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TPAHCKPUIITOMHBIN AHAJIN3 T'EHOB IEJLUIFOJIO30CUHTA3 BBICHINX
PACTEHUM IO TAHHBIM PHK-CEKBEHUPOBAHMUS

B pabote mpoaHanu3HpoOBaHBI TPAHCKPUIITOMBI PA3INIHBIX OPTAHOB M TKAHEH YETHIPEX BUOB PACTEHHUI — TOMOS, IB-
KaJIUnTa, COM U (aconu. YCTAaHOBIEHBI CYIIECTBEHHBIE PA3INYHs B yPOBHE SKCIIPECCUU T€HOB LENITIONIO30CHHTA3 MEKIY
pacTEeHUSIMH HCCIEAYEMbIX BUIOB, a TAKXKe Pa3IHUIUs B IKCIIPECCHH JAHHBIX T€HOB B OPraHax M TKaHSIX OJHOTO PacTEHUSI.
Jlns TpaHCKPUNITOMOB (hacoOIM M 3BKANUMNTA XaPAKTEPHO HATHUNE «IOMHUHUPYIONNX» T€HOB, KOTOphIe AaroT Oomee 50 %
IyJia SKCIPECCHH T€HOB IIEJUTION030CHHTa3. B ciydae TOMOIS M COM 3KCIPECCHOHHBIN MyJl pacipeaenaeH MeKIy OOTbITHM
YHCIOM TeHOB. Bo3MokHO, cTpaTerus sxcrpeccun CesA-reHoB OTpakaeT IMpouecc (GHIOreHe3a HCCIeTyeMbIX TeHOMOB.
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TRANSCRIPTOME ANALYZIS OF HIGHER PLANTS CELLULOSE SYNTHASE GENES
USING RNA-SEQUENCING DATA

In the given work the transcriptomes of different organs and tissues of western poplar, eucalyptus, soybean and common
bean were studied. The expression level of cellulose synthase genes was notably different in the studied plant species and in
different types of tissues and organs within plants. For common bean and eucalyptus transcriptome the domination of certain
cellulose synthase genes was typical. These prevailing genes made up more than 50 % of the total expression pull of cellulose
synthases. On the contrary, cellulose synthase expression pulls of western poplar and soybean were distributed between
multiple genes. The different expression strategies of CesA-genes may reflect the phylogenetic process that occurred in the
genomes studied.

Keywords: cellulose synthase, cell wall, transcriptome, RNA-sequencing.

BBenenue. B pesynprare IpUMEHEHHSI METOIOB CEKBEHUPOBAaHUS HOBOTO ToKojeHUs (NGS) Obutn
MOJYYEHbI TOJHOTCHOMHBIC HYKJICOTHJIHBIC IOCIIEIOBATEILHOCTH PsiJia BBICIINX PACTCHUH — OTyp-
na (Cucumis sativus L.), Tomara (Solanum lycopersicum L.), kykypy3sl (Zea mays L.), meHa (Linum
usitatissimum L.) 1 MH. ap. [1]. CeayeT OTMETHTD, 9YTO MPUMEHEHUE BEICOKOTIPOHU3BOAUTEIEHBIX METO-
JIOB CCKBCHUPOBAHHUSI HE OIPAHUYHMBACTCS OIPEACICHUEM HYKIICOTHIHON MOCIIEIOBATEILHOCTH TeHOMA
JKUBBIX opraHu3MoB. OmHoi u3 Mommdukanuii 3troro metona sisercs PHK-cexsennposanne (RNA-
seq), KOTOpOoe TMO3BOJIET M3y4YaTh TPAHCKPUIITOM OpPTaHW3Ma, TKaHW WU KIeTKH [2]. M3ydenne mpen-
CTaBIICHHOCTH TPAHCKPHIITOB MOCPEICTBOM aHaM3a JaHHbIX RNA-seq JOTIONHSET, a HHOTJA M COCTaB-
JSIeT AbTePHATHBY TAKUM METOaM U3YUCHUs TpaHCKpUIToMa, Kak konmdectBenHas [1L[P, CaysepH-Tu-
Opunuzanwsi, MUKpouutisl [3]. [lo ommeHKaMm cIiennaaucToB, yKe B Ommkaiimme roasl Metonbl RNA-seq
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CTaHyT PYTHHHOH MPOIETypOH, INIaBHBIM 00pa30M, 3a CUST COBEPIIICHCTBOBAHUS U YICIICBICHUS ara-
paTHOTO 00ECIICYCHUS U YIPOIICHUS TPOOOMOATOTOBKU. DTO, B CBOIO OYEPElb, MHOTOKPATHO YBEIHUYUT
SMIIMPUYECKHE JAHHBIC U TPUBEJIET K HEOOXOIUMOCTH X KaYeCTBEHHOTO aHaIN3a U HHTEPIIpeTaInH [4].

C nomomisio RNA-seq 1 mocieIyroniero anajan3a NoJdyuyeHHbIX JaHHBIX YK ceiiuac pelarTcs MHO-
rue Kak (pyHIaMeHTaIbHbIC, TaK ¥ MPUKIAHbIC 331a49u. Tak, 0OObSICHEHBI U JICTATH3UPOBAHBI MOJICKY-
JISIpHBIE MEXAaHU3MBI, JIEXKAIINE B OCHOBE OTBETA PACTEHUS Ha cTpece [5], a TaKKe OTKPBITHI TeHbI, OTBET-
CTBEHHBIE 32 YCTOHYMBOCTh PACTCHHI K KOHKPETHBIM BHIaM cTpecca [6]. JlaHHbIe TeHBI MOTYT OBITH UC-
TIOJIb30BAHBI JUISI TOBBITIICHUST YCTOWYMBOCTH CEITLCKOXO3SHCTBEHHBIX KYJIBTYP K CTPECCOBBIM (haKTOpaM.

MeToapl T€eHETHUECKOTO aHaln3a, TCHOMUKU U TPAHCKPUITOMUKH HAXOJST LIMPOKOE MPUMEHEHHE
MIPH MCCIICIOBAHUY OMOCHHTE3a MOJIMCAXapHIOB PACTUTEIILHOM KIETOYHON CTEHKU. bUOCHHTE3 1IeIuTHo-
710361 (OCHOBHOM MOJICaXapy/I KJICTOUHOW CTCHKH PACTeHUH ) — CJIOXKHBIN OMOXMMHUYECKUH MpoIiece, Ko-
TOPBIN HE yAAeTCsl BOCTIPOU3BECTH in Vitro [7]. g ero usydeHus nepcreKTUBHBIM IPECTABISCTCS IpU-
MEHEHHE COBpEeMEHHbIX MeToA0B NGS, a UMEHHO, TPAHCKPUITOMHOT'O aHAJIN3a T'€HOB LIEJUTI0I030CHUHTA3
(CesA-reHOB), KOTOPBIIt MOXKET JaTh KOCBEHHYIO, HO IIEHHYIO HHPOPMAIIHIO 0 OHOTeHE3e PACTUTEILHON
KIICTOYHOU cTeHKH. JlocTymHOCTh B on-line 6a3ax pe3ynbratoB RNA-seq pa3mnuHbIX KyaeTyp [8] m03Bo-
JIWJIa HaM MTPOBECTH OMOMH(OPMAIIMOHHBIN aHAINU3 TPAHCKPUTITOB CesA-TeHOB psifia BRICIIUX PACTCHUH.

Lenp pabOThI — KAYECTBEHHO M KOJMYECTBEHHO OXapaKTepU30BaTh IKCIPECCHIO TCHOB IIEILTIOI030-
CHHTA3 B Pa3JIMYHBIX OPraHaxX U TKAHSAX BBICIIUX PACTCHUH, UCTIONB3Ys JaHHble RNA-seq.

MarepuaJibl 1 MeTOAbI UcCJae0BaHusl. JJI1 aHaTu3a SKCIPECCUU TEHOB LEIIOI030CUHTA3 BhIC-
IIMX pacTeHUN Mbl aHanu3upoBanu AaHHble RNA-seq, K KOTOPBIM UMEETCSI OTKPBITHII JOCTYI Ha T€HETH-
yeckoM pecypce Phytozome [8]. Ha Bpems nposenenus ananuza (10.10.2015) Obutr OCTYIHBI JaHHBIC
RNA-seq s miectu cepuii SKCIIEpUMEHTOB C Pa3HBIMH BUIaMH M MEXBHJIOBBIM THOPUIOM PacTCHUH,
YETBIPE U3 KOTOPBIX OTHOCSTCS K TIOKPBITOCEMEHHBIM, a HIMEHHO — Tonolb (Populus trichocarpa Torr.,
A. Gray, 7 sKCIEpUMEHTOB), 3BKanunT (rubpun Eucalyptus grandis x Eucalyptus urophylla, 6 sxcniepu-

TabOnumna l. BereraTuBHBIE OPranbl H TKAHU PacTeHHii, KOTOpPbIe HCMoab30BaHbI 1Ist RNA-seq [8]

Table l. Vegetative organs and plant tissues used for RNA-seq [8]

Haspanue pacTeHus
Oprat pacteHus Plant
Plant organ Tomons DBKaJIUIT Cost ®dacomb
Poplar Eucalyptus Soybean Common bean
Bepxy1ka kopHs Kopens Kopens (10 nueit)
Kopenn Root tip Root Root (10 days)
Root Kopens KopueBsie Bonocku Kopens (19 nueit)
Root Roots hairs nodules Root (19 days)
VY3en ArnukanbHasi Mepucrema | AruKajabHas MepucTeMa | Y3el
Stem node crebust crelist Node
Crebenb Shoot tips Stem apical meristem | CreGenb (10 aHeit)
Stem internode drosma VY3en Stem (10 days)
Crebenp N
Phloem Node Crebenb (19 nHeit)
Stem
Hespenast kcunema Crebenb Stem (19 days)
Immature xylem Stem
3penas kcuiema
Xylem
3peibie TUCThS 3pernbie TUCThs Jluctes Juctes
Jluer Mature leaves Mature leaves Leaves Leaves
Leaf Mosozble TUCTbs Monoaplie TUCTbst Moinono# TPUIUCTHUK
Young leaves Young leaves Young trifoliates
JKeHckast IBeTOUHAS MOYKa IlBeTok IlBeTouHas moyka
I{Berok (paHHsist cTaaus) Flower Flower buds
Flower Leaf female flower buds IBeTok
(early stage) Flowers
[Nepuxapmmii mona Momnonoit 606
[Tnon Pod Young pods
Fruit Cewmst Bo0 3eneHoit crienoctu
Seed Green mature pods
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MeHTOB), cosi (Glycine max (L.) Merr., 9 skcriepumenTtoB) u daconb (Phaseolus vulgaris L., 11 sxcnepu-
MeHTOB). Onucanue o0pasuos, nanHbie RNA-seq KOTOpBIX HCIONIB30BaHbI B paboTe, MpUBeAeHO B Tao. 1.

Junst uneHTruKanuy B TeHOME JaHHBIX PacTEHHi, a Takke B reHoMe A. thaliana, TpaHCKPHIITOB,
KOTOpBIE KOAUPYIOT LEJUTIOII030CHHTAa3bl, UCTIONB30BaIl porpammy Biomart [9]. C moMombsio JaHHOM
pPOrpaMMbl OTOMpAIH IOCIIEA0BATEILHOCTH, B OMUCAHUU KOTOPBIX aHHOTHPOBAaH OCJIKOBBIH JOMEH
Pfam 03552 [10], xapakTepHblil Ui cynepceMencTBa LeUTI0NI030CHHTa3, BKItoyaromero CesA-reHsl
U LEJUTIOJI030CHHTAa30110400HbIe reHbl. [locnenoBaTenbHOCTH I'eHOB € JaHHBIM JIOMEHOM U3 TeéHOMa MO-
JeNBbHOro opranusma A. thaliana ncnonb30BaMCh Kak peepeHCHbIE TIPU PEKOHCTPYKLIUH (proreHeTu-
YEeCKMX OTHOMICHWH. [l BIpaBHUBAHMS aMHUHOKHCIIOTHBIX TPAaHCIMPOBAHHBIX MOCIIEI0BATENLHOCTEH
ucnonbzoBanu MUSCLE [11]. J{nst peKOHCTPYKIMU (DUIOTCHETHYECKUX OTHOIIECHHH BCEX HalJAEHHBIX
AMHHOKHCIIOTHBIX MOCJIeI0BaTeIbHOCTEH Hctob3oBainu nporpammy ClustalW2 Phylogeny [12] u meTox
knacrepuszanun Neighbour-joining; (uIOreHrio Tpynmnbl reHOB LEUTION030CHHTA3 BOCCTaHABIMBAIIH,
ucnonbsys nporpammy PhyML ¢ JTT-mMonensio aMMHOKHCIOTHBIX 3aMeH [13].

Jist aHanu3a npeacTaBIeHHOCTH TPAHCKPUIITOB TeHOB 1eIJUII0N030cuHTa3 ux Fpkm-3Hauenus Obuin
u3BJedYeHsl U3 6a3bl nanHbIX Phytozome 10.3 (Ha 12.10.2015) c nomompto narepdeiica PhytoMine. 3na-
yenue Fpkm sBnsieTcs 4nMciIeHHBIM MOKa3aTeneM KoJMdecTBa «(parMEeHTOB Ha THICSYY OCHOBAaHHMN Ha
MUJIJTHOH KapTUPOBAHBIX MpouTeHui». Fpkm — oTHOCcHTEeNbHAS eAMHUIIA U3MEPEHHUS DKCIIPECCUU TEHOB,
KOTOpasi UCIONb3YeTCs NPU aHAIN3€ PEe3y/bTaTOB CEKBEHWPOBAHMUS MAPHBIX MPOYTEHHH M IO3BOJSET
CPaBHHUBATH PE3yJbTaThl PA3IHYHBIX SKCIIEPUMEHTOB [14]. AHaNM3 JaHHBIX U OCTPOCHUE THCTOrPaMM
ocyuiecTsisiu B R-cpene.

st oueHkH (QYHKIMOHAIBHONW aKTUBHOCTH OTAENBHBIX CesA-TeHOB pacCunTBhIBAIN JIOMIO SKCIpec-
CHM MHJIMBHIYaTbHBIX T€HOB OT OOIIEro ypOBHS SKCIPECCHH BCETO ITyJIa LEJUToN030cuHTa3. [lokazarens
«10J1sI SKCIPECCHM» TeHOB 1IEJUTIONI030CHHTA3 PACCUMTHIBAIM KaK YaCTHOE MeXIy 3HaueHneM Fpkm me-
aeBoro reHa v Fpkm Bcero mysna reHoB LEJITIONI030CHHTA3.

PesyabraTsl U ux obcyxaenue. [Ipy aHainze reHoma 4eThIpeX HCCIEAYEMBIX BHAOB PacTEHUI
U TeHoMa pe3yXxoBuIKH (Arabidopsis thaliana (L.) Heynh.) Op1t1 naeHTHOUIIMPOBaHBI TEHBI, COACPKA-
e gomer Pfam 03552. Beero B reHOMax JJaHHBIX pacTeHU uieHTUGUIupoBanu 199 reHos u, cooT-
BETCTBEHHO, 311 BapuaHTOB UX TPAHCKPUIITOB B COCTaBE TPAHCKPUITOMOB. [Ipn momomu ¢uiioreneTu-
yeckoro aHanuza guddepennupopanu reabl CesA-cynepcemeicTBa. [eHBI, TPAHCKPUIITHI KOTOPBIX
COCTaBJISUTM €AUHBIN KJIAcTep C IeJIIfofo30cuHTa3aMu A. thaliana, 0stnm oTHeceHBI K CesA-TeHaM
U J1aliee mpoaHaT3upOBaHbl. B pe3ynbrare B TeHOME TOMOIISI OOHAPYKUIU 17 TeHOB IeNITI0I030CHH-
ta3, sBkanumnta — 20, cou — 28 u B reHome (paconu — 15 CesA-reHoB (Tadu. 2).

RNA-seq sKCieprUMEHTHI, aHAM3UPYEMbIe B TaHHOH paboTe, MPOBOAMINCH pa3HBIMHU HCCIIE0Ba-
TEJSIMU B Pa3HOE BpeMs U C Pa3HBIMHU LIEJISIMHU, TTOITOMY B HUX HET €IUHOTO IuaHa AuddepeHranimn
TKaHEN U OpraHoB PaCTEHU.

o 3navennto Fpkm 1151 reHOB TIENITI0I030CHHTA3 MOYKHO C/IeTIaTh BEIBO, YTO TIO YPOBHIO 9KCITpEC-
CHU JaHHBIX TEHOB MCCIIEIOBAaHHBIE PACTEHUS CYIIECTBEHHO paszinyaioTcs Mexay coboi. Hambomee
cunbHO CesA-TeHBI dKCIIpeccupytoTes B rudpuae E. grandis x E. urophylla, cnabee Bcero B pacTEHHUSIX
tomoiist. OOIuii ypOBEHB 3KCIIPECCHH TEHOB IIEJUTIONO30CHHTA3 B CTEOJIC IBKATUIITA (JJAHHBIC [T KCH-
nemMbl) B 8,2 pasa Bbllle, 4eM B cTebie Tonois, u B 2,98 pa3a BhIlle, 4eM B cTedlie cou. B mucThsax 3BKa-
nunta — B 3,96 paza BblllIe, YEM B JIUCThSIX TOMOJS, U B 2,47 pa3 BBIILE, YEM B JTUCTHAX COH.

OOmuii ypoBeHb SKCIPECCHH T€HOB LIEJUTION030CHHTA3 CYIIECTBEHHO Pa3invaeTcsl B pa3HbIX Opra-
HaxX OJJHOT'O PAaCTEHHUs, XOTs B ITyJIe TEHOB IEJTIOI030CHHTA3 €CTh T'eHbI, IKCIIPECCHsl KOTOPBIX J10CTa-
TOYHO CTaOMIIbHA. Y MCCIIEAOBAHHBIX PACTEHUH B CTEOJIE 1 KOPHE IE€HBI LEJUTIOI030CHHTA3 IKCIIPECCH-
PYIOTCSI MOIIIHEE, YeM B JHUCThSIX. Eciin cpaBHUBATH KOPEHBb U CTEOENb MEXTY COOOM, TO Yy PacTeHHM
cou u (hacomm mokasarens Fpkm, coorBeTcTBeHHO, B 1,24 1 1,49 pa3 Beime mist ctebis, a y TOMOIS
B 1,25 pa3 BbiLIe 17151 KOpHS. J[J1s1 9BKaIUNTa TaKoe CpaBHEHHE MTPOBECTH HE MPEACTABIISIETCS] BO3MOX-
HBIM, TIOCKOJIbKY OTCYTCTBYIOT AaHHBIe A KopHs. [Ipu cpaBHUMOM 0o011eM ypoBHe skcnpeccun CesA-
TCHOB B CTEOJISIX M KOPHSX CJEAyeT OTMETUTh Pa3Hblid Mpoduib dskcrnpeccun CesA-TeHOB B JaHHBIX
opranax. Eciu B KOpHE TOMHUHUPYIOT T€HBI [EJUIIOI030CHHTA3, OTBETCTBEHHBIEC 32 CHHTE3 MEPBUYHON
KJIeTO9HOM cTeHkH (75 % u 6omnee oT obmiero mymna CesA-TeHOB), a TeHBI BTOPUYHOW KJIETOYHOW CTEHKH
B 00IIIeM ITyJIe TPAaHCKPHUIITOB COCTABIAIOT He 6oee 25 %, To B cTebIie A0l TeHOB BTOPUYHON KIIETOY-
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Taobnuma 2. eHbl HEeJNTI01030CHHTA3, AHHOTHPOBAHHBIE B HCCJIeyeMbIX T€HOMAX
T able2. Cellulose synthase genes annotated in the genomes
Kog (ID) nokyca reHOB LIeJUIIOII030CHHTA3
Ten Locus code (ID) of cellulose synthase genes
Gene Pe3yxoBujika Tomnons DBKaJIUIT Con dacob
Arabidopsis Poplar Eucalyptus Soybean Common bean
Ilepeuunas knemounas cmenxa
Primary cell wall
CesA1/10 AT2G25540 Potri.018G029400 Eucgr.C02801 Glyma.06G069600 Phvul.009G094200
AT4G32410 Potri.006G251900 Eucgr.C01769 Glyma.04G067900
Eucgr.H00939
Eucgr.J01639
Eucgr.L.02402
CesA2/5/6/9 AT5G64740 Potri.005G087500 Eucgr.100286 Glyma.05G187300 Phvul.002G268200
AT5G09870 Potri.007G076500 Eucgr.F04212 Glyma.08G145600 Phvul.004G093300
AT4G39350 Potri.005G194200 Eucgr.F04216 Glyma.02G080900 Phvul.007G081700
AT2G21770 Potri.002G066600 Eucgr.H02200 Glyma.16G165900 Phvul.005G010400
Potri.005G027600 Eucgr.H00646 Glyma.10G223500
Potri.013G019800 Eucgr.F03635 Glyma.16G081000
Eucgr.B01532 Glyma.06G316700
Eucgr.B01562
Eucgr.B03971
CesA3 AT5G05170 Potri.016G054900 Eucgr.A02372 Glyma.09G103000 Phvul.005G022100
Potri.006G052600 Eucgr.J01278 Glyma.15G275000 Phvul.011G211500
Potri.001G266400 Eucgr.G03380 Glyma.13G202500
Potri.009G060800 Glyma.12G237000
Bmopuunas knemounas cmenka
Secondary cell wall
CesA4 AT5G44030 Potri.002G257900 Eucgr.A01324 Glyma.10G039600 Phvul.007G190300
Glyma.13G126000 Phvul.009G242700
Glyma.15G157100 Phvul.002G188600
Glyma.09G051100
Glyma.08G088400
CesA7 AT5G17420 Potri.018G103900 Eucgr.D00476 Glyma.04G142700 Phvul.009G205200
Potri.006G181900 Glyma.06G225400 Phvul.009G205100
Glyma.04G153700 Phvul.003G154600
Glyma.06G225500
Glyma.02G205800
Glyma.17G072200
CesAS AT4G18780 Potri.011G069600 Eucgr.C00246 Glyma.06G065000 Phvul.009G090100
Potri.004G059600 Glyma.04G063800 Phvul.002G240200
Glyma.05G160000
Glyma.08G117500

HOM CTEeHKH BbIle U cocTaisieT 42—47 %. Takoe COOTHOLICHNE TPAHCKPUTITOB HAOIIONATH B CTPYKTY-
pe TPaHCKPUIITOMOB BCEX MPOaHATM3UPOBAHHBIX pacTeHUi. Jlake B amMKalbHOW MepHCcTeMe CTeOs
HaOIIOMaIN TPUMEPHO TaKoe ke CooTHoIeHue (61 % IKCIpecCHOHHOTO TMyia — TeHBI MEJTI0I030CHH-
Ta3 MEPBUYHON KJIETOUHOHN CTEHKU U 39 % — BTOPUYHOM, pUCYHOK, 3). ClieayeT OTMETHTH, UTO B y3JIax
cTebst HaOIIoNaMl KapTHHY, OTIIMYHYIO OT OCTajbHOW yacTH cTeOs. Bo-nepBbix, o0muUil ypoBeHb
TpaHcKpUNTOoB CesA-TeHOB HHUKE MO CPaBHEHHIO C OCTAJIBHOM YacThiO CTEOIIsI, a BO-BTOPBIX, B ITyJe
TpanckpunToB CesA-TeHOB HU3KAsI TOJISI TEHOB LEJIITI0I030CHHTA3 BTOPUYHON KIETOYHOW cTeHKH — 11—
18 % (pucyHoxk, 1, 3, 4).

Camas BbICOKast JI0JI1 TEHOB BTOPHYHOM KJIETOUHON CTEHKH M3 BCEX MPOAHATU3UPOBAHHBIX JKCIIEPH-
MEHTOB B KcuiieMe cteiis y rudpuna E. grandis x E. urophylla, 3neck oHa coctaBuia 87 %, a ypoBeHb 3KC-
MIPECCUH TE€HOB LIEJUTIOJI030CHHTA3 B JAHHBIX 00pa3iiax ObLT CAMBIM BHICOKHM M3 BCEX HMEIOIINXCSL.

[eHbI 1ETTI0I030CHHTA3 B TUCTHAX DKCIIPECCUPYIOTCS Ciiadee cpeir BCeX BEreTaTUBHBIX OPTraHoB,
B niynie CesA-reHOB TOMUHUPYIOT T€HBI LEJUTI0I030CUHTA3 TIEPBUYHON KJIETOYHON CTEHKH, F€HBI BTO-
PUYHON KJIETOYHON CTEHKHU COCTaBJISIIOT He Oojiee 14 % (PUCYHOK).
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YpOBEHBb IKCIIPECCUU TCHOB LIEJIITI0JIO30CHHTA3, OTBEYAIOIINX 32 OMOreHe3 NepBUYHON ¥ BTOPHYHOMN KIIETOYHOH CTEHKH TO-
nouist (1), aBkasunTa (2), cou (3) u dacomnu (4)

The expression level of cellulose synthase genes responsible for the biogenesis of the primary and secondary cell wall of
poplar (1), eucalyptus (2), soybean (3) and common bean (4)

W3 noiyyeHHBIX JaHHBIX MOYKHO 3aKJIIOUUTh, YTO B OOJIBIIMHCTBE CIIy4aeB 3KCIPECCUs TEHOB Le-
JII0JIO30CUHTA3 MEPBUYHOM KJIETOUHON CTEHKH JIOMHMHHPYET HaJ reHamMu BTOpuuHOH. EcTh 00pasusl,
IJIe IPEICTaBICHHOCTh TPAHCKPUIITOB LIEJUIIOJI030CUHTA3 IEPBUYHON M BTOPUYHOM KJIETOYHOH CTEHKH
IIPUMEPHO paBHA. Takoe COOTHOIICHUE YCTAHOBJICHO JUIsl 00pa3LoB cTebel pacTeHUH 1 NepuKapIns
06000B (st haconu u con). TombKo B OTHOM CiTydae ObLT 0OHApY X eH maTTepH dkcrpeccun CesA-TeHOB,
B KOTOPOM T'€HBI LIEJITI0JIO30CHHTa3 BTOPUYHOM KJIETOYHON CTEHKH TOMUHUPYIOT HaJl IEPBUYHON — 3TO
00pasiibl KCUIEMBI (3pEJIoif U He3pesIoit) IBKaIUITa (PUCYHOK, 2).

Buaumo, B OOJBIIMHCTBE KJIETOK PACTUTENBHOIO OpraHu3Ma (yHKIHOHUPYIOT Ie€HBbI LIEII0I030-
CHHTAa3, CBS3aHHBIE C OMOTEHE30M MEePBUYHON KIeTOYHON CTeHKU. CesA-TeHbl BTOPUYHON KIIETOYHON
CTEHKH 3KCIPECCUPYIOTCS B KJIETKax cTe0Is, a B cilydae 6000BBIX — B KJIIETKAX CEMSIH U OKOJIOTUIOJHH-
Ka. YCUJIEHHE SKCIIPECCUH T€HOB BTOPUYHON KJIETOUHON CTEHKH MPOSIBIISETCS, BO3MOXKHO, B TEX CIyya-
X, Te He00X0auMo oOecredeHne MexaHnueckon QyHKIUHU. JJOMUHUpOBaHUE SKCIIPECCHH TEHOB BTO-
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PUYHON KJICTOYHOH CTEHKH B OOIIEM ITyJIe TE€HOB LIEJUTION030CHHTA3, BUAMMO, CBUACTEILCTBYET O CIIe-
UaIU3alH TKaHH.

Jist Ka)Xa0T0 U3 pacCTeHUH MMEIOTCS TeHBI LEJUTI0JI0O30CHHTa3 ¢ HU3KOH ()yHKIIMOHAIBHOW aKTHB-
HOCTBIO, JI0JIsSl TPAHCKPUIITOB KOTOPBIX B JIIOOOM M3 BApHAHTOB TPAHCKPUIITOMOB HE MpeBblmaia 5 %.
B cnywae rubpuna E. grandis % E. urophylla 6v1no obnapyxeno 11 takux reHos (Eucgr.H00939, Eucgr.
J01639, Eucgr.L02402, Eucgr.F04212, Eucgr.F04216, Eucgr.H02200, Eucgr.H00646, Eucgr.B01532,
Eucgr.B01562, Eucgr.B03971 u Eucgr.A02372), nnst Phaseolus vulgaris — 6 (Phvul.007G081700,
Phvul.005G01040, Phvul.007G190300, Phvul.002G188600, Phvul.009G205200 u Phvul.002G240200),
s Glycine max — 7 (Glyma.16G081000, Glyma.06G316700, Glyma.10G039600, Glyma.13G126000,
Glyma.08G088400, Glyma.04G142700 u Glyma.05G160000) u onun ans Populus trichocarpa
(Potri.006G052600). TpaHCKPUNITHI JaHHBIX TEHOB HE YUYUTHIBAJIH B MOCIICIYIONIEM aHalN3e. 3HAYCHUS
Fpkm 11t ocTanbHBIX TEHOB LEUTIOI030CHHTA3 MPUBEACHBI B Ta0JI. 3—6.

Cpenu reHOB LEJUTION030CHHTA3 NEPBUYHOM KJIETOYHOM CTEHKH TOMOJS HEBO3MOKHO BBIACITHUTD
OJTHO3HAYHBIX «JTUAEPOB IKCIIPECCUU». B OONBIIMHCTBE CiIyyaeB OIS KakJI0TO T'eHa COCTaBisia OT 5
1o 14 %, 3a uckirouenuem nocienosarensHocTd Potri.007G076500 (rer CesA2/5/6/9), xoTopasi B 1By X
mpo0ax HeCKoJIbKO mpeBbimaia 15 %, u nocienoparensHocTelt Potri.002G066600 u Potri.013G019800,
JI0JIS1 KOTOPBIX (KpOME TPAHCKPHUIITOMA KOPHSI) cocTaBisia MmeHee 5 % (tabui. 3).

Psax reHOB LENTIONO30CHHTA3 MEPBUYHOM KICTOYHOH CTEHKH OTIMYAJICS JOCTATOUYHO CTaOMIIb-
HOW OJKcIpeccueil B HaJ3eMHBIX YacTiAX pacTeHuil. YpoBeHb skcmpeccuu reHos Potri.007G076500
(CesA2/5/6/9), Potri.005G194200 (CesA2/5/6/9), Potri.005G027600 (CesA2/5/6/9), Potri.018G029400
(CesA1/10), Potri.006G251900 (CesA1/10) u Potri.009G060800 (CesA3) B Takux mpobax pasiudaics
B 1,5-1,8 paza (Tat6m. 3).

Kax y»xe yKa3pIBaJIoCh BBIILIE, T€HBI LEIUTFOJI030CHHTA3 BTOPHYHON KIETOYHON CTEHKH SKCIPECCHPOBa-
JMCh B cTeOne, u cpean Hux Oomnee 15 % myna cocransumi TpanckpunTsl reHa Potri.002G257900, koTopblit
IKcrIpeccupoBaiics B 1,7-2,2 pa3 cuibHee, 4eM ocTalibHble CesA-TeHbl BTOPHYHON KIICTOUHON CTCHKH.

Ta6numa 3. Dxenpeccus (Fpkm) oTaeIbHBIX T€HOB LEJII0I030CHHTA3 TOMOJIS
Table3. Expression (Fpkm) of individual cellulose synthase genes of poplar

JKenckasi BEeTOUHAS IOUKA Bepxyii Cre6em
HasBanue rena ID rena Monozple THCTbS JIuctes (panHsis cTaaus) CpXyIKa Kopens | Y3en crebns Si e
Gene Gene ID Young leaves Leaves Female flower bud RK OpHi Root Stem node | . t em d
(early stage) oot tip Internode
Tenvi nepsuunoll K1€mMoOYHOU CMeHKU
Primary cell wall genes
CesA2/5/6/9 | Potri.005G087500 17 16 15 23 14 27 35
CesA2/5/6/9 | Potri.007G076500 49 64 40 42
CesA2/5/6/9 | Potri.005G194200 27 23 26 41 88 35 40
CesA2/5/6/9 | Potri.002G066600 9 9 9 14 79 18 16
CesA2/5/6/9 | Potri.005G027600 13 15 17 19 80 16 13
CesA2/5/6/9 | Potri.013G019800 8 7 9 10 59 13 15
CesAl/10 Potri.018G029400 21 26 29 33 103 24 26
CesAl/10 Potri.006G251900 28 30 31 41 63 33 34
CesA3 Potri.016G054900 16 15 11 20 37 24 22
CesA3 Potri.001G266400 13 13 15 19 27 16 17
CesA3 Potri.009G060800 22 29 85 35 105 29 32
Tenvl mopuunoll K1eMmoyHOlU CMeHKU
Secondary cell wall genes
CesA4 Potri.002G257900 3 4 4 7 18 28 [
CesA8 Potri.004G059600 1 1 2 2 9 13 39
CesA7 Potri.018G103900 2 3 3 5 11 12 37
CesA7 Potri.006G181900 2 3 3 3 10 15 48

IIpumedanu s mm—3HaucHus Fpkm Gonee 15 % ot o6iero nyna CesA-reHos;

obero myna CesA-reHoB; —— 3HaueHust Fpkm menee 5 % ot o6miero mysia CesA-reHOB.
N otes: mm— Fpkm values are more than 15 % of the total pull of CesA-genes;
the total pull of CesA-genes; c=— Fpkm values are less than 5 % of the total pull of Ces4-genes.

—3Havenust Fpkm ot 5 no 14 % ot

— Fpkm values range from 5 to 14 % of
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Cpenu reHoB LEIJIIONI030CHHTA3 IBKAIUNTA, OTBEYAIOIIUX 33 CHHTE3 MEPBUYHON KJIETOYHOW CTEH-
kd, pyHkunonupyrot uetbipe rena — Eucgr.100286 (CesA2/5/6/9), Eucgr.F03635 (CesA2/5/6/9), Eucgr.
C02801 (CesA1/10) u Eucgr.G03380 (CesA3), mpudem TaHHBIC TCHBI AKCIPECCUPYIOTCS JOCTATOYHO CTa-
OWJIBHO B pa3HBIX THIAX OPraHOB M TKaHEH (pa3sHMLA B ypOBHE dKcmpeccuu 2,2—3,8 pasa). Haubomee
cTabuipHO 3Kcnpeccupyetcs redH Eucgr.l00286, pazHuia sSKkcnpeccuy KOTOPOro MEKIY MUHHUMAIbHBIM
3HaueHHEM (JIMCThs) ¥ MakCHMaJIbHBIM (He3peias Kcuiiema) coctaBuia 2,2 pasza (tabn. 4). BoamoxHo,
TaKye pe3yJbTaThl CBSI3aHbl C OTCYTCTBEM AAaHHBIX JUIsI KOPHS, IIBETKOB U IJIOIOB, TJ€ MOXKET MECHSTHCS
o HIIb SKCIPECCHH TEHOB LEIJUTIOI030CHHTA3.

['eHBl LEMTIOT030CHHTA3 BTOPUYHOM KIJICTOYHOM CTEHKM HamOoee aKTUBHO 3KCIPECCHUPYIOTCS
B KcuieMe, rie pyHkuuoHupyet Tpu rena — Eucgr.A01324 (CesA4), Eucgr.D00476 (CesA7) u Eucgr.
C00246 (CesA8), mocnequuii U3 KOTOPBIX JOMHUHHPYET (€ro skcrpeccus B 3,9 pasa BbILIEC IO CPAaBHEHUIO
¢ Eucgr.A01324 u B 3,1 pasa — ¢ Eucgr.D00476). CootHomienue TpanckpuntoB reHoB CesA4 : CesA7 : CesAS
BO (ytosMe M Keusieme cTeOnst npuMepHo 1 @ 1 1 4, 4To MOKeT yKa3bIBaTh COOTHOLICHUE LIEIUTIONIO30CHHTA3-
HBIX CyObEIMHHL B TPAHCMEMOPAHHOM LIEJLTIONO30CHHTE3UPYIOLIEM KOMITIEKce. MBI mofiaraem, 4To pacte-
HUS 9BKAJIMITA MOTYT OBITH YIOOHOH MOJEIBIO TSl M3yUYEHHS SKCIIPECCHH TeHOB OMOCHHTE3a LEIUIIONO03HI (2,
BO3MOJKHO, M IPYTHX TOJIMMEPOB KJIETOYHON CTEHKH) BBUY MAJIOTO KOJIMYECTBA (DYHKIMOHUPYIOIINX T'€HOB
1 JOCTATOYHO YETKHUX TKAHECTICHIU(UIHBIX M3MEHEHHUH B TIATTEPHE YKCIIPECCHHU TCHOB.

Tao6numa4. Ixenpeccusi (Fpkm) 0T/ IbHBIX T€HOB LEJJIII030CHHTA3 IBKAJIUITA

Table4. Expression (Fpkm) of individual cellulose synthase genes of eucalyptus

AnvkanbHas
Haspanue rena ID rena Mounojibie IUCThsl | 3pelible JTUCThs driosma Hespenas kcunema Kcunema

Gene Gene ID Meppéfgxii?sﬁm Young leaves Mature leaves Phloema Immature xylem Xylem

Tenbl nepsuyHoll K1eMoYHOU CMeHKU
Primary cell wall genes

CesA2/5/6/9 | Bucgr.100286 254 163

CesA2/5/6/9 | Eucgr.F03635 80 | 178 47

CesA1/10 Eucgr.C02801 270 104
CesA3 Eucgr.G03380 347 156
[envl 6mopuyHOU K1EemouHOU CIMeHKU
Secondary cell wall genes

CesA4 Eucgr.A01324 7 9 24 34 596
CesA7 Eucgr.D00476 3 4 22 40
CesAS Eucgr.C00246 4 12 52 122

[Ipumedanus: mm—3nauenus Fpkm 6onee 15 % ot obmero myna CesA-renos; == — 3Hauennst Fpkm ot 5 no 14 % ot

obmrero myina CesA-reHoB; — — 3Ha4eHus Fpkm menee 5 % ot obmero myna CesA-reHOB.
N o tes: mm— Fpkm values are more than 15 % of the total pull of Ces4-genes; == — Fpkm values range from 5 to 14 % of

the total pull of CesA4-genes; c— Fpkm values are less than 5 % of the total pull of Ces4-genes.

DKCIPECCHOHHBIN MPOQHIIL TCHOB LEJUTIOI030CHHTA3 COU OKazajcs HauOosee CIOKHBIM AJIs1 HHTep-
nperamuu (Tadim. 5). 13 ero ocobeHHOCTEH MOKHO OTMETHTB Opranocnennpuansiii red Glyma.10G223500
(CesA2/5/6/9), xotopblii (yHKIIMOHUPOBAI B IBETKE (€r0 TPAHCKPUNTHI cocTaBisuid 49 % oT olrero
nyna CesA-reHoB) u Oosiee HUTJIe He MposBisuics (Tadi. 5).

Cpenu reHOB 1EIUTION030CHHTAa3 IIEPBUYHON KIETOYHOM CTEHKH TOJIBKO 1 reHoB Glyma.06G069600
(CesA1/10), Glyma.12G237000 (CesA3) u Glyma.16G165900 (CesA2/5/6/9) Oblau yCTaHOBIEHBI CITy-
Yau, KOTAa JI0JIs KX DKCIIpeccuy npesbimana 15 % B obmem myne reHos. s rena Glyma.06G069600 sto
OBLIM TPAHCKPUIITOMBI JINCTHEB, KOPHS, KOPHEBBIX BOJIOCKOB M y3710B cTedus, a1 rena Glyma.12G237000 —
nucTheB U ceMsiH, 111 Glyma.16G 165900 — kopHs. BoJbIIMHCTBO ke TeHOB BHOCHIIN He Oonee 14 % skc-
MIPECCHOHHOTO ITyna. Bo3aMOXHO, Takoe 00CTOSTENHCTBO CBA3aHO C IBOITIOLMOHHO HETaBHUM Y/IBOCHUEM
resoMa cow [15], yTo mpuBesO K YABOCHUIO (PyHKIMOHUPYIOIIUX TEHOB M, KaK CIEICTBHE, CHUKEHHIO
JIOJIA TPAHCKPHUITOB Ka)JIOTO M3 HUX.

Bo Bcex paccMOTpeHHBIX dKCTepUMEHTax KakAblil u3 CesA-TeHOB BTOPHUYHON KIJIETOYHOH CTEHKH
BHOCHJ MeHee 15 % B o0muii skcnipeccnonHbIi myn. MakcumanbsHyto gomo (12 %) B oOmuit myn uen-
mono3zocudTas BHocwI reH Glyma.09G051100 (CesA4) npu sxcnpeccuu B niepukapnusx 60008, Cpenu
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CesA-reHOB BTOPUYHOHN KJIETOYHOH CTEHKH ITOT K€ TeH Han0oJiee MHTEHCUBHO SKCIPECCHPOBAIICS B CTE-
ome cou (9 %) napsiny ¢ renom Glyma.06G225500 (CesA7) — 7 %.

[Ipu ananuze nanneix RNA-seq Phaseolus vulgaris ycTaHOBUIIM, 4TO U3 15 TeHOB LEJUTIOJI030CHHTA3,
UMEIOLINXCS B TeHOMe, (QyHKIHOHUPYET 9, u3 KOTopbiX 5 — CesA-reHbl NIePBUYHON KIETOUHON CTEHKH
u 4 — Bropu4Hoii (Tadm. 2, 6).

Cpeny TeHOB IEIUTION030CHHTA3 NIEPBUYHOM KIJIETOYHOM CTEHKH Hamboliee CHIIBHO SKCIPECCHpOoBa-
nock Tpu reHa — Phvul.002G268200 (CesA2/5/6/9), Phvul.009G094200 (CesA 1/10) u Phvul.005G022100
(CesA3). Dxempeccust JaHHBIX TEHOB JOCTATOYHO CTAOMIIbHAS BO BCEX BETETATHBHLIX OpraHax (BKIIIOUast
¥ KOpPEeHb) W pasziudaeTcs B pa3HbIX oOpasmax B 1,9-2,6 paza. B mBeTkax cHWkaeTcsi oOMIHUN ypOBEHb
HKCIIPECCHUU TEHOB LIEJUIIONIO30CHHTA3 U NIEPEPACIPEACISIIOTCS 10TM OTAETIbHBIX reHoB. [Ipu cozpeBannu
TUIOJIOB, B IepUKapnusix 0000B, a Takke B CTEOIE YBEINUNBACTCS HKCIIPECCHS TEHOB LIEIITIONI030CHHTA3
BTOPUYHOH KJICTOYHOM CTEHKH, cpelr KOTOpbIX nuaupyet red Phvul.009G242700 (CesA4). Jannbiii ren
TaKkke (QYHKIIMOHUPYET M B KOPHSX, Il TPEICTABICHHOCTh €r0 TPAHCKPUITOB JOXOAUT 10 12 % oT
00111er0 MyTa TeHOB MEJITIONI030CHHTa3 (TaoI. 6).

[Ipu ananuze mpodueii sxcripeccnn CesA-TeHOB MOYKHO YJIOBHTH JIBE aTbTEPHATHBHBIE MOJEIH MX
(YHKIIMOHUPOBAHHUS, KOTOPbIE HAauOOJIee YETKO MPOSBISIOTCS MIPU PKCIPECCUU TEHOB IEILTFOIIO30CHH-
Ta3 MEPBUYHOM KIETOUHOM cTeHKH. [lepBas Monenb XapakTepu3yeTcs HaIMYheM AOMHHHUPYIOIIUX Te-
HOB LIEJIJTFOJIO30CHHTA3 (IBKAJTUNT U (acolib), MO SKCIPECCHU KAXKOTO U3 KOTOPHIX MOXKET JIOCTUTATh
15 % u Gonee. B TakoM citydae 3Kcrpeccus Tpex reHoB jaet 6osee 50 % myna sxcnpeccun CesA-reHOB
¥ MOJKHO TOBOPHTH O «JIHIEpax dKCIpeccun». Bo BTOpOi ambTepHATUBHONW MOAETH HET <«JTUAEPOB IKC-
IIPECCUmn», IKCIpeccuoHHbIl Iy CesA-reHoB pazzaeiicH Mexay 8—10 reHamu, KakIblil U3 KOTOPBIX UMe-
et meree 15 % B oOmeMm mymne. BoaMoXxHO, 3TOT akT oTpaxaeT (pUIOTEHETHYECKYI0 HCTOPHUIO BUA,
a IMEHHO — COOBITHS yABOEHHUS TeHOMAa C COXpaHeHHeM (YHKIIMOHAILHOW aKTHBHOCTH YABOECHHBIX KO-
nui reHoB. B Takom cityyae mozens skcnpeccun CesA-T€HOB CBsI3aHA C HAJUYHEM WIH OTCYTCTBUEM
COOBITHH TIONHITIIONIN3AINH B MTPOIECCe TeHe3nca TaHHOTO BUAA PACTEHUH.

3akmaouenue. Takum oOpa3om, B paboTe MpoaHATU3UPOBAHBI TPAHCKPHUIITOMBI Pa3IMYHBIX Opra-
HOB W TKaHEH 4eThlpex pacteHuid — tomonst (Populus trichocarpa), sBkamunra (rubpun E. grandis X
E. urophylla), con (Glycine max) u dhacomu (Phaseolus vulgaris). YcTaHOBIEHO, YTO 1O YPOBHIO JKC-
MIPECCHUY TEHOB TEIITIOII030CHHTA3 UCCIIEA0BAHHBIE PACTEHUS CYIIIECTBEHHO PA3INYAIOTCS MEXKILy COOOM.
Haubonee cunbHO CesA-TeHBI SKCIIPECCUPYIOTCS B PACTEHUSAX IBKAIUNTA, ciladee Bcero — tormons. Tak-
)K€ YPOBEHb KCIIPECCHH JAHHBIX TEHOB pa3iIMyaeTcs B OpraHax M TKaHSX OIHOTO PAacTeHHs, B cTeOie
Y KOpHE TeHBI [EJUTIONI030CUHTAa3 SKCIIPECCUPYIOTCS CHITbHEE, YEM B JINCThSIX. KpoMe KomMuecTBEHHBIX
B OpraHax pacTeHHWH OTMEYCHBI H KaueCTBECHHBIC pa3inuus B mpoduie skcrpeccuu CesA-reHoB. B mu-
CTBSIX ¥ KOPHE JIOJISl TEHOB TEJITIOI030CHHTA3, OTBETCTBEHHBIX 32 CHHTE3 BTOPHYHON KIJIETOYHOW CTEHKH,
cocrasisieT He Oonee 25 % ot ob1ero myna CesA-reHos, a B ctebne — 42 % u Oosnee.

Tpauckpurnonasie poduan CesA-TeHOB PaCTUTEIBHBIX OPTaHOB M TKAaHEH MOXHO pa3IeiuTh Ha
TPH TPYMITEL. B mepByto TpyIimy BKIFOUYEHBI 00pa3Ibl, B KOTOPBIX TPAHCKPHUIITHI TEHOB LEJUTIOI030CHHTA3,
OTBEYAIOIIMX 32 CHHTE3 MEPBUYHON KIETOYHOW CTEHKH, CYIIECTBEHHO mpeodnanatot (75 % wu Oomee)
HaJ YPOBHEM TPAHCKPHIITOB BTOPUYHOUN KJIETOYHOW CTEHKH. Takue TPaHCKPHITIIMOHHBIE MPO(UIN Xa-
paKTepHBI JUISA JUCTHEB, KOPHEH, IIBETKOB. BTOPYIO TpyIIITy COCTABISIOT 00pa3Iibl ¢ IPUMEPHO PaBHBIMH
YPOBHSIMU dKcnpeccur reHoB BropudHoU (40-50 %) u nepuuHoi (50—60 %) KiIeTOYHON CTEHKH. DTO
COOTHOIIEHNE YCTAHOBJICHO JIJIsl 00pasoB cTedeil pacTeHni u nepukapmnus 6000B (17151 haconu U Cou).
B TpeTtbro rpymimy BXoAsST 00pasiibl, B KOTOPBIX TPAHCKPHIITHI TEHOB BTOPUYHON KJIETOYHOW CTEHKH IIpe-
obmamamu (73 % u 6onee) Ha MEPBUYHBIME (KCHIIEMa DBKAIIATITA).

MpI montaraeM, 9To pacTeHHs SBKAUITa MOTYT OBITh YIIOOHOW MOJEIBIO ISl U3yUeHHS DKCIIPECCHH
TeHOB OMOCHHTE3a IIEIUTIONO036! (2, BO3SMOXKHO, M IPYTHX MOIUMEPOB KIETOYHON CTEHKH) BBHIY MAJIOTO
KoJM4uecTBa (PYHKIMOHUPYIONMIUX TE€HOB M JIOCTATOYHO YETKUX TKaHECTeUN()UIHBIX W3MEHEHHWH B IaT-
TEpHE HKCTIPECCUU TEHOB.

IIpu omeHke (QYHKIIMOHAIBHOW aKTHUBHOCTH T'€HOB IIEJUTIOIO30CHHTA3 YCTAHOBHIIM aTbTePHATHB-
HbIe CTpaTeruu (PyHKIIMOHUPOBAHMS TEHOB LIEJUTIOI030CHHTA3. IS TpaHCKpHUIITOMOB (hacoiv U IBKa-
JIUTITA XapaKTEPHO HAIIMYUE «IOMUHHUPYIOIINX» T€HOB, KOTOphIe natT 6onee S0 % myna skcrpeccun
TEHOB IEJUTIOJIO30CHHTA3. B cilydae TOIONS W COM SKCIIPECCHOHHBIN ITyJ pachpesiesieH MeXay O0O0mb-
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UM YHCJIOM I'CHOB, Ha Ka)KI[BIﬁ N3 KOTOPBIX NPUXOOUTCA MCHEC 15 % ot 06]1161"0 quciia TPpaHCKPHII-
TOB. BOSMO)KHO, CTPATCrus SKCIpEeCCUn CesA-renoB OTpakacT npouecc (bnnoreHesa HCCIICAYCMBIX I'CHO-
MOB, 4 UMCHHO — CPABHUTCIIbHO HCAABHIOIO HUX MOJUIIJIONAN3AINI0, KOTOpAad IMPHUBCJIa K YBCIUYCHUIO
KON (bYHKLII/IOHI/Ip}/IOH_[I/IX TFCHOB U CHUKCHUIO JOJIU TPAHCKPUIITOB KAKJA0I'0 U3 HUX.
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