM pPEaKIMh Ha
XOJIOJ CIY’)KUT HM3MCHEHHE TEKyueCTH MEeMOpaHbl W CBS3aHHAs C MPUTOKOM KaJIbIUSl B KJIETKY
peopranusanus nmutockiera (Orvar et al., 2000; Pokorna et al., 2004; Hafke et al., 2013).

Crenyromasi CTajus BKJIOYaeT B ce0si MHOTOUMCIIeHHbBIC n3MeHeHus B Tpanckpuntome (Kilian
et al., 2007). CioxHast cucTeMa peryisTOPHBIX OSTKOB, OCHOBHBIMH M3 KOTOPBIX BhICTyHawT Td u3
HebonbIoro cemeiictBa C-repeat binding factor (CBF), oGecnieunBaeT akTHBAIMIO TaK Ha3bIBAEMBIX
COR renoB (cold-response, otBeuatonux Ha xoson) (Gilmour et al., 1998; Medina et al., 1999)..
Oxcmpeccusi TeHoB COR obecnieunBaeT pa3auvHbIe aCMIEKTHI X0JI0/I0BOM aKKIMMaTH3aIluH.

[Ipn BO3nEWCTBMM HU3KOW TEMIIEpaTypbl I Jy4dlIed BBDKMBAEMOCTH PACTEHMS JOJDKEH

CO6J'IIOI[E[TBC$I OanaHc MCKAY pa3BUTHEM U POCTOM U CTpCCCOBOﬁ peaxuﬂeﬁ, YTO JOCTHUIaCTCA 6J1aroz[ap;1
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CIIO)KHOM CHCTEME peryjsinun  X0JI0A0BOTO OTBCTA, y‘-II/ITBIBaIOH_Ieﬁ MHOI'OYUCJICHHBIC BHCITHHUEC H

BuyTpennue curaansl (Hong et al., 2017; Zeng et al., 2017).
3.2.2. Mexanuzmbl 60Cnpusimust NOHUNCEHHOU MeMnepamypbl

B nepByto ouepenb pacTeHHE BOCIIPHHUMACT BHEUIHHE CTHUMYJIbI, B TOM YHUCIIE TIOHH)KEHHYIO
TEMIIepaTypy, C OMOIILI0 PELENTOPHBIX OENKOB, 3aIKOPEHHBIX B IIa3MaTndeckoil MemoOpane. [lox
JICHCTBUEM XOJIOJIa TEKYy4eCTh MEMOpaHbl CHIDKACTCS, YTO BBI3BIBACT HM3MEHEHHUE MEMOpPaHHOTO
noreHimaga u kKoudopmarmu TpancMemOpanubix OenkoB (Orvar et al.,, 2000). Dtu mporecch
COIIPOBOKIAIOTCS pEOpPTraHu3aIiel 2JIEMEHTOB ITUTOCKENIeTa, HEOOXOUMOH Ul HU3KOTEMIIEpaTypHOU
WHJIyKIIMU SKCIPECCUU I'eHOB B KiieTkax pacteHus (Pokorna et al., 2004), a rakke BiusitonIed Ha IOTOK
nonoB kanbius (Hafke et al., 2013).

Penepryap W3BECTHBIX TeMIIEPATypHBIX CEHCOPOB PACTEHUH MOCTOSIHHO momnoiHsercs. Cpeau
HUX MOKHO Ha3BaTh MeMmOpannyro nporemHknHazy COLD-RESPONSIVE PROTEIN KINASE 1
(CRPK1), ¢yHKIHusS KOTOPOW aKTUBUPYETCS TPH BO3ACUCTBHH XOJIOJId, 4YTO MPUBOJUT K
bochopunupoBanuio 6enkoB cemeiictBa 14-3-3, nepenocsux curnan B siapo (Liu etal., 2017b). beaku
14-3-3 cnocoOCTBYIOT ecTabunu3aluny TpaHCKpUNnoHHbIX GakTopoB CBF, Takum o6pazom, CRPK1
HEeoOXoIuMa TSl TPEIOTBPAILICHHUS YPE3MEPHOM PEaKIIMU Ha XOJIO/I.

Ca?*-mpoBojisiiMe KaHANBI — €lle OJHM BAKHBIE PELENTOPH XONOIa, PErHCTPUPYIOIIHE
U3MEHEHHE II0TOKa HOHOB KaJbIUsl dYepe3 IUIa3MaThdeckylo MemOpaHy. bonbmoe cemeiicTBo
HecenekTHBHBIX KaTroH-npoBoasmux kaHamoB CNGC (Cyclic Nucleotide-Gated Channel), a Taxke
cemeiicteo GLR (GLutamate Receptor) ydacTBYIHOT B HHU3KOTEMIIEpAaTYypHOW akkiIumaTHzaimu A.
thaliana (Meyerhoff et al., 2005; Hong-Bo et al., 2008). CiieqryeT OTMETHTD, YTO PEIEHTOP, KOAUPYEMBbIi
reioM AtGLR3.4, pearmpyer Ha MeXaHHYECKOE BO3/ICHCTBHE (IPUKOCHOBEHHE K PACTEHHUIO), UTO
TOBOPUT 00 MHTETpalliu T€HETHUECKUX CeTell, KOHTPOIUPYIOLUINX BOCIPHUATHE PACTEHUEM PA3IMUHBIX
CTHMYJIOB.

Takoro ponma wHTerpamus Obuta OOHApY)KEHAa TaKKe JJIS XOJOJOBOH aKKIMMAaTH3alUW H
pETyJSUN pa3BUTHSL pPAcTEHWH TMOJA BIUSHHEM cBeTa. CBs3BIBAHHE pEIENTOpa KpPacHOTO CBeTa
¢uroxpoma B (phyB, mompoOnee cm. pasmen 2.2.2) ¢ HpOMOTOpaMH LENEBBIX I'€HOB 3aBUCHUT OT
TeMmeparypsbl: o AeiicreueM terta PhyB nepexoaut u3 aktuBHO# popmsbl (PFR) B Heaktushyto (PR).
C moMoIIpI0 3TOro MeXaHu3Ma OIpeIeIeHne HOYHOTO Tiepro/a (COYeTaHusl TEMHOTBI C TIOHHKEHUEM

TeMIlepaTypbl) craHoBUTCs Ooiee TounbiM (Jung et al., 2016; Legris et al., 2016).
3.2.3. [Iymu nepedauu xo10006020 cueHaid

[Tocre BOCTIpHUSATHS BHEUIHETO CTUMYJIA IJIA3MAaTUYECKOM MeMOpaHOW HEOOXOAMMO Tepenarh
uH(popMmaIuo B SApO, TJE€ Pa3BOpPAUYMBACTCS TPAHCKPUIIIMOHHBIH OTBeT. Hambonee wm3ydeHHBIMHU

MyTSIMH Mepeaadn X0J0/I0BOr0 CUTHaja SBJISIOTCS KaJlbLMH-3aBUCUMbIE KacKaIbl (ochOopHInpOBaHUS



88

CIPK (CBL-Interacting Protein Kinase, B3aummoneiictByromcs ¢ CBL nporemnkunaza) u MAPK
(Mitogen-Activated Protein Kinase — muToreH-akTHBHpyeMasi IIPOTEHHKHUHA3A).

Wonsr Ca?" cayxkaT MecceHKepaMu, MepeIaloiMI BHEITHHE CHTHATIBI B KIETKY, y GOJIBIIOTO
gyCcIa OpraHu3MoB. Y pacTeHmii cojep:kanume noHoB Ca®’ B IMTO305Ie BO3pacTaeT MOJ JeiCTBHEM
HU3KHX TEMIIEPATyp U3-3a IIPUTOKA CBOOOIHOTO KANbIIUs U3 aroIIacTa 1 Bakyoneii yepes Ca*-kanansl
(Chinnusamy et al., 2010). M3menenue kounenTpanun Ca’* perucTpupyercst KanblHii-CBI3bIBAIOIINME
OesKaMu, cpeid KOTOPBIX MOXKHO TepeduciinTh KaibmoayuH (CaM), CaM-niono6nsie 6enku (CML),
Ca?*-3aBucumble nporenakuHassl (CDPK) u xamsiuuepuH B-nogo6nsie 6enxu (CBL) (Kudla et al.,
2018). DTu Genku 001aaI0T MOTHBOM crinpaiib-nieis-ciiupanis (EF-hand), B3anmopeticTeie koToporo
C MOHAMH KaJbIIMs 3allyCKAaeT KAcKaJ CUTHAIMHIA, TPUBOMANICTO K (DU3MOJIIOTUYECKOMY OTBETY Ha
CTpeCcC — U3MEHEHHUIO 3KCIIPECCUU T€HOB, METa00JIM3Ma, TPAHCIIOPTa MOHOB M MOCT-TPAHCIISITHOHHBIM
moaudukanusm Oenko  (Pareek et al.,, 2017). Cneuuduunsie mis pacrenuid Oenku  CBL
B3aMMOJICHCTBYIOT ~C CEpUH-TPEOHMHOBBIMM KuHazamu cemeiicta CIPK, 3amyckas kackan
dbochopunuposanus (Huang et al., 2011).

Kackang ¢ochopmwmmpoBanusi MAPK kak mnpaBwiio COIEPKUT TPH TMPOTCUHKHUHA3HI,
nocJeoBareNibHo (pochopuaupyromux apyr apyra. MAP kunasa kunasa kunaza (MAPKKK, MAP3K,
MEKK) dochopmmupyer MAP kunaser kunazsl (MAP2K, MKK, MEK) mo koHcepBaTUBHBIM
CepUH/TPEOHNHOBBIM aMHHOKHUCIIOTHBIM OcTaTKaM, mocie yero MAPKK akTHBHpYIOTCS U CTAaHOBATCS
crocobusl  pochopummpoBate MAP  kuHasel (MAPK) 10 TpeOHMHOBBIM M THPO3HHOBBIM
aMHHOKHUCIIOTHBIM ocTaTkaM. B cBoto ouepens MAPK akTuBUpPYIOT pazanyHble O€IKU-MUIIEHH, B TOM
qHCIIe PeryysaTophl Xxooa0Boro oreeta (Teige et al., 2004). AxtuBHOCTB Kackana GpocopunupoBaHus
MAPK perynupyercs Kanbluii-cBsizpiBatorneii kunazon CRLK1 (CaM-regulated Receptor-Like
Kinase), meMOHCTpUpYsl CBSI3HOCTh U B3aHMMHOE PETYJIMPOBAaHKE MyTe OTBETa HA XOJOJ HAa YPOBHE

nepenauun curnana (Yang et al., 2010).
3.2.4. TpanckpunyuoHuas pe2ynsiyus Xon0008020 omeema

Bocnpusite TeMnepaTypHOTro CUTHaJa M Niepeaada NodyYeHHON HHPOPMAIIUH B SIPO BENET K
aKTUBAIMK KCIPECCUM OCHOBHBIX TPAHCKPHUIIIMOHHBIX PETYJISATOPOB OTBETa Ha Xoyiox — reHoB CBF
(Gilmour et al., 2004). Tpu rena CBF (C-REPEAT BINDING FACTOR; CBF1, CBF2, CBF3) tanmemHO
pacrioyaratorcsi B TE€HOME M  OTHOCATCS K  CEMEHCTBY TPaHCKPHUIIMOHHBIX  (PAaKTOpOB
APETALA2/ETHYLENE RESPONSE FACTOR (AP2/ERF) (Gilmour et al., 1998; Medina et al.,
1999). CBF cBs3eiBatorcsi ¢ mocienoarenbHocThio CCAGC (C-moBTOp) B NMPOMOTOpax TI'€HOB,
NPUHAIISKAMMX K Pa3HbIM (DYHKIMOHAJIBHBIM Tpymnmnam u B neiaoM HasbsiBaemMbix COR (COLD-
RESPONSE, oTBedaromux Ha XOJO0J), OOecIeuuBas TaKUM OOpPa3oM XOJIOJO-UHAYIHOCITEHYIO

akTuBaruio ux skcrpeccun (Stockinger et al., 1997). CymiectBoBanue Tpex T€HOB-PETYJISTOPOB OTBETA
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Ha XOJIOJ] O0EeCmeurBalOT IyOnupoBaHuE WX (PYHKIHMH, YTO TOJATBEPIKIACTCS MEPEKPBIBAHHEM HX
PETYJIOHOB, U B CIIEACTBUHU 3TOTO OOJIBIINYIO YCTORYMBOCTH cucTeMsl (Jia et al., 2016; Zhao et al., 2016;
Shietal., 2017).

HNHTepecHO OTMETHTH, YTO CcBepxdkcrpeccus reHoB CBF u Mytammst ¢ motepeil QpyHKIuH
NPUBOJAT K OJMHAKOBOMY (DEHOTHUILY PACTEHHSI: CHXKEHHE CKOPOCTH POCTA, KAPJIMKOBOCTh U MO3/IHEE
sanseranne (Gilmour et al., 2004; Jia et al., 2016; Zhao et al., 2016). Takum 00pa3oM, Kak HEIOCTATOK,
TaK U U30BITOK MPOMyKTOB TeHOB CBF mpuBOIUT K yMEHBIICHUIO PUCIOCOOICHHOCTH PACTCHHS, U
skcnpeccuss CBF nomkna perynupoBarbes ¢ O0IBIION TOYHOCTBIO, TPHHUMASE BO BHUMAHUE HE TOJBKO
TEMIIEPATypPHOE BO3ICUCTBUE, HO U IIEIIBIM CIIEKTP APYTUX BHEIIHUX U BHYTPEHHUX CUTHAJIOB.

B ycnoBusix HOpMaibpHO# TeMmiepatypsl renbl CBF skcnpeccupyrorcesi Ha HU3KOM YpOBHE, HO
YHCIIO UX TPAHCKPHUIITOB BO3PACTACT y)Ke MOCe HECKOJIbKUX MUHYT 00pabotku xonoxom (Gilmour et
al., 1998; Medina et al., 1999). BricTpslii OTBET Ha HU3KOTEMIIEPATYPHOE BO3/ICHCTBHE 00CCIIeYrBACT
NOCTOSTHHO MpucyTcTBYyrommii B kietkax pacrenus T INDUCER OF CBF EXPRESSIONL1 (ICE1),
npuHauIeKamui Kk cemeiictBy OenkoB bHLH (basic helix-loop-helix, «cmupanbs-nietis-cnnpanby)
(Chinnusamy et al., 2010). ICE1 u ero 6auskuii romosior ICE2 cBs3biBatoTcsi ¢ MoTHBOM E-box B
npomotopax reHo CBF (Kim et al., 2015).

Xononosas aktuBauus 6enka ICEl mpoucxoauT ¢ MOMOLIBI0 HECKOJIBKMX KOHKYPUPYIOIIUX
MOCTTPAHCIAIMOHHBIX Motupukanmii. Y ouksutua-muraza HIGH EXPRESSION OF OSMOTICALLY
RESPONSIVE GENE 1 (HOS1) yo6uksutunupyer ICEl, uto Bemer k ero nerpagauud B 26S
nporeacome ¥ MHrHOMpoBaHuK akkiumaruzamuu (Dong et al., 2006), Toraa kak cymounuposanue ICE1
SUMO (small ubiquitin-related modifier) E3 nurazamm SIZ1 wu SIZ2 cHWKaeT ypOBEHb €ro
yOUKBUTHHUPOBAHUS U pa3pyllIeHHs, Oaroaps ueMy 3amyckaeTcsi peakius orBera Ha xosoz (Miura et
al., 2007). Perymsamus aktuBHoctd ICEl  aByMsS  NPOTHBOAEHCTBYIONIUMH  CHCTEMaMH
MOCTTPAHCIIAIIUOHHBIX MOTU(BUKAINI KOHCEPBATUBHA KaK CPEIH JBYIOJIBHBIX, TAK M Y OIHOJOJBHBIX
(Park et al., 2010).

Eme onna cucrema perynsnuun ICEl ¢ moMompr0 KOHKYPEHIMM IMOCTTPAHCISLMOHHBIX
Mo udUKaMi BKIro4aeT B cedst ABa kackana gocpopunuposanust MAPK. Ilporennkunassl MPK3 u
MPKG6 dochopunupyrot ICE1, ymeHbIIast ero crabMiIbHOCTh U TPAHCKPHITITUOHHYIO aKTHBHOCTb, TOT/Ia
kak kackanx MEKK1-MKK1/2-MPK4 sgnsiercst ux antaronuctom, crabunusupys ICE1 (Zhao et al.,
2017; Liu and Zhou, 2018).

B TeueHum CyTOK TeMmIiepatypa OKpYKalOIIEH Cpeabl MOXET CYIIECTBEHHO H3MEHSThCS,
MO3TOMY peaKIilvsi Ha XOJI0I0BOE BO3/ICHCTBHUE HHTETPUPOBAHA C ITUPKAJIHBIM ITUKIOM pacTeHus. [ eHbl
CBF o06manaroT cyTOYHOM MEPUOTUIHOCTHIO SKCIIPECCHH, PETYIHPYEeMOl KOMITOHEHTaMH IIUPKATHOTO
ocumuisitopa: T cemeiictsa Myb CIRCADIAN CLOCK-ASSOCIATED1 (CCA1) aktuBupyeT oTBET
Ha X001, cBs3bIBasick ¢ npomotopamu CBF (Dong et al., 2011), Torna kak PSEUDO-RESPONSE
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REGULATOR5 (PRR5), PRR7, PRR9 u TIMING OF CONSTANS1 (TOC1) rpymmy ero
penpeccupyiot (Keily et al., 2013).

I'ensr CBF sBast0TCS Takyke MECTOM MHTErpalliu XOJI0I0BOM aKKJIMMAaTU3alluu U BHYTPEHHUX
TOPMOHAJIBHBIX CHTHaNBHBIX myTed. Tax, TX® OpacCHHOCTEPOUMIHOIO CHTHAIBHOTO IyTH
BRASSINAZOLE RESISTANTI1 (BZR1) u CESTA (CES) nof0XXHUTEIbHO PEryIUPYIOT XOJI0I0BOM
OTBET, CBs3BIBasACHL ¢ mpomoropamu reHoB CBF (Eremina et al., 2016; Li et al., 2017), Torma kak
KOMITOHEHTBI STUJICHOBOTO CHTHAJIMHIA PEIPECCUPYIOT PEAKIIUIO Ha MOHWKEHHYIO Temiepatypy (Jiang
et al., 2017). KomuuecTtBO OHOJOTMYECKH AaKTHBHBIX T'MOOCPEIUIMHOB IO/ JCHCTBHEM XOJI0Ja
CHIDKAETCs, uTO BeAeT K HakorwieHuto Oeinka DELLA, aktuBupytomiero xomnomosoii orset (Richter et
al.,, 2013). Ilyte abGcrm3oBoii kuciorel (ABK) KoOHTpomupyeT OTBET pacTeHHs Ha 3acyxy H
UHTETPUPOBAH C XONOJOBOM peakmueir uepe3  nporeunknHazy OPEN STOMATA1 (OSTI),
dochopunupyromyro u crabwimsupytomryto ICE1 (Ding et al.,, 2015). C apyroii cTOpOHBI,
YKACMOHATHBIN CUTHAJIMHT HETaTUBHO BIIUSET HA XOJIOJOBYIO aKKJIMMATH3AIIKIO O1aroiapsi CBSI3bIBAHUIO

6enxoB JASMONATE ZIM-DOMAIN (JAZ1 u JAZ4) ¢ ICE1 u ICE2 (Hu et al., 2013).
3.2.5. Peeynon eenos CBF

I'enst CBF koaumpyloT TpaHCKPUIIMOHHBIE (DAKTOPBI, PETYIHMPYIOIINE SKCIPECCHIO T'€HOB,
IPOMOTOPBI KOTOPBIX cojiepxat MOTUB cBsi3biBanusi CBF — C-moBTOp, @ MpoayKThl HEOOXOIUMBI IS
samuThl oT xoJoaa (Stockinger et al., 1997). Perynonst CBF m3y4anuch ¢ mpuMeHEHHEM Pa3InIHBIX
METOZIOB, B TOM YHCJe CO3[aHus TpaHcreHHbix nunuil A. thaliana, ceepxaskcmpeccupyrommx CBF
(Gilmour et al., 2004; Park et al., 2015), mony4enus vHokaaynos mo >tuM reaam (Novillo et al., 2004) u
u3y4deHus MyTaHToB Cbf, B ToM umciie HemaBHO mosrydeHHoOro ¢ momonrsio Texnonorun CRISPR/Cas
tpoitHoro (Jia et al., 2016).

Cpenu TeHOB, JKCHOpECcCHsl KOTOPBIX HM3MEHsieTcs y TpoiHoro mytanta cbflcbf2cbf3, 73%
o6namaroT C-TIOBTOPOM B MPOMOTOPHOM 00JIaCTH; TAKMM 00pa3oM, OCTalIbHbBIE TeHBI peryiaupytoTcs T
CBF onocpenosanno (Jia et al., 2016). Cpenu reroB perynona CBF Obuin HaliieHb aKTHBHPYEMBIC HMU
T®, takue kak RAP2.1 (RELATED TO AP2.1), RAP2.7 u STZ/ZAT10 (SALT TOLERANCE ZINC
FINGER), B cBot0O 0ouepenp koHTpoaupytoirre cyoperynonst CBF (Fowler and Thomashow, 2002), a
Takke perynsitopubie kunaszsl ERF4, RLP32 u CIPK25 (Jia et al., 2016).

B perynon CBF BxoasT OenKu-KpuOMpOTEKTOPHI U3 CEMENCTBA TUTHIPHUHOB, OTHOCSIITHECS K
rpynne LEA (Late Embryogenesis Abundant). ['unpodunpHbie TUrHapHHBI y4aCTBYIOT B CTa0MIIN3AIMH
KJIETOYHBIX MEMOpaH W MeMOpaHHBIX O€JKOB TpH O0O0E3BOKMBAHMU M BO3JCHCTBUH XO0JIOJA
(Thomashow, 1999; Breton et al., 2003). [Tomumo storo, CBF perymupyror meTaboim3M >KUPHBIX
kucior uepe3 ADS2 (ACYL-LIPID DESATURASE2, xomupyer D9-amun-nunui-aecatypasy)

(Maruyama et al., 2009), 6uocunTes npoauna u anrtonnanos (Fowler and Thomashow, 2002; Jia et al.,
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2016), kounenrpanuto caxapos B kierke (Gilmour et al., 2004), uro Taxke BIUSET Ha COXpPAHCHUE
TeKydecTd MeMOpaHbl U cra0uwiu3anuio OenkoB. JleHaTypupoBaHHbIE O€IKU JIerpagupyroTCcs
poTea3aMu, SKCIIPECCHs KOTOPBIX Takke pactet 1o aericteuem CBF (Levy et al., 2004).

I'enst CBF He TONBKO camMH pPEryiIMpyroTcs pa3HOOOpa3HBIMH CHUTHAIBHBIMU IYTSMH, HO
AKTUBUPYIOT OKCIPECCHIO TEHOB, HWHIYIHMPYIOUIMXCS TaKXKe 3aCyXOW, COJIEBBIM CTPECCOM U
¢duroropmonamu. B ux uncno Bxomar ERD10, HVA22D u HVA22E, yuacTBytomue B OTBETE Ha 3aCyXY,
LTI65/RD29B, unayuupyrorimiicss BBICOKOH KOHIIEHTpaluei coseit (Jia et al., 2016).

I'ennt perynona CBF Ttaxke Haxonarcs moa kKoHTposieM apyrux Td, xapakrepusyrommxcs
OBICTPBIM OTBETOM Ha MOHIKEHHE TeMIepaTypbl, B uncio koTopeix Bxomsatr DEARI1, CZF1, ZAT10,

ZAT12, ZF (Park et al., 2015).
3.2.6. Bananc mesicoy pazgumuem u 3auumotri npu Xo100080u adanmayuu

B menstonmxcs yciaoBUsIX OKPY’KaIOLIEH Cpelibl paCTEHUIO, BeyIleMy MPUKpPEIJICHHbINH 00pa3
JKU3HU, HEOOXOAMMO MpOJOJIKATh POCT U Pa3BUTHE Jake IIOJI CTPECCOBBIMU BO3ACHCTBUSIMH,
3aTparuBarOIMMH 3TH IIPOLIECCHI HA BCEX YPOBHSX, BKIIOYAs JeJICHUE KIETOK, UX UG depeHalno 1
opraHoreses. J{is mpaBUIBHOIO NPOTEKaHUSA POCTa M PA3BUTHUS PACTEHUS B YCIOBUSX THIIOTEPMUU
HEOOXOMMBI CIIOXKHBIE peryssTopabie Mexann3Mel (Hong et al., 2017; Zeng et al., 2017).

Ha ypoBHE OTA€NbHBIX KJIETOK BaKHYIO POJIb B XOJIOJOBOM peaklUyd UMEIOT aKTUBHBIE (POPMBI
kucinopona (ADK). ADK, npoayuupyembie pasmudHbIMA (EpMEHTAMH, CIYXKaT CHUTHAJIBHBIMU
MOJIEKYJIaMH BO MHOT'MX OMOTHYECKHX U a0MOTHYECKUX cTpeccax, BKIoYas Xoino00Boi. Wx neiictBue
3aBHCUT OT KOHIIGHTPALMU B KJeTKe: HeOombioe koianuecTBo ADK ciyXuT curxHaiom Juist 3amycka
3alllMTHOTO OTBETA HA CTPECC, TOTa KaK BBICOKHE KOHIIEHTPALIUU IPUBOST K Pa3pyLIEHUIO KIETOUHOM
MeMOpaHbl U THOENN KIETKU, 03Hayasl, YTO 3alUTHbIE MEXaHU3MBbl He cpaboTanu 3¢ dexTrBHO. Takum
obpazom, ADK perynupyror 6amaHc MeXly pOCTOM PacTeHUs U 3allIUTHBIMU MEXaHU3MaMH; B ClTyuyae
TSKEJIBIX CTPECCOBBIX MOBPEXKACHUH Pa3BUBAIOIIUICS B KJIETKaX OKMCIUTEIbHBIN CTpecc OrpaHUYMBAET
BEreTaTUBHBIN POCT M PenpoIyKTHBHOE pa3BuThe pactenus (Morales and Munné-Bosch, 2016; Mittler,
2017).

Tspxensli X0I010BOM cTpece BbI3bIBaeT Takke nospexaeHus JJHK ¢ nocnenyromei kieTouHou
CMepThIO, YTO OBIJIO MMOKa3aHO Ha KieTKax amekca kopHs A. thaliana (Hong et al., 2017).

Ha ypoBHe opraHoB HU3KOTEMIIEpaTYpHBIN CTPECC MPUBOJIUT K YBSAAHHUIO U 00ECIIBEUHBAHUIO
JIUCTHEB, BBICBIXAHUIO KPAeB JTMCTOBOM MJIACTUHKH, YCKOPEHHOMY CTapEHUIO U HAPYILIEHHUIO CO3PEBAHMS
1070B. POTOCUHTETUYECKUE IPOLIECCH TECHO CBA3aHbl C IpousBoacTBoM ADK, mosromy nonx
JieficTBUEM X0J10/1a Pa3BUTHE XJIOPOIJIACTOB pHCa PETyIUpPyeTcs Cel(pUIecKUMH reHaM1, TAKUMH KaK
TCD10 (THERMO-SENSITIVE CHLOROPHYLL-DEFICIENT MUTANT 10), TCD11, TSV (THERMO-
SENSITIVE VIRESCENT MUTANT) u TSV3 (Gong et al., 2014; Wu et al., 2016; Sun et al., 2017; Wang
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et al., 2017). Pa3Butre OOKOBBIX KOpHEH IpHU XOJOIOBOM CTpECCEe TaKKe TPeOyeT MpUBICYCHUS
JIOTIOJTHUTEILHBIX TPaHCKPUNIIMOHHBIX (pakTopoB, Takux, kak CYTOKININ RESPONSE FACTOR2
(CRF2) u CRF3 (Jeon et al., 2016; Kim, 2016).

Kpowme toro, camu rerst CBF yuacTBytoT B pocTe u pa3Butuu pacrenus. Ceepxaskcnpeccust CBF
IOPUBOAUT K MOP(OIOTHYECKHM OTIMYHSIM OT JUKOTO TUMA (KapJIMKOBOCTH) U IMO3JAHEMY IIBETEHUIO
(Gilmour et al., 2004; Park et al., 2015), a Tpoiinoii myrant cbfl/cbf2/cbf3 xapakrepusyercs
HApYUICHUSIMUA B Pa3BUTUU CEMsIH, HU3KOW BCXOXKECThIO M 3aMEIJICHHBIM pocToM Kopue# (Zhao et al.,

2016).

3.2.7 Hccnedosannocms omeema Ha Xo100

[Tpouecc mpucmocoOneHuss PacTeHHd K HEOJIAaronpHATHBIM TEMIIEPATYPHBIM  YCIOBHIM
MHTEHCHBHO M3y4YaeTCsi Ha CaMbIX Pa3HbIX YpoBHsX: TpaHckpurnromHoM (Gilmour et al., 2004; Park et
al., 2015), merabonmueckom (Kaplan et al., 2004; Song et al., 2016), ¢pusuonoruueckom (Hong et al.,
2017; Mittler, 2017), monynsimonrom (Barah et al., 2013). TToxpoOHas ceTh reHETHYECKOM PeryIIsiium
XOJIOZI0BO aKKIIMMAaTHU3aIMH1, BKIIFOYAIONIast B ce0sl KaK aKTUBALIUIO/PEIIPECCUIO TPAHCKPUIILIUH TCHOB
(Jia et al., 2016), Tak ¥ MHOTOYHCIICHHBIC MMOCTTPAHCSAIMOHHBIE Moaudukanuu O6enkos (Park et al.,
2011; Zhao et al., 2017), Oblia co3aHa ¢ MOMOIIBIO U3yUEHHs BO3JACHCTBHS X0JI0/1a Ha TPAHCTCHHBIC
munun A. thaliana, ceepxakcrpeccupytromue CBF (Gilmour et al., 2004; Park et al., 2015), u aunuu ¢
unaktuanueii CBF (Novillo et al., 2004; Jia et al., 2016).

Bospioe Koau4ecTBO pabOT MOCBSIICHO HIMPOKOMACINTAOHOMY aHAIN3y TpaHCKpumroma A.
thaliana npu pasBuTHu peaknuu Ha X0yoa. B Wx umcio BXoAaWT kiaccuyeckas padora Kilian et al.,
NIOCBSIIIICHHAS aHAIN3y BPEMEHHON CEpHM XOJIOJJOBOTO BO3JCHCTBUS M OIMCHIBAIOIIAS IKCIIPECCHIO
reHOB B ImectH obOpasuax ¢ momomibto mMukpounmos (Kilian et al., 2007), u apyrue uccrnenoBaHus,
UCTIONB3YIONHe Kak TexHosoruio mukpounnos (Fowler and Thomashow, 2002; Shen et al., 2017), tak
u cexBenupoanne PHK (Leviatan et al., 2013; Calixto et al., 2018). IIpumeuaTensHo, 9YTO BO BCEX
MIEPEUNCICHHBIX Pad0TaxX M3MEPEHHE SKCIPECCHU MPOBOIUIIOCH B HAI3EMHBIX YacTsAX pacTeHus (4To,
KaK MPaBUIIO, O3HAYACT LIENYI0 PO3ETKY pacTeHus), MUCThsix mwin cemsinonsix (padotsr Kilian et al. u
Shen et al. Taxxe BKiIrOYanu 00pasibl KOPHS).

[TpoBeneHHBIH HAMU aHAJIM3 MyOJIMYHBIX DKCIPECCHOHHBIX JaHHBIX, COAEpIKAIIMXCs B 0ase
NCBI, nokazan, yTo a0COMIOTHOE OOJNBIIMHCTBO TPAHCKPUITOMHBIX SKCIIEPUMEHTOB IO H3YyYEHHUIO
Xoyo1oBoro Bo3zeiictBus Ha A. thaliana 6bputo mpoBeneHO ¢ MCMONB30BaHUE (HOTOCHHTE3UPYIOIIUX
opranog. [1o 3anpocy «Arabidopsis cold rna-seq» B pazzaene 6a3st NCBI SRA (Sequence Read Archive)
c stuBaps 2012 r. o ampenb 2019 1. 6610 HaiieHo 23 MpoeKTa, U3 KOTOPBIX OJMH COYETall Pe3yIbTaThl
aHaJIM3a JKCIpecCUd B ceMsAnoisax M rumnokoruie npopoctka (PRINA320878), B onHOM MpoekTe
u3yyacs xojaoaoBoi oTeeT B KopHsx A. thaliana (PRJEB6701), ogaa paboTa Obliia OCBSIICHA aHATH3Y

mukpoPHK u nx muneneii u cpeau apyrux oopas3nos Bkiovaia B ce0s nueTok (PRINA190673, (Jeong
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et al., 2013) u eme oxna pabora BKIIOYCHAa B BbyIady noucka 1o omuoOke (PRINA242915).
AHaJIOTHYHBIE PE3yJIbTaThl MOJYYarOTCs MPHU MOMCKE 1Mo 3amnpocy «Arabidopsis cold microarray» B
pasnene GEO 6a3wr nannbix NCBI.

Pestomupyst onucaHHbIe BbIlie (akThl, MOKHO CKa3aTh, YTO, C OJHON CTOPOHBI, M3yUYCHHE
TPaHCKPUIITOMHOTO OTBeTa Ha Xoyoj y A. thaliana orpanudeHo (OTOCHHTE3UPYIOUIMMHU YaCTSIMU
pacTeHws, HO B TOKE BPeMsi H3BECTHA BBICOKAs CTETICHb MHTETPAIIMU XOJIOIOBOW PEAKIIMHU C ITPOIECCaMU
pocra u passutus (Park et al., 2015; Jung et al., 2016; Zhao et al., 2016). D10 MO3BOISIET MPEITOIOKHUTH
pa3InyHOE MPOTEKAHUE XOJIO0A0BOM aKKIMMAaTH3allMK B OpraHax W TKaHsxX pacteHus. Cleayer Takxke
OTMETHTb, YTO, HACKOJIBKO HAM U3BECTHO, K MOMCHTY IyOJIMKAIIMU HAIIeH pabOThl HE OBLIO MPOBEICHO

HHU OAHOI'O CPaBHUTCIBHOI'O UCCICAOBAHM OTBETA HA XOJIOJ B Pa3HBIX OpraHax pacTCHHUs.
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3.3. PesyabTaTsl

3.3.1. Bvibop 06pa3zyos u nonyuerue nepeutHulX OaHHbIX

Lenpto Hamel paboThl ObUTO M3y4YeHHE Pa3HOOOPa3Hs TPAHCKPUITOMHOIO OTBETA OPraHOB U
gacteit A. thaliana Ha Bo3zeilicTBHE HH3KUX IMOJIOKUTEIBHBIX TeMiepatyp. s storo Hamu Obuia
paccMoTpeHa Kiactepu3salius o0pasioB atiaca sxcrpeccruu rero A. thaliana (Pucynox 1.3); cpean Hux
MBI BbIOpany HauOoliee yJaJleHHbIE B OTHOIICHWHM TPAHCKPUIILMOHHBIX Mpoduiieil o0Opa3ipl,
NpeCTaBIISIOMIME pa3Hble KIaabl AepeBa Kiactepuzauuu. Kpome Toro, Ha BeIOOp 00pa3loB Biusia
npoctora ux cOopa, oOecmedmBaromias JETKOEC BOCIHPOW3BEICHHWE CTaauu pa3BuTusi obOpasna. B
pe3yJibTaTe, HaMu ObUTH B3SITHI B @aHAJIU3 CEMS0IN U TUIIOKOTHIIb OJTHOAHEBHOT'O IPOPOCTKA, OOJIBIION
3eJIeHBIH JIUCT, TICPBBI IIBETOK HA CTAIMU PACIYCKaHHUs, IIBETOK Ha cTaguu 9 (coryacuo (Smyth et al.,
1990), namee Ha3bIBACTCS «MOJIOJOW I[BETOK») W 3peible 3€JCHBIC CeMEHa (IMOAPOOHOE ONMHCAHUE
npuseneHo B [Ipunoxennn, Tabmuna 3.1).

J111s Bcex BBIOpAaHHBIX YacTel pacTeHus ObLT cOOpaH KOHTPOJIBHBIA 00pa3el], BhIPAIlEHHBINA TPU
temneparype +22° C, u 1Ba o0pasiia, MoABEpriuxcsi BO3ACHCTBUIO MOHMKEHHON TeMiieparypsl (+4° C)

B TeueHnH 3 1 27 yacoB. Bce mpoObl coOupanuch B IByX OMOIOTHYECKUX MOBTOPHOCTSIX.

Monogoit ugeTok, 3 yaca

Monoaoi LBeTOK, KOHTPONE

Monogoi usetok, 27 yacoe

Ueetok, 3 vaca

LiBeTok, KoHTponb

LgeTokr, 27 yacos

CemeHa, 27 yacos
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Pucynok 3.1. Knacrepuzanus uzyyaembix o0pas3ioB. B kauecTBe Mepbl pacCTOSHUS MEXKIY
06pa3aMu UCTIONb3yeTCs BBIYTEHHEIH U3 eIHMHUIEI I, TIOCIUTAHHBIA HA OCHOBE YPOBHEH HKCIIPECCUN
TEHOB.
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N3 cobpannbix o0pasmoB Obuta BbieneHa ToTanmbHas PHK, wucmonb3oBaBimasicss uist
MPUTOTOBJICHUST OMOmoTek. bubnuorekn Obun cekBeHupoBaHbl Ha tuiatrgopme Illumina (Illumina,
CIIA) ¢ monyuennem 20-25 min urenuii (Klepikova et al., 2019), Ta6muua S22 IlpunoskeHus).
[TpurogHOCTH GHMOTOTMYECKUX MOBTOPHOCTEW IS TaIbHEHIIIEro aHaau3a Oblia IpoBEpeHa ¢ IOMOIIBIO
pacueTa KBazpara Kodddumuenta koppensiuu ITupcona; cpennuii 12 coctaBun 0,97 1 Bee 3HAYEHUS I
nexanu B nuanasone 0,9-1 (Ipunoxenune, Tabauma 3.1). Pe3yapTaThl KIaCTEPHOIO aHAIM3a HAa OCHOBE

r? mpuBeeHs Ha Pucynke 3.1.
3.3.2. Ananusz ougghepenyuanvrou sKcnpeccuu

JUis BbISBIEHUS T'€HOB, OTBEYAIOIIMX HAa XOJIOJOBOE BO3JEHCTBUE B pPa3IMYHBIX YaCTIX
pacTeHus, Mbl TpoaHaIUM3upoBad TUGGEpPeHINATBPHYIO JKCIOPECCUI0 MEXKAY Tpems dYacaMu
BO3JICHCTBHUS XOJIOZa M KOHTPOJIEM U MEXIy 27 4YacaMd U KOHTPOJEM JJs BceX oOpasloB (manee
cpaBHEHHs 00pa3IloB ¢ KOHTpoJieM OyayT Ha3biBaThcs «Ha3Banue oOpasmna-3» u «Haszpanue oOpasna-
27» st 3 u 27 yacoB 00pabOTKHU X0JI010M COOTBETCTBEHHO).

Yucno /IO reHoB 3HAUUTENBHO pa3inyaioch Mexay oOpasuamu, ot 1 022 B L{BeTke-3 mo 6 867
B Jlucre-27. CooTHOIIEHUE TEHOB, SKCIPECCUSI KOTOPBIX YMEHBIIANACh U YBEJIMYMUBAIach B OTBET Ha
XOJIOJIOBOE BO3JICHCTBHUE, TaK)Ke ObUIO Pa3IMYHBIM Kak JUIsl 00pa3lioB B OJTHOM BpeMEHHOM Touke (0T
0,57 B Jlucre-3 no 1,32 B ['mnokotuie-3), Tak U MeXay pa3HbIM BPEMEHEM CTPECCOBOIO BO3/IEHCTBUSA
Ha oxuH obpaser (ot 0,52 B LBerke-3 no 1,40 B L[Betke-27) (ITpunoxenue, Tabmuua 3.2).

B urore, 15 459 renos sBismuck [ID XoTs ObI B 0THOM CpaBHEHUH U3 12, TO €CTh UX SKCIPECCHS
AKTHBHUPOBAJIACH WJIHM PEIPECCHPOBANIaCh B OTBET Ha XOJIO; BCE JAalbHEHIINE aHATH3bI IPOBOIUIHCH C
UCIIOJIb30BAHUEM TOJIBKO 3THX T'€HOB, TIOJHBIA CIIMCOK KOTOPBIX C yKa3aHWEM H3MEHCHHS YpPOBHS

skcnpeccun npuBenieH B Klepikova et al., Tadnune S4 TTpunoxenus (Klepikova et al., 2019).
3.3.3. Usmenenue sxcnpeccuu 2enos pecynona CBF 6 paznuunvix opeanax

Bbicokasi cTeneHb M3yYEeHHOCTH Pa3BUTHUS PEAKIMU PACTEHHS HAa CHUXKEHHME TeMIlepaTyphbl
MO3BOJISIET CPABHUTH PE3YJIbTATHl HAIIETO SKCIIEPUMEHTA C JTUTePaTypHbIMU AaHHBIMUA. B pabote Park
et al. OpUTH ompeneneHbl perysoHsl reHoB, koaupywimux T CBF1-3, ¢ moMompio ceKBEeHUPOBaHUS
PHK TpaHcreHHsix nuHuil co cBepxakcnpeccueil reHoB CBF 1moj KOHCTUTYTHBHBIM HPOMOTOPOM
BUpyca MO3auKH 1BeTHOM KamycThl (CaMV) 35S (Park et al., 2015). [Ins obpasuos Jlucra, Cemsinoneit
1 ['MTIOKOTHIIS U3MEHEHHe dKerpeccuu 0onmpmmuHCTBA (75% B cpearem) 1D TeHOB MTPOUCXOAMIIO B O/THY
CcTOpoHY (YBENWYEHHUs WM YMEHBIIICHHs) B TPAaHCTCHHBIX JUHHUSAX Park et al. m B Hamux gaHHBIX
(TTPOIICHT COBMAJCHHUsI CIIMCKOB reHOB BapbHpoBaics oT 50% y 'mnokotmis-3 no 93% B Jlucre-27)
(IMpunoxxenue, Tadmuma 3.3). C npyroil CTOPOHBI, JUIS LBETKOB OOEUX CTaIWil CPETHHN MPOIEHT

nepeceveHus CucKoB paBHsuics 59%, a HauMmeHblee cornaaenue oput0 y Cemsin-3 (35%).
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3.3.4. Onpeoenenue obwux u opeanocneyugpuueckux /[3 eenos

Tak kak XOpOIIO U3BECTHO, YTO PAHHUN U MO3JHUIA TPAHCKPUIIIIMOHHBIE OTBETHI HAa XOJI0JI0BOE
Bo3eiicTBUe cymiecTBeHHO pasiuyatorcs (Kilian et al., 2007), Bce panpHeiime aHanu3bl POBOAMINCH
OTIENBHO Il 00pa3LoB mnocie 3 ¥ 27 4acoB BO3ACHCTBUS MOHMKEHHOW TEMIIEPATYPHI.

Kak Ob110 ckazaHno B pazaene 1.3.5, reHbl, SKCIpeccusi KOTOPhIX YBEIIMYUBACTCS U YMEHBIIACTCS
IpU JIEHCTBUU XOJIOZA 10 CPABHEHHUIO C KOHTPOJIbHBIM 00pa3loM, MOTYT ObITh BOBJICUEHBI B pPa3HbIC
OMOJIOTHYECKHE TPOLIECCHI, U JKEIATEIbHO PacCMaTpUBaTh UX OTAEIbHO. UTOOBI OLIEHUTh M3MEHEHHE
po(UIIs SKCIIPECCHH TeHA HHTETPATTLHO 110 BceM obOpasiiam, 15459 JID reHoB ObuTH pa3/ienieHbl Ha TPU
KAaTeropuu: TIeHbl, SKCIPECCHs KOTOPHIX 3HAYMMO YMEHBIIAeTCsl XOTs Obl B OJHOM 00pasie Io
CPaBHEHMIO C KOHTPOJIEM U HUTJE He yBenuuuBaeTcs (kareropust Down), reHbl, SKCIIpeccusi KOTOPBIX
BO3pacTaeT XOTs ObI B OJJHOM 00pasile v HUTJAC He yMeHbInaercs (kareropus Up), ¥ TeHBI, SKCIIPECcCHs
KOTOPBIX XOTS ObI B OJJHOM 00pas3Iie CHIKASTCS B XOTs OBl B 0THOM yBenmuuBaercs (Mix). B oOpasmax
A. thaliana nocuie 3 waco npu +4°C umuciio reHoB B kareropuu Down cocrasmio 3 073, 8 Up —2 989 u
385 reHoB oTHOCUIIOCH K Kateropuu Mix. J{is 27 yacoB BO3AEMCTBHSI COOTBETCTBYIOIINE YUCIIA ObLIN

cymiectBeHHO Bbiiie: 7 086 renos — Down, 6 347 — Up u 1 096 — Mix.

Up Down Mix
89 8 32
| 8 \7 7100

147
/

3 yaca

27 yacoB

Yuciao o0pas3nos
BN :l s Ml

Pucynok 3.2. Uucno reHoB, aud¢epeHInanbHO SKCIPECCUPYIOMMUXCS B pPa3HOM YHCIIE
00pa3moB s TpeX 1 27 4acoB BO3JEHCTBUSI X0JIOJA OTIEIBHO.

B xaxmoit u3 kareropuii 4mcio TeHOB, sBistommxcs /1D Bo Bcex oOpasiax, ObUTO KpaifHe

HeOonpimM: Down-3 — 8 renos, Up-3 — 89 u Mix-3 — 3, HO HECKOJIBKO BO3pacTaino s o0pasIloB,
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coOpanHbIx mocie 27 yacoB runorepmun: 152, 124 u 12 nns Down, Up u MiX COOTBETCTBEHHO
(Pucynok 3.2). B kateropuu Up kak Ha 3, Tak 1 Ha 27 4yacax, HaOJIl0JaJI0Ch 3HAYUTEIHHOE 00O0TralleHHe
TEPMUHAMH, CBS3aHHBIMU CO CTPecCOBBIM 0TBeTOM (Hampumep, GO:000963 1, «aganraius K XOI0ay»)
(Klepikova et al., 2019), Tabnuua Ipunoxenus S8).

Jlnist TeHOB, IEMOHCTPUPYIOIINX CHIDKEHHE YPOBHS 3KCIIPECCHU BO BCEeX 00pasIiax Mmocie Tpex
4acoB XOJIOJIOBOTO BO3JICHCTBUS, HE ObLIIO OOHapY)eHO obOoraimieHus: KakuMu-iuoo xareropusmu 'O
Jake MocJie MPUCOSIMHEHHS K HUM T'eHOB, J|D B MATH U3 1mIeCTH 00pa3IoB, U3-3a HEAOCTATOYHOTO IS
aHanmu3a KoimdectBa reHoB (Bcero 40). OxgHako reHsl, oTHocsmuecs K rpynne Down-27 u /1D Bo Bcex
oOpa3max, OBUTM CYHIECTBEHHO OOOTalieHbl TEPMHUHAMH, CBS3aHHBIMH C (DOTOCHHTETHYECKUMHU
nporeccamu (Klepikova et al., 2019), Ta6muna Ipunoxenus S8).

Uucno reHoB, M3MEHSIOMIMX AIKCIPECCHI0 B MPOIECCE XOJOIOBOTO OTBETA M SIBISIFOIIMXCS
crnenn(pUIecKUMH Tl KOHKPETHBIX OPTaHOB M YacTel pPacTeHHs, pa3indajock B nuanasone ot 90 mis
TeHOB C TOBBINICHHOW 3kcmpeccuedd B l[Betke-3 m Momomom llBetke-3 mo 1 115 ans reHoB co
CHIDKEHHOM sKkcnpeccueit B JIncre-27 ([Ipunoxenune, Tabnuua 3.4). Beero B o6pasmax mocie 3 4acoB
cTpecca 6bu10 o0HapyxkeHo 4 045 opranocnenuduueckux reHoB u 6 780 — nmocie 27 yacos.

VYHukanbHble A7 00pa3lloB TEHbl HMENIH 4Ype3BbIYaiHO pa3HooOpa3zHoe oboraiieHue,
cnenn(UIHOE VIS pa3HBIX OPraHOB M YacTel pacTeHus. | eHbl, 00agaromme CHUKEHHON dKCTIpeccrueit
B Cemsinonsx-3, ObUTH 00OTalIeHbl TEPMUHAMH, CBSI3aHHBIMH C TICHTATPUKOMIENITUAHBIMA TOBTOPAMHU
(PPR) (Klepikova et al., 2019), Tab6auma S9 Ilpunoskenus). DTH ke KaTETOPUH MEPENPEACTABICHBI B
reax ¢ ysenudeHHoW skcmpeccuein B Cemsmomsix-27 (Klepikova et al.,, 2019), Ta6muma S10
[Mpunoxenus). Cpenu Hux red SOARL koaupyet PPR-coaepskainuii 6esiok, y4acTBYIOIIU B peryJIsSIIN
OTBETa Ha XO0JIOJI, HEJOCTATOK BOJBI U cojieBoii ctpecc (Jiang et al., 2015). B o6pasiie JIucra-27 reHs
CO CHMXXEHHEM OHKCIpecCHMM OblTM 0O0OoramieHbl KaTeropusMH, OTHOCALIMMHCA K (POTOCHHTE3Y
(Klepikova et al., 2019), Ta6bmuma S10 Ilpwioxkenus). B Cemenax-3 u -27 TeHbl CO CHHKEHHOM
sKcIpeccueit OblTn cBsi3aHbl co crutaiicuirom PHK, oTBeToM Ha npucyTcTBHE rpuOOB U TPAHCIOPTOM
JIMITUIOB, a C TOBBIIICHHON — ¢ 3amacanueM nunuzioB (Klepikova et al., 2019), Ta6muisr S9 u S10
IMpunoskenus). ['eHbl ¢ MOBBIMIEHHOW 3Kcmpeccueir B Momoabix lIBeTkax-27 XapakTepu30BaIkCh
MepenpeCTaBICHHOCTRIO KAaTeTOpUH, CBSI3aHHBIX C KAaTaOOMUYECKHMMH MPOIeCCaMU U Pa3BUTHEM

nbutbiel (Klepikova et al., 2019), Tabnuma S10 Ipunoxenus).
3.3.5. [Tosedenue uzeecmuvix 2eH08, y4ACMEYIOWUX 8 OMEEMe HA X0L00

[lockonbky Hapsay ¢ OOmMMH JAJs  CTPECCOBOIO OTBETa T€HAMH  CYIIECTBYIOT — TaKxke
opraHocrenupuuecKkue, NpeACTaBIsIeTCs MHTEPECHBIM M3YYMTh Y4YacTHE ITHX T'€HOB B Pa3BUTHUHU
YCTOMYMBOCTHU K XoJoty. /st aToro Msl paccMoTpesnu aHHOTaIuio 'O 3TUX FeHOB: TOIbKO HEOOIbIIast

nonst JID reHoB Obuta aHHOTHpoBaHa kateropueit (GO:0006950 (oTBeT Ha CTpecc) U JOYEPHUMH
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KaTeropusiMu, BapbUpysch oT 8 10 12% kak namns Tpex, Tak U as 27 4acoB BO3JAEHCTBUS X0JI0/a; MPU

(Pucynok 3.3 a u 0).
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Pucynok 3.3. Yucno reHOB, aHHOTUPOBAHHBIX KaK YYacCTBYIOLIUE B OTBETE HA CTPECC, Cpeau

1D renoB mocne (a) Tpex u (0) 27 yacoB xonom0BOro Bo3zaeicTBus, u uucio reHoB COR, /IO B
M3y9aeMbIX HaMUu 00pasIiax mocie (B) Tpex u (T') 27 94acoB X0JI0J0BOTO BO3ICHCTBUSI.

9TOM a0COJIIOTHBIC YMClIa TeHOB paznnyainuch oT 106 B Monoapix llsetkax-3 mo 328 B Jlucre-27
. GO:0006950~0TBET HA CTpeCC
. He aHHoTHpoBaHkl
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" Hens
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B pab6ote Park et al. Obl1 ompeneneH CUCOK T'€HOB, TPAHCKPHUIIIUS KOTOPBIX MEHSETCS, BO-
NEPBBIX, B TPAHCTCHHBIX PACTEHUAX CO CBEpXIKCIpeccuei oxHoro u3 reHoB CBF, a Bo-BTOPBIX, npu
BO3/ICHICTBUH MMOHIKEHHON TEMIIEpATyphI; Jajiee B HalIeH paboTe MMEHHO 3T IeHbI Oy IyT Ha3bIBATHCS
«oTBevaronMMu Ha jaeiicteue xomogaa» (COR, cold-response) (Park et al., 2015). 60% u3 1 322 COR-
reHoB ObuIM JID X0Ts OBl B 0OJHOM 00pa3iie Mocie TpeX 4acoB X0JI0A0BOro Bo3eHcTBHs (U3 HUX 38%
npuHauIexkan Kk kareropun Down, 56% — k Up u tomsko 6% — k Mix) (Klepikova et al., 2019),
Tabmuna S11 Ipunoxkenus). Eciau paccmarpuBath 00pasiibl B OTACIBHOCTH, POLeHT /1D reHOB cpean
COR-renoB BapwupoBaics oT 22% B Cemenax-3 mo 35% B Cemsomnsix-3 (Pucynoxk 3.3 B). ITocne 27
yacoB npu +4°C kapTuHa cTaHOBHTCA enle O6onee BeipakeHHOI: 99% COR-renoB 6buu [ X0TS OBI B
0JIHOM 00pa3lie, U, B 3aBUCHMOCTH OT 00pa3iia, mporeHT /1D rernoB coctarisut ot 79-85% B Cemsanomnsax-
27, Jlucte-27 u I'unokotune-27 no 36, 51 u 41% B LiBetke-27, Monogom LIBetke-27 u Cemenax-27
coorBercTBeHHO (PrcyHOK 3.3 1).

Okcrpeccusi oCHOBHBIX reHoB-peryisitopoB CBF1, CBF2 u CBF3 akTtuBHpyercss B T€UeHUH

HECKOJIbKHX MUHYT I0CIIe IoHmKeHus temneparypst (Gilmour et al., 1998; Medina et al., 1999), ognako
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3TH TE€HBI HE YHUKAJbHBI B CBOEM paHHEM OTBeTe Ha cTpecc. B pabote Park et al. ¢ ucnons3zoBannem
BpemeHnHol cepuu Kilian et al. 6pu10 MAeHTHGUIIMPOBAHO eme 27 TPAaHCKPUIIIIMOHHBIX (aKTOPOB,
umeromux cxoaubiii ¢ CBF npodwuis sxcnpeccuu (Tak Ha3bIBaeMbIe reHbI «mepBoii BomHbD») (Kilian et
al., 2007; Park et al., 2015). ITepBoe n3MepeHue 3KCIPeccun ObUIO MPOU3BEICHO HAMH Yepe3 TPH yaca
II0CJIE Hayajla BO3JCUCTBUS HU3KOM TEMIIEPATypbl, YTO HE SIBJISETCS CaMOM paHHEHW U3 BO3MOKHBIX
BPEMEHHBIX TOUEK, OJTHAKO MBI BCE ellle HabII0jaeM U3MEHEHHE HKCIIPECCUU BCEX T€HOB MEPBOM BOJIHBI
X0T4 OBl B 0JJHOM oOpasiie. YeTslpe U3 TpUALaTH T'eHoB ObUIH JID BO Bcex oOpasiax mocie Tpex 4acoB
npu +4°C (Bxmouas CBF3), ocranphbie ke uMeNM 3aMeTHO pa3iMyarolIMecss MaTTepHBI
skcnpeccroHHbiX H3MeHenuit (Klepikova et al., 2019), Ta6uuier S13 u S14 [punoxkenus ). Dkcrnpeccus
ST TEHOB MEHSUIACh Pa3HOHANPABIECHHO B Pa3HBIX OpraHax, IpUYeM OTJIMYUS B YPOBHE M3MEHEHUS
JKCIIpecCHH ObUIM CYIIECTBEHHBIMH (HApuUMeEp, YpPOBEHb H3MEHEHHs 3kcmpeccun reHa ZAT12 B
['umokotmite-3 — 0,22, a B JIucre-3 — 2,96). [Tocne 27 4acoB X0JIOAOBOTO BO3JACUCTBHS Pa3HOOOpasme
OTBETa Ha CTPECC CTaJIO eme Ooiee 3aMEeTHO: B OOJBIIMHCTBE 00PA3LIOB TPAHCKPHIILIUS T€HOB MEPBOI
BOJIHBI BEpHYJIach Ha YPOBEHb KOHTPOJISI WJIM CHU3HWIIACH 110 CPABHEHUIO C HUM, Tor/a Kak B Jlucre-27
19 renoB Bce eme mmenu mnobimeHHy0 sKkcmnpeccuto (Klepikova et al., 2019), Tabmuma S14

[puaoxeHus).

3.3.6. DkcnpeccuoHuble Xapakmepucmuku 2eH08, OMeeHarwux Ha Xoa100080e 8030elcmaue —

sumponus Lllennona

Jns  fanbHEHIIero W3ydeHWs OpraHoCHelM(PUYEeCKMX TEHOB CTPECCOBOIO OTBETa MBI
0XapaKTEPU30BAIHU UX C TOMOLIBIO TAPAMETPOB IKCIIPECCUN, OCHOBAaHHBIX HAa TPAHCKPUIITOMHOH KapTe
A. thaliana (cm. I'naBy 1).

Ourponus [llennona (H) ucnonb3yercst 11t OIEHKH MIUPOTHI MAaTTEPHA IKCIIPECCUU (CM. pa3ien
1.3.7). Pacnipenenenue sHTponuu Juist 15 459 reHOB, MEHSIOIIMX 3KCIPECCUIO B OTBET Ha CTpecC,
NPaKTUYECKH COBMAJAET C pacrlpeie’eHueM A BceX sKcnpeccupyroumxcs reHos (Pucynok 1.8), u,
TakKUM OOpa3oM, CUJIBHO CMEILEHO B 00JIaCTh BBICOKMX 3HaueHH H (COOTBETCTBYIOIIMX HIMPOKOMY
naTTepHy SKCIpeccuH) U 00janaeT HeOOJbIIMM MHUKOM Ha O4YeHb HU3KOM H, Kyaa BXonsT reHsl,
HKCIPECCUPYIOLIUECS B OPraHo-, TKaHe- WM cTaus-crenupuuHoi manepe (Pucynok 3.4 a u 0). I'eHsl,
HKCHPECCHs KOTOPBIX U3MEHSIIACh NPU TMIIOTEPMUM XOTs Obl B ISATH OpraHax, He 00pa30BBIBAIM MHKa
pacnipeneneHusi Ha HU3KUX 3HaueHusax H (Pucynok 3.4 B u r), a yHUKaJIbHBIE JUIsI 00pa3lioB T€HOB B
OOJIBIIIMHCTBE CITyYaeB MMENU CXOAHOE ¢ 00mmmM pacnpenenenue saTponun [llenHona ([Ipunoxkenue,
Pucynok 3.2).

VckiroueHne COCTaBIISIIM HECKOJBKO 00pa3IoB, O0JAJAIONIMX XapaKTEPHBIMH CBOMCTBAMH.
Pacnpenenenue sHTpoNUY reHOB, UMEIOIINX YBEIMUYEHHYIO dKcrpeccuio B oOpasue Jluct-3, obnagaer

JoKaJbHBIM MHKOM Ha HU3KUX (0-0,3) 3naueHusix surponuu (Pucynok 3.4 1), uro roBoput o0 ux
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crenupUIHON SKCIPECCHUH B OTPAHUUYEHHOM YHCJIE TKaHed. MBI pacCMOTpENu MaTTEePH IKCIPECCUU
3THX F'CHOB B TPAaHCKPUNTOMHOM KapTe A. thaliana. B ycioBusix oTCyTCTBHSI CTPECCOBOTO BO3ACHCTBHUS
JKCIIPECCHsI BCEX T'€HOB 32 OJJHUM HCKIIIOYCHHEM ObLIa OrpaHWYeHa 3peNbIMU MbIIbHUKAMU U LEJIbIMU
[BETKaMH, COJICPKAIIMMU MBUIbHUKA HA TOM e CTaAUU. XOTs 3TH T€HbI SBJISAIOTCS YHUKAIBHBIMU IS
oOpa3siia Jlucra mocie Tpex 4acoB XOJIOJ0BOTO BO3ACHCTBHS, MMOJIOBUHA U3 HUX (44%) Tak ke Obumu J1D

B JIucre-27 u 33% — B L{BeTke-27.
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Pucynok 3.4. Pacnpenenenue sHrponuu llleHHOHa cpeaw BCEX I'€HOB, OTBEYANOIIMX Ha
XO0JI0JIOBOE BO3/ICICTBHE, C YKa3aHHUEM TUIIa U3MEHEHHI SKCIIpeccHH mociie (a) Tpex u (0) 27 yacoB npu
+4°C; cpeau reHoB, JID B mATH WK IIeCTH o0pa3max npu (B) Tpex u (T) 27 yacax AEWCTBUS XOJOJa;
Cpelu TEHOB, cleUu(UYECKH YYacTBYIOIIMX B XOJOJOBOM akkiumaruzauuu B (1) Jlucre-3, (e)
Cemenax-3, (k) LlBetke-27 u (3) Cemenax-27.

OyHKIMS O0JIBIIMHCTBA T€HOB U3 3TOM IPYMIIbI 3aKIH0YaIach B KOHTPOJIE COCTOSHUSI KJIETOUHON
CTEHKH U pocTa NbuUIbleBol TpyOku. Hanbonee BbIpakeHHBIMU U3MEHEHHUSIMU B YPOBHE TPAHCKPHIILIUU

XapPaKTCPU30BATIUCH I'CHBI, KOAUPYIOIIHNUEC IICKTUHOBLIC MCTI/IJ'ITpaHC(l)CpEBLI.
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Pacnipenenenne suTponuu H reHOB, MMEIOIINX MOBBIIICHHYIO TPAHCKPHUIIHIO UCKITIOYUTEIHHO
B lIBeTke-27, Takke MMeEeT MUK Ha HU3KUX 3HaueHUsx (Pucynok 3.4 x). OOpasyromiue ero reHsl
cnenuuYHbI AJI NbUIbLIBI. AHamu3 oboramienus TepMuHaMu ['O moka3bIBaeT nepenpeiCTaBIeHHOCTh
KaTeropuid, CBS3aHHBIX C POCTOM IbLIbLIEBOW TPYOKH 1 Moaudukarmeit kierounou crenku (Klepikova
etal., 2019), Ta6muna [punoxenus S16).

Emie onun oOpaszer| ¢ onpeeieHHBIMA 0COOEHHOCTAMU pactipeneieHus sutponuu H — Cemena-
3. Kak 1151 reHOB, 3KCIpeccHsi KOTOPBIX MOBBIIIEHA MOCe BO31eUCTBUS +4°C B TEUEHUM TPEX YacoB,
TaKk M JUIS TEHOB CO CHIDKCHHOH JKCIIpeccHel pachpeesieHue SHTPOIUU SBISICTCS OUMOIaTbHBIM
(Pucynok 3.4 e u 3). Bmecre ¢ atum J19 renst o6pasia Cemena-27 He UMEIOT MHUKA B 00JIACTH BHICOKHUX
H, a ciicok reHoB, 3HTPOMNHUS KOTOPBIX UMEET CpEAHHE 3HAUCHUS, CUIIbHO ITEPEKPBIBAECTCS CO CIIUCKOM
st Cemsin-3. B o0enx BpeMEHHBIX TOYKAX T'€HbI, UMEIOIINE CHIDKEHHYIO SKCIPECCHUI0 U CpeHee
3HaueHue H, oOnamanmm oOorameHueM TepMUHAMU, CBSI3aHHBIMH C JIOMEHOM F-box W ¢ 3amuroii
pacrenuii (Klepikova et al., 2019), Ta6muna Ipunosxerust S17), Toraa Kak reHbl, SKCIPECCHs KOTOPBIX

BO3pacTacT, aCCOINHUPOBAHEI C META00IM3MOM U 3allacaHueM JIUIIMAOB.

3.3.7. Dkcnpeccuonuble Xapakmepucmuku 2eH08, OMeeHarwux Ha Xo100080e 8030elcmeaue —

J[23-3nauenue

Emie onuH napaMmerp 3KCHpeccuu, UCIONIb30BaBIINKCSA B pad0Te HaJl TPAHCKPUIITOMHOM KapToit
A. thaliana, — sto JID-3nauenue (cMm. pasaen 1.3.5). Msl npoaHanu3upoBaiu pacrpeneienue J19-
3HAQUEHUM I Pa3HbIX TPYyHN TI'€HOB, MEHSAIOIIMX CBOK 3KCIPECCHI0 B CTPECCOBBIX YCIOBUSIX.
Pacnpenenenue J1D-3HaueHuit 11t Bcex 15 459 cTpeccoBbIX T'€HOB IO CpPaBHEHHIO C OOIUM
pacripeiesieHueM 00J1aaeT MEHBIITUM YUCIIOM T€HOB ¢ HU3KUM J|D-3Hauenuem (cp. Pucynok 1.6 u 3.5
a), a reHbl, BXosmue B kateropuu Mix-3 u Mix-27, 6111 CMeIIeHbI B 0071aCTh BRICOKUX J[D-3HaueHUN.

J13 rensl, o011re X0Ts Obl U1 ISITH OpPraHoOB, UMEIOT pacnpenenenue J[9-3HaueHnii, cMeleHHoe
K npaBoii yactu (Pucynok 3.5 0), Torja kak y oprasocnernuduueckux /[ reHoB 0HO HEMHOTO CMEIEHO
BneBo (I[Ipunoxenue, Pucynok 3.3, Pucynok 3.5 B). BonabmmHCTBO 00pa3iioB HE MMEET 3aMETHBIX
ocobennocreit pacnpenencuus ([Ipunoxenne, Pucynok 3.3), 3a uckarouenuem Mosoyoro 1serka-27,
I7le BBIPQKEHHBIH MUK pacripeneneHuss B obmactu [ID-3HadeHuilt menbine 500 cocTaBisiav TeHbI ©
YBEJIMYEHHOW TPU XOJIOJJOBOM BO3JIEHCTBUM H3KCHpeccuedl M HeOOJbIIOe KOJIMYECTBO TI'E€HOB C
yMeHbIIIeHHOH dKcnpeccuert (Pucynok 3.5 B). Ananu3 oboraineHus kateropusmu ['O CBSI3bIBacT 3TH
reHbl ¢ yOWKBUTHH-3aBUCHUMBIMU TIpoIleccaMM KaTaboiau3Ma OelKoB, a TakkKe C peryisiiuen

tpanckpunuu u romeHoM F-box (Klepikova et al., 2019), Tabnumna [punoxenus S18).
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Pucynok 3.5. Pacnpenenenue J[3-3HaueHus cpeau BCEX M€HOB, OTBEUAIOIIMX HA XOJOJI0BOE
BO3JICHCTBHE, C YKa3aHHEM Ha THUIT U3MEHEHUs 3KcTpeccuu mocie (a) Tpex u (0) 27 gacoB npu +4°C;
cpenu reHoB, /1D B mATH WK IIecTH oOpasnax npu (B) Tpex u (r) 27 yacax IEHCTBUS XOJIOAA; Cpeln

TeHOB, CreNU(PHUECKH YJaCTBYIOIIUX B XOJIOJOBOHM akkimMmarm3anuu B (1) Jlucre-27, (¢) Monomom
LBeTke-27.

3.3.8. Ananuz pecynisimopnvix s1eMeHmos 8 nNpOMOmopHuIx ooracmsx 3 eenos

Jlst 6o7ee TimyOOKOro MOHUMAHUS CTPYKTYPBI TEHETUYECKUX CEeTEH, YIPABIISIFOITUX XOJIO0I0BOM
aKKJIMMaTU3aliell B pa3HBIX OpraHax M YacTAX PacTEHUS, MbI IPOAHATH3UPOBAIH MPEACTaBICHHOCTh
PETYISTOPHBIX DJIIEMEHTOB pa3nuuHbiX TD B mpoMoTOpax Heckoabkux rpymnn 13 reHos (Hampumep, 113
TE€HOB, OOMMX XOTsA OBl IS TSTH OPraHOB, YHUKAJIBHBIX Il 00pa3noB [|D TeHOB, T€HOB C
omnpeneneHHoN »HTpornuen). Kak u oxuaanocs, B MpOMOTOPHBIX pernoHax /D reHoB, skcmpeccus

KOTOPBIX BO3PACTACT XOTA OBbI B IATH opraHax (I‘CHOB «1apa» CTpEeCCOBOTO OTBeTa) qamie, 4YeM B CpCaAHEM
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[0 TEHOMY, BCTPEUAINCh PETYJSATOPHbIE 3IeMEHThl TpaHCKpUnimoHHbIX (pakropoB CBF (CRT/DRE-
PETYJISTOPHBIE MJIEMEHTHI). B CBOIO ouepenb, reHbl «spay crpeccoBoro oTeera, umeromue CRT/DRE-
PEryJIATOPHBIE AJIEMEHTHI B NMPOMOTOpax, odoraimienbl kareropusiMu 'O, cBsi3aHHBIMH C OTBETOM Ha
ctpecc. B ux uucno Bxomar 12 T®; perynaropubie MOTHBBI 3TUX T® Takke nepenpencTaBicHbl B
CHHCKe TeHOB, /1D X015 Obl 1s1TH 00pa3iax. Perynupyembie HMU reHbl TaKKe 000TramieHbl CTPECCOBBIMU
tepmuHamMu. Yetelpe u3 3tux 12 Td npunamiexar k cemeirictBy ERF/AP2, m ux ydactue B
OMOTHYECKOM M aOMOTHYECKOM CTPECCOBOM OTBeTe ObLIO m3BecTHO panee (Tsutsui et al., 2009). B
CIHCKax TeHoB, /IO TOIbKO B 0IHOM 00pasiie, NepenpeCTaBICHHOCTH PErYISTOPHBIX 3JeMeHnToB CBF
He HAOIIOAAeTCs, YTO TOBOPUT O CYIIECTBOBAHMHM OTIMYHBIX OT HHUX (DaKTOPOB, YNPaBIISIOLINX
opraHocnenupuyeckuM CTPECCOBBIM OTBETOM. B YacTHOCTH, MBI HallUId MEperpeiCcTaBICHHOCTh
perynsaTopHbix neMeHToB 19 T® u3 cemeiictea NAC B mpomoTtopax /|9 reHoB, s3kcrpeccusi KOTOPbIX

noBeImaercs B Moiogom L{Berke-27.
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3.4. O6cyxneHue
3.4.1. Ilpedsapumenvhwiii anaius OAHHbIX

PaccmoTpenue eiMHCTBAa U YHUKAJIBbHOCTH Pa3BUTHSL YCTOWYMBOCTU K HU3KUM TeMIIEpaTypam y
pactenus TpeOyer nuddepeHIMpoBaHHOr0 aHAIM3a TPAHCKPUIITOMHOTO OTBETa Ha XOJIOJ B Pa3HBIX
opranax. Atiac skcrnpeccun reHoB A. thaliana gaer mpencrasieHue 0 TPAaHCKPUIITOMHOW CXO0XKECTH
pa3HbBIX OPraHOB, TKaHE M YacTel pacTeHUs B HOPMAIbHBIX, HECTPECCOBBIX YCIOBUAX U MO3BOJISET
BBIOpaTh Hanbosee najgekue oopasiiel. Mcmomb3ys aepeBo kinacrepusamnuu (Pucynok 1.3), Mbl BEIOpamu
06pa3ibl, K0 GUIHEHT KOPPEIAILUHN I MEKLy KOTOPBIMH He TIpeBbIman 0,6: ceMsI0IH ¥ THIIOKOTHIIb
OJTHOJTHEBHOT'O MTPOPOCTKA, OOJBIION 3€IEeHBIH JTUCT, MEPBHII [IBETOK HA CTAINH PACITyCKaHUS, [IBETOK
Ha craaun 9 (cormacuo (Smyth et al., 1990), nanee Ha3pIBaeTCS «MOJIOOM IIBETOK») U 3PEJIbIC 3CJICHBIC
ceMeHa.

Bce o0pasmel coOupanuch B OJHO M TOXKE BpeMs (6 YacoB IMOCIEe BKIIOYCHHUS CBETa) MPHU
CYyTOYHOM ITMKJe 12 gacoB cBera/l2 9acoB TEMHOTHI, YTOOBI MUHUMU3HPOBATH BIMSHUAC ITUPKATHOTO
pUTMa Ha PE3yJbTaThl, TAK KaK XOPOIIO U3BECTHO, YTO IKCIIPECCHs MHOTHX T€HOB CTPECCOBOTO OTBETA
nofuuHsIeTcs upkaganomy putmy (Harmer et al., 2000; Fowler, 2005). Takum oOpa3om, pacTeHus
MOJIBEPTaJIuCh BO3ACUCTBUIO MOHMKEHHOM Temmepatypsl (+4° C) B TeueHnu 3 1 27 4acos.

[Tocne momy4yenust 1 00pabOTKH Pe3yIbTATOB CEKBeHUpOoBaHus Ha riaTdopme [llumina, a Takxke
MPOBEPKM Ha TMPHUTOJAHOCTh OHOJOTHYCCKUX TOBTOPHOCTEH K MalbHEWIIUM aHaIu3aM, KBajpar
koad¢unmenta koppensuuu [lupcona ObLT HUCMONB30BaH Ui MOCTPOCHUS JepeBa KiacTepU3alluu
00pa31oB. Pe3ynbTarhl KJIacTepHOro aHaln3a MOKa3bIBAIOT, YTO CEMEHA, IBETKH M MOJIOJbIE I[BETKU
00BEIMHSITICH B OT/ICIBHBIC KJIAJIBI IO OPraHaM, BHE 3aBUCIMOCTH OT HAJTMYHUS U MTPOIOJIKUTEILHOCTH
00pabOTKH XOJI0JIOM, TOT/Ia KaK JIUCThS, CEMSIOIN U THIIOKOTHIIb OBLTH OYEHB MTOXOXKH JIPYT Ha Jpyra
¥ YaCTUYHO TPYNIHPOBAIUCH MO BpEeMEHU cTpeccoBoro BozaeicTBus (Pucynok 3.1), uto moxer
00BACHATHCSA (DOTOCHHTETHUECKON aKTUBHOCTBIO STUX OPTaHOB, OMPENESIONIe OCHOBHBIE MPOIIECCHI,
MIPOUCXOJISIINE B TIPOIIECCE aTaNTAIIMH K THTIOTCPMHUH.

CrnenmyeT, 0JHAKO, OTMETUTh, 9YTO HECMOTPSI HA COBMECTHYIO TPYIITHPOBKY JINCTHEB, CEMSIIOJICH
U THUIOKOTHJISI, PAacCTOsSHHE MEXIy WX Kiagamu coctaBwio ot 0,26 mo 0,29 (Pucynok 3.1).

Koadduimentsr 12

MEXY KOHTPOJBHBIMH W TIOABEPTIIMMHUCS TPEXYacOBOMY cCTpeccy oOpa3iamu
Haxomwnch B auamazone ot 0,5 mo 0,94, a mexay kortposieM u 27 wacamu — ot 0,12 g0 0,64; Takum
o0pa3oM, HaM yAadoCch OTOOpaTh Kak B BBICOKOH CTEMEHH pa3HOOOpa3Hble B OTHOLICHHU
TPAHCKPHUIITOMA OpPTaHbl PAaCTEHUs, TaK W BHIOPATh BPeMsl CTPECCOBOTO BO3JCHCTBHS, 3HAYMTEIHHO
BJIMSIFOIIIME HA DKCIIPECCHIO TCHOB.

B cooTtBeTcTBUM ¢ ATHM, MBI OOHAPYXIJIM OOJIBIIIOE YKCIIO TE€HOB, /D MEXITy KOHTPOIHHBIMHU

oOpasmamMu KOHTPOJIA B ToABeprHyThiMU TUnioTepmMuu (0T 1 022 10 6 867 B 3aBUCUMOCTH OT OpraHa u
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BpeMeHH BO3/eiicTBUs). KauecTBeHHbIE pa3iuuus B TPAHCKPUIITOMHOM OTBETE HAa CTPECC B Pa3HBIX
opraHax Ha0JII0/1al0TCA YKe Ha yPOBHE COOTHOILEHUS YK CIIa TeHOB, SKCIIPECCHS KOTOPBIX aKTUBUPYETCS
U pEenpeccupyeTcsi B OTBET Ha MOHWKEHHYI0 Temriepatypy (ot 0,57 no 1,32; Ilpunoxenue, Tabauma
3.2).

Bcero mamu Obuto BhIsiBIICHO 15 459 renos, /D xots Obl B OJHOM cpaBHEHUH U3 12, 4TO
cocraiseT 46% ot Bcex reroB A. thaliana (33 323); takas Ooubliast OIS [IOKA3bIBAET CYIIIECTBEHHBIC
M3MEHEHUs, IPOUCXOASIINE IPU afaNnTaluy K THIIOTEPMUU BO BCEM PACTCHHH.

Kak oOcyxnmanocs B pasgene 3.2.7, mopapisiomee OOJBIIMHCTBO TPAaHCKPHUIITOMHBIX
WCCJICIOBAHHI aanTallid PACTCHUN K TUTIOTEPMHH ITPOBOMIIOCH HA JTUCTHSIX WM LEIBIX MPOPOCTKAX,
YTO TMO3BOJIAET C OJHOW CTOPOHBI MPOBEPUTH, HACKOJIBKO pE3yJbTaThl HAIIEro HKCIEPUMEHTa
COBMAJAIOT C JUTEPATypHBIMH JaHHBIMH, a C JIPYroi — OLIEHUTh PA3HUILy MEXIY TPAAUIHMOHHO
uszydaembiMu opranamu A. thaliana u menee ucciie10BaHHBIME, TaKHMH, KaK IIBETKH U ceMeHa. J[is
CpPaBHEHHUs MbI HCIIOJIb30BaIU pe3yibpTaThl cekBeHupoBanus PHK nucTheB TpaHCIEHHBIX pACTEHH CO
cBepxakcnpeccueii ogaoro u3 reaoB CBF (Park et al., 2015). TpaHCKpHITOMBI 3€IIEHBIX YacTei
pacTeHus — JIMCTa, CeMANONIeH M TUMOKOTWJIS — JEMOHCTPHUPOBAIIM COTJIACOBAaHHBIE M3MEHEHUS B
TPAHCTEHHBIX JIMHUAX W B HAIIMX JaHHBIX: MPOIEHT TI'EHOB, SKCIPECCHS KOTOPBIX MEHsIach
OJTHOHAIPABJCHHO, MOXOIMI BILIOTH 10 93% y Jlucra-27 (Ilpunoxenue, Tabmuma 3.3). OaHako y
[[BeTka, Mosogoro nBetka U CeMsSH CpeIHUI MPOLEHT COBNAJACHUS ObUI cyIiecTBeHHO HUxe (59%
npoTuB 75% y 3eJeHBIX OPTaHOB) M B MUHUMAJIBHOM city4ae cocTaBiisii 35%. Takum obpa3zom, aHanus
HAIlUX JaHHBIX JIa€T HENPOTUBOPEUYHMBBIC PE3YNbTAThl MO CPABHEHHUIO C YK€ HCCIEeIOBAaHHBIMU
CUCTEMAMHM M  OJHOBPEMEHHO C TEM I[IO3BOJSIET TOJYYUTh HOBYIO HHpopMmamuio 00

oprafocrenupuIecKuX MaTTepHaX CTPECCOBOTO OTBETA.
3.4.2. Ananuz obwux u opeanocneyuguuecxkux /13 ecenos

Kak 65110 cka3zano Bblmie (cM. pazaen 3.4.1), 15 459 reHoB xapakTepu30BaIlCh U3MEHEHUSIMU B
AKCIIPECCHUHU IO/ JEHCTBUEM XOJI0/1a, OJTHAKO BCE OHM MMEJM pa3Hble MaTTepHbl AUQepeHnanbHON
JKCIIpeccuu: HekoTtopble Obmu /IO Bo Bcex oOpasmax, Torna Kak Jpyrue akTUBHPOBAINMCH HIIU
PENPECCUPOBAINCH TOJIBKO B OTAEIBHBIX OpraHax. JTa KapTHUHA TaKXe YCIOXKHAIACh Pa3InYUsIMHU B
YPOBHSIX M3MEHEHHUS SKCIPECCMM MEXIY Ppa3HbIMM OOpa3llaMH, BIUIOTh 1O MPOTHUBOMOJIOKHBIX
W3MEHEHUH N0/ NEHCTBUEM ITOHMKEHHON TEMIIEPATYPBI.

Jlis mepBUYHOro paszzieneHus BceX J[O reHoB Mbl MCHOJIB30BAIM HaNpaBiIe€HUE HW3MEHEHHUS
JKCHIpeccuu npu o0pabdoTke xonoaoM. ['eHbl ObuIH pa3aeneHsl Ha Tpu kareropuu — Down, Up u Mix.
BonpmMHCTBO T'€HOB Kak B ciayyae 3 4acoB XOJIOAOBOIO BO3JEHCTBHUS, TaK M B cilydyae 27 4acoB
npuHapiexanu kK kareropusm Down (3 073 u 7 086 mist 3 u 27 wacos cootBercTBeHHO) ¥ Up (2 989 n

6 347), a k kareropur Mix OTHOCHJIOCH TOJIbKO HeOobmoe unciio (385 u 1 096).
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Cpenu pa3JeNeHHbIX TaKUM 00pa30M T€HOB MBI MPOBENIH MOUCK 00IIUX [Tt Bcex oOpa3ion 12D
TCHOB, KOTOPBIE MOTYT CIIY)KUTh YHUBEPCAIbHOW 0a30H CTPECCOBOTO OTBETA, M YHHKAIBHBIX IS
OTJENILHBIX OpraHoB /|D reHoB, BEpOSITHO, 00SCIICYMBAIOIINX CIIENIU(DUIHOCTh OTBETA Ha X0J10]1. Yncino
o6mmmx /I3 renos Obu10 KpaitHe HeOobImM (0T 8 TeHoB B Down-3 10 152 B Down-27) (Pucynok 3.2).
Tem He Mmenee, kareropun Up-3 u Up-27 xapakTepu30BaIUCh MEPENPEICTABICHHOCTbIO TEPMUHOB,
cBs3aHHBIX ¢ pasBuTueM peakiuu Ha crpecc (Klepikova et al., 2019), Ta6muma Ipunoxenus S8).
Masoe Koau4ecTBO 00muX i Bcex 00pas3ioB /1D reHoB U uX cuiibHOe odoramieHue kareropusmu 'O,
CBSI3aHHBIMHU CO CTPECCOBBIM OTBETOM, ITO3BOJIET MPEIIOIOKHUTh, YTO 3TH T'eHBI SABISIOTCS Hauboee
0a30BBIMH B pa3BUTHH PEAKLIMU HA CTPECC M 00Pa3yIOT «sIApo» OTBeTa Ha xoioj. [loBblenue yncna
o0ImMX TeHOB Ha 27 Yacax CBUICTEIbCTBYET O 3HAYUTEIBHOW CIENU(PUYIHOCTH PpaHHETrO OTBETa Ha
CTpecC B OpraHax M 4YacTsX pPacTCHHs, KOTOPBIA CTaHOBHTCS 0OJiee YHHMBEPCAJIbHBIM Ha IO3IHHUX
CTagusiX cTpeccoBoil peakuuu. ['ensl rpymmel Down-27, JID B msatu um Gornee obOpasmax, UMenn
oboramenue kareropusmu ['O, cBsi3aHHBIME ¢ (POTOCHHTETUYECKIUMHU IIPOIIECCAMH, YTO COOTBETCTBYET
U3BeCTHOMY (aKTy MHIHOMpOBaHMs (OTOCHHTE3a NMPU HU3KUX Temieparypax (Stitt and Hurry, 2002)
(Klepikova et al., 2019), Ta6aumna ITpunoxenus S8). X01010B0€ BO3ACHCTBUE BBI3BIBAET AMCOATAHC
MEXTY MPOIODKAIOLICHCS AKTUBHOCTBIO (POTOCHUCTEM U 3aBUCSIIICH OT TEMIIEPaTypbl TEMHOBOM 4aCThIO
¢dorocunTe3a, m3-3a yero npoucxoaut HakoruieHne ADK B kietke. MHrnOupoBanue QoTocuHTE3a
npe0TBpaIaeT 3TOT Mpoliece, 3amuiias cTpyktypsl kiaetku (Khanal et al., 2017).

Jlpyrasi CTOpOHa OTBETa Ha XOJIOJ/I, KOTOPYIO Mbl U3YyYallH, — 3TO CIICHU(PHUUSCKHUI i1 OpTraHOB
OTBET. 371eCh HEOOXOIMMO €111 Pa3 OTMETUTH, UTO 3 U 27 4acoB pacCMaTPUBAIKMCh OTJEJIBHO, T0O3TOMY
1D TeH MOXeT CUMTAThCSl YHUKAIBHBIM JUIS OpraHa Mocje TPEX 4acoB XOJIOI0OBOTO BO3ICHCTBHS, XOTS
¥ IMETh U3MEHEHUs B DKCIIPECCHH B JAPyrux obOpasmax Ha 27 yacax. 62% (4 045) renos u3 6 447 6pun
13 TonbKo B 0JTHOM 00pa3lie mocie Tpex yacoB runorepMuu U 47% (6 780) u3 14 529 —nocne 27 yacos.
Ecnu paccMmatpuBath 00pasiibl B OTASTBHOCTH, TO YHCIO OpraHOCHENU(DUUYECKUX TeHOB pPa3inyaioch
ot 18% no 63% B LlBerke-3 m Cemenax-3 u ot 15% no 35% B Cemsmonsax-27 u Cemenax-27
(Mpunoxenue, Tabmuuma 3.4). Takum o00pa3oM, Ha TO3JHUX CTaaUsIX PA3BUTHS XOJIOIOBOM
AKKJIMMAaTU3allUM TPAHCKPUTITOMHBIN OTBET Ha CTPECC B 3aMETHOM CTETICHU YHUPHUIIHPYETCS.

B T0 Bpems kak oOmme Juist Bcex oOpasuoB JID reHsl ObulM OOOTralleHbl CBA3aHHBIMH CO
CTPECCOM KaTerOpUsMH, OPTaHOCTICIIN(PHUECKUE TeHBI CYIIECTBEHHO PA3JINYAIHCh 110 CBOMM (PYHKITUSIM
MEXIy oOpasiamu ¥ OBUIM CBS3aHBI C Pa3HBIMH IpolieccaMu. Ham ynanochk mpociennTh JHHAMHUKY
OKCIIPECCUU TE€HOB, KOJIUPYIOUIMX OCNKH C TMEeHTATPUKOMENTUAHBIMU TOBTOPAMH B CEMSIIONSIX
(Klepikova et al., 2019), Ta6musr S9 u S10 [punoxkeHus): Takue reHbl ObUIH TIEPEIPEICTABICHBI
Cpelli T€HOB C YMEHBIIIEHUEM 3KCIPECCUH TOcie 3 4acoB U yBenudeHueM mnocie 27. M3BecTHo, 4To
TeHBI, COJIepIKaIlIre STOT MOTUB, UTPAIOT BAKHYIO POJIb B OMOreHe3e opraneit, pegaktuposannn PHK

u obmeit crpeccoBoit peakmmu (Lurin et al.,, 2004; Kotera et al., 2005). Yuactue rema SOARL,
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koaupytomiero PPR-conepsxkamumii 6enok, B ABK-3aBucuMOl perysiuy 0TBeTa Ha X0JI0], HETOCTaTOK
BOJIBI M COJIEBO# cTpecc Ob10 n3BecTHO panee (Jiang et al., 2015), takum 006pa3oM B 3€IICHBIX CEMAIOIIX
pa3BUTHE XOJOJIOBOW pEaKIUU B CYIIECTBEHHO HWHTETPUPOBAHO C YHUBEPCAIBHBIM OTBETOM Ha
abuoTH4ecKuil crpecc. YHUKanbHble 115 Jlucta-27 reHsl cO CHMKEHHOH IMOJ JEHCTBUEM X0JI0]1a
SKCIpeccrelt ObLTH 000TaIleHbI KaTeropusamMu, oTHocsmumucs kK porocuntesy (Klepikova et al., 2019),
Tabmuna S10 Ipunoskenus), Tak ’xe Kak ¥ MOJIHBIN CIIHCOK '€HOB, pEIPecCHpPOBaHHbIX B JIncTe-27, 4To
OTpa)kaeT BaXXHOCTb TOPMOXXEHHMsST ~ (OTOCHHTE3a M  YMEHBIICHHUS BpeAa, HAHOCHUMOIO
HAKaIUIMBAIOIIMMUCS aKTHBHBIMH (OpMaMH KHUCIOPOAa TpU JEHCTBHM aOMOTHYECKOTO CTpecca
(Morales and Munné-Bosch, 2016; Mittler, 2017). Kak B Cemenax-3, tak u B Cemenax-27 JID reusi,
JKCIIpecCcHsl KOTOPBIX MOHMKANACh B OTBET Ha CTPECC, y4acTBOBAIM B peryisuuu ciaiicunra PHK,
OTBETa Ha 3apa)K€HUE TpuOaMH M TPAHCIOPTA JMIUIOB, a J[D TeHbI, YUCIO TPAHCKPHUIITOB KOTOPBIX
BO3pacrtaio, Obutn cBsi3anbl ¢ 3anacanueM smnunoB (Klepikova et al., 2019), Ta6nuusr S9 u S10
[Mpunoxxenus). V3MeHeHHsT B COCTaBe KJICTOYHBIX JKHPOB, BEIylIME K CTa0MIM3alUU MEMOpaHbl,
SIBJISIFOTCSL M3BECTHOM YacCThi0 MeXaHH3Ma x0510/10Boil ycroitunBoctu (Li et al., 2015) u mMoryt ObITh
0COOCHHO Ba)KHBI B 3TOM Cllydae, Tak KaK HAaKOIUICHHE JIMIUIOB B Pa3BUBAIOIIEMCS] CEMEHH SIBIISICTCS
HEOOXOoAMMBIM JIJIsl penpoayKiuu pactenus mpoieccom (Penfield et al., 2004). T'ensl, sxcnpeccus
KOTOpBIX Bo3pacTasia B Moisoabix L{BeTkax-27, xapakrepuzoBayiuch Kateropusamu I'O, onuchiBaomyumMu
kaTabosmyeckue nporeccsl 1 pa3purue meuiblbl (Klepikova et al., 2019), Tadnuua S10 [punoxenus).

Bonbmioe paznooOpasue MpoueccoB, MPOUCXOISIIUX MPU XOJIOJAOBOM afamnTalud B Pa3HbBIX
OpraHax pacTeHUs, CIy)KHT J[OKa3aTeIbCTBOM CYIIECTBOBAaHHUS OPTraHOCHEIH(PUIECKOrOo OTBETa Ha
CTpecC, PAaCIHIMPSIOIIEr0 M JOMOJHSIOMEr0 0a30BYI0 CHCTEMY TE€HETHUYECKOW peryisanuu. Takum
00pa3oM, BBIBOJIBI, CICIaHHBIE TP W3YYEHUH PEaKIMH Ha TUMIOTEPMHUIO OJHOTO OpraHa (Hampumep,
JUCTa), UMEIOT OTPaHWYCHHYI0 MPUMEHHMOCTh K JPYTrod 4acTH pacTeHus (CEMEHM), YTO OCOOEHHO
HEOOXOJUMO YUYUTHIBaTh B MPAKTHUYECKOM TMPUMEHEHUH TMOJYYCHHBIX JaHHBIX, HANpuUMep, Mpu

CO3JIaHUH YCTOMYMBBIX K XOJIOAY TPAHCTEHHBIX PACTEHHIA.
3.4.3. Hepasnomepnas uzyuennocms opeanos A. thaliana

B npensiaymem pasaene Mbl onucanu pasnenenue /1D reHoB Ha olmiue It BcexX 00pasloB U
opranocnenuduyeckre. Kak nokassiBaer ananu3 annoraruu ['O A. thaliana, yuactue B amanrauuu x
HU3KOH TEMIICPATYPEC U3BECTHO JIA I'CHOB, U3MCHAIOIINX 3KCIIPECCUIO BO BCEX WM B OOJIBLIINHCTBE
00pa3IoB, Torna Kak YHUKAJIbHBIC U1 00pa3IoB TeHbI HE JEMOHCTPUPOBAII 00OTAIIEHHUS] TEPMHUHAMHU
'O, oTHOcAmMMHCA K OTBETYy Ha cTpecc. UTOOBI YTOUHUTH JIOJI0 T'€HOB, JUISI KOTOPBIX y4dacTue B
Pa3sBUTHM pEaKIMM Ha XOJOoJ OBbUIO M3BECTHO paHee, Mbl pasfenwin /|3 reHsl kaxaoro oopasma Ha
aHHoTHpoBaHHbIe Kateropueit GO:0006950 (oTBetr Ha cTpecc) U AoYepHUMH KaTeropusMu (8-12%) u

HeaHHOTHPOBaHHBIE (001bIUHCTBO) (PrcyHOK 3.3 a u 6). Takum oOpazom, B anroTarmu ['O A. thaliana
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CHJIBHO HEIOOLIEHEHO YHMCIIO I'€HOB, OTBEUYAIONIMX Ha BO3ACHCTBHE XOJOAA, YTO OCOOCHHO BBIPAXKEHO
JUIsL OPTaHOB M YacTel pacTeHHUs, Ha KOTOPHIX He ObUIM C(HOKYCHpOBaHBI OCHOBHBIE HMCCIIEIOBAaHUS
ctpeccoBoro orera (Pucynok 3.3).

Brusinue BbIOOpa OpraHa WM YacTH PACTCHUS HA PE3yJIbTaT TAaK)Ke XOPOIIO BUIHO MPH
PacCMOTPEHHH CIMCKA TeHOB, Bxoasmux B peryinon T® CBF1-3 u orBewarommx Ha xonoja, — COR-
renoB (Park et al., 2015). IToutu aBe tperu (60%) u3 1 322 COR-renoB auddepeHnnaibLHO
JKCIIPECCUPOBAIUCh B HAIIUMX JAHHBIX Mociie Tpex yacoB npu +4°C, neMoHCTpupys pa3sHooOpasHoe
noBeJieHue: 0OJbIle TOJIOBUHBI OTHOCHIAch K Kareropuu Up, eme 38% k Down u coBceM HEMHOTO
UMeNU TPOTHUBOIOIOKHO HalpaBlieHHbIe U3MeHeHUs dKcnpeccun (48 renos, kareropust Mix). COR-
reHbl ObLTH MaeHTH(GHUIUPOBaHBI Ipu ucciaenoBanuu aucTheB A. thaliana (Park et al., 2015); npu
M3YYEHHUU HAIIMX JAHHBIX 3aMeTHO, 4TO A0 JIO COR-TeHOB BbIlIE AJIs 3€TICHBIX YacTel pacTeHus (B
cpennem 31%), HeXKeNu JJ1s IIBETKOB M CEMSIH, XOTs pa3HHIla U He oueHb Bennka (Pucynok 3.3 B). [locrne
27 9acoB XOJI0JJOBOTO BO3JICHCTBHUS ITO pa3indue CTaHOBHUTCs Oojiee 3aMeTHBIM: u3 1 253 COR-reHoB,
D xoras B omHoMmM oOpasue, B cpeaneMm /8% nuddepeHIMATIbHO 3IKCIPECCUPOBAIUCH B
(bOTOCHHTE3UPYIOLINX OpTraHax Mo cpaBHeHUIO ¢ 39% B ceMeHax U AByX cTaausXx 1BeTkoB (PucyHnok 3.3
r). Takum o0Opa3om, XOJOJOBOM OTBET B HE(POTOCHHTE3IUPYIOUIUX OpraHax HE TOJIBKO BOBJIEKAET
JIOTIOJTHUTEIIbHBIE TeHBI, KOTOphIe HE OBUTH paHee acCOLMUPOBAHBI CO CTPECCOM, HO Takke TpeOyer
y4acTHUsl UHBIX PEryJISTOPOB, OTINYHBIX OT reHoB CBF.

Jlis nanpHeHIero M3y4eHwsl 3TOr0 BOIPOCAa MbI PAacCMOTpenH MpOGMIM SKCIPECCHH Tak
Ha3bIBAEMBIX T€HOB «1I€pBOMl BOHBD — 27 Td, aktuBupyromuxcs Bmecte ¢ CBF B TeueHnN HECKOIBKUX
MHHYT TIocie moHmkenus: temmeparypsl (Park et al., 2015). B paccmarpruBaeMbIX HAMHU OpraHax 3TH
TPaHCKPHITIIMOHHBIE PETYJISATOPHI MPOJAEMOHCTPUPOBAIH pa3HOOOpa3HOE MOBEICHHE MTOCIIE TPEX YacoB
xosomoBoro Bosaeicteust: uethipe reda (CBF3, CIR1, CRF3, ZF) umenu yBeTuueHHYIO SKCIIPECCHIO BO
Bcex oOpasiax, Torja Kak OOJBIIMHCTBO aKTHBHPOBAIHCH B Pa3HBIX HaOopax 00paslioB, MpUYEM B
JIucre-3 Bo3pactana skcnpeccus 20 Td (Klepikova et al., 2019), Ta6muna S13 Ilpunoxenus).
Oco0eHHO MHTEPECHO OTMETUTH Pa3HOHAIPABICHHBIC H3MEHEHHSI SKCIIPECCUU HEKOTOPHIX PETYIISITOPOB
(AXR5, ERF11, WRKY33, ZAT12), uTo moauepKuBacT KOMIUICKCHYIO KapTHHY OTBETa Ha CTPECC BO
BceM pacteHuu. [Tocne 27 4acoB MOHMKEHHOUW TeMIlepaTypbl IKCIpeccus OONbIIMHCTBA paHHUX Td
BO3BpAIlA€TCsl HA YPOBEHb KOHTPOJIS, 0/1HAKO B JIncTe-27 60sb111e nonoBuHsI (19) reHos Bee erie umenu
noBeIieHHyo sKcnpeccrro (Klepikova et al., 2019), Ta6muia S14 [punoxenus).

Takum oOpa3om, CTENeHb Y4YacTHsl OCHOBHBIX PETYJSITOPOB PaHHETO XOJIOAOBOTO OTBETa
pa3iuyaeTcss B OpraHax pacTeHHus, 4YTO TMOATBEpPXk,AaeT HE0OXOIUMOCTh AuQEepeHInaTHLHOTO

HCCICIOBaHUs aKKIIMMaTU3allu K HU3KOH TEMIICpATYPEC.
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3.4.4. [lammepnubi sKCnpeccuu 2eH08, OMeeuarouux Ha X0100080€ 8030elicaue

M3ydyeHne HSKCIPECCHOHHBIX  XAapaKTEepPUCTHK TI'EHOB, BOBJIEYEHHbIX B  0O0mMH U
opraHocrnequpuUHbli OTBET Ha TUIOTEPMHIO, IIOMOraeT IOHATh OUOJOTMYECKUEe IPOLECCHI,
M3MEHAIOIINECS B OTBET Ha NOHMKEHUE TEMIIEPATYPhl B Pa3HBIX OpraHax. Mbl HCIIONb30BAIU JaHHBIE
NOJTy4eHHOH Hamu TpaHckpuntoMHOM kapTel A. thaliana (I'maBa 1) — surponmto lllennona u J13-
3HaYEHHUe.

IlepBsiit mapamerp, sHTponus lllenHona (H), mo3BosisieT YNCIEHHO OLICHNUTh IIUPUHY MaTTepHa
HKCIPECCHH T'€Ha, TO €CTh YUCIO 00pa3IoB, B KOTOPBIX NETEKTHPYIOTCS €ro TPAHCKPHUIITHI: BBHICOKHE
3HaueHus H cooTHOCATCS ¢ yHUBEPCATIBHO IKCIIPECCUPYEMBIMU I'€HAMM, TOT/1a KaK HU3KHE XapaKTEepHbI
JUIS OpraHo- WK TKaHecnenupuuecknx reHoB. Bee 15 459 reHos, skcnpeccus KOTOPBIX MEHSETCS B
OTBET Ha CTPECC B HAIIUX JIaHHBIX, UMEIOT pacrnpeseeHue, cxoxee ¢ oouwum (cp. Pucynok 1.8 u3.4 a
u 0), Torma Kak reHbl «4Jpa» CTPECCOBOIO OTBETa HE MMEJM JIOKAJIbHOIO IHUKA paclpesieeHus] Ha
HU3KHUX 3HaueHUsX H, 9To mokas3piBaeT yHHMBEPCAJIBHOCTH IKCIPECCHU ITHX T'€HOB B HOPMAJBHBIX
ycnoBusix (Pucynok 3.4 B u r).

HecmoTpss Ha HEOOJbIIOE KOJMYECTBO YHUKAIBHBIX JUIsI 00pa3lioB M€HOB paclpesieleHue Ux
sHTponuu llleHHOHA B GONBIIMHCTBE ClTyyaeB ObLIIO CXOAHBIM C PacHpeiesIeHUEeM I BCEX T'€HOB: TaK,
st Cemsinoneit-3 u -27, I'mnokoruns-3, -27, Jlucra-27 pacnpenenenue ObLIIO CHIBHO CMEIICHO B
o0acTh BBICOKHX 3HaueHW H ¢ HeOonpmmM KomuyecTBO TKaHecnenuuaabix renos (IIpumokenue,
Pucynok 3.2).

HexoTtopsie 06pa3iipl OTIHYAINCh CBOMM pacnpeaeiaeHneM. Cpeu HUX cieayeT OTMeTUTh JIncet-
3, JUI KOTOPOTO OBLT XapaKTepeH JIOKAIbHBIN MUK HA HU3KUX 3HaYeHUsX sHTponun (PucyHok 3.4 n).
['eHbI, KOTOpBIE €r0 COCTABIISIOT, B HOPMaJIbHBIX YCIOBUSIX SKCIIPECCUPYIOTCS B 3pEJIbIX MbUIBHUKAX U
YYacTBYIOT B MeTab0IM3Me KJIETOUHOW CTEHKH M KOHTpPOJIE pOCTa MbUIbLIEBOM TpyOku. Cpenu HHMX
0COOEHHO BBIJIEISUIMCH T€HBI, KOAUPYIONINEe NEKTUHOBbIE MeTuiITpaHchepassl. [IekTuH — 370 0uH U3
BR)XHBIX KOMIIOHEHTOB KJIETOYHOW CTEHKH, (OpPMHUPYIOIMIA MaTPUKC, B KOTOPBIH IOTPYKEHBI
OCTaJIbHBIE MOJMCAaXapuibl (LIEJUII0JI03a, TeMULENI0103a). [IeKTUHBI CHHTE3UupyIOTCS B ammapare
["osib/)KM B BBICOKO METHMJICTEPUPOBAHHON (hopMme, 1Mociie 4Yero OHU MOTYT ObITh MOAU(DUIIMPOBAHbI
NEKTUHOBBIMH METHIIICTEpa3aMu, uTo mpuBoiutT kK aedcrepudukanuu (Micheli, 2001). OrtHomenue
COJIep’KaHUsl ACTEPUPUIIMPOBAHHBIX MEKTUHOB K J€3CTEPU(PUIMPOBAHHBIM OIpeAesieT MHOTHE
CBOICTBa KJIETOYHOM CTEHKH, TaKhe KaK ECTKOCTh, MPOHUIAEMOCTh U MPOYHOCTh. [lekTHHOBas
metumacrepaza PPME] nuneapusyer nemeTuiadcTepuUIIMPOBaHHbBIE MEKTUHOBBIE IIENHM B CTEHKaX
IBUTBLIEBOM TPYyOKH, pu 3ToM yMeHblienue aktueHoct PPMEL y myranTa A. thaliana ppmel Bener x
YMEHBIIIEHNIO JKECTKOCTH Kierounoi crenku (Jiang et al.,, 2005). VGDH1 - eme oauH reH,

KOAMPYIONIHHA MeKTHHOBYIO MeTmidcTepasy. VGDHL umeer Ty ke OHOIOTHYIECKYIO (YHKITHIO, YTO H
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ero romosior VGDI1, oOnamaer nuHeapusyiomeld AeMETHIICTEPHU(PHUKAIMOHHON aKTUBHOCTBIO M
MoaudHUIMPYyeT MEKTHH IbLIblieBoi TpyOku (Jiang et al., 2005). Kak u B cimyuyac PPMEL, yrpara
¢byakuumn VGD1 npuBOAMT K YMEHBIIEHUIO JKECTKOCTH KJIETOYHOW CTEHKU NBUIBIICBOM TPYOKH.
Dkcnpeccusi 000X TEHOB yBeIMUEHA B JiBa pa3a B Jlucre-3 u B 2,5-3 pasa B Jlucte-27. Poct akTHBHOCTH
NEKTUHOBBIX MeTWITpaHc(depas mpu afanTalid K XOJOIOBOMY cTpeccy ObUI MOKa3aH Ui IPYTHUX
pacrenuii (Solecka et al., 2008; Baldwin et al., 2014), u sBsIeTCSA OAHUM M3 MEXAHH3MOB XOJIOJIOBOM
AKKIIMMATU3alluH, TaK KaK YBEIMYCHHE )KECTKOCTU KIETOYHOH CTEHKH JaeT OOJIbIIYI0 YCTOMYHMBOCTh K
JeTUApaTallid U MHTUOMPYET POCT opraHa. TakuM oOpa3oM, HAIlM Pe3yJbTaThl MOKA3bIBAIOT, YTO
peanu3zaius 3Troro Mexanusma y A. thaliana nporcxouT ¢ oMol PeKPYTHPOBAHUS CIICIIM(PUISCKUX
JUTSL IBUIBIIBI T€HOB TIPU Pa3BUTUU PEAKITUH HA XOJIO]] B JIUCTE.

I'eHbl, cocraBuBIIME MUK Ha HU3KUX 3HaueHwsx H B Jlucre-3, wactuuno (33%) oOpasyror
aHaJOTWYHbINA MUK B [[BeTke-27 BMecTe ¢ ApYruMu mblibliecieupuaabiMu renamu (Pucynok 3.4 x).
OTH TEHBI BOBJICYEHBI B PETYJIMIO POCTA MBUIBIEBONW TPYOKH U MOTUGPHUKAIMH KIETOYHOW CTEHKU
(Klepikova et al., 2019), Ta6bmuua Ilpunoxkenuss S16). JleTanbHoe pacCMOTPEHHE ITUX I'€HOB JIACT
CJIOKHYIO KapTUHY. B 4acTHOCTH, MPOUCXOUT COTJIACOBAHHOE MOBBIIICHUE IKCIIPECCUN WHTUOUTOPOB
NEeKTUHOBBIX MeTuidcTepa3 (PMEIS u apyrux) onHOBpeMEHHO € pOCTOM YPOBHS TPAHCKPUIILIUN CAMHX
nexkTHHOBBIX MeTmicrepas (PPMEL, VGD1, VGDH1, VGDH2). Taxxe B LlBetke-27 B n1Ba pasa
yBenmmuuBaetcs dkcnpeccusi reHa CWINV2 — unena cemelicTBa TeHOB MHBEPTA3 KIIETOYHBIX CTCHOK
(CWIN), xoTopble KOTUPYIOT (EPMEHTHI, PACIICIUIIONIME Caxapo3y Ha TIIOKO3y U (QPYKTO3y.
AxtuBHOCTh OenkoB cemeiictBa CWIN HeoOxoauma [uisi pa3BUTHS TNBUIBHUKA W 0Opa3oBaHMs
*wu3HecrocoOHoi meutblel (Sharma and Nayyar, 2016). B HOpMalbHBIX YCIOBHSX JKCIPECCHUS TeHA
CWINV2 crienmduyuna 1s MBUTBIIBI, TOTJA KaK B HAIIUX JIAHHBIX OH HAYMHAET IKCIPECCUPOBATHCS B
JHMCTE TMOCJe TPeX YacoB XOJIOJOBOTO BO3JCHCTBUA. B psije 4yBCTBUTENBHBIX K XOJIOAY PacTeHHUH
XOJIOMOBO# cTpecc cHmkaeT crepuibHOCTh mblibibl (Oliver et al., 2005; Ohnishi et al., 2010).
CpaBHEHHE COPTOB pHCa C Pa3HBIMH PEAKIUSIMHU Ha XOJIO]] IIOKA3aJI0, YTO CTIENU(UIESCKUHN TS TBITBIIBI
reH CWIN umeeT CHMKEHHYIO SKCIPECCHIO B YYBCTBHTEIBHBIX K XOJIOMYy COPTax M HE MEHSETCS B
ycroitunBbix (Oliver et al., 2005). Takum oOpa3om, Bo3pactanue skcripeccun rena CWINV2
IPENOI0KUTENBHO SABISIETCS YacThIO MYTH XOJIOJOBOM aKKIMMATHU3AIMM, M 3a4acTyl0 MPOUCXOAMUT
OJTHOBPEMEHHO C pOCTOM AaKTHBHOCTH TPAaHCIOPTEPOB MOHOCAaXapHIOB, oOecreunBas TOCTaBKY
yrieBooB B eutbHUKH (Oliver et al., 2005). OnHako, B HAMX JaHHBIX YBEIUYCHUS IKCIIPECCUH TEHOB
cemeiictBa STP, Komupyoonmx TpaHcnopTepsl MOHOcaxapuaoB y A. thaliana, He HabmoaeTcs.

MBI nipeinosaraem, 4yTo CJI0XKHOE COCTOSIHUE TPaHCKpUIITOMa, Habrogaemoe B oOpasie LBeTka-
27, IBIISIETCS] OTPaKEHNEM HECKOJIBKHX OJTHOBPEMEHHO POUCXOISIINX B OPTaHE MPOIIECCOB, TAKHUX, KaK
NPOJIOJDKCHHE HOPMAJIBHOTO PAa3BUTHSA H JajbHEWINEe pa3BOpayMBaHUE PEAKIMHA XOJIOJOBOM

AKKJIIMMaTHUu3aluun. Kak YIOOMSHYTO BBIINIC, B OTBET HA CTPECC B 3TOM O6p213].16 MCHAJIACh SKCIPECCUA
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T'€HOB, BOBJICUCHHBIX B POCT MbUIBIEBONW TpyOKH. IloisipHBI pocT — 3TO HEOOXOAWMOE CBOMCTBO
HOPMAJIbHOTO Pa3BUTHA MbUIBLIEBOH TPYOKHM U BOJIOCKOB KOpHEH, TpeOyroliee MpOCTPaHCTBEHHO-
BPEMEHHOHN peryJisnuu pacrnoyioxkeHus ¢uopwusipaoro F-aktuna. Unenwsr cemeiictBa Rho I'Tdaz
(ROP) pacrteHmii BBIMOJHSIOT CaMble Pa3HOOOpa3HbIC OHOJOTHUECKUE (PYHKIMH, BKJIHOYAs POCT
KOHYHKA IMBUTBIIEBON TPYOKH M BOJIOCKOB KOPHS, TOPMOHAIBHYIO PETYJISIUIO0 Pa3BUTHS U OTBET Ha
ouorrueckuii crpece (Nibau et al., 2006). 'T®a3sr ROP HaxomaTcst 10 KOHTPOJIEM TOJI0KATEIBHBIX
peryiastopoB (hakropoB obmena ryanuda (Guanine nucleotide Exchange Factors, GEF) (Li and Liu,
2012). UzBectHO, uto cemeiictBo ROPGEF (GEF, conepxamue nomen oomMeHa HykieoTu 08 ROP,
cnenudUyYecKuii I pacTeHUi) BOBJICUEHO B pocT mbliblieBoi TpyOku (Gu et al., 2006; Zhang and
McCormick, 2007). Bemok ROPI1 wu3BecTeH TeM, YTO aKTHBHPYET JBa COINCPHUYAIONUX IyTH:
nonuMepusanuio F-aktuna, koHTponupyemyto npoayktom rena RIC4, u ero paz0opky, 3amyckaemyto
6enxom RIC3 (Gu et al., 2005). Coopka ¢pudpruispHoro F-akTrHa BeAeT K HAKOIUICHHIO BE3UKYJ B
KJIETKe, TOT/la KaK ero AeroyiMMepu3anusi Tpedyercs Jjsl SK30LUTO03a, a MPaBUIBHBIN OallaHC JIBYX
IPOIIECCOB JeJIacT BO3MOXKHBIM MOJsApHbIH pocT kiaetku (Lee et al., 2008b). B o6pasue IlBerka-27
skcnpeccust reHoB ROPGEF8 u RIC3 yBenmuena BaBoe, Tak ke, KaK W JKCIPECCUS JIBYX T'€HOB
npodunuHoB — PRF4 u PRFS5. Tlpodunuabl — perynsTtopsl MOJIMMEpU3alluu aKTHHA B amUKaIbHOU
MeMOpaHe MbLIbIIEBOW TPyOKH; MyTaHThI PrfS u prf4 xapakTepu3yroTcsi CHUKEHHOH CKOPOCTBIO POCTa
MBUTBIEBON TpyOKH. Tak kak mccienoBaHHBIM HaMu oOpasen LIBeTka-27 sBIsSETCS pacIyCTHBIIUMCS
[[BETKOM, IJI€ OMbUICHHUE YXKE€ MPOU30IILIO, YBEIMUEHUE SKCIPECCHH T'€HOB, OTBETCTBEHHBIX 32 POCT
MBUTBIEBOI TPYOKH, MOKET TOBOPUTH 00 MHTECHCU(PHUKAIIUN CKOPOCTU (hepTHIN3ALINH.

Cemena-3 u CemeHa-27 xapaKTepU3yIOTCs TMKOM pacipeeieHHs B 00J1aCTH CPEeTHUX 3HAUCHUH
H, xyna BXoAsT Kak T€HBI CO CHIDKAIOIIEHCS, TaK U pacTyliei sxkcnpeccuent (Pucynok 3.4 e u 3); cmiucku
TUX TEHOB HAIOJIOBUHY MEPEKPHIBAIOTCSA. AHAJIN3 OJKCIPECCHOHHBIX MATTEPHOB ATHX TI'E€HOB B
TpaHCKpunToMHOM Kapre A. thaliana mokasan ux cnenuuuHOCTH IS CeMsH. ['eHbI, HMEOIIHe
CHIDKEHHYIO OKCIPECCHIO, CBSI3aHBI C pacTHTEIbHBIM HMMyHHTEeTOM (TepmunHbl GO:0031640,
G0:0050832) u nomenom F-box (Klepikova et al., 2019), Ta6numa [Tpunoxenust S17), Tora Kak reHsl,
JKCIIpeccuss KOTOPBIX BO3PACTaeT, OOOraimieHbl KAaTErOpUSMHU, OMHUCHIBAIOIIMMU METa00NIM3M U
3anmacanue aunuaoB. CemeiictBo reroB A. thaliana, comepskamux gomen F-box, Bximodaet B cebs 897
YJICHOB; OOJBINUHCTBO M3 HUX Iioxo m3ydeHbl (Hua et al.,, 2011). Cpenu Hux B Cemenax-3 (u B
OonpmmHcTBE ciiydaeB B CemeHax-27) TeHBl, CBSI3aHHblE C peakUuMed Ha 3apakeHue
MUKpPOOPTaHU3MaMU, UMEJTH MOHIKEHHBI YPOBEHb TpaHCKpUMimu. B ux uncno Bxoaut ren SONI,
MPOIYKT KOTOPOTO SIBJISIETCS YaCThIO0 CUCTEMHOI 3amuThl oT matoreros (Kim et al., 2006), a Takxe reHsl
SCRL5, LCR73, RALFL3, xomupyromue u Apyrue 0eIKd OTHOCATCS K HEOOJBIITNM ITUCTCHH-00TaThIM

MPOTUBOMHUKPOOHBIM MENTHIAM, B TPYIITY KOTOPBIX TAK)Ke BXOAAT Ae(PEH3UHBI, O0IIME A 3yKapHOT
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sammtHbie Oenmku (Silverstein et al., 2005). I'ensl, komupytomue >t Oenku, B Cemenax-3 (u B

OonbimHCTBE city4aeB B CemeHax-27) UMEIOT MOHM)KEHHBIN YPOBEHb TPAHCKPUIILIUU.

3.4.5. Jlughdhepenyuanvroe yuacmue pecyiupyemulx Xo1000M eeHO8 8 HOPMATLHOM PA36UMUL

pacmeHus

Bropoii u3 paccmarpuBaeMbIX HaMH HapameTpoB, /|[D-3HaueHue, mpeacTaBiseT coOOi YUCIIO
MapHBIX CPAaBHEHUN 00PA3I[0B B TPAHCKPUIITOMHOM KapTe, B KOTOPBIX JaHHbBIN reH Obut J1D, 1 oTpaxaer
KaKk pasHooOpasue mnpoduist SKCIpecCHMH TIeHa, TaKk W IMIMpPUHY ero marrepHa (pasmen 1.3.5).
Pacnipenenenue J19-3Hauenuit mist 15 459 reHoB, skcmpeccuss KOTOPBIX MEHsIETCS MOJ A€HCTBHEM
XO0JI0/a, He ABISETCA CIy4ailHON MOJBBIOOPKOM pachpeaeseHus BCeX FeHOB U MMEET MEHbIIIE T€HOB C
HU3KUM J1D-3Hauenuem (Pucynku 1.6 u 3.5 a u 0), npudeM 0COOEHHO CMEIICHBI B 00JIaCTh BBICOKUX
JO-3HaueHnii TeHbl Kareropuid Mix-3 um Mix-27. Beicokum JID-3HaueHHMEM 00J1a1al0T TEHBI,
TPAHCKPHUIITHI KOTOPBIX OOHAPYKUBAIOTCS BO MHOTUX TKAHIX B 3HAYMMO DPA3JIUYAOLIEMCsI KOJTMUECTBE.
Takum 00pazom, T€HbI, UMEIOIINE MTPOTHBOIOIOXKHBIE N3MEHEHHSI SKCIIPECCUU B XOJIOJOBOM OTBETE
(xateropus Mix), BEpOSTHO BOBIICUECHBI B pa3HbIE MPOIECCHI B Pa3HBIX TKAHSIX.

J13 rensl, 0011Me XOTS OBI 17151 TISATH OPraHOB, UMEIOT pacipeenenue J|9-3HaueHuit, cCMeleHHoe
K ipaBoii yact (Pucynok 3.5 B ur). Kak u sutponus H, 370 rOBOPHT 0 IIUPOKOM HATTEPHE IKCIPECCUU
0a30BbIX T€HOB XOJIOIOBOTO OTBETA M MOICPIKUBACT UACIO TU(PEPEHIINATHLHOTO HCIIOIB30BAHUS ITHX
TCHOB B Pa3HBIX MPOLIECCAX B PA3HBIX TKAHSX.

VY opranocnenuduueckux /[O reHoB oHO HeMHOro cmenieHo BieBo (Pucynok 3.5 m u e,
[Tpunoxenue, Pucynok 3.3). 3 Bcex 00pa310B TOJIBKO T'€HBI, XapakTepHble A1 Moinooro L{BeTka-27,
UMENHU BbIpa)KEHHbIE OCOOEHHOCTH pachpesesieHus: Nnuk B oOnactu JID-3nauenuit menbmie 500,
00pa30oBaHHBI B OCHOBHOM I'€HaMM, aKTUBHPYIOIIMMHCS B OTBET Ha cTpecc (Pucynok 3.5 e). I'ensl,
umeromue Hu3kue J[2-3HaueHusi MOTYyT paBHOMEPHO SKCIPECCHpPOBAThCs B OOJBIIMHCTBE 00pPa3loB,
1100 ObITh TKaHecnerupuueckuM (cM. paszaen 1.4.4). BonpIMIMHCTBO TeHOB ¢ HU3KUM [|D-3HaueHueM,
muddepeHManbHO AKcHpeccupyrommecss B Monogom lBetke-27, B TpaHCKpUNTOMHOH KapTe,
OXBATHIBAIONICH HOPMAJILHOE Pa3BUTHE PACTECHUsS, ObUIM CHenu(UYHBI JJIST MOJOJBIX THUIBHUKOB
(mpuHAUIeKALMX [[BETKAM CTaJuu 9 B cOOTBETCTBUU co Smyth et al.) 1 11 MOJIOJIBIX IBETKOB Ha TOM
xe craauu (Smyth et al., 1990). Ananu3s oboraieHust STUX TeHoB Kareropusimu ['O mokasaj 3HauuMyIo
nepenpeCTaBICHHOCTh TEPMUHOB, CBSI3aHHBIX C YOMKBUTHH-3aBUCUMBIMH IPOIIECCAMU KaTaboIu3Ma
0enKoB, a TakXke ¢ peryssuel Tpanckpumiu u gomeHoMm F-box (Klepikova et al., 2019), Tabawuma
[Mpunoxennss S18). YOMKBUTMHHpOBaHHWE — 3TO OJUH W3 KIIOYEBBIX PETYISTOPHBIX MEXaHH3MOB
MNOCTTPAHCIIAUOHHOW MOJU(HUKAIMY; TPUCOEAUHEHHEe K OelKkaM YOMKBUTHHOB M JlaJIbHEHIee HX
pacierieHue B 26S-npoTeacoMe CIIyXHUT JJIsi MOAYJIMPOBAaHUS YPOBHS Oelika U yJaneHus 1e(eKTHBIX

0enkoB. YuacTHe B OTBETE Ha a0MOTHYECKHE CTPECCHl OBLIO MPOJEMOHCTPUPOBAHO JJISI HEKOTOPBIX
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T€HOB, KOJMPYIOIIUX KOMIIOHEHTHI CHCTEMbl YOMKBUTHHOBOW 26S-mpoteacomsl (Lyzenga and Stone,
2012).

MaHorwue 6enku, cofepaaiire foMmeH F-box, sBistrorcs cyobeaunniiamu komiiekca SCF (SKP1,
CULLIN, FBX u RBX1), npexacrasinstomero coboit youksutunopyto nurasy tuna E3 (Callis, 2014).
Cpenu TeHOB, DKCIIpecCUs KOTOPBIX Bo3pacTaeT B o0Opasie Moromoro 1[BeTka-27, 63 aHHOTUPOBAaHHBI
Kak cojaepxamue naoMeH F-box. Kpome Toro, m3BectHo, uro HekoTopble SKP-momoOHbIe Oenku A.
thaliana (ARABIDOPSIS SKP-LIKE, ASK), tak e siBistroriecs 4acTbio komiuiekca SCF, Hanpsmyo
B3auMOJIeHCTBYIOT ¢ F-boX-comepkammumu Oenkamu (Kuroda et al., 2012). B o6pasue Mosnomgoro
[[BeTka-27 Bocemb reHOB n3 cemeiicTBa ASK 001a1al0T 3HAYUMO MOBBIIIEHHON YKCITPECCHUEH.

B pa6ore Gladman et al. 1Ba 6enka u3 cemeiictea NO APICAL MERISTEM/ARABIDOPSIS
TRANSCRIPTION ACTIVATION FACTOR-1/CUP-SHAPED COTYLEDONS-2 (NAC), NAC78 u
NACS56, 6pun OTIpenieNieHbl KaK MOJIOKUTEIBHBIE PETYIISITOPbl TEHOB CUCTEMbl YOUKBUTHHOBOH 26S-
npoteacombl (Gladman et al., 2016). XoTst Mbl He BHUAMM H3MEHECHHsS 3KCIIPECCHU ITHX TCHOB B
Mononom uBetke-27, cnucok /13 reHoB BKiIOYaeT B ce0s Heckonbko Apyrux reHoB NAC, Takux kak
NACO023 u NACO63, xoTopble Tak:ke MOTYT YKa3bIBaTh HA y4aCTHE CUCTEMbI YOUKBUTHPOBAHUS OETIKOB

B OTBETE Ha XOJIOJOBOM CTPECC B pa3BUBAIOIIEMCS IIBETKE.
3.4.6. Ilpusneuenue pasnvlx mpancKpunyuoHHulx ghakmopos 6 opeanax A. thaliana

W3ydenue mpeacTaBICHHOCTH PETYISTOPHBIX JIEMEHTOB pa3nyHbiX TP B mpoMOTOpax reHoB
NO3BOJISIET HAXOMUTh KJIIOUEBBIE PpErysiaTopbl oOmeld M opraHocnenupuueckod XoJ0J10BOH
aKKJIMMaTH3aL1H.

bazoBbie reHbl cTpeccoBoro orBeTta (JID B mATHM WIM MIECTH OpraHax) riIaBHBIM 00pa3oM
perymupytotcst TO cemeiictBa CBF. B unciio akTuBUpyeMBbIX IMU T€HOB BBIXOIST TPAHCKPUIIIIMOHHEIE
¢akropsr u3 cemeiicte ERF/AP2, TCP, NAC, WRKY, Myb, a taxxe comepialiie 10MEeH «IIMHKOBbIC
nanbilbl B-box-tumna» u romeobokc. Otu TD Bmecte ¢ CBF 00pa3yroT OCHOBHYIO CE€Th T€HETHYECKOM
pETyJISIUN, YHUBEPCATIHHO JICHCTBYIONIYIO BO BCEM PAaCTCHHUHU.

Perynsiiust TkanecriennpuUIECKUX TEHOB CTPECCOBOTO OTBETa TPeOyeT onpeneieHHoro Habopa
T® g kaxaoro u3 opratHoB. Tak, Juid pa3BUTHS XOJOJOBOM aKKIMMaTH3allMM B CEMEHAX M LBETKE
HeobOxoaumMo coderanue Td cemeiictB bZIP u NAC, Toraa kak B JICTe B OCHOBHOM (DyHKIIHOHUPYIOT
perynsropsl u3 cemeirictea ERF/AP2. B renax, skcrpeccus KOTOpbix u3Mensiercst B Monogom L{Betke-
3, yamie BCTpewaroTcsi peryisitopHbie anmementsl Td ERF/AP2, bZIP u Myb, a mocne 27 gacos

XO0JIOJIOBOT'O BO3AEUCTBUS OCHOBHYIO PCTYJIAINIO BBITTOJIHAOT TPAHCKPUIIIIUOHHBIC (I)aKTDpBI ceMeNcTBa

NAC.
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3.5. 3akia0ouenue

B I'maBe 3 MBI paccMaTpuBalld BOIPOC YHUBEPCATHHOCTH PA3BHTHUS PEAKIUM HAa XOJIOIOBOM
crpecc B pasHbix opranax A. thaliana. Tlpeanochuiku K mpennoiokeHuo o auddepeHmuanbHOR
PEryJsIUi HU3KOTEMIEPaTyPHOH aKKIMMaTU3aluN HaXOIATCS KaK B M3BECTHBIX (haKTaxX COMPSDKEHHS
OTBETa Ha X0JI0Jl U HOpMasbHOTO pa3Butus pacreHus (Park et al., 2015; Jung et al., 2016; Zhao et al.,
2016), Tak ¥ B OOJBIIOM Pa3HOOOPA3HH IKCIIPECCHOHHBIX MPOGHIECH H3BECTHBIX T'€HOB CTPECCOBOM
pEaKIHH.

JInst perieHust 3Tol 3a7a4u Mbl IPOAHATM3UPOBAIM TPAHCKPUIITOMEI IiecTu opraHoB A. thaliana,
MOJBEPTHYTHIX XOJIOJIOBOMY BO3JICHCTBHIO B TE€YCHHH TPEX M 27 4acoB. 3HAYUTEIHHOE YHUCIO T€HOB
ObUTO TU(GEpEeHITHATHEHO KCIIPECCUPYEMBIM XO0Ts ObI B OJJHOM 00pasIie, Py 3TOM XOPOIIO N3yYEeHHbIE
OpraHsl (JIUCT, CEMSIOIN U TUIIOKOTHIIb) MIPOJAEMOHCTPUPOBAIM U3MEHEHHUS, CXOXKHE C Pe3yIbTaTaMu
JPYTUX UCCIIEAOBAHMM, TOT/Ia KaK CEMEHA, U JIBE CTa/IMU PAa3BUTHUS IIBETKA 3aMETHO OTJINYAIUCH.

OcHOBY OTBETa Ha X0JI0J1 COCTaBJISIET HEOOJIBILIOE YUCIIO T€HOB, /ID BO Bcex 00pa3iax. DTH IeHbl
OBUIM XOPOIIIO U3BECTHBI U paHEe, O YeM TOBOPHUT CYIIECTBEHHOE WX oOoramieHue tepmuHamu ['O,
CBSI3aHHBIMH C OTBETOM Ha CTpecc. «SlIepHbIe» TEHBbI XOJIOJIOBOW PEAaKIMU BXOMST B PEryJIOH
TpaHCKPUIIIIHOHHBIX (pakTopoB CBF.

Yucno yHUKAIBHBIX U 00pa3lioB T€HOB Pa3jIMyalioch OT COTEH JI0 ThICSY. B KakmoMm opraHe
9TH TEHBI OB BOBJICYCHBI B Pa3HbIC MPOIECCHl — OT PETYJSIUN (JOTOCHHTE3a B JHMCTHSX JI0 POCTa U
pa3BUTHSI MTBLUILIICBOM TPYOKHU B IIBETKE; JJIs OPTaHOB TAKXKe ObLIa XapaKTepHA PETyJISIUs CTPECCOBOTO
oTBeTa pazHeiMu ceMeiictBamu Td. Ha mpumepe nucta Mbl MoKa3and, 4To JJIsi pa3BUTHUS XOJIOJIOBOM
AKKIIMMATH3alliHd MOTYT NPHUBJIEKATHCS MPOAYKTHI T€HOB, B HOPMAJIBHBIX YCIOBHUSIX HCKIIOUUTEIHHO
HKCIPECCUPYIONIUXCS B IPYTHX YACTSIX PACTCHUS (TIBUIBLIE).

Taxkum 00pa3om, Ha OCHOBAaHMM MOJTYYEHHBIX HAMH JAHHBIX MOXKHO 3aKJIIOYHUTh, YTO B OCHOBE
OTBETa Ha XOJOJOBOM CTpecc JIeKHUT EIUHBIH Uil BCErO0 PpACTeHUS MEXaHU3M, BOBJEKArOIIUI
perymstopsl cemeiictea CBF, koTopwlii MommuImpyercss B KaXIOM OpraHe B 3aBHCHMOCTH OT

NPEUMYIICCTBCHHO MPOUCXOAANINX B HUX ITPOLCCCOB.
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I''TABA 4. TPAHCKPUIITOMHAS KAPTA CAPSELLA BURSA-PASTORIS

4.1. Beenenue

Tpanckpuntomuas kapra A. thaliana, onucannas namu B ['1aBe 1, Obu1a co3mana ¢ GOJIBIIMM
paspeiieHueM; H30BITOYHOE YHCIO 00pa3lloB HEOOXOAMMO IS PEIICHHE Pa3sHOOOpa3HBIX 3amad —
OIIpEJICTICHUs] TOYHOIO TMAaTTepHA I'eHa, MOMCKA CTa0MJIBHO JKCIPECCUPYIOIIUXCS T'€HOB, CPaBHEHHUSI
9KCIPECCUH OpTOJOrnYHbIx reHoB A. thaliana u Buma, obOnamaromiero TPaHCKPUITOMHOW KapToi
menbiero pasmepa (Penin et al., 2019). B Tom urciie BEICOKOpa3peIIeHHbIN aTIac KCIPECCHH MOYKET
OBITh MCIIOJIB30BaH JIJIsI UTAHUPOBAHUSI TPAHCKPHUIITOMHOW KapThl JAPYroro BHIA, YTO OBUIO CACITaHO
Hamu Jutst pactenust Capsella bursa-pastoris, taxxke orHocsiemycst K ceMelcTBy KpecTolBeTHBIX.
Mopdoaorus C. bursa-pastoris u A. thaliana goBonsHO cX03ka, KpoMe TOro, B reHOMax 3THX BHIOB
COXpaHMIaCh OOJIbIIASK A0JIT OPTOJOTHYHBIX TEHOB.

C. bursa-pastoris — pacrpocTpaHeHHBI# 10 BCeMy MUPY HEIaBHUI aJUIOTETPAILIION T, CIyKaIHit
yI0OHOH MOJEJIbIO PAaHHUX MOCICACTBUN NOJIHIUIONU3anud. OTCYTCTBUE CEKBEHUPOBAHHOIO FCHOMA
JIOITO€  BPEMsI  MPEMATCTBOBAJIO IMPOBEACHHUIO MAacCOBOIO aHalIW3a TPAHCKPHUIIIUHK, OJHAKO
UCIIOJIb30BAHUE TI'CHETHYECKOTO KapTUPOBAHWSA M aHAIW3 CErperupyroiield MOmyJsiiud B paboTe
Kasianov et al. mo3soswi pemuts 31y npobiemy (Kasianov et al., 2017).

W3yuenue pasHooOpasusi Tpanckpunroma C. bursa-pastoris ¢ momorpro ariaca 3KCIPECCUH
TCHOB TMpPEICTaBiIseT Ooublnoil wuHTepec. Jlo CHX TOp CYyIIECTBYeT OrPAaHHMYCHHOE YHCIIO
TPAaHCKPUIITOMHBIX KapT HEIABHHUX TOJUIUIOUIOB, COXPAHUBIINX OOJBIIOE YHUCIO TOMEOJOTHYHBIX
TeHOB; KaK MpUMep MOXKHO TpuBecTH atiaackl Camelina sativa (Kagale et al., 2016) u Arachis hypogaea
(Clevenger et al., 2016). CpaBHeHHE O3KCIPECCHH TOMEOJOTMYHBIX TE€HOB B Ha0Ope XOpOIIo
Pa3IMYAOIINXCS B TPAHCKPUITIIHOHHOM OTHOIIEHUH 00pa3IioB MOKET MO3BOJHUTH U3yYHTH MPOIECCHI
(GYHKIIHOHAIBHOW TMUBEPTEeHIIMH TOMEOJOrOB, WX Cy0- M Heo(yHKIHOHAIU3AIMI0, JIHOO yTpary

byHKIMN.
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4.2. O630p auTepaTypbl
4.2.1. llonunnououszayust — OCHOBHOU NYMb IG0NIOYUU PACTNUMENbHBIX 2EHOMOS

[Momumuionu3anysi Wi KpaTHOE YBEIMYEHHE 4YHCIa XPOMOCOM — OJIMH M3 OCHOBHBIX
MEXaHU3MOB 3BoJifolnK pacteHuid. [lonnorenomusie aymmukanuu (I11'/]) MHOTOKpaTHO MOBTOPSIIUCH
Ha POTSHKEHUH BCETO BPEMEHH CYIIIECTBOBAHHUS PACTCHUI: HAUMHASI C TEKCAIUIOMIHOTO OOIIEro Mpe/IKa
Hacrosmux aBynonbHbix (Vekemans et al., 2012) u I1I'/] B panHeii sBoroIHH OAHOAOIBHBIX (Tang et
al., 2010), momurutonau3amys IPOMCXOaMIa BO MHOruX TakcoHax (Paterson et al., 2004, 2012; The
French—Italian Public Consortium for Grapevine Genome Characterization, 2007; Murat et al., 2015).

[Tocne III'J] ocHOBHyIO mpoOieMy Kak Ha KJIETOYHOM, TaK M Ha OPraHM3MEHHOM YpPOBHE
COCTaBJIIET OTCYTCTBUE HAIAXCHHOTO B3aUMOJICHCTBUS HOBOOOPA30BaHHBIX CYOr€HOMOB, 4YTO
NPUBOJUT K CYIIECTBCHHBIM HApYIICHUSM PETYJSIIMUA OKCIPECCHH T'eHOB, OEIO0K-0eIKOBBIX
B3aUMOJIEHCTBUI U caiileHCcHHra MOOMIIBHBIX TeHeTmueckux osnementoB (Agren et al, 2016;
Kryvokhyzha et al.,, 2019). s paspemieHus] MOJOOHBIX KOJUIM3WH TIOCHIE MOJMILIOUM3AINN
HAYMHACTCS MPOIIECC MEPECTPOUKH TeHOMA M TPAHCKPHUIITOMA, B X0/Ie KOTOPOTO OJUH U3 TOMEOJIOTOB
(OpPTOJIOTHYHBIX TEHOB W3 pa3HbIX CYOr€HOMOB) MOXET YTPaTUTh (YHKIIMOHAIBHOCTh U
MICEBJOTCHE3UPOBATLCSA, MPUOOpPECTH HOBYIO GYHKIUIO (HEeOoQyHKUMOHANTU3ALUA), JTUOO MOKET
HAYaThCs PACX0XKICHUE MATTEPHOB SKCIIPECCUU TOMEOJIOTHYHBIX TCHOB M UX CYO(DYHKIIMOHATH3AIINS; B
COBOKYITHOCTH 3TH MPOLECCHI MPUBOIAT K aurnionausamuu renoma (Otto and Whitton, 2000; Douglas
etal., 2015).

CyOdyHKIIOHAIN3AIUST TOMEOJIOTOB WM YTpaTa OAHOTO M3 HUX CIIY)KaT OCHOBHBIMHU ITyTSIMH
paspeleHns MeXXITeHOMHOTO KOH(JIMKTa y MHOTHX BUOB, BKitouas A. thaliana (Jeffrey Chen et al.,
2004; Groszmann et al., 2011), Tragopogon mirus Ownbey (kxo31060poanuk, (Buggs et al., 2010), coro
(Roulin et al., 2013) u xmomok (Adams and Wendel, 2005; Chaudhary et al., 2009). ConpoBoxnaroriue
3TOT MPOIECC CTPYKTYpHBIC MEPECTPONKM (KaKk Ha XPOMOCOMHOM YpPOBHE, TaK M B MacIiuTadax
OT/ICTIBHBIX TCHOB) MPOKUCXOIMIIN TIPH JPEBHEH MoJIHOreHOMHOM aymukaiuu y A. thaliana (Thomas et
al., 2006) u y HemaBHero ectectBeHHoro mnonumutounga T. mirus (Koh et al., 2010); y kykypy3sl u
IIEHUIBI HAOJIOIAI0TCS JIPEBHUE U COBPEMEHHBIE MOTEpH oaHoro u3 romeosoros (Feldman et al.,
1997; Shaked et al., 2001; Mochida et al., 2003; Schnable et al., 2011), y amonoauionaoB U3 pojaa
Brassica nponecc JIUINIONAU3AUHU  COIIPOBOXKAACTCA MHOTOYMCICHHBIMHM TPAHCIOKAIWAMHA U
TPAaHCIO3HMIIUAMHU y4acTKOB reHoMma (Song et al., 1995).

Y MHOTHX, XOTS M HE Y BCEX BUJIOB PACTCHUI TIPEUMYIIIECTBEHHO COXPAHSFOTCS T€HBI U3 OJTHOTO
U3 CyOreHOMOB, KOTOpBIC, KPOME TOTO, JKCIPECCHPYIOTCS Ha Oojiee BBICOKOM YpPOBHE, Ye€M HX
romeosoru (Garsmeur et al., 2014; Woodhouse et al., 2014); sto siBieHHE Ha3bIBAETCS T€HOMHBIM

JOMUHUPOBAHUEM M TPOJEMOHCTPUPOBAHO ISl Pa3HOOOPA3HBIX PACTEHHH, BKJIIOUAas KYKypy3y H3
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3nakoB M mpeacTaBuTeNel cemeiicTBa Brassicaceae — A. suecica, Brassica rapa u Camelina sativa
(Chang et al., 2010; Schnable et al., 2011; Woodhouse et al., 2014; Kagale et al., 2016; Pont and Salse,
2017).

Crnenyer OTMETHTh, YTO MOJHUIUIONUS YPE3BBIYAMHO MIUPOKO PACIPOCTPAHEHA CpPEAH
CENIbCKOXO3SMCTBEHHBIX BHJIOB, TaKMX, KaK MIICHHUIA, KYKypy3a, KalycTa M XJIONOK, MO3TOMY e
IIOCJIEICTBHSI, B TOM YHCJIe TCHOMHOE JOMHHHUPOBaHHe, Xopoio u3ydensl (Yang et al., 2016). Oanako
NPUMEHUMOCTh 3THX HaOJIOJCHUI K HEKYJIbTUBUPYEMBIM PACTCHHUSM OrpaHWUYEHA H3-3a MPSMOTO

BJIMSIHUSL Ha SBOJIIOIIUIO CEILCKOXO03SIMCTBEHHBIX BUIOB HCKYCCTBEHHOT'O OTOOPA U CEJICKIIHH.
4.2.2. Ilocreocmeus noauniououzayuu 0isi MpancKpunmomd

[MoceacTBUST MOMUILIONIU3AIMN JUTS TPAHCKPUIITOMA PACTECHHS HM3YYaIMCh U OOJIBIIOTO
pa3HooOpas3ust BHIOB. MEKIy TOMEOJOrMYHBIME TE€HaMH CYOTEHOMOB IOJHILIONIA HEPEIKO
HaOmogaercst TudQepeHIranbHas dKCIPECCHH; HUCTOYHUKOM JTOTO PA3IUuYUs MOXKET OBITh Kak
YHACJICIOBaHHAsI OT MPEIKOBBIX BUOB Pa3HUIA B YPOBHE TPAHCKPHUIIIIMHU, TAK U BO3HUKIIAS B IPOLIECCE
KO3BOJIIOIMHU JIByX CYyOr€HOMOB.

HemenneHHble MOCIEACTBUS TMOJUILUIOUAN3AIMHA TPEUMYIIECTBEHHO H3y4YalOTCs C MOMOIIBIO
7ab0opaTopHO#  pekoHcTpykimu —amwtononumiongoB  (Jackson and Chen, 2010). CpaBuenwue
TPaHCKPUIITOMOB TaKHX PACTEHHU C MX MPEJAKOBBIMHU BHJAMH [TO3BOJISET MOHSITH CTEIICHb COXPAaHCHUS
YPOBHEM  OKCIOPECCHH  TMOCJEe MOJuIUionau3anuu. Takue paboThl OBUIM  CAENIaHBI  Ha
PEKOHCTPYHPOBAaHHBIX AJUTOMONIUILTIONaX poaoB Arabidopsis u Senecio, a Takke XJIOMKa U MIICHHIIBL.
Jlonss TEeHOB, COXpaHSAIOUIMX NPEAKOBBIH ypOBEHb JKCIIPECCHH, cocTaBisuia  65-95% B
aorerparutoniax Arabidopsis (Wang et al., 2006), 30-70 % y xmnonka (Flagel et al., 2008), 40-73% B
MeXBUIOBBIX THOpuaax Senecio (Hegarty et al., 2006), u BmioTh 10 80% B CHHTETHYECKOUW IMIICHUIIC
(Pumphrey et al., 2009). Takum 06pa3om, 3TO 3HaAUCHHE BapbUPOBAJIOCH B IMIMPOKUX MpEAEIax Jaxke B
paMKax OJTHOTO SKCIIEPUMEHTA, TIOKa3bIBasi B OOJIBILION MEpE CTOXaCTHYECKYIO IPUPOAY YCTaHOBJICHUS
YPOBHE#1 SKCIPECCUU TCHOB B HOBOOOPA30BaHHOM IMOJUILION IE. DTO MOITBEPIKIACTCS UCCICTOBAHUEM
TPAHCKPUIITOMOB HCKYCCTBEHHBIX MOJIUIIIION10B poaa Arabidopsis, B KOTOpOM ObLIO MOKa3aHO ObICTpOE
BO3HHMKHOBEHUE AU PEepeHINATBHON SITUTCHETHYECKOH PEryJIIsIiH, CITy4aifHBIM 00pa30oM CHUIKAIOIIEH
YPOBEHb IKCIPECCHH OJJHOTO M3 TOMEOJIOTOB y CHHTeTH4eckoro rudpuma A. thaliana u A. arenosa
(Wang et al., 2004b).

[TpeanonoXuTeIbHO, COXpPAHEHHE MPEJKOBOTO YPOBHS OSKCIPECCHH T€HOB IO3BOJISET
cOarlaHCHPOBATh JJ03Y T'€Ha MPH MOSIBICHUN (YHKIMOHATLHON H30BITOYHOCTH MOCIIE OJTHILION TU3AIINN
(Veitiaetal., 2008). C npyroii cTopoHBI, AMBEPreHIS YpOBHEH dkcnpeccun T u Apyrux peryasiTopos
TPAHCKPHUIIIIUU MOXKET TMPHUBOJUTH K PEIPOrPAMMHPOBAHHIO CETeH TI'CHETHYSCKON peryisiuu U

OOBSICHSTH HOBBIC, HCAAAUTHUBHBIC, (beHOTI/IHI)I AJIJIOITOJIUITIION TOB.
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CrnemyeT OTMETUTh, HECMOTPSI Ha U3BECTHBIN (haKT HEMPSIMOW 3aBUCUMOCTU KOJMYeCcTBa Oenka
or yncna MPHK koaupyromiero ero rena, pa3HHIla B HaKOIUICHHH OEJKOB, KOAMPYEMBIX JBYMS
TrOMEOJIOTaMH1, MaJIOu3y4eHa. Y UCKYCCTBEHHO PECHHTE3MPOBAHHOTO aJioTeTparuionia B. napus 6omnee
25% w3 1600 uccneqoBaHHBIX TMONUIEHTHIOB JBYX CyOr€HOMOB HAKAaIlJIMBAIOTCS HEPaBHOMEPHO,
OJIHAKO TJI00ATBHBIX PA3INYUI B IKCIIPECCUU T€HOB OMPEICICHHBIX (DYHKIIMOHAIBHBIX KATETOPUH HIIN
(GYHKIIMOHMPOBAHUK META0OIMUECKUX IyTEH M3 ABYX CyOreHoMoB oOHapy:keHno He Obuto (Albertin et
al., 2007).

[ToMrMO HEMEMIEHHBIX TIOCICACTBUN MOJUIUIONIN3AIMN XOPOIIO H3yYeHBl pa3jnuvs B
TPAHCKPUIITOMAX JaBHO BO3HHUKIIUX moyumionaoB. [larrepust skcnpeccun 43% ToMeosoroB y
AJJIOMOJUILIOMIHOTO XJIONKA, BO3HUKIIEr0 OKOJO 1-2 MuiuinoHoB J.H., pasnuyanucek (Udall and
Wendel, 2006; Yoo et al., 2013); cxoxwue pe3yabTaThl ObLIH MOJYYEHBI IS COHM, TPETEPIEBIICH 1Ba
paynaa nomurutonausanuu 13 u 59 muummonos a.H. (Roulin et al., 2013). OxHako B3aUMOCHCTBHE
TOMEOJIOTOB y HEJaBHUX TOJHUILIONIOB OCTAeTCsl CIA0OM3ydYeHHBIM, U OOJbIas 4acTh paboT ObLIa
BBINIOJIHEHA HA MICHHUIe, Triticum aestivum, Bo3Hukiiedi okono 10 ThICSY JILH. U BCE 3TO BpEMsI
HAXOJIMBIICHCS O] MHTEHCUBHBIM HCKyCcCTBeHHBIM oTOOpoMm (Matsuoka, 2011). Okomno 55% renoB
MIICHUIIBl XapaKTEPU30BAJINCh TKAHECHCIU(DUISCKON 3KCIPECCHEH TOMEOJIOrOB, NpPUYEM pa3HbIC
OpTaHbl IEMOHCTPUPOBAIH OTINYHS B CTEIICHU CMEIICHUS YPOBHEH IKCIIPECCHU TOMEOJIOTOB: Hanbosee
CHJIbHOE pacxoxJIeHue Obuto cBoiicTBeHHO ThiumHkam (Mutti et al., 2017), a B mucTBIX
PEUMYIIECTBEHHO OOHAPYKUBAINCh TPAHCKPHIITHI TOMEOoJoroB u3 cybrenoma B (Nomura et al.,
2005). HenaBHsisi myOiuKanmusi MOJHOTO TeHOMa T. @estivum mo3Boiiia CYIIECTBEHHO YIITyOHTh
MOHUMAaHKEe B3aUMOJICHCTBUS MKy CyOreHOMaMH U Cy0- U HeopyHKIIMOHaMu3anuu romeosioros (The
International Wheat Genome Sequencing Consortium (IWGSC) et al., 2018).

Takum 00pa3om, OONBIIMHCTBO WCCIEAOBAHUN TMOJNUIUIOWIU3AIMU 3aTParuBaroT JHUOO
HEME/IJICHHbIE TOCIEACTBHS MEXKBUIOBBIX CKPEIIMBAHUN, MO0 yKe 3aBepIIAIONIMICS MPOIecC
JUTUTOUIM3AINH IPSBHUX MOJIUIIIIONIOB, TOTa KaK HEeJaBHUE TOJTUIUIONIHBIC BHJIBI, YKE MPOIIEIINE

HEKOTOPBIN IBOTIOIMOHHBINA MyTh, U3YUYEHBI CI1a00.
4.2.3. Capsella bursa-pastoris — mooenvrwiii 06vexm 0is uzyuenus pannei 360a0YuUlU

[Mpunamiexarias k cemeiictBy Kpecrorsernsix Capsella bursa-pastoris (L.) Medik (mactyribst
CYMKa) — paclpoCTpaHEHHOE M0 BCEMY MHPY COPHOE pacTeHHe, UCTIONIB3YOIIeecs] B KaYeCTBE MOJICIN
JUIS M3YYCHHs paHHHMX MocieacTBuii monummonau3ammu (Han et al., 2015) u npyrux acmekToB
spostoru pactenuit (Hintz et al., 2006; Nutt et al., 2006). [Tpoucxoxaenue C. bursa-pastoris mgonroe
BpeMsi ocTaBajioch npeamerom auckyccuu (Slotte et al., 2006; St Onge et al., 2012), Ho mocnennue
uccienosanus ycraHoBwid, uto C. bursa-pastoris Bosnukia B pesynbTare ckpemuBanus C.

rubella/grandiflora u C. orientalis oxono 100 000-300 000 n.1. (Douglas et al., 2015). U13-3a kpaiineit
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OJIM30CTH TEHOMOB POJMTEIBCKMX BUIOB TOYHas cOopka mojHoro renoma C. bursa-pastoris Obuia
comnpskeHa ¢ OOJNBUIMMHU TPYAHOCTSAMH, OJHAKO IPUMEHEHHUE aHAIU3a CErPEerupyIOIIei MOMyJIsSIUd 1
TEHETHYECKOTO KapTHPOBaHHs IMO3BOJIMIIO TMOJYYHTh MOJHOreHOMHYyI0 cOopky C. bursa-pastoris c
paznenenuem ckaddosnoB Ha aBa cyorenoma (Kasianov et al., 2017).

[Torick reHOMHOTO JOMHUHHPOBAHHUS K HECUMMETPHUHOU SKCIPECCHH TOMEOJIOTHUYHBIX reHOB C.
bursa-pastoris npoBoamics HEOJAHOKPATHO, OJHAKO B PA3HBIX HCCICIOBAHUSX OBUIH IOJYYCHBI
POTHBOPEUYHMBBIC PE3YJIbTAThI: TIPU U3YUICHUH SKCIPECCHH B 3 1 IMHUHU MACTYIIbEH CYMKH CO BCETO MUpa
He ObLIO HAMIEHO MPEMMYIICCTBEHHOW IKCIPECCHH T'€HOB OJHOro u3 cyoreHomo (Douglas et al.,
2015), uro moxrBepawiioch s 25 nuuuii u3 Kuras (Huang et al., 2018), Torna xak Oosiee BhICOKast
sKkcmpeccus cyorenoma, npoucxoasiiero or C. rubella/grandiflora 6suta mokasana s pacTeHuii U3
Espornsr u bmkaero Bocroka (Kryvokhyzha et al., 2019). Crienyer oTMeTHTB, 4TO 3TH pabOThl ObLTH
IIPOBEJICHBI HA OJJHOM OpraHe pacTeHus (IUCThsX). TakuM 00pa3oM, HHTEpEC IPEACTaBISIET Kak ol1iee
u3ydeHue paszHooOpasus TpaHckpunrtoma C. bursa-pastoris B pasHbIX opraHax W TKaHSIX, TaKk M

BBISICHCHUS CTCIICHHU ACUMMETPHUU SKCIIPECCUN T'OMCOJIOTOB U3 ABYX CY6F6HOMOB.
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4.3. Pe3yabTaThl
4.3.1. Coop obpasyos, cekseHUuposare u nepsuyHas 0opabomrKa OaHHbIX

Bhicokas creneHp neTanm3andu atiaca skcnpeccuu reroB A. thaliana (I'maBa 1) mosBossier
MOJPOOHO HU3YYHUTh TPAHCKPUIIIMOHHYIO CXOXKECTh Pa3jMYHBIX OPTaHOB M YAaCTeH pacTeHHs H
UCIIOJIb30BaTh ATy MH(MOPMAIMIO NIPH TUIAHUPOBAHUU TPAHCKPHUIITOMHOW KapThl APYroro oowbekTa. B
paznene 1.4.1 MbI paccMaTpuBalId OCHOBHBIE Kjaael 00pasnoB amiaca A. thaliana (Pucynok 1.3); tak
Kak 00pa3lbl BHYTPHU Ka)I0H IPYMIbl CXOXKH MEXKIY COOOM, JIJIsl TPAaHCKPUIITOMHON KapThl MEHBIIIETO
pa3perieHus MOXKHO BBEIOPATh TOJIBKO OJVMH PEMPE3CHTATUBHBIN 00pasell. Mopdoaorundeckoe CX0ACTBO
A. thaliana u C. bursa-pastoris mo3BoJisieT 6€3 3aTpyAHEHHI BOCIIPOU3BOIUTH CTAUIO Pa3BUTHS OpraHa
WK YaCTH pacTeHus1, Ojaromaps yemy B OCHOBY atriaca skcmpeccuu renoB C. bursa-pastoris meriu
JIecsaTh HauOoliee TPAHCKPHUMIIMOHHO pa3iMyaronmxcs oOpa3loB: KOpPEHb, IIACTHHKA M KHIIKA
MOJIOJIOTO JIUCTA, allMKaJIbHAS MEPUCTEMA, OPTaHbl I[BETKA, CEMCHA Ha JIBYX CTAIUAX (Hajiee «OCHOBHAS
TPaHCKPUIITOMHAs KapTay, /Ul onucanust oopasuos cM. [Ipunoxxenune, Tabnuua 4.1). Takxe Hamu ObLIT
coOpaH JOMONHUTEIBHBIA HabOp 00pa3loB ceMsanoNiel OJHOIHEBHBIX MPOPOCTKOB, MOABEPTHYTHIX
xononoBomy Bozzeiictuio (+4°C) B Teuenuu 3, 15 u 27 yacoB, a Takyke COOTBETCTBYIOIINI KOHTPOJIb.
Bce o0pa3siibl ObuTH COOpaHbI B IByX OHOOTUYECKUX MOBTOPHOCTSX.

Beigenennas u3 obpasnos PHK Obuta micmonbs3oBana aiist mpurotosiieHus ouoimotek kJIHK,
cekBeHHpoBaHHbIX Ha Mmiargopme Illumina. Jlns kaxmoit mpoObl Obuto momydeHo 30-45 wmuH
OHOKOHIIEBBIX uTeHui anuuoi 108 m.H. I[IpoBepka cxokecTH OMOIOTHYECKUX MOBTOPHOCTEH C
MOMOIIIBIO0 KBagpaTta KoddduiueHnta koppensaiuu I[lupcoHa mnokazana WX MPUTOAHOCTH IS

nanpHelnIero anamm3a (> Bapeuposancs ot 0,91 10 0,99 co cpemanm 0,98, TTpunoxerne Tabnuma 4.1).
4.3.2. Obwue sxcnpeccuonnvie xapakmepucmuku mparckpunmoma C. bursa-pastoris

TpanckpunTOMHas KapTa MO3BOJISET MOJPOOHO OMHMCATh IKCIPECCUOHHBIE OCOOCHHOCTH BUA
(cm. T'maBy 1). C. bursa-pastoris — moaenbHbIH 00beKT paHHe# sBosronKK moaumionaos (Han et al.,
2015), mosTOoMy OCHOBHOE BHHMMAaHHE B Hamield padoTe yY/AEIEHO CPAaBHHUTEIBHOMY H3Y4CHHIO
OKCIPECCHH TOMEOJIOTUYHBIX T€HOB, MPUHAIISKAIINX K IByM cyOreHoMaMm — A (TIpOMCXOSIIEM OT
ponutensckoro Buma C. rubella/grandiflora) u B (C. orientalis) (Douglas et al., 2015). Cxaddosasi
CEKBEHHMPOBAHHOTO B Halllel tabopaTopuu renoma C. bursa-pastoris ObuTi OTHECEHBI K OTHOMY H3 IByX
CyOTeHOMOB, YTO MO3BOJIMIIO 0OHAPY)UTh 16 798 map romeosnornunsix reros (Kasianov et al., 2017).

Jlnst oOmielt oneHKH pa3HooOpasusi Tpanckpunrtoma C. bursa-pastoris Mel onpenenuim 4uciio
IKCIIPECCUPYIOIIUXCS TeHOB 0Oe3 pazaeneHuss Ha cyoreHombl. Bcero 15 036 (45%) renoB
IKCIIpeccupoBanuch Bo Beex oopasmax u 30 041 (89%) — xots 6wl B ofHOM 00pasiie. HanMeHnsblee uncio
sKcrpeccupyomuxcsi reHoB (18 772, 56%) HacuuThIBaJloCh B alMKalbHOM MepucTeMme molera, a

Hauboubmee (24 380, 73%) — B kopHe. Bo Bcex oOpasmax 4ucio TpaHCKpUOWPYIOIIMXCS TE€HOB U3



121

cyoreroMoB A u B Obi0 mpaktudecku onuHakoBbIM (9 386 romeonoroB A u 9 386 romeosnoros B
aKcTpeccupoBaiochk B obpasne AM, u 12 187 u 12 193 — B o6pasne kopHs). TpaHCKpHUITHl 000X
TOMEOJIOTHYHBIX TEHOB JIETCKTHPOBAJKNCH B KaXIOM U3 00pa3noB Oojee yeM B 95% ciyuaeB
(ITpunoxenue, Tadmuua 4.2). Ecnu paccMaTtpuBath cyOreHombl otaeibHo, 15 014 romeonoros A
HKCIPECCUPOBATIMCH XOTs ObI B 0THOM 00pasie, 7 529 — Bo Bcex oOpa3nax, a TpancKpuntsl 1 731 reHos,
NPUHAISKANINX K CyOreHoMy A, 00Hapy»x eHbl He ObutH. COOTBETCTBYIOIIHE 3HAUCHUS 115l CyOreHOMa

B cocraBunu 15 027 renoB (xots Obl B omHOM obpasme), 7 507 (Bo Bcex oOpaszmax) m 1 718 (He

AKCIIPECCUPOBAIHCH).
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Pucynoxk 4.1. PacnipesienneHrie TeHOB 110 YUCITy 00pa3l0B, B KOTOPBIX T'€H 3KCIIPECCUPYETCH.
I'omeosnoru u3 cyobrenomoB A u B nipuBeieHb! OTIEIBHO.

Jlns ommcaHus TPAaHCKPUIIIIMOHHOTO MAaTTepHa T€HOB MBI MOCUMTANIM YHUCIO 00pas3loB, B
KOTOPBIX OKCIIPECCUPYETCH I'CH. BonenmmucTBO reHoB OKCIPECCUPOBAIIMCH BO BCCX WM IMMOYTHU BO BCEX
(6onmpmie  11) oOpasmax (Pucynox 4.1). Eciam paccMarpuBaTth TOJIBKO OCHOBHYIO —YacTh
TpaHCKpunToMHOM KapThl (10 06pa3iioB), To pactpeaenenue coxpansiercs (IIpunoxenue, Pucynok 4.1).
BTopoii muk 006pa3yroT reHsl ¢ y3KUM MaTTePHOM SKCIPECCUU, TPAHCKPUIITHI KOTOPBIX ObUTH HaWICHBI
TOJIBKO B OJTHOM MJIH IBYX oOpasiiax (Pucynok 4.1). T'omeosnoru A u B 01uHaKOBO pacrpeaessuinch mo

qHCITy 00pa3iioB, B KOTOPBIX OHU KcIpeccupoBaiuch (PucyHok 4.1).
4.3.3. Ananusz ouggepenyuanvroi sxcnpeccuu

UroObl OLEHUTH TPAHCKPUIITOMHOE pa3HOOOpazue o00pas3loB, Mbl IPOAHATU3UPOBAIN
T epeHIMaIbHYI0 SKCIPECCHI0 MEXKIY BCEMHU IMapaMu 0Opas3loB OCHOBHOW TPaHCKPUITOMHOMN
kaptel. Yucio /IO reHoB BappupoBasiocs 0T 2 311 Mexay anuKaIbHONW MEPUCTEMON 1 YEPEIIKOM JINCTA

1o 18 272 mexny neuibHuKoM U kopHeM ([Ipunoxenue, Tabmuna 4.3).
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Jnst onucaHus NpoMiIs SKCHOPECCHM T'eHOB Mbl HocuuTanu J[D-3HaueHwe, oTpakaroliee
KOJIMYECTBO MapHBIX CpaBHEHUH, B KOTOPHIX reH Obu1 [ID (cm. T'maBy 1). ¥V 30 028 renos (89% ot Bcex
reHoB) J[9-3naueHue ObLI0 OOBIIIE HYJIS; MakKCUMabHOE [[D-3HaueHne coctaBmino 41 U3 BO3MOXKHBIX,
B COOTBETCTBHM C 4YUCIOM cpaBHeHuil, 45. Pacnpenenenue J[D9-3HaueHuil He pa3anyaoch MEXKIY
cyorenomamu A u B (Pucynok 4.2), omHako 4uciio map, B KOTOpbIX 00a romeosyora Obuid OO
oaHoBpeMeHHo [, mubo He /1D, Obuto Hu3kuM (679 map). OcHoBHas dacth (10 165 map) mokazana
COIJIaCOBaHHYIO JKcrpeccuto (T.e. oba romeosnora JID wiu He [ID) B OJHUX CpaBHEHHUAX, HO
HECOIJIACOBAaHHYO (T.€. TosIbKO romeosior A JI9 wiu Toapko romeosnor B J19) B npyrux (IIpunoxenue,
Tabmuna 4.4). Yucno map, KOTOpbIe MOKA3aJId TOJBKO HECOTVIACOBAHHYIO DKCIIPEcCHIO (T.e. BO BCEX
CpPaBHEHHUAX TOJBKO romeosnor A wmiu Toiibko B Obumm J19), Tak ke ObUTO O4YeHb HU3KUM (541 st
cyorenoma A u 551 - qs B). KBagpat xoppensinuu [Mupcona nis JI9-3Hauenuit romeosnoros A u B

coctasui 0,65.
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Pucynox  4.2. Pacnpemenenune  JID-3HaueHudt y  reHoB, au¢pdepeHIuanbsHo
AKCTIPECCUPYIONIUXCST XOTS ObI MEXKIy OJHOW mapoi oOpasmoB. ['omeonorn u3 cybrenomoB A u B
IIPUBENIEHBI OTAEIBHO.

B nononHuTensHOM Habope AaHHBIX 00pa3libl, MOABEPrHYTHIE BO3IEHCTBUIO X0J10/1a B TEUCHUU
3, 15 u 27 wacoB nipu +4°C, cpaBHUBAIMCH MEXTy COOO0M U C KOHTPOIBHBIM 00pa3iiom. Yucno /IO reros
Jexano B nuamnasoHe ot 3 270 mexay 3 yacaMu ¥ KOHTposieM 10 8 790 Mexay 27 yacaMu U KOHTPOJIEM.
Oo011ee YKCII0 TeHOB, HIKCIPECCHs KOTOPBIX U3MEHSIIACh B OTBET HA HU3KOTEMIIEpaTypHOE BO3/IeicTBHE
XOTsI OB B OJTHOM M3 CpaBHEHUM, cocTaBuio 14 596 (7 285 w3 HUX mpuHAIeKaIU K cyoreHomy A u 7
311 — x cybrenomy B). V C. bursa-pastoris u A. thaliana uaaynupoBaHHBIE CTPECCOM H3MEHEHUS

MpoOACMOHCTPHUPOBAIA 0oJIbIIOE cxoncTBO. Peakiys Ha IOHMKEHUE TCMIICPATYPhI XOPOIIIO U3YyUCHA Y
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A. thaliana (cm. I'maBy 3); ¢ HOMOIIBIO HM3YYEHUsS Pa3BUTHs XOJIOJOBOHW aKKIMMATU3alHUA Y
TPaHCTEHHBIX PACTCHUH ObUT HICHTU(HUIIMPOBAH OCHOBHON HAOOP I'€HOB, aKTUBUPYIOIIUXCS B OTBET Ha
crpecc (reust COR, (Park et al., 2015). 792 u3 1 322 renos COR A. thaliana umesnu mapy opTosnoros B
rernome C. bursa-pastoris, u sxcrnpeccus O0JbIIMHCTBA U3 HUX (652 romeosioros A, 660 romeosioros B)

M3MEHSIACh B OTBET HA XOJIOJI0OBOE BO3JICHCTBHE.
4.3.4. Ananuz oughghepenyuanvbroll SIKCNPeccuu 20Meol0SUYHbIX 2eHO8

B nenom, npodunm skcrpeccuy TOMEOJOTHYHBIX TE€HOB ObLTH CXOKH MEXKIY COOOM: B pa3HbIX
06pasmax > MexIy YpOBHAMH SKCIIPECCHH ToMeonoroB A u B Bapsupopaics or 0,8 B anuKanbHOI
mepucteme 10 0,9 B mnactunke nucra (IIpunoxenue, Tabnuna 4.5). s noucka pa3nuuuii B ypOBHAX
TPAHCKPHUIILIUKA TOMEOJIOTOB Mbl MPOAaHATU3UPOBATIN AU(PHEpEHINATbHYI0 SKCIPECCUI0 BHYTPH Map
TOMEOJIOTOB: B KaXJOM oOpaslie JKCIpeccus romeosnora B cpaBHMBamach ¢ romeosioroM A u

OTOMpATUCH TapPbl, IKCIIPECCUS B KOTOPHIX 3HAYUMO paszyinyaiach (nanee JI1DAB napsi).

Ta6auna 4.1. Yucno IDAB map B kaxmom o0pasiie.

O6pasen YpoBeHb dKcnpeccuu romeosiora B Bcero
CHI)KEH TIOBBILICH JADAB nap

Mepucrema 206 212 418
Uepemnok aucra 924 831 1755
[Inactunka nmucra 810 748 1558
CemeHa 226 193 419
YammemcTuku 1477 1403 2880
JlenecTku 1383 1285 2668
[pIIEHUKH 1418 1405 2823
CeMsAmouku 1062 1019 2081
Cyxue cemeHna 680 620 1300
Kopenb 745 715 1460

Uucno JIDAB map 3ameTHO pa3iandanock Mexay oopasuamu: oT 418 B 3penbix cemenax (SD) o
2 880 B wamenucrukax (SP, Tabnuua 4.1). Ananoruuno J19-3nauenuto (pasznen 4.3.3), Mbl BHIYMCITUIN
JADAB-3Hauenue U1l KaxJ0W mapbl TOMEOJIOroB, B OCHOBHOM TpaHCKpUNTOMHOM Kapte 7 376 map
romeosioroB (44% ot ob1ero yucna nap) os1a JI9 xots Ob1 B ogHOM 00pasiie (To ects umenu JI13AB-
3HA4YCHHE OJMH U 0oJiblie). DKCIpeccus: OOJIBIIMHCTBA TOMEOJIOTOB U3MEHSIACh OJJHOHAIPABICHHO: B
3 274 mapax romeosior B ObUT MOHMKEH MO CpaBHEHHIO ¢ A XOTs ObI B ogHOM oOpasie, B 3 235 —
noBsItieH. Toapko 867 map roMeosIoroB MoKa3aiy pa3HOe HApaBIeHUE U3MEHEHHS DKCIIPECCHU B IBYX
u Oonee oOpaslax; Takwe mapbl ObUIM OOOTAIIEHBI KaTeropusMu «UuToXpoM P450%», «cBs3bIBaHHE
kuciopoaa» u «rem» (Pucynok 4.3, Ipunoxenue, Tabmuia 4.6). Pacnpenenenue 1IAB-3nauenuii He
pa3uyaioch JUIS Tap, B KOTOPBIX SKCIpPEcCHs romeojiora B Oblla MOHMKEHA WM TIOBBIIICHA

(ITpunoxenue, Pucynok 4.2).
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Pucynok 4.3. Koppemsiuus 5KCOpecCHH TOMEOJIOTHYHBIX TeHOB. L[BeTomM oTMeueHo
HaIpaBlieHUE U3MEHEHHs SKCIIPECCHH MIPU CpaBHEHUU romeosora B u romeonora A: cunuii, Down —
roMeoJIor B nMeeT CHIKEHHYI0 SKCITPECCHUIO IO CPAaBHEHUIO C TOMEOJIOTOM A XOTst ObI B 0THOM 00pasiie
U HUTJE HEe UMEEeT MOBBIIICHHON; MakeHTa, UP — romeosnor B uMeeT MoBbIIIEHHYIO SKCIPECCHIO 110
CPaBHEHHIO C TOMEOJIOTOM A XOTs ObI B OJJHOM 00pas3Iie U HUT/IC HE MMEET MMOHMKCHHOM; 3eJIeHbIi, MiX
— roMeoJior B nMeeT MOBBIMIEHHYIO SKCIPECCHIO IO CPABHEHHUIO C TOMEOJIOroM A XOTs Obl B OJJHOM
oOpa3lie M TOHMXKEHHYI0O XoTsd Obl B ofgHOM oOpasue; cepbiii, NDE — romeomoru B u A He
TuQdepeHIMaIbHO SKCIPECCUPYIOTCS HU B OJJTHOM 00pasle.

Cpenu renos, nuddepeHInantbHO IKCIIPECCUPYIOIINXCS B OTBET HA XOJIOJI0BOE Bo3elicTBue (14
596 renos, cM. pazaen 4.3.3), 3 883 romeonoros A u 3 855 romeonoros B Bxoaunu B mapsl, JI9AB xots
OblI B 0;THOM U3 00pa3ioB. Pacnipenenenue /I AB-3naueHuii 17151 TAKUX TE€HOB HE OTIMYAIOCH OT OOIIETO

JUIST BCEX Tap.
4.3.5. Uzyuenue npomomopusix obracmeti 20MeOJ02UYHbIX 2EHO8

Jlns  BBISICHEHUS TPUYMHBI BO3HUKHOBEHMS UG (EpeHIMaTbHON HIKCHOPECCHH  MEeXIy
TOMEOJIOTUYHBIMH Te€HaMu coBMecTHO ¢ KymakoBckum M.B. MBI npoBenn aHamm3 HpOMOTOPHBIX
oOnacrteil TomeosioroB. B ka0l mape romMeosoroB MpoMOTOpHBIE y4acTKH (onpeaeneHHble kak 500
I.H. IO CTapTa TPAHCKPHITIINHU T€HA) MOTYT OJJTHOBPEMEHHO UMETh (MJIM OJTHOBPEMEHHO HE MMETh) CalT
MOCAJKHU OIpPENEICHHOr0 TPaHCKpUIIMOHHOTO (akTopa. Takas cuTyauus najee Ha3blBajlach HaMU
«cummMmeTpus». B mpoTHBHOM ciyyae calTOM TOCaJAKM MOXeT 005ajaTh TOJbKO OJUH U3

TOMCOJIOTUYHBIX I'CHOB, YTO NPUBOAUT K «ACUMMCTPUN» I10 STOMY caﬁTy. CJ'IC,[[yeT npeanojaraTrsb, 4To
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K TIOSIBJICHUIO T epeHITnanIbHON SKCIIPECCHH MEK Ty TOMEOJIOTaMU MMPUBOIUT CUTYAIIHsI ACUMMETPUHU
M0 CalTy CBSI3bIBAHMUS.

brarogapsi HaJqM4YMIO CEKBEHHUPOBAHHBIX TCHOMOB poauTenbckux BumoB — C. rubella wu
C. orientalis, MbI paccmarTpuBajd HTPOMOTOPHBIE OOJACTH TAp TOMEOJOrOB M KX OPTOJOrOB B
poAUTENBCKUX BUIax. Kak cuMMeTpus, Tak 1 aCUMMETPUS B callTax CBA3bIBaHUS T® MOryT BOZHUKATh
KaKk B pe3yJbTaTe BO3HMKHOBEHHS caiiTa cBs3biBaHus B cyorenome A wiu B C. bursa-pastoris mo
CPaBHEHHMIO C MPEIKOBBIM BHJIOM, TaK U B pe3yJibTaTe UCUe3HOBEHUS. J1Ji KaK0ro caifTa CBA3bIBAHUS
T® (ormensHO IS CIIydaeB BO3HUKHOBEHUS W YTpaThl) C TOMOIIpI0 Tecta Dumiepa Obuia
MIPOAHAIM3UPOBAHA YETHIPEXIONbHAs Tabnuma: yucio [I9AB romMeosoruuHbeIX nap ¢ aCUMMETpHUEH 1o
3TOMY caiTy, unciio JJ9AB roMeosornunsix nap ¢ CHMMETpHEH, 4nciio He-J {9 AB roMeosiornyHbIX nap
C aCUMMETpUEH 0 3TOMY caifTy, uncio He-JIDAB romeonoruunsix nap ¢ cummerpueii. [lo pezynbraram
tecta Puniepa OblUIN HaliIeHbI cailThl cBs3bIBaHUs TP, 3HaunMO yaile BcTpevaromuecs B JI9AB napax
B Cllydae aCHMMETPHH: B TpaHcKpuntomHoi kapte — 02, TGALA, TCP16(1), PIF3(1), PIF3(2), TGAL,
BZIP910(2), TGA2(2); B Habope 00pasIoB, MOABEPrHYTHIX CTpaccoBoMy Bo3aeicTBuio — CBF1-3,
AT1G12630, MYB30, MYB73, AT1G72740. CaenyeT OTMETUTH, YTO HaWOOMBIIHIA BKIAJ B pa3HUILY
Mexay JA2AB u He-JIDAB romMeonornyHbIMM I€HaMu BHOCWUJIM CaWThl CBSI3bIBAaHUS, BO3HUKILIHUE B

IMPOMOTOPE OAHOI'0 U3 TOMCOJIOI'OB IO CPABHCHUIO C POAUTCILCKUMHA BUIAMU.
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4.4. ObcyxneHue
4.4.1. Coop obpasyos, cekseHUpoBarue u nepsuyHas 0opabomrka OaHHbIX

OnHa W3 BaXHBIX 3a/a4 SBOJIOIMOHHON OHOJIOTMM — HM3YYCHHE COXPAaHEHHS W W3MCHCHHS
(YHKIMH OpPTOJIOTHYHBIX T€HOB Yy pa3HBIX BUAOB. Y DPACTCHUH MHOTOYHUCIICHHBIE MOJHOTCHOMHBIC
OYTUTMKALMK  CO3Jal0T OOJIbIIME TPYIIBl OPTOJIOTUYHBIX TE€HOB; B 3TOM cliyyae WHGpOpMalMUU O
KOHCEPBAaTHMBHOCTH HYKJICOTHIHBIX IIOCIEIOBATEILHOCTEH HENOCTAaTOYHO JUISI  WCCIICAOBAHUS
spomorun pyrkuu (Penin et al., 2019). Hanpumep, mpu COOTBETCTBHH OJHOMY I'€HY IEPBOIO BHa
HECKOJIbKUX I'€HOB BO BTOPOM, (DYHKIIMSI MOKET COXPAHATHCS TOJIBKO Y OJTHOTO M3 OPTOJIOTOB, TOT /1A KaK
OCTaJIbHBIE MOTYT YTPATUTh €€ WK MPeTepreTh HeO()yHKIIMOHATN3AIHIO.

KocBeHHBIM yKa3aHHEM Ha COXpaHEHHE OMOJIOTUYECKON (PYHKIIUM MOKET CITYKHTh COBIAJICHUE
naTTepHa JKCIPECCHU OPTOJIOTMYHBIX TEHOB y JBYX BHIOB. HamOoiee NOIHBIM OTOOpaKCHHUEM
TPaHCKPHUIIIIMOHHOTO PO UJIsi TeHa B HACTOSIIEE BPEeMsl ClTy)Kat TpaHcKpunTomHbie kapTsl (Stelpflug
et al., 2016). CpaBHeHHEe TOAPOOHBIX aTIACOB IKCIPECCHUHM IMOMOTACT MOIYYUTh HHPOPMAIHIO O
(YHKIIMOHAJIBLHON JUBEPreHIMU, JaXe €CIH CPaBHEHUS HYKICOTHIHBIX IOCIEIOBATEIBHOCTEH HE
XBaTaeT Ul paspenienus 3toro Bonpoca (Penin et al., 2019).

AJITOTIONIMTUIONTHBIC BUJIBI OCOOCHHO MHTEPECHBI TEM, YTO B HUX COBMECTHO (DYHKIIMOHUPYIOT
JIBa TEHOMa, paHee HE3aBUCHMO CYIIECTBOBABIIMX B JIByX BHJaX. | OMEOJIOTWYHBIE T€HBI M3 Pa3HBIX
CyOT€HOMOB y POJIUTEIBCKUX BHJIOB BBIIIOJIHSIIN OJTHY U TY K€ (DYHKIIHIO, U TIOCTIE TTOJUTLION N3N
BO3HHUKACT (PYHKIIMOHAIbHAS N30BITOYHOCTD, CO BPDEMEHEM Beylas K cy0- U Heo(yHKIIMOHATU3AIHH.
au0o0 yTpaTe OJHOTO M3 TOMEOJIOTOB. Y MOJIOABIX AJJIONOJUIUIONOB, MPOU3OLIEAIINX OT ONM3KHX
BUJIOB, Takux kak C. bursa-pastoris, ¢ moMoIpio TpaHCKPUIITOMHBIX JaHHBIX MOKHO OLICHHTh CTETICHb
(YHKIMOHATHLHON TUBEPTEHIINN TOMEOJIOTOB.

Mopdonoruueckoe cXoAcTBO U coxpaHeHue 6ombioro uncna (13 123) opTOoIOrHYHBIX T€HOB
(Kasianov et al., 2017) C. bursa-pastoris u A. thaliana mo3ssossier cobpats 06pasiier C. bursa-pastoris,
OPHEHTHPYSCh Ha TpaHCKpUNTOMHYI0 Kapty A. thaliana, Gmaromaps demy Ham yaajoch MOJy4YHTh
Hanboee pa3sHOOOPA3HEIE TPAHCKPHIIIMOHHEIE MTPO(GIIN: MAKCUMATBHBINA 12 MEXTy 00pa3naMu ObLI

0,67 (ITpunosxenue, Tabnura 4.1).
4.4.2. Omcymcmeue omauyuti medxicoy cybeeHoMamu no 00uumM 9KCNpeccuOHHbIM XapaKmepucmurkam

OO0r1ue TpaHCKPUNTOMHbBIE XapakTepucTuku C. bursa-pastoris He OTIMYAINCH OT APYTHUX BHJIOB,
JUIS KOTOPBIX OBUIM CO3/IaHBI aTiiachl dKCIpeccuH TeHOB (moapoOHee cMm. pasnmen 1.2.6). Bo Bcex
o0pa3max sKchpeccHpoBaiochk 45% TeHOB Kak B IEJIOM, TaK M OTAEIbHO IO CyOreHomam, 4To
MOJTHOCTBHIO COOTBETCTBYET 3HAUEHUSIM y APYTHX BUIOB (42-50%). Tpanckpuntsl 89% reHOB B LIEIOM
Y TOMEOJIOTOB B OTJEIBHOCTH OBLIM HaliIeHbI XOTS OBl B OJTHOM 0Opaslie, YTO HEHaMHOTO MPEBbIIIAET

TUTIMYHBIN JIJIs pacTeHud auana3oH B 75-85%. Takum oOpazoM, HaMu HE OblIa OOHApY’KEeHa pa3HUIIA
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Mexay cyOreHomamu A U B HM mo oOImIMM SKCIPECCHOHHBIM XapaKTEPUCTHKAM, HU IO YUCIY
TOMEOJIOTOB JIBYX CyOr€HOMOB, 3KCIIPECCUPYIOLIMXCS B Kax10M U3 o0pasuos (IIpmioxxenue, Tabmauna
4.2).

[TarTepH sKkcmpeccuu TeHa ObLI ONUCAH HAMM HauOOJIee MPOCTBHIM CIIOCOOOM uepe3 YHCIIO0
00pa31oB, B KOTOpBIX 3Kcipeccupyercs red (Pucynok 4.1). Kak u aig TpaHCKpUNITOMHONW KapThl A.
thaliana, comepxareii cymiecTBeHHO OoJblIe MPoO, pacHpenelieHne KCIPECCHPYIOIIUXCS TCHOB 10
yucay oOpa3loB o0dajalo JIByMsl NMHUKaMU - HauOONbLIMM oxBareiBal 64% reHOB, oOsafarolmux
IMIUPOKUM TAaTTEPHOM OJKCHpeccuu, a BTopod mHK (14% reHOB) oTpakan TKaHecTIeUU(UUIECKYIO
skcrpeccuio. Pacnpenenenue romeosnoros u3 cyoreHoMoB A u B no uncity o6pasios, B KOTOPBIX OHH
9KCIPECCUPOBAIIUCH, IOJHOCTHIO COBIAJNAN0, COOTBETCTBEHHO, MAacCOBOI'O HM3MEHEHHs MaTTepHa

9KCIPECCHH FOMEOJOTHYHBIX TEHOB HAMIEHO HE OBLIO.
4.4.3. Paznuuus 80 eknade 8 OughghepenyuanbHyro s3KCnpeccuro 08yx cyoeenomos

O6miee  pa3HOOOpa3ue  TPAHCKPUNTOMA MOXKHO  OILICHHTh C  IOMOIIBIO  aHajIu3a
muddepeHIMaTBEHOM SKCIIPECCUH MEX 1y BCeMU mapamu o0pasios (pazzaen 1.4.4). Mbr o6Hapy:xumnu 30
028 renos, /1D xoTs Obl B OHOM U3 45 CpaBHEHHUH, YTO MOATBEPKAACT 3HAUUTEIILHOE pa3HOOOpa3ue
coOpaHHBIX HaMu 00pa3noB. Mexay cyOreHomamu A u B He ObUIO HalAGHO pa3HUIBI I10
pactipenenenuto J[3-3nauenus (Pucynok 4.2), To eCTh CTeneHb BKJIaJa CyOreHOMOB B pazHooOpasue
TpPaHCKpHUIITOMa OJWHaKoBa. OHAKO €CIIM pacCMaTPHUBATh OT/EIBHBIE TOMEOJIOTHYHBIC TAphl, TO BO
MHOTHX U3 HUX 3KCIIpECCUsi ToMeoJioroB A u B Bena cebst mo-pasHOMY B pa3HBIX CpaBHEHHSIX, HHOTIA
U3MEHSSICh OJJHOBPEMEHHO, HHOT/Ia TOJILKO y OJTHOI'O TOMEOJIOTa, U JI0JIA Map, MOKa3aBIIUX MOJTHOCTHIO
COTJIACOBAHHYIO DKCITPECCHIo, Oblia oueHb Hu3ka (IIpunoxenne, Tabmuna 4.4).

Kak oOmiee paccmMoTpeHHe pa3HOOOpasusi JKCIPECCHH, TaK W OTACIbHBIN aHalIW3 TeHOB,
YYacTBYIOIIMX B Pa3BUTHH XOJOJOBOW pEakIUH, MOKa3al OTCYTCTBUE CaWIEHCHHTa OJIHOTO W3
CyOreHOMOB WJIM JAPYTUX HApYUICHUH MaTTEPHOB IKCIPECCUU (TaK Ha3bIBAEMOTO «TPAHCKPUIITOMHOTO
oKay). JTo HAOMIOJEHHE COorjacyercss ¢ MpeAblAyluMH paboTaMu, TMOKa3aBIIMMU, YTO
TPAHCKPHUIITOMHBIN IIOK BO3HUKAET HEMEJICHHO TIOCJIe THOPUAM3AINHN U OBICTPO CTAOWIH3UPYETCS B
nocieayromux nokonenusx (Hegarty et al., 2006; Zhang et al., 2016a, 2016b). HecmMoTpst Ha BBICOKYIO
(0,8-0,9) KoppensIHIO YPOBHEH OSKCIPECCHMH TOMEOJOrOB, MbI OOHAPYKUIM OKOJIO THICSUYH
TOMEOJIOTHYHBIX TIap, 00JIAJAr0NINX Pa3HBIMH IMATTEPHAMH SKCIPECCHH. ITO HECOOTBETCTBUE MOXKET
00BSICHATHCS ABYMs crtocobamu. Bo-mepBoix, Tak kak C. bursa-pastoris sinsercst rTuOpuaoM MExKIy
pa3HbIMH, XOTS U ONU3KOPOJCTBEHHBIMU, BUIAMH, YPOBEHb W TATTEPH JKCIPECCHU HEKOTOPHIX
TOMEOJIOTHYHBIX T€HOB MOKET OBITh HAacleIMeM ITUIUTONAHBIX TpeakoB (Buggs et al., 2014). B npyrom

cirydae Ha6m0)1aeMaﬂ pasHulia B 3KCIIPECCHU I'OMEOJIOTOB MOXKET OBITh PE3YIbTAaTOM PACXOXICHHUA B
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ux perymauud. B oboux ciydasx, 3TH TeHBl OCOOCHHO MWHTEPECHBI IS HCCIIEIOBAaHUS

(YHKIIMOHAIBHOTO PACXOXKICHUS MEXy cyoreHomamu A u B.
4.4.4, Paznuuus 6 nammepHax d9KCNpeccuu 20Meon02UdHbIX 2eHO8

Jnist manbHEeWIIero u3y4eHusl pa3iuduil B SKCIPECCUU MBI paccMoTpenu auddepeHnnanbHyo
AKCIIPECCHUIO BHYTpPHU Iap romeosoroB. HecMoTps Ha cxokee 4MCIO 3KCIPECCUPYIOLIUXCS T'€HOB B
pasHbIxX oOpasiax, opranbl C. bursa-pastoris xapakTepu3oBaiCh OTIHYAONIIMMCS O0Jiee YeM B IIECTh
pa3 unciom JIDAB map (Tabauna 4.1). KomruectBo romeonoroB B, akcrpeccusi KOTOPBIX Bo3pacTalia
WIN CHUXKAJIAch 10 CPABHEHUIO C TOMEOJIOTOM A, OBIIIO OMHAKOBBIM KaK B KaXJIOM 00paslie, TaK U B
uenom (Pucynok 4.3), u pacnpenenenue ux JI9AB-3nHauenuil Takke He ommuanoch ([Ipunoxenue,
Pucynok 4.2). Takum 00pa3oM, Mbl [MOKa3ajlu OTCYTCTBHE ACHMMETPHUYHOTO CAlJIEHCUHIa OJHOTO U3
cyorenomoB. Kpome Toro, orcyrctBue obGoramenus J[DAB map kareropusmu ['O ykaspiBaeT Ha
HecTienu(UIecKoe CHIKCHHE HKCIPECCHH TeHOB 000MX CyOreHOMOB, HE CBSI3aHHOE C IICIIBIMHU
PETYJIATOPHBIMHU MM METa0OTNIECKUMU Ty TSIMH.

I'enbl, yyacTByIOIME B PETyJSALUU XOJOJOBOW aKKIMMAaTU3alUU, N0 pacnpenenenuto [DAB-
3HAYEHUI HE OTIMYAIHUCh OT BCEX T'€HOB, MOKa3bIBas, OTCYTCTBUE Ooyiee OBICTPOTO PacxXOKIEHUs
NaTTEPHOB SKCIPECCHH. DTOT Pe3ylbTaT OTJIMYACTCS OT BHIBOJOB MPEIBIAYIIMX HCCIEIOBaHU, B
KOTOPBIX AuddepeHnnanbaas IKCIPEccus MEXy TOMEOJIOraMu Jarie Oblia CBOMCTBEHHA CTPECCOBBIM
renam (Zhang et al., 2016a, 2016b); mo-BHAUMOMY, NPEUMYIICCTBEHHOE PACXOXKICHHE
TPAHCKPUIILIMOHHBIX MATTEPHOB T'€HOB, PETYIUPYIOIIUX OTBET HAa CTPECC, HE YHHUBEPCAIBbHO Cpelau
MOJIUIUIOUHBIX BUJIOB.

Cpemn Bcex JIDAB map mpeoOnagaid CHUTyallud, KOTJa TOJIBKO OJWH TOMEOJIOT
HKCTIPECCUPOBANICS WU UMEJT 3HAYUTEIHHO 00JIee BRICOKYIO dKCIIpeccHio. Tak Kak HaMu ObUTH COOpaHbI
Ype3BbIUAiHO pa3HOOOpa3Hble OpraHbl M YacTH PACTEHMsI, OTCYTCTBUE JETEKTUPYEMOIl 3KcIpeccuu
OJTHOTO W3 TOMEOJIOTOB SIBJISI€TCSI CUJIBHBIM YKa3aHHEM Ha moTepro ¢yHkuuu. Hampumep, ypoBeHb
skcnpeccuu romeosiora A reda FLC (ogHOro M3 KIIFOUEBBIX PErysIsATOPOB Mepexojia K IBETeHH0 y A.
thaliana, cm. I'maBy 2) 3Ha4MMO CHMKEH BO BCeX 0Opasiiax Mo cpaBHEHHIO ¢ roMmeosiorom B. B Goree
PEIKUX CIIy4asx TPAHCKPHUNTHI 000MX rOMEOJIOrOB 0OOHAPYKUBAINUCh B Pa3HOM KOJIMUYECTBE B Pa3HBIX
OpraHax, 4To MOKeT FOBOPUTH O CyO(YHKIMOHATIM3AIMN WIN HEO(DYHKIIMOHATIU3ALHH.

CoBmectHo ¢ KynakoBckum W.B. Hamu ObLIO MOKa3aHO, YTO ACHUMMETPHSI SKCIPECCHU
O0OBSCHSIETCS pa3HUIICH B PETYIIATOPHBIX o0nacTax JIDAB nap, mpuueM 3Ty pa3iuuus He yHACIEOBAHBI
OT TIPEIKOBBIX BUJIOB, @ BOSHUKIIM B XOJIe COBMECTHOM IBOMIOLUH IBYX cyoreHomoB C. bursa-pastoris.
B mpomoTtopax romeonoros, nud¢epeHnuanbHO 0TBEYAIONIMX Ha XO0JI0J0BOM cTpecc, ObLIM HaiiieHbI

M3MEHEeHUs B cailitax cBa3biBanus T® cemeiictBa CBF, 4To oTpa)kaer BKIIIOUEHUE TOJIBKO OJHOTO W3
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TOMCOJIOTOB B PCTYJATOPHYIO CEThb OTBCTA Ha CTPECC; KpPpOME TOTO, H3.6JIIOI[3.JII/ICI> CYHICCTBCHHBIC

U3MEHECHHS B PETYJISIIUY 3aBUCMOTO OT CBETA PAa3BUTHUS PACTCHUS.
4.4.5. Unmezpayuss mpanckpunmommusix 0anuwix 6 oasy TravVA

Opranu3anus SKCHPECCHOHHBIX JTaHHBIX B JOCTYIIHOM Ui I[oJb3oBarenel (dopmare
Ype3BbIUAHO BaKHA JUISI UX IMOBTOPHOTO HCIOJb30BaHMS. THIIBI TPAaHCKPUIITOMHBIX 0a3 MaHHBIX
obcyxmatorcst B pasgene 1.2.11, a omucanue co3manHoi Hamu 0as3el Transcriptome Variation and
Analysis (TraVA), npeacTaBisionieii pe3yabTaThl aHadW3a TpaHCKpHITOMHONW KapTel A. thaliana
npusezieHo B pasnene 1.4.8. K momenty myOnukanuu Hamield pabOThl YHCIO HIMPOKOMACIITaOHBIX
IKCIPECCHOHHBIX 3KcrepuMenToB it C. bursa-pastoris 6si10 kpaitne orpanuucHubiM (Slotte et al.,
2007; Douglas et al., 2015; Kryvokhyzha et al., 2016), 1 5Ti naHHbIE HE OBUIM OPraHU30BaHBI B Y0OHOM
JUIS IOBTOPHOTO aHalin3a opmare.

MpbI HHTETPUPOBAITH Pe3y/IbTaThl aHau3a sKkcipeccuu C. bursa-pastoris B 6a3y ganusix TraVA,

KOTOpas JjocTynHa 1o axapecy http://travadb.org/browse/Species=Cbp. 3Ortor pasmen 06a3bl
OPMEHTHUPOBaH B IMEPBYIO odepeab Ha aHamu3 Au(QGEpeHIMAIBHON  OKCIPECCHH  MEXKIY
rOMEOJIOTMYHBIMU TEHAMH B TIpEJIeiax Kaxk0ro U3 00pasiioB U JEMOHCTPUPYET YPOBHH TPAHCKPHUIILIUH
map romeoyioroB B 14 ofpasmax, a TakKe ypOBEHb HM3MEHEHHs HMX OKCIPECCHH, €CJIM 3Ta Iapa

QG epeHIaIbHO SKCIIPECCUPYETCS.


http://travadb.org/browse/Species=Cbp
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4.5. 3aki0uenne

DBOJIONHMS [BETKOBBIX PACTEHWH TECHO CBSI3aHa C MHOTOYHMCICHHBIMH IIOJHOTCHOMHBIMHU
JOYTUIMKAIMSAMHU. AHAM3 HBIHE CYIICCTBYIOIIMX MOJMIUIOMIOB MOXET MPOJHUTH CBET Ha IPOIECCHI,
HPOMCXOIMBIIINE HA MPOTSHKEHUH MocieqHUX 140 MUJUTMOHOB JieT. [ u3yueHus paHHUX MTOCIICICTBUI
HOJIMIUIONTU3ALUH XOPOLIeH MOJICNBIO CIYXKUT eCTeCTBeHHbIH amwiorterpamwionn C. bursa-pastoris,
oOyiaarommas psiioM JOCTOMHCTB, TaKMX, KaK HEOOJIBIION T'€HOM, KOTOpPBIH OBII CEKBEHHPOBAH C
paszielieHreM Ha CyOreHOMBI, COXpaHeHHE OOJIBIIOTO YKCIIA Map TOMEOJIOTHYHBIX TE€HOB U OJIM30CTh K
HaunOoJIee HCClleIOBAHHOMY MOJIeTIbHOMY pactenuto A. thaliana.

B nameii paGore MBI M3y4aad acHMMETPHUIO SKCIPECCHU T'eHOB, NMPUHAICKAIMUX K IBYM
cyorenomam A u B C. bursa-pastoris. C nmomoipio co3iaHusi ¥ aHajau3a TPAHCKPUIITOMHOM KapThl,
BKJIFOUABILECH JIECATh OOpa3loB pa3JIMYHBIX OPraHOB M 4YacTe pPacTeHUsl W dYeThipe o00pasia,
HOJIBEPTHYTBHIX XOJIOJJOBOMY CTpPECCy, Mbl OOHApYXWJIH OTCYTCTBHE TJIO0AJbHOW acCHMMETPUHU
9KCIPECCUH IBYX CyOEreHOMOB U CIIEHH(PHUYECKOTO CaiJICHCHHTa OJHOTO U3 HUX. B Toxe Bpems ObLIo
OOHapy)KEHO 3HAYMTEIBHOE YHCIO TOMEOJIOTHYHBIX Map, TEeHbl KOTOPBIX JIu(PepeHINnATBEHO
AKCHPECCUPYIOTCS XOTsI ObI B OJJHOM 00pasiie, MPH TOM YHCIIO Tap, B KOTOPBIX SKCIPECCHs TOMEOoJIora
B ObL1a CHU)KEHA MITH TTOBBIIICHA 110 CPABHEHUIO C TOMEOJIOTOM A, ObIJIO 0OTMHAKOBBIM. Takum 00pa3om,
Mbl HaOJt0JjaeM CyO(YHKIIMOHAIM3AIMIO U yTPaTy (YHKIHUU TOMEOJIOTOB, MPOMCXOMASIINE PABHBIM
00pa3oM B 000UX cyOreHOMax.

Pe3ynbTaThl TPaHCKPUNITOMHOTO aHaJIM3a OBLIM JOOABJICHBI B CO3JAaHHYIO HaMH 0a3y JaHHBIX
Transcriptome Variation and Analysis (TraVA), mno3Bossiiomell BU3yalu3HUpoOBaTh YPOBEHb

TPAHCKPUIILIUK TOMEOJIOTUYHBIX T€HOB U UX AU PepeHInanbHYI0 SIKCIIPECCHIO.
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MATEPHUAJIBI U METO/bI
1. IMosryyenune romo3uroTHbIx pacrennii A. thaliana

Onno pacrenue A. thaliana awamu Col-0 (CS70000) BeIpamuBaguch B yCIOBHSX,
HPEIOTBPANIAIONIAX MepeonbuicHre. [1ociie CaMOONBUICHUSI OJHO CeMsi ObUIO BBICR)KEHO, U HOBOE
pacteHre ObLTO BBIPAIIICHO B TAKUX JKE YCIOBUSIX, TIOCIIC YET0 3Ta Mpolieaypa Obliia MOBTOPEHA TPH pa3a

JJIA YBCJIIMYCHHA TOMO3HUTI'OTHOCTH JIMHUU.
2. BeipamuBanue pacrenuii A. thaliana u C. bursa-pastoris

CemeHa ObUTM BBICA)KEHBI HAa CMECh BEPMHUKYJHTa M IOYBBl B COOTHOIIeHMH 1:1 W uis
CHHXPOHU3AIIMM BCXOKECTU NATh JHEW BbyiepxkuBaiuch npu +4°C. PacteHus, B AajibHeiIem
nojJBepraeMbie cTpeccoBbiM BozaeiicTBusM (I'maBa 1, 3 m 4), He 00pabaThIBAIMCh MOHMKEHHON
temmeparypoil. Jlanee pactenust Obuld nepeHeceHsl B kiumaTtnueckyo kamepy POL-EKO Aparatura
(Poland) u BeIpamnuBaIuCh B HEH IIPHU CBETOBOM IKKJIE 16 yacoB cBeta U 8 4acoB TeMHOTHI, 22 °C u
50% OTHOCHTEIILHOM BIaXHOCTH. B KauecTBe MCTOYHMKA OCBEIICHHS MCIOIb30BaUCH Jamiibl Philips

Master TL5 HO 54 W/840; paccrosiHre OT pPO3E€TOK PacTEHHI 0 JIaMIT COCTABIISIO 27 CM.
3. Coop oopasuos A. thaliana u C. bursa-pastoris

Omnucanue 00pas3IoB NPUBEICHO B COOTBETCTBYIONIMX TAOIHMIIaX KaXIOW U3 TJIaB; BCe 00pa3Iibl
COOMPAJKCH C TIOMOIIBIO PYYHOH MUKPOIUCCEKIIUH UTTIAMHA OT MEIUIIMHCKUX MIIPHUIIOB. Bee 00pa3iist
ObUTH cOOpaHbI B IByX OMOJIOTHYECKUX TTOBTOPHOCTSIX; KaXK1asi HOBTOPHOCTH CO/IeprKaiia Matepuai ¢ 15
pacrenuii. CobpaHHble 00pa3lpl HeMEAJIeHHO (uKcupoBamuch B uHruoOupytomeMm PHKasbr Oydepe
RNAlater (Qiagen, Venlo, Netherlands). C6op Bcex 00pa3ioB (eciu He yKa3aHO HHOE) TPOM3BOAMICS C

10 no 11 gacoB mociie BKIIOYEHHUS CBETA B KIIMMAaTHYECKON KaMepe.
4. Coop 00pa3uoB, NOABEPTrHYTHIX X0J10/10BOT0 BO3/1€iiCTBUIO

Jlist Becex obpasuos A. thaliana B I'maBe 3 koHTpOJBHBIN 0Opaser codupaics ¢ 8 10 9 vacoB
nocjie BKJIIOYeHUs cBeTa. Ha cnenyromuii eHb B 5 4acoB mocie BKJIIOYEHHUs CBETa TeMIeparypa B
KIIUMaTHYeCKOH Kamepe ycraHaBimmBasach Ha + 4 °C. OOpasmbl MOJABEPraiiCh XOJIOJOBOMY
BO3JICUCTBUIO B Te€UeHUH 3 U 27 4acoB U cobupanuck ¢ § 10 9 yacoB mocjie BKIIOYECHHS cBeTa. Bce
o0pa3upl ObUIM COOpaHbl B JIBYX OMOJOIMYECKMX IMOBTOPHOCTSX; KaXkJash MOBTOPHOCTh COJepiKajia
Mmatepuai ¢ 15 pacrenuil.

Jlns obpasnos C. bursa-pastoris B I'maBe 4 cemsimonn 0e3 4epemikoB ObLTH COOpaHbI ¢
OJHOJHEBHBIX MPopocTKoB ¢ 10 mo 11 wacoB mocne BkiroueHHs cBeta. HezaBUCHMMO BbIpallieHHBIE

OJIHO/THEBHBIE MPOPOCTKH OBLITU MOABEPTHYTHI X0J0/10BoMYy Bo3aekcTButo (+ 4 °C) B Teuenuu 3 u 27
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4acoB, 1100 B TeueHUH 15 yaco. Bee o0pasipl codupanucs ¢ 10 1o 11 yacoB mociie BKIIOUEHHUS CBETa

B JIBYX OHMOJIOTHYECKUX TTOBTOPHOCTSX; KaXKas IOBTOPHOCTh CoJiepKalia MaTepual ¢ 15 pacTeHuid.
5. Boinesienne PHK u cekBennpoBanue

OTa yacTh pabOTHI HE BBIMOIHSIACH UCCEPTAHTOM M IPUBEACHA 371eCh IS TOJTHOTHI OMUCAHHUS
METOJIOB.

Toranmsnass PHK Obuia BeimencHa ¢ momomipio Habopa RNeasy Plant Kit (Qiagen) B
COOTBETCTBUH C yKa3zaHHsAMHU (upMbI-pazpadbotunka. bubmuorekn x/IHK mis cekBeHupoBaHUS Ha
iatdopme Illumina Obun npurotosiieHs! ¢ nmomomnisio Habopa TruSeq RNA Sample Prep Kits v2
(IMlumina, San Diego, CA, USA) B COOTBETCTBHH C YKa3aHUAMHU PUPMbI-pa3pabOTUHKa.

CexBenuposanne 6oubmorek k/IHK 610 mpoBeneHo Ha rutatdopme lllumina HiSeq2000 c

MOJly4eHHUEeM OJUHOYHBIX uTeHui anuHoi 50 m.H. (['nassel 1, 2, 3) unu 108 m.H. (I'naBa 4).
6. TpuMMupoOBaHMe, KAPTHPOBAHUE U MOACYET YHCJIA YTEHUI, MPUXOASIIIUXCH HA TeH

OTta yacTh pabOoTHI HE BBIMOIHSIIACH UCCEPTAHTOM M IPUBEIACHA 371€Ch [UIS TOJHOTHI OITHCAHMUS
METO/IOB.

Yrenus ObLIM TPUMMHUPOBAHKI ¢ HcIoiab30BanueM rmporpammel CLC Genomics Workbench 6.5.1
(CLC bio, Denmark) co cremyromumu napamerpamu: «kadectBo — 0,05; oOpe3ars HEOJHO3HAYHBIC
HYKJICOTUBI — 2; YAATATH 5° TePMUHAIBHBIN HYKJICOTU] — 1; yAasITh 3° TepMUHAIBHBIN HYKICOTUI —
1; ynansite 9TeHUs IITHHON MeHee 25 1.H.». TpUMMHUPOBAHHBIC YTCHUS OBLTH KAPTUPOBAHBI C TOMOIILIO
CLC Genomics Workbench na pedepencrusriii rerom A. thaliana (TAIR10) ¢ pa3pelieHreM TOIbKO
YHUKaIIbHO KapTHPOBaHHBIX uTeHuii (mapameTpsl length fraction = 1, similarity fraction = 0.95).

B T'maBe 4 xapTupoBaHHE UYTEHHI MPOBOIWIOCH C TMOMOIIBIO CO3/IAHHOTO B JIaOOpaToOpUu
pedepercaoro tpanckpunroma C. bursa-pastoris, comepikaiiero perioHbl TOMEOJOTHMYHBIX T'€HOB,
BBIPABHUBAIOIIMECS 0€3 MHIETCH.

B I'maBe 1, misi mpoBepKH BIMSHHS HEYHHKAIbHOTO KAapTUPOBAHHS HA JKCIPECCHIO T'CHOB
JaHHBIE TaK)Ke OBUIM KApTUPOBAHBI TOW K€ MPOrpaMMOM, HO C pa3pelIeHHEM MHOKECTBECHHO
KapTUpyembIx uTeHuil (1o 10 coBnanenuit).

JIi1st KaXKI0T0 reHa ObUTO MOCYUTAHO O0IIee YUCIO0 YTCHHMH, IPUXOSIIMXCS HE TeH, C TOMOIIBI0
CYMMHPOBaHHs BCEX YTCHUI, KAPTUPYIOLIUXCS HA ITOT T'€H.

JIsst HOpMaJIM3aliy Ha pa3Mep OHOIHOTEKH MCIIOB30BAJICS METO] METUAHBI, ITPEITIOKEHHBIN B

(Anders and Huber, 2010).
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7. OnpeneneHue IKCIPECCHPYIOIINXCH TeHOB

I'ensl, umeronue He menee 16 (I'maa 1) wim 5 (I'maBa 2) yTeHU# B KaXA0W U3 OMOJIOTHYECKUX
MOBTOPHOCTEH  JAHHOTO  00pa3ia, CYUTAIUCh OSKCIPECCUPYIOIIMMHUCS B 3TOM  OOpasIe.

DKCIPecCUPyIOMIMMCS Ha3bIBAJICSA T'€H, KOTOPBIA SKCIPECCHPYETCs XOTsI OBl B OJJTHOM 00pasIe.
8. Onpenenenne napamerpa Z

Jl1s KaXJ10ro TeHa B KaXJ10M o0pasie napamerp Z ObUI MOCUUTAH CIEAYIOUIMM 00pa3oM:
Xij — Hi
0i

Zij =

rie | — HoMep reHa, j — HoMep 00pasia, Xij — IKCIpeccus reHa | B 00pasiie j, Wi — CpeIHss IKCIIPECCHs

reHa i mo BceM oOpasiiam, Gi — CTaHJapTHOE OTKJIOHCHHUE TeHa | 10 BceM 00pasiam.
9. Ananu3 auddepeHHATBHON IKCIIPECCHH

JuddepeHnnanbHO IKCIPECCUPYIOMIMECS TE€Hbl OBLIM ONpPEACTCHBl ¢ IMOMOINBIO IMaKeTa
cratuctuaeckoi cpensl R « DESeq» (I'maser 1, 2, (Anders and Huber, 2010) wiu «DESeq2» (I'naBsr 3,
4 (Love etal., 2014). B kauecTBe OPOrOBBIX 3HAYEHMI UCIIOIB30BaI0Ck 3Hauenue FDR (false discovery

rate) menbiie 0,05 U ypoBeHb H3MEHEHHS SKCIIPECCHH OOJIbIIIE 2.
10. Onpenesnenne JII-3nauenus

B I'maBe 1 nmnsa omHoBpemenHoro ananm3a 3 081 mapHbIX CpaBHEHUN Mexay oOpaszmamu
BBOJIMJIACH JIOMOJHMUTENbHAS MONpPAaBKa Ha MHOXECTBEHHOe TecTUpoBaHue. Bce 3nauenus FDR nns
33 323 renos B 3 081 cpaBHeHHH ObLIH B3sThI BMecTe U pyHKIus R «p.adjust» u3 makera «stats» ObLia
npuMmeHeHa st nojacueta FDR na ocHoBe »Tux 3HavyeHuit. Janee rensl Obutn 0TOOpaHbl, Kak [, ¢
npuMeHeHneM noporos BropuuHblii FDR < 0,05 n ypoBeHs n3MeHeHus sKcripeccuu Oopiie 2.

ITocne storo JI2-3HaueHue reHa ObUIO MOCYMTAHO KAK YMCIIO MAPHBIX CPaBHEHUN 00pa3IoB, B

KOTOPBIX JaHHBIN reH Obut J10D.
11. Anajau3 oborameHusi CMCKOB reHoB KaTteropusavu 'O

AHanu3 oboramieHusi CIMCKoB TreHOB kaTeropusiMu 'O u apyrux 6a3 HaHHBIX TMPOBOJMUIICS C
nomoripio BeO-mpunokerns « DAVID gene functional annotation tool» (Huang et al., 2009b, 2009a) ¢

noporosbiMu 3HaueHUsIMH FDR < 0,05 1 ypoBeHb n3MeHeHHsI IPeACTaBICHHOCTH KaTeropuu OospIie 2.
12. OnpenesieHue cTadUIbLHBIX T€HOB

Jlnst kaxmoro reHa ObuT mocuntal koddduiment Bapuaryu (CV) kak cTaHIapTHOE OTKIOHEHUE
1o BceM obOpasiiam, JIeJIeHHOe Ha cpenHee 1o BceM obpasnam. B 'mase 1 CV paccuuthiBancs Kak ais
TPAHCKPUIITOMHOM KapThl B OTAEIBHOCTH, TaK U JUI1 00beIMHEHNS TPAaHCKPUIITOMHOM KapThl 1 Habopa

00pasIoB, MOABEPTHYTHIX CTPECCOBBIM BO3ACHCTBHUSM.
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13. Onpenenenne 3aTponuu lllennona

DOutponus Illennona (H) paccumrteiBamace kak omucano B (Schug et al.,, 2005). Tak kak
HEKOTOpbIe, HO HE Bce, oOpasmbl ObUTM COOpaHBI B BHJIE BPEMEHHBIX CEpHi, 00pasibl OBLIN
CTPYNITHUPOBAHBI, HCIIONIB3YSI MEPAPXHUSCKYIO KIACTePU3AIUI0: 00pa3Ilbl, IUCTAHIUS MEXKIY KOTOPHIMU
obu1a Menbine 0,3 00BEAUHSUIMCH B TPYIIIBI M 3KCIPECCUS TEHOB B HUX yCpeaHsutach. [ pynmupoBka

o6pasuos onucana B (Klepikova et al., 2016), Ta6auma S15 Ipunoxenus.
14. Knacrepuszauust

JlepeBo uepapxudeckoil knactepusanun (I'maser 1, 3) ObIIO MOTYYEHO C MOMOMIBIO (PYHKIUU
«hclusty u3 makera «stats» craructuueckoit cpezpl R.

B I'maBe 2 kmacrepusanus npoduiield SKCIpeccuy TeHOB MPOBOAMIACH CIEAYIOIIUM 00pa3oM.
HopMmanuzoBaHHbIE ¢ MOMOIIBI0O METOAA MEAMAHBI 3HAYEHHUS OOILIEro 4rcia YTeHWH Ha TeH ObLIN
MOJIEJICHBI TSl KaXKI0TO TeHA Ha MaKCHMAJIbHOE 3HaueHue. Jlajee, reHbl, SKCIPEeCCHPYIOIIUECS XOTs OBl
B OJTHOM 00pas3iie, ObLIN KJIaCTepU30BaHbI METOI0M K-cpeaaux ¢ k=1 500. Kinacrepuzanus npoBouiach
dyukuein «kmeans» makera R «stats» B 1 000 He3aBuCHMBIX 3amyckoB. [lajee Ha OCHOBAaHHH
pe3yNbTAaTOB ATOM KIACTepU3aluy OblIa MOCTPOCHA MATpHIla pacCTOSTHUM. [[1si Kax a0l mapbl TeHOB
cuntasiock N — 4uCiI0 KiacTepusaliuii, B KOTOPBIX ATH JiBa reHa Oblin B ogHoM kiactepe; 1 000-N —
Mepa pacCTOSTHUS MEXAY 3TOM napoil reHoB. [loyueHHas Marpuiia pacCTOSIHUM MCIIOIb30BaNach JJIst
uepapxuueckoi kimacrepusarmenn ¢ynkmuen «hclusty u3 makera R «fastcluster» (Miillner, 2013).
[MonyuuBiieecss aepeBo ObUIO paspe3aHo ¢ MOMOINb (yHKImU «cutreeDynamic» u3 makera R
«dynamicTreeCuty» npu MuHuMansHOM pazmepe kinactepa 5 (Langfelder et al., 2008).

Jlnisi TONyYeHus CYNepKIACTepOB YPOBHH OJKCIIPECCHU TEHOB B KAXKIOM Kiactepe ObUIH
YCPEIHEHBbI, U KJacTepu3alus CpelHux mpoduiield Obuia MpoBefeHa TaK, KaK OMHUCAHO BHIMIE (MpU

KJlacTepu3anuu K-cperaumu k=100).
15. Cxanunpymomas 31eKTpoHHas MuUKpockonusi (CIOM)

Jlia nonyuyenus ¢pororpaduii mox COM obpasusl pukcupoBanuch B 70% 3taHose, mocae 4ero
nocieaoBarenbHo nepeHocmnuch B 80% 3tanon Ha 15 mMunyT, B 96% 3TaHon Ha 15 MUHYT, B cMech
sTaHoi:aneToH (1:1) Ha oMH Yac W 3aTeM TPUXKbl B YUCTHIA CBeXHH aneToH Ha 30 MUHYT. 3aTemM
00pa3ibl ObUTM BRICYIIEHBI B ammapare JJis CYyIIKH B KpUTUYECKOH TOUKE, PacIoOKEHbI Ha JKEJIe3HOM
CTOJIUKE W TTOKPHITHI MIaTHHOM U nayutagueM 10-20 MM TonmuHoi. doTorpadupoBanre MpoBOIUIOCH
C TIOMOIIIBIO 3eKTpoHHOTro MuKpockona JSM-6380 (JEOL, Tokyo, Japan) ¢ BomsTaskom 15-20 KV.

dotorpadpuu mox COM 6butn 00padboTanbl, ucnoiab3ys Adobe Photoshop.
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16. KonmuvecrBennas I[P B peansHOM BpeMeHHn

Ota yacTh pabOThI HE BHITOJHSIIACH JAUCCEPTAHTOM M MIPUBEICHA 3/1ECh JUISI TOJHOTHI ONMCAHHS
METO/IOB.

Jlyis BepuduKaluu pe3yabTaToB, MOTYYCHHBIX ¢ TOMOIIBIO cekBeHHpoBaHusi PHK, Mbl ipoBenn
OT-IILIP B peansaom Bpemenu reHoB LFY, FLC, AP1, AG, mapkupyrouux nepexo/| K [BeTeHUI0. | eHbI
AT4G33380 u AT4G34270, cTabrIIbHO SKCIIPECCUPYIOIIHMECs B IMPOKOM criekTpe Tkanei (Czechowski,
2005), 6puTH KCTOJIB30BaHbI B KauecTBe pedepencoB. PHK Oblia BeigeneHa TeM ke criocodom (pasmen
4), nns cunte3a kJJHK ucnonb3oBanace odparHast Tpanckpunrtaza SuperScript Il (Invitrogen). TTLP
Obuta mpoBeneHa ¢ ucnojib3oBaHueM Habopa 2X KAPA SYBR FAST gPCR Master Mix (Kapa
Biosystems, South Africa) ma npu6ope Eco Real-Time PCR (lllumina, USA) mpu creayrorieii
nporpamme: 95 °C — 5 muH. (1 muki), 95 °C — 10 ¢, 60 °C — 30 ¢ (45 uukioB). YpoBeHb 3KCIPECCHU

TeHOB ObLI paccumTaH ¢ ucnoib3zoanueM meroaa ddCt (Livak and Schmittgen, 2001).
17. Onpenenenne nepenpeacraBjieHHOCTH MOTHBOB T® B pery/IATOpHBIX 00/1aCTAX F€eHOB

DOta yacTh pabOTHl HE BBIMOJIHAIACH AUCCEPTAHTOM U MPUBEICHA 3/1€Ch IS MTOJHOTHI OMHUCAHUS
METO/I0OB.

Jis  ompeneneHus — KIIOYEBBIX  (PakTopoB,  peryiaupyroumx — auddepeHIansHo
IKCIIPECCUPYIOIINECS TeHBI, OblJIa HCIIOJIb30BaHA aHHOTAIMS MUIIICHEW TPAHCKPUITITUOHHBIX (DAKTOPOB,
MoJTydeHHas ¢ moMoIbio meroga ampDAP-seq (O’Malley et al., 2016). [y kaxaoro Habopa /1D reHos
paccmarpuBanuch Bce Td. OtHocutenbHoe oboramenue muiieHedn Td B croucke /[D reHoB ObLIO
nocunTaHo Kak 1092 (umcna ueneii-J19) / (uucna ueneii-we J13). CratucTuyeckas 3HAYMMOCTH
o0oralieHus: pacCYUTHIBAIACH C TTOMOIIBIO TOUHOTO TecTa duiiepa ¢ monpaBkoil Ha MHOKECTBEHHOE

tectupoBanue FDR.
18. Pa3zmenienue mosxy4yeHHbIX JaHHbIX B 0a3e NCBI

Bce nonydennslie sKCIpeccHOHHBIC JaHHBIE ObLTH pa3MenieHbl B 6a3ze naHHsix NCBI Sequence
Read Archive. Homepa cootBerctBytomux 3amuceii: PRINA314076 — I'maBa 1, TpaHCKpHIITOMHAs
kapra A. thaliana, PRINA324514 — T'maBa 1, o6pasusr A. thaliana, momBepruyThie cTpeccOBOM
obpabotke, PRINA268115 — I'naBa 2, BpemenHas cepusi mepucteM A. thaliana, PRINA411947 — I'naBa
3, pasubie opranbl A. thaliana, moaseprayTsie BozaeiicTButo xonona, PRINA347542 — T'nasa 4,

TpaHckpunromHas kapta C. bursa-pastoris.
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BbIBO/IbI

C HCIIOJIb30BAHUEM  METOAOB  BBICOKOIIPOM3BOJUTEIIBHOI'O  CEKBECHHUPOBAHHA  CO3JlaHaA

TPaHCKPHUIITOMHAs KapTa MOJEIBHOrO oObekTa Owmosoruu pacrenuii  Arabidopsis thaliana,

BKJItOUaroas 79 opraHoB ¥ TKaHEW Ha pa3HbIX CTAAUIX pa3BUTHUSA. AHAIN3 TPAHCKPUIITOMHOM KapThl:

2.

MOKa3ajl, 9TO B HA0Ope M3ydaeMbIX 00pa3IoB JETCKTUPYIOTCS TPAHCKPHUIITHI Oosiee 99% TeHOB,
MOTEHIIUAJILHO CIIOCOOHBIX K 3KCIPECCUU BHE 3aBUCUMOCTH OT BHEIIHUX YCIIOBUH;
MOATBEPIMI, YTO TOJbKO HeOoumbimas uacth (1,8%) reHoB 007amaeT y3KHM IMAaTTEPHOM
IKCIIPECCHH, YKA3bIBas HA UX BEPOSITHOE yUaCTHE B OINPEICICHUHM TKAaHEBOW CIEIU(UIHOCTH,
TOTJ[a KaK O0JIbIIasi YaCTh T€HOB IKCIPECCUPYIOTCS BO BCEX MM OOJIBINIMHCTBE TKAHEH PACTCHHUS;
MIPOJIEMOHCTPHUPOBAIL, YTO T'€HbI, 00J1aal0IIe PaBHOMEPHOU JKCIIpeccHel BO Bcex oOpasiax,
y4acTBYIOT B pa3HbIX OMOJOTHMYECKHX Ipolieccax, HO yallle CBS3aHbl ¢ (DYHKIHOHHUPOBAHUEM
MeMOpaH;

MOKAa3aJl, YTO Pa3IuvyHbIC CEMEUCTBA TPAHCKPUIIIIMOHHBIX (PAKTOPOB 001a/1aI0T pa3HbIM YPOBHEM
TkaHeBou cneuuduunoctu: g cemeiicts MADS, LOB, LIM u MY B xapakTtepssl Ooliee y3kue
narTepHsl dkcnpeccuu, Toraa kak SWI/SNF SWI3, SNF2, CAMTA, DDT u FAR, kak npaswuiio,

NPUCYTCTBYIOT BO BCEX MJIM B OOJIBIIIMHCTBE OpraHax u Tkausx Arabidopsis thaliana.

[IpoBenennblii ¢ MOMOINBIO aTiaca Hdkcmpeccun TeHoB Arabidopsis thaliana anamus

OMOJIOrIYECKHUX IMPOLCCCOB IMOKasall, 4To:

3.

B MOMEHT II€pexoja K [BETCHHIO B amuKalibHOH Mepucreme mobera Arabidopsis thaliana
MPOKMCXOAUT KPUTHUYECKOE M3MEHCHHE JWHAMUKU KJICTOUYHBIX JEJICHHH, KOTOPOE, BEPOSATHO,
CBSI3aHO C COKPAIICHUEM JITTUTEIBHOCTH KIIETOYHOTO KA 3a cueT (a3 G1 u Gy;

pa3BuTHE X0J070BOTr0 crpecca y Arabidopsis thaliana coueraer yHuBepcanbHbIC TSI BCETO
pacTeHuUs MPOIIECChI ¢ TKAHECTICIU(PUYHBIMU; B TOM YHCJIE TIOKA3aHO, YTO B HEKOTOPBIX CIydasx
TKaHecTenn(DUIHBIA OTBET HA CTPECC MPOUCXOTUT C MOMOIIBIO PEKPYTHPOBAHHS T'€HOB, B

HOPMAJIbHBIX YCJIOBUAX OTBCYAIOMIHE 3a Pa3BUTUC JPYTIUX qacTeu pacTCHUA.

Cosnana tpanckpuntomHas kapra Capsella-bursa pastoris — amrorepeparmiongHoro Buna,

9BOTIOLIMOHHO 1 Mopdosorudecku omuskoro k Arabidopsis thaliana. ITokazano oTCyTCTBHE TEHOMHOTO

JOMUHHPOBAHUA, TO C€CTb HpCI/IMYHIGCTBGHHOI\/JI OKCIIPECCUHU TCHOB, MNPUHAAICKAINHUX OJHOMY U3

CyOreHOMOB, W CIy4YalHBIH XapakTep WHAKTUBAIIMU OJHOTO T€HAa W3 Taphl TOMEOJIOTOB Ha paHHEH

CTaarun 3BOJIFOIIWMHU ITOJIUIIIIOWIOB. CpaBHeHI/IC HpO(I)PIJ'IGfI OKCIIPCCCUU T'OMCOJIOITOB C HU3BCCTHBIMU

JaHHBIMHU O (I)YHKHHOHaHLHOﬁ OBOJIIOIIMK T'CHOB IMOKAa3aJI0, YTO M3MCHCHHC IMMATTCPHA W/WITH YPOBHA

SKCIIPECCHUU ABIACTCA CBUACTCIBCTBOM U3MCHCHUA CbYHKIII/II/I I'CHAa.
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Pucynok 1.2. PacnpeneneHue uucina o0OpasloB, B KOTOPBIX SKCIPECCUPYETCS] TI'eH, B
3aBHCUMOCTH OT JIECATHYHOTO Jiorapudma (a) cpemanero, (0) MUHUMAIBLHOTO U (B) MaKCHMAaJIbHOTO
YPOBHS IKCIIPECCUU TE€HA.
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Pucynok 1.4. Uepapxuueckas kiactepuzaius oOpa3noB. B xauecTBe METPUKU pacCTOSHUS
UCTIOJIb3YETCs YMCIIO TeHOB, /1D Mexay Kaxaoi napoil 00pasios.
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Pucynok 1.5. Pacnpenenenue uncia o0pasioB, B KOTOPBIX IKCIpPECCUPYOTCs TeHbl ¢ J[D
3HaUYE€HUEM MEHEE CTa.
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Pucynoxk 2.1. ITpodgunu sKcrpeccuy TeHOB, PEryIMPYIONIUX MPOLIECC Mepexoa K IIBETEHUIO U
Y4acTBYIOLIMX B Pa3BUTUH LIBETKOB.
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Pucynok 2.3. Ilpodunu skcmpeccuu reHoOB, KOAMPYIOIUX MOAM(PUKATOPHI THCTOHOB: (a)
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Pucynok 2.4. Ilpodpunu skcnpeccun reHoB, komupytomux cyowseauaunnsl JJHK- n PHK-
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Pucynok 3.1. TemnoBas kapra, oTpaxaromias pazHooOpa3ue ypOBHEH SKCIPECCHH T'€HOB,
Y4acTBYIOIIMX B OTBETE HAa CTPECCOBBIE BO3/eHCTBUSA. Kaxkaas cTpoka TernaoBOi KapThl MPECTABIISET
co00i1 reH, aHHOTUPOBAHHBIN KaTeropuen «0TBET Ha cTpecc» B ['eHHoi OHTONOrNHY; Kaxaast KOJOHKA —
oOpazery  TpaHCKPUNTOMHOW  KapTel. IIpuBeneHbl  OTHOCHTENbHBIE  YPOBHH
HOpPMaJIM30BaHHbBIE JJIS1 KaXI0T0 Te€Ha HA MaKCUMAaJIbHOE 3HAYCHHUE.
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Pucynok 3.2. Pactipenenenue sutpomnuu llleHHOHA TeHOB, criennrUecKd OTBEYAIOIUX Ha X0JI0J0BOE
BozfeiictBue B (a) Cemsgonsix-3, (0) I'mmokotmie-3, (B) LlBerke-3, (r) Momomom mBeTke-3, (1)
Cemsanonsx-27, (e) I'mnokotwmine-27, (k) Jlucre-27, (3) Monoaom 1iBetke-27. CHHUM OTMEUYEHBI TCHBI,
AKCIIPECCHSI KOTOPBIX CHUXKAETCS TMOJ JCHCTBHEM XOJI0/1a, KPACHBIM — T'e€HBI, YPOBEHb TPAHCKPHUIIIIHH
KOTOPBIX BO3pACTaeT.
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Pucynok 3.3. Pacmnpenenenue J|D-3HaueHWN TeHOB, CcHEMU(UYSCKH OTBEYAIONIMX Ha
xojnonoBoe Bo3zeiictBue B (a) Cemsgonsax-3, (6) I'mmokorune-3, (B) Jlucre-3, (r) LiBetke-3, (n)
Mononom 1Betke-3, (e) Cemenax-3, (k) Cemsnonsnx-27, (3) I'unokorune-27, () LiBerke-27. Cunum
OTMCYCHBI I'CHEBI, SKCIIPECCHUA KOTOPBIX CHUKACTCS MO HeﬁCTBHeM Xo0Jjioga, KpaCHbIM — I'CHbI, YPOBCHDb
TPAHCKPUIIIIUU KOTOPBIX BO3PACTAET.
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Pucynoxk 4.1. Pacripeesienrie reHoB 10 4iCily 00pa3iioB OCHOBHOM TPAHCKPUIITOMHOM KapThl
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Pucynoxk 4.2. Pactipenenenue JI9AB 3nauennit nuddepeHmanbHo 3KCIPecCupyomxcs nap
romeoJsoroB. LIBeramu 0003HaYCHO HANPaBICHHE U3MEHEHUs dKcTpeccuu: cuuuii (Down) — skcnpeccust
romeosora B cHuXeHa MO CpaBHEHHIO C roMeojoroM A XoTs Obl B OJHOM O0paslie W HUTJE He
noBeIlieHa, MajpkeHTa (Up) — skcnpeccust romMeosiora B moBsileHa 1Mo CpaBHEHUIO C TOMEOJIIOTOM A
XOTsI ObI B OTHOM 00paslie M HUTJe He CHIKEHa, 3enenblid (MiX) — akcripeccust romeonora B cHimmkena
10 CPAaBHEHUIO C TOMEOJIOroM A XO0Ts OBl B OZJHOM 00pa3lie U MOBBIIIEHA 10 CPABHEHHUIO C TOMEOIOTOM
A xoTs 661 B 0JTHOM 00OpasIie.
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Yucno Meroa u3yueHus
[TyGmmxkarus OOBEKT 00pasnos JKCIPECCHH

Schmid et al., 2005 Arabidopsis thaliana 79 | Mukpouun

Druka et al., 2006 Hordeum vulgare 15 | Mukpouun

Nobuta et al., 2007 Oryza sativa 18 | MPSS

Benedito et al., 2008 Medicago truncatula 18 | Mukpouun

Quesada et al., 2008 Populus trichocarpa 5 | Mukpoyu

Jiao et al., 2009 Oryza sativa 40 | Mukpouun

Schreiber et al., 2009 Triticum aestivum 13 | Mukpoyun

Wang et al., 2010 Oryza sativa 39 | Mukpouun

Edwardset al., 2010 Nicotiana tabacum 19 | Mukpouumn

Zhang et al., 2010 Oryza sativa 8 | CexBennpopanne PHK
Libault et al., 2010 Glycine max 9 | CexBennpoanne PHK
Severin et al., 2010 Glycine max 14 | CexBenupoBanre PHK
Sekhon et al., 2011 Zea mays 60 | Muxpouun

Massa et al., 2011 Solanum tuberosum 32 | CexBenupoBanne PHK
Fasoli et al., 2012 Vitis vinifera 54 | Mukpouun

Meyer et al., 2012 Panicum hallii 8 | CekBenmnpoBanue PHK
Dubois et al., 2012 Rosa chinensis 13 | CekBennposanne PHK
Verdier et al., 2013 Lotus japonicus 15 | Mukpouun

Sekhon et al., 2013 Zea mays 18 | CexBenupoBanre PHK
Tong et al., 2013 Brassica rapa 6 | CexBenmnpopanne PHK
Shakoor et al., 2014 Sorghum bicolor 78 | Mukpouun
Ibarra-Laclette et al., 2015 | Persea americana 9 | Cexenunposanne PHK
O’Rourke et al., 2015 Medicago sativa 12 | CexBenupoanue PHK
Alves-Carvalho et al., 2015 | Pisum sativum 20 | CekBenupoBanue PHK
Ortiz-Ramirez et al., 2016 | Physcomitrella patens 10 | Mukpouwnn

Kagale et al., 2016 Camelina sativa 12 | CexBenupoBanue PHK
Clevenger et al., 2016 Arachis hypogaea 22 | CexBenupoBanue PHK
Stelpflug et al., 2016 Zea mays 79 | CeksennpoBanne PHK
Walley et al., 2016 Zea mays 23 | CexBenupoanne PHK
Vlasova et al., 2016 Phaseolus vulgaris 27 | CexBenupoBanne PHK
Yao etal., 2016 Vigna unguiculata 27 | CexBenupoanne PHK
Sibout et al., 2017 Brachypodium distachyon 9 | Mukpouwui

Ivamoto et al., 2017 Coffea arabica 7 | CexBennpoBanue PHK
Canas et al., 2017 Pinus pinaster 14 | CexBenupoBanue PHK
Kaur et al., 2017 Trifolium subterraneum 5 | CekBennpoBanue PHK
McCormick et al., 2018 Sorghum bicolor 47 | CexenupoBanue PHK
Yano et al., 2018 Cucumis melo 30 | CexBenupoBanne PHK




170

Ta6auna 1.2. Onucanue o0pasloB TPAaHCKPUIITOMHOM KapThl U KBaapaTbl Ko3(dduumeHToB
koppensiiun [TupcoHa 610IOrnYeckux MOBTOPHOCTEH Kax10ro odpasia.

Kon Onucanne oOpasna r2
S.H ['unokoTmib 1-THEBHOTO MPOPOCTKA 0,98
MepucTema, pa3BUBaIOLINECS NIEPBbIC JBa JTUCTA U MPUIICKAIINE TKAHU
S.M OJIHOJTHEBHOT'O ITPOPOCTKA 0,87
S.C CeMsi1011 ¢ yepemkaMu |-JTHEeBHOTO IPOPOCTKA 0,99
S.R Kopensp 1-1HEeBHOT0 MpopocTKa 0,97
R.A Bepxymika KopHsi 7-AHEBHOTO pacTEeHUsI 0,94
R OcranpHas 4aCTh KOPHS 7-THEBHOT'O PaCTEHUS 0,99
M1 AnukajgbHas MEpUCTEMa 7-THEBHOTO PACTEHUS 0,97
M2 AnukanbHas MepucTeMa 8-THEBHOTO PACTEHHSI 0,98
M3 AnukangpHas MepucTeMa 9-THeBHOTO pacTEHUS 0,98
M4 AnukanpHas MmepucteMa 10-THEeBHOTO pacTeHUs! 0,97
M5 AnwukanapHas Mepuctema | 1-1HEeBHOTO pacTeHuUs 0,96
M6 AnukanpHas MepucTeMa 12-THEeBHOTO pacTeHUs! 0,97
M7 AnukanpHas MepucteMa 13-THeBHOTO pacTeHUs! 0,99
M8 AnwukangpHas MepucteMa 14-1HEBHOTO pacTeHUS 0,96
M9 AnukanpHas MmepucremMa 15-1HEeBHOTO pacTeHUs 1
M10 AnwukanapHas MepucTeMa 16-THEBHOTO pacTeHUS 0,99
L.PET.y UYepemiok Tpetbero ymcta MeHbine 0.3 cm 0,99
L.LAM.y | [InacTuHKa C )KUIKOH TpeThero Jmcta MeHble 0.3 cM 0,98
L.PET.i1 | Yepemoxk tpersero aucra 0.5 cm 0,99
L.LAM.i1 | ITnacTuHKa C XUIKOM TpeThero jucrta 0.5 cm 1
L.PET.i2 | Yepemok tperbero aucra 1 cm 0,98
L.VN.i2 JKunka Tpersero ymcra 1 cMm 0,99
L.LAM.i2 | ITnactuHka 6€3 KUIOK TPEThEro JucTa 1 cMm 0,98
L.PET.lg | Yepemniok TpeThero JIMCTA HA CTAJMU PACITyCKAHUS IEPBOTO I[BETKA 0,98
L.VN.Ig JKunka TpeTpero JUCTa Ha CTa/IMU PAaCyCKaHUsl IIEPBOTO I[BETKA 0,97
L.LAM.lg | InacTuHKa TPETHEro JHCTA HA CTAIMH PACITyCKaHHUs IEPBOTO [IBETKA 0,96
L.lg bl INCT TPETHETO JINCTA HA CTANH PACITYCKAHHMSI IEPBOTO IBETKA 0,97
Yepeniok KeNTeI0IIEro TPEThEro JrucTa (Ha CTaANH 3PETbIX CeMSIH HIYKHUX
L.PET.sn | cTpy4koB) 0,87
JKunka skenTeromero TpeThero JUcTa (Ha CTaIuu 3pEbIX CEMSH HIKHUX
L.VN.sn CTPYYKOB) 0,83
F.AN 3penble pacKpbIBIIKECS NBUIBHUKHU C IBUIBLION 1
[TecTrk B3pOCIOTO IIBETKA C HEPACKPBIBIIUMUCS MBUILHUKAMH (TPETHH 1BETOK
F.CA.ad Ha CTa/IMY PACIyCKaHUs IIEPBOTO IIBETKA) 0,97
[TeIIBHUKH B3POCIIOTO I[BETKA C HEPACKPBIBIIUMUCS MBUILHUKAMU (TPETHt
F.AN.ad I[BETOK Ha CTa/IMU PAcIyCKaHHs EPBOTO IIBETKA) 0,98
THIYMHOYHBIC HUTH B3POCIIOTO IIBETKA C HEPACKPBIBIIUMHUCS MBUTbHUKAMH
F.FM.ad (TpeTHii IBETOK Ha CTa/IMU PACIyCKaHHsI IEPBOTO IIBETKA) 0,96
JlenmecTku B3pOCIIOTO [BETKA C HEPACKPHIBIIMMHUCS MBUTLHUKAMH (TPETHi
F.PT.ad I[BETOK Ha CTa/IMU PAcIyCKaHHs EPBOTO IIBETKA) 0,98
YareaucTuKe B3pOCyIOro IBETKA ¢ HEPACKPHIBIIUMUCS MbUTbHUKAMH (TPETHIA
F.SP.ad I[BETOK Ha CTa/IMU PacIyCKaHHs IEPBOTO I[BETKA) 0,98
F.CAy IlecTuk 11BeTKa Ha cTaauu 9 1
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F.AN.y [TeupHUKH 1IBETKA HA cTaguu 10 0,93

F.SP.y YanreucTUKY BETKA Ha craguy 11 0,99

F1 ITepBbIil IIBETOK HA CTAJMU PACITYCKaHUs IEPBOTO IIBETKA 0,99

F2 BTopoii 1BETOK Ha CTaJMK paclyCKaHUs NEPBOTO LBETKA 0,97

F3 TpeTnii IBETOK Ha CTaJMK PACITYCKAHUs IIEPBOTO I[BETKA 1

F4 UYeTBepThIil IBETOK HA CTAMH PACITYCKAHUS IEPBOTO IIBETKA 0,96

F5 I1aTHIN 1IBETOK HA CTAJUU PACITyCKaHUs NIEPBOTO IIBETKA 0,98

F6-8 [IlecToii-BOCHKMOI IIBETKH HA CTA/IMH PACITYCKAaHHUS MIEPBOTO IBETKA 0,99

F9-11 JIeBATHIN-0IMHHAATHIN IBETKU HA CTA/IMH PACIyCKaHHUs IEPBOrO LIBETKA 1
JIBeHaIaThI-4eTHIPHAIIATHIN [IBETKH HA CTAJMU PACITYCKaHUS IIEPBOTO

F12-14 [BETKA 0,99
[TsaTHAIATHI-BOCEMHAINATHINA IIBETKH HA CTAIMH PACITYCKaHUS TIEPBOTO

F15-18 [BETKA 0,92
HauwHast ¢ 1eBITHAAIATOTO I[BETKA BCE COIBETHE HA CTAIMH PACITyCKaHUS

F19+ MIEPBOTO IBETKA 0,99

PED 1{BeTOHOXKH IIBETKOB Ha CTAJIMM PACITyCKAaHHMsI IIEPBOTO IBETKA 1

AX Ochb conBeTHrsi Ha CTA/IMU PACITyCKaHUsI IEPBOTO I[BETKA 0,99

IN ITepBoe MEXI0y3IME PACTCHHS HAa CTAIMHM PACITyCKAHUS IIEPBOTO IBETKA 0,99

SD1 CemeHa U3 3penoro 3e1eHoro nepsoro crpydka (1 cm minHa) 0,99

POD1 Ctpyuok 6€3 ceMsiH U3 3pesoro 3eJIeHoro neproro crpydka (1 cm mimHa) 0,98

SL2 CTpy4yoK BTOpOI LIETUKOM IIPH 3PEJIOM 3€JICHOM MepBoM cTpyuke (1 cMm anmuHa) 1

SD3 CeMeHa TPeThero CTpydKa IpH 3pPEJIOM 3eJICHOM 1epBoM cTpyuke (1 cM jainHa) 0,9
CTpy4oK TpeTHii 6e3 CeMsiH PH 3peJIioM 3eJIeHOM TiepBoM cTpyuke (1 cm

POD3 JUTHHA) 0,99
CTpy4OK 4eTBEPTHIi [IEIIMKOM IIPH 3PEJIOM 3€JICHOM TIepBOM cTpyuke (1 cm

SL4 JUTHHA) 0,96

SD5 CemeHa MsATOro CTPyYKa IMPH 3PEJIOM 3€JICHOM NepBoM cTpyuke (1 cM mnHa) 1

POD5 Crpyuok nsThlil 0€3 ceMsiH IPU 3peioM 3e1eHOM nepBoM crpydke (1 cMm amuna) | 0,99

SL6 CTpy4OK IIeCTOH IETMKOM IIPH 3PEIOM 3elIeHOM repBoM ctpyuke (1 cm amuna) | 0,98

SD7 CemeHa ceIbMOTro CTpyuKa IPH 3pesioM 3esieHoM nepBoM cTpyuke (1 cm quna) | 0,99
Ctpyuok cenbMoii 0€3 ceMsiH IPH 3peioM 3eJI€HOM IepBoM cTpyuke (1 cm

POD7 JUTHHA) 0,98
Ctpyuyok BOCbMOH IIEJIMKOM IIPU 3PETIOM 3€JI€HOM IepBoM cTpyuke (1 cm

SL8 JUTHHA) 0,98

SD.y1 CeMeHa U3 IepBOro CTpydKa cpaszy nocje OnaJcHus OKOJIOIBETHUKA 0,97
CeMmeHa 13 BTOPOTO CTPyUKa Cpasy IMOCIIe OMaICHUS OKOJIOIBETHUKA TIEPBOTO

SD.y2 CTpy4Ka 0,98
CeMeHa U3 TPETBETO CTPYUKA Cpa3y MOCIE OMACHHUS OKOJIOIBETHHKA ITEPBOTO

SD.y3 CTpy4Ka 0,96
CeMeHa U3 4YeTBEPTOTO CTPYUKa cpa3y MOCye OMaeHHUS OKOJIOIBETHIKA

SD.y4 NIEPBOI0 CTPyUYKa 0,97
CeMeHa U3 TATOTO CTPYUKa cpa3y Mocie OmaIeHus OKOJIOIBETHUKA TIEPBOTO

SD.y5 CTpyuKa 0,96
CeMSsTIOYKH U3 TIECTUKOB MIECTOTO U CEIbMOTO IIBETKOB Cpa3y MOCIE OTaCHHS

OV.y6-7 OKOJIOIIBETHHKA TMEPBOTO CTPYUKa (O OIIIOOTBOPEHUS) 0,99
PrutbIieBast TKaHb TIECTUKOB MIECTOTO U CEIbMOTO I[BETKOB Cpa3y MOCIIe

STI OTaJICHUs] OKOJIOIIBETHHUKA MEPBOTO CTPYYKA (JI0 OTJIOIOTBOPEHHUS]) 0,99
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TkaHb MI0JOTMCTUKOB LIECTOTO U CEIbMOTO IIBETBOK 0€3 CEMSAIOUEK U

PBUIBIIEBOI TKaHU cpa3y MOCye OMaeHHs OKOJONBETHHKA ITEPBOTO CTPYyUKa (110
POD.y6-7 | omioqoTBOpeHHsl) 0,99
SD.d Cyxue ceMeHa 0,98
SD.gl ITepBrIil 1eHb MOCTe 3aMavynBaHKs Ha GUILTPOBAILHON Oymare 0,98
SD.g2 Bropoii neHp nmocie 3aMaunBaHus Ha QUIBTPOBAIBHOM Oymare 1
SD.g3 ITpopocTku Ha GUIBTPOBATHHOM Oymare 0,99
SD.snl CeMeHa IepBOTro XKENTEIONIEro CTpyyKa (JITKO paCKpPhIBACTCS) 0,98
POD.snl | IlepBblii )KeATCIONIUH CTPYUYOK O€3 CEMSH 0,99
SL.sn2 BTopoii cTpy4oK IETUKOM PU NEPBOM JKEITEIOIIEM IIBETKE 0,99
IN.sn [TepBoe MEXKIOY3JIHE KEITSIOIIEE 0,98

Tabauua 1.3. O6oramenue repmuaamu ['O u apyrux 6a3 TaHHBIX CIIMCKA F€HOB, UMEHOIINX
J1O 3nauenne 6ompmre 2 300.

basa gaHHbIX TepmuH IO unn gpyrmux 6a3 gaHHbIX oggprzzf::m FDR
Secondary metabolites biosynthesis, transport, and
COG_ONTOLOGY catabolism 4.04 0.00
GOTERM_BP_FAT | GO:0016139~glycoside catabolic process 29.78 0.00
GOTERM_BP_FAT G0:0016145~S-glycoside catabolic process 27.49 0.00
GOTERM_BP_FAT | GO:0019759~glycosinolate catabolic process 27.49 0.00
GOTERM_BP_FAT G0:0019762~glucosinolate catabolic process 27.49 0.00
GOTERM_BP_FAT | GO:0019253~reductive pentose-phosphate cycle 25.53 0.00
GOTERM_BP_FAT G0:0019685~photosynthesis, dark reaction 23.83 0.00
GOTERM_BP_FAT G0:0044273~sulfur compound catabolic process 23.16 0.00
GOTERM_BP_FAT | GO:0019757~glycosinolate metabolic process 18.95 0.00
GOTERM_BP_FAT | GO:0016143~S-glycoside metabolic process 18.95 0.00
GOTERM_BP_FAT | GO:0019760~glucosinolate metabolic process 18.95 0.00
G0:0015977~carbon utilization by fixation of carbon
GOTERM_BP_FAT | dioxide 17.87 0.02
GOTERM_BP_FAT | GO:0019758~glycosinolate biosynthetic process 16.43 0.00
GOTERM_BP_FAT | GO:0019761~glucosinolate biosynthetic process 16.43 0.00
GOTERM_BP_FAT | GO:0016144~S-glycoside biosynthetic process 16.43 0.00
GOTERM_BP_FAT | GO:0016137~glycoside metabolic process 11.35 0.00
GOTERM_BP_FAT G0:0009611~response to wounding 6.48 0.00
GOTERM_BP_FAT | GO:0015979~photosynthesis 6.47 0.00
GOTERM_BP_FAT | GO:0006790~sulfur metabolic process 5.92 0.00
GOTERM_BP_FAT G0:0009414~response to water deprivation 5.75 0.00
GOTERM_BP_FAT | GO:0009753~response to jasmonic acid stimulus 5.73 0.00
GOTERM_BP_FAT G0:0009415~response to water 5.47 0.00
GOTERM_BP_FAT | GO:0044275~cellular carbohydrate catabolic process 5.34 0.01
GOTERM_BP_FAT G0:0042545~cell wall modification 5.29 0.02
GOTERM_BP_FAT G0:0009409~response to cold 4.35 0.00
GOTERM_BP_FAT G0:0016051~carbohydrate biosynthetic process 3.99 0.01
GOTERM_BP_FAT G0:0019748~secondary metabolic process 3.52 0.00
GOTERM_BP_FAT | GO:0009416~response to light stimulus 3.45 0.00
GOTERM_BP_FAT G0:0009314~response to radiation 3.34 0.00
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GOTERM_BP_FAT G0:0009266~response to temperature stimulus 3.20 0.04
GOTERM_BP_FAT G0:0009628~response to abiotic stimulus 2.64 0.00
GOTERM_BP_FAT G0:0009719~response to endogenous stimulus 2.20 0.02
GOTERM_BP_FAT G0:0010033~response to organic substance 2.18 0.00
GOTERM_BP_FAT G0:0055114~oxidation reduction 2.16 0.00
G0:0010598~NAD(P)H dehydrogenase complex
GOTERM_CC_FAT (plastoquinone) 30.35 0.02
GOTERM_CC_FAT | GO:0048046~apoplast 5.08 0.00
GOTERM_CC_FAT G0:0009535~chloroplast thylakoid membrane 4.40 0.00
GOTERM_CC_FAT | GO:0055035~plastid thylakoid membrane 4.40 0.00
GOTERM_CC_FAT | GO:0042651~thylakoid membrane 4.38 0.00
GOTERM_CC_FAT G0:0034357~photosynthetic membrane 4.05 0.00
GOTERM_CC_FAT | GO:0044436~thylakoid part 3.77 0.00
GOTERM_CC_FAT | GO:0031976~plastid thylakoid 3.67 0.00
GOTERM_CC_FAT | G0O:0009534~chloroplast thylakoid 3.67 0.00
GOTERM_CC_FAT G0:0031984~organelle subcompartment 3.65 0.00
GOTERM_CC_FAT | G0O:0009579~thylakoid 3.46 0.00
GOTERM_CC_FAT | GO:0030312~external encapsulating structure 3.04 0.00
GOTERM_CC_FAT G0:0009941~chloroplast envelope 3.04 0.01
GOTERM_CC_FAT | GO:0009570~chloroplast stroma 3.04 0.02
GOTERM_CC_FAT | GO:0009526~plastid envelope 3.03 0.01
GOTERM_CC_FAT | GO:0009532~plastid stroma 3.02 0.01
GOTERM_CC_FAT | GO:0005618~cell wall 2.98 0.00
GOTERM_CC_FAT G0:0044434~chloroplast part 2.74 0.00
GOTERM_CC_FAT | GO:0044435~plastid part 2.65 0.00
GOTERM_CC_FAT GO0:0005576~extracellular region 2.53 0.00
INTERPRO IPRO00528:Plant lipid transfer protein/Par allergen 15.95 0.04
IPRO13770:Plant lipid transfer protein and hydrophobic
INTERPRO protein, helical 9.44 0.00
IPRO03612:Plant lipid transfer protein/seed
INTERPRO storage/trypsin-alpha amylase inhibitor 6.69 0.01
KEGG_PATHWAY ath00966:Glucosinolate biosynthesis 16.87 0.01
PIR_SUPERFAMILY | PIRSFO01654:phospholipid transfer protein 18.33 0.01
SMART SMO00499:AAl 11.03 0.00
SP_PIR_KEYWORDS | calvin cycle 34.13 0.01
SP_PIR_KEYWORDS | photorespiration 31.50 0.02
SP_PIR_KEYWORDS | Monooxygenase 5.18 0.00
SP_PIR_KEYWORDS | glycosidase 4.85 0.00
SP_PIR_KEYWORDS | cell wall biogenesis/degradation 4.25 0.04
SP_PIR_KEYWORDS | signal 3.13 0.00
SP_PIR_KEYWORDS | disulfide bond 3.12 0.00
SP_PIR_KEYWORDS | oxidoreductase 3.08 0.00
SP_PIR_KEYWORDS | glycoprotein 3.04 0.00
SP_PIR_KEYWORDS | chloroplast 2.94 0.00
SP_PIR_KEYWORDS | iron 2.86 0.04
SP_PIR_KEYWORDS | alternative splicing 2.50 0.00
SP_PIR_KEYWORDS | Secreted 2.45 0.04
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Tabauua 1.4. O6oramenue repmuaamu ['O u apyrux 6a3 TaHHBIX CIIMCKA F€HOB, UMEIOIINX
J1O 3nauenne menbire 100.

ba3a aaHHbIX TepmuH IO unm apyrmux 6a3 gaHHbIX og;ﬁgﬁf::m FDR
GOTERM_BP_FAT | GO:0006396~RNA processing 3.63 0.00
GOTERM_BP_FAT G0:0000154~rRNA modification 8.11 0.00
GOTERM_BP_FAT G0:0046907~intracellular transport 3.33 0.00
GOTERM_BP_FAT G0:0006886~intracellular protein transport 3.86 0.00
GOTERM_BP_FAT G0:0034660~ncRNA metabolic process 3.91 0.00
GOTERM_BP_FAT G0:0034613~cellular protein localization 3.71 0.00
GOTERM_BP_FAT G0:0016192~vesicle-mediated transport 3.64 0.00
GOTERM_BP_FAT | GO:0034470~ncRNA processing 4.47 0.00
GOTERM_BP_FAT G0:0070727~cellular macromolecule localization 3.49 0.00
GOTERM_BP_FAT G0:0006364~rRNA processing 5.37 0.00
GOTERM_BP_FAT G0:0016072~rRNA metabolic process 5.37 0.00
GOTERM_BP_FAT G0:0009451~RNA modification 4.96 0.00
GOTERM_BP_FAT G0:0006397~“mRNA processing 4.89 0.00
GOTERM_BP_FAT G0:0016071~*mRNA metabolic process 4.54 0.00
GOTERM_CC_FAT G0:0005732~small nucleolar ribonucleoprotein complex 5.79 0.00
GOTERM_CC_FAT G0:0048475~coated membrane 6.27 0.03
GOTERM_CC_FAT G0:0030117~membrane coat 6.27 0.03
INTERPRO IPRO17451:F-box associated type 1 3.28 0.00
UP_SEQ_FEATURE | domain:F-box 2.26 0.01
UP_SEQ_FEATURE | metal ion-binding site:Manganese 6.79 0.02
UP_SEQ_FEATURE | repeat:PPR 5 2.54 0.04
UP_SEQ_FEATURE | repeat:PPR 4 2.51 0.05

Tadauua 2.1. Mopdonornyeckue MapKepbl, UCIOJIB30BAHHBIE IS CHHXPOHMU3AIMU CTaIUU
pa3BUTHS PACTEHUHN, HaXOAIIMXCS HAa ONM3KUX CTaAuSX pazBuThs. Homepa cramaumii pa3BuTus IBETKa

npuBeneHsl no Smyth et al., 1990.

Yucno 11ucThEB, Honst Howmep Howmepa Ynero
Jlens mocie BUIUMBIX JKHUIIKA MEPBOTO JINCTHEB Ha
Cragus IIBETKOB
MPOpacTaHusi | HEBOOPYKEHHBIM | U HOMED JINCTA C cTaauu (cramm)
r1a30M JUCTa | TPUXOMAaMH | IPUMOPUEB
M1 7 2 3 6 -
M2 8 3 1,2 (50) 4 8 -
M3 9 4 1,2 (90) 6 9 -
M4 10 5 1,2 (90) 8 13 -
M5 11 6 3 (50) 9 14 -
M6 12 6 3 (90) 9 14 -
M7 13 7 10 16/17 -
M8 14 8 10 3(1-2)
M9 15 9 10 4 (1-4)
M10 16 10 5 (2-5)
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Tab6auna 3.1. Onucanue M3ydaeMbIX OOpasloB; Ul KaKIOrO OpraHa NPHUBEAEH KBaJIpar
koppensimuu  [Iupcona amsi OMOJIOTMYECKHUX IOBTOPHOCTEH KOHTPOJSL, 00Opasla, MOABEPrHYTOTO
BO3/ICIICTBUIO X0JI0/]a B TEYEHUH 3 U 27 4acoB.

5 r2,3 r2, 27
Craana passutnsa re,
O6pasel, OnucaHue obpasua yaca Yyacos
pacTteHus KOHTpPO/b
xonopaa | xonoaa

OfHOAHEBHbIN
Cemagonum Cemagonun 6e3 yepelwkos NPOPOCTOK 0.99 0.99 0.99
'MnoKoTuab OT mecTa
npukpennexHna cemagoneit o | OgHoAHEBHbIN

MMNOKOTUAL | KOPHA NPOPOCTOK 0.99 0.97 1
PacnyckaHue nepsoro

Nuct Lenbi Tpetuit anct LBeTKa 0.97 0.99 0.97
Llenbiv nepsbii LBeTOK 6e3 PacnycKaHue nepBoro

LiBeToK LLBETOHOXKM LuBeTKa 0.99 0.98 0.98

Uenbiii 12-bii4 uBeTOK 6e3
Monogoli LLBETOHOXKM (cTaams 9 no to PacnycKaHue nepBoro

LBETOK Smyth et al., 1999) LBeTKa 0.98 0.95 0.9
3eneHbl NepBbI
CemeHa CemeHa 13 NATOro CTpy4ka CTPYy4oK, 1,5 cm 0.94 0.99 0.9

Ta6auna 3.2. Yucno muddepeHraibHo SKCIPECCUPYIOIMXCS TEHOB.

Yucno 2 reHos CooTHoweHue yncna 3

Obpaszey, co CHmmeHHouﬁ o I'IOBbILIJGHHCjVI Bcero reHoB co C?M)KEHHOIZ 7 )

aKcnpeccren aKcnpeccuen NOBbIWEHHOW 3Kcnpeccuen
Cemagonn-3 855 1286 2141 0.66
Cemaponn-27 2885 3092 5977 0.93
fMnokotnnb-3 1238 937 2175 1.32
fMnokotnnb-27 3546 2699 6245 1.31
Nncr-3 765 1351 2116 0.57
Nncr-27 3580 3287 6867 1.09
LseTok-3 352 670 1022 0.53
LiseToK-27 1350 961 2311 1.4
Monoaoi useTok-3 603 560 1163 1.08
Monogow useToKk-27 2388 2134 4522 1.12
CemeHa-3 1112 1142 2254 0.97
CemeHa-27 1766 1327 3093 1.33
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Ta6auna 3.3. HanpaBnenne n3MeHeHUs SKCIIPECCUU TeHOB, BXoaauux B peryion T® CBF,
1o JIelicTBHEM XxoJ0/a B opranax A. thaliana.

leHbl, aKCnpeccna KoTopbix Bo3pactaeT nog 35S:CBF
MN3meHeHMe aKCcnpeccmMm B HaLWMX AaHHbIX % coBnageHua
Obpasey,
CHuxeHue Poct He A2
Cemagonn-3 1 90 45 66
fMnokotnnb-3 2 68 66 50
Nucr-3 0 112 24 82
LiBeToK-3 0 89 47 65
Monogoi uBeToKk-3 0 82 54 60
CemeHa-3 2 47 87 35
Cemagonn-27 0 107 29 79
fvnokotTunb-27 3 108 25 79
Nuct-27 0 127 9 93
LseTok-27 1 76 59 56
Monoao# uBeTok-27 9 76 51 56
CemeHa-27 1 66 69 49
leHbl, 3KCNpeccma KoTopbix cHUXKaetca nog, 35S:CBF
N3meHeHMe 3KCnpeccMn B HALLMX AAHHbIX % cosnageHun
Obpasey,
CHuXeHue Poct He A2
Cemagonn-3 8 4 28 20
fvnokoTnnb-3 5 4 31 13
Nucer-3 12 5 23 30
LseTok-3 12 0 28 30
Monoaow uBeTok-3 5 0 35 13
CemeHa-3 4 3 33 10
Cemagonn-27 28 0 12 70
fMnokoTnnb-27 28 0 12 70
Nuct-27 26 2 12 65
LiseToKk-27 15 0 25 38
Monogow useTok-27 16 3 21 40
CemeHa-27 8 3 29 20

Ta6auna 3.4. Yucno opranocnennpuyeckux /I3 reHos.

Yucno [ reHoB nocne Tpex 4acos Yucno O3 reHos nocne 27 yacos

Ob6pasel, CO CHUXKEHHOM C NOBbILWEHHOM’ CO CHUKEHHOWM ¢ .

. o . NOBbILEHHOW

aKkcnpeccuen aKcnpeccuen aKkcnpeccuen o

aKcnpeccuen
Cemagonm 236 346 372 551
fvnokoTuab 543 274 852 580
Nuct 333 425 1115 769
LiseToK 99 90 158 217
Monoaow uBeToK 196 90 354 729
CemeHa 824 589 724 359
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Tadamua 4.1. Onucanue oOpa3oB TPaHCKPHUIITOMHO# KapThl C. bursa-pastoris. J{ist kaxaoro
oOpa3iia mpuBeneH kBaapaT kodddummenta koppemsuuu I[lupcoHa Mexay OHOIOTHYECKUMU
MOBTOPHOCTSIMHU.

ID ob6pasua O6pasel, r2

M AnunKanbHaa mepucrtema 0.907
L.P Yepelw oK nmcra 0.978
L.L MnactTuHKa nucra 0.997
SD 3penble 3eneHble cemeHa 0.96
SP Yawenuctmkm 0.991
PT Jlenectkun 0.989
AN MblINbHUKK 0.971
ov CemAnoYkM Ao onaoa0TBOPEHUA 0.993
SD.d Cyxue cemeHa 0.991
R KopeHb 0.994
C.C Cemagonun, KOHTPOb 0.982
C3 Cemagonu, 3 yaca xonoaa 0.99
C.15 Cemagonn, 15 yacos xonoga 0.986
C.27 Cemagonun, 27 yacos xonoaa 0.999

Tab6auna 4.2. Uncio SKCIPeCCUPYONINXCS TOMEOJIOTOB B KaXI0M U3 00pa3IioB.

Yucno nap, B

Yucno Yucno Yucno KOTOpbIX 06a

3KCNPECCUPYIOLLUXCA | SKCMPECCUPYIOLLNXCA | SKCMPECCUPYIOLLUXCA | TOMeosiora
Obpasey, | reHoB romeosioros A romeonoros B aKcnpeccuproTca
M 18772 9386 9386 8399
L.P 22857 11440 11417 10942
L.L 22901 11428 11473 10986
SD 23193 11625 11568 10942
SP 22977 11516 11461 10881
PT 22422 11249 11173 10606
AN 23332 11690 11642 10768
ov 22788 11384 11404 10857
SD.d 21366 10672 10694 9829
R 24380 12187 12193 11666
Cc.C 23153 11583 11570 11069
C3 22955 11519 11436 10922
C15 22793 11398 11395 10809
Cc27 22580 11320 11260 10700
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Taboauua 4.3. Yucno muddepeHmanbHO 3KCIPECCUPYIONMINXCS TeHOB. Bplle auaroHamn
MPEJICTABICHO YHCIIO T'€HOB, KCIPECCUsI KOTOPBIX BO3pacTaeT B 00paslie U3 KOJIOHKHU M0 CPAaBHEHUIO C
00pa31oM U3 CTPOKH; HIDKE JUATOHAIU — YUCIIO T€HOB, SKCIIPECCHS KOTOPBIX CHUXKACTCS.

Obpaszey, | M L.P L.L SD SP PT AN oV SD.d R

M - 1164 2244 3502 6268 5128 7965 1858 4320 4746
L.P 1147 | - 2060 5032 7104 6146 9381 3594 6613 6034
L.L 1627 1447 | - 4759 6933 6626 9421 3503 6631 6136
SD 1421 2542 2655 | - 5923 5282 7608 2277 3947 4863
SP 4951 7269 7060 6946 | - 3123 7645 7576 6402 8306
PT 4591 7258 7566 6850 4543 | - 7608 7129 7109 8265
AN 5528 8824 8723 7288 6176 4846 | - 8715 6690 9181
oV 2060 4608 5180 5034 7627 6247 9138 | - 6465 7020
SD.d 3971 7136 7309 5432 7601 7865 8107 7328 | - 8577
R 3114 5030 5473 5639 7344 5951 9091 5119 6450 | -

Tab6auna 4.4. Uuciio nmap roMeosoroB, B KOTOPBIX TOJIBKO OJMH TOMEOJIOT, THO0 002 SIBIISIFOTCS
1D B CpaBHEHHUSX pa3HBIX 00Pa3IIOB.

Yucno

Mapa romeonoros, B KOTOPOW nap

o6a romeonora 13, Tonbko A 19 1 Tonbko B 9 10165
oba romeonora 13 1 Tonbko A 19 1671
o6a romeonora 13 u Tonbko B A3 1638
oba romeonora 3 679
ToNbKo A nnn B - 13, Ho He o6a og4HOBPEMEHHO 313
Tonbko A - 12 551
ToNbKO B - 19 543

Tadauua 4.5. Ksaapar xodddunmenta koppensuuu [lupcona Mexay TOMeOTOrHYHBIMHU
reHaMU B KaXXJIOM U3 00pa3IloB.

O6pasel, r2 O6pasel, r2

M 0.80 | OV 0.87
L.P 0.89 | SD.d 0.83
L.L 090 | R 0.88
SD 0.87 | C.C 0.88
SP 0.85 | C3 0.88
PT 0.85 | C15 0.87
AN 0.81 | C27 0.87
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Tadnanna 4.6. O6oramenue repmunaMu 'O u qpyrux 6a3 AaHHBIX CIIUCKA T€HOB, HMEIOLINX
pa3HO HampaBJIeHUE U3MEHEHHSI SKCIIPECCHH B JIBYX U Oosiee oOpasiax.

YpoBeHb

basa AaHHbIX TepmuH IO unn apyrmux 6as gaHHbIX oboraweHus | FDR

GOTERM_MF_FAT | GO:0015238~drug transporter activity 4.65 0.05
INTERPRO IPR002213:UDP-glucuronosyl/UDP-glucosyltransferase 4.62 0.01
INTERPRO IPR0O17972:Cytochrome P450, conserved site 3.74 0.00
INTERPRO IPR0O01128:Cytochrome P450 3.69 0.00
INTERPRO IPR002401:Cytochrome P450, E-class, group | 3.67 0.00
GOTERM_MF_FAT | GO:0019825~oxygen binding 3.50 0.00
INTERPRO IPR017973:Cytochrome P450, C-terminal region 3.46 0.01
SP_PIR_KEYWORDS | Monooxygenase 3.29 0.01
SP_PIR_KEYWORDS | heme 3.18 0.00
GOTERM_MF_FAT | GO:0046906~tetrapyrrole binding 3.07 0.00
GOTERM_MF_FAT | GO:0020037~heme binding 2.94 0.00
SP_PIR_KEYWORDS | iron 2.93 0.00
GOTERM_MF_FAT | GO:0005506~iron ion binding 2.54 0.00

Secondary metabolites biosynthesis, transport, and

COG_ONTOLOGY catabolism 2.51 0.00
SP_PIR_KEYWORDS | oxidoreductase 2.25 0.00




