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DKCNaHCUHBI — HU3KOMEJIEKYJISIDHBbIE O€KU, UTPAIOIIME KITIOYEBYIO POJIb B MOAU(UKALIMU CTPYKTYPhI
KJICTOYHOM CTEHKH B XOIIE Pa3IMYHBIX (DM3MOJOTMIECKUX IIPOIIECCOB, B YACTHOCTH POCTA KIICTOK pacTsI-
JKeHHeM. DKCITAHCUHBI KOTUPYIOTCS OOJIBIINM MYJIBTUTCHHBIM CEMEIICTBOM U ITOAPA3ICIISTIOTCS Ha YEThIPE
TOACEeMEeICTBA, OCHOBHBIMHM M3 KOTODPBIX SBJISIIOTCS anbda- 1 0eTa-3KCHaHCUHBI; TTOCICIHUE TTOIyIUIN
ocoboe pa3BuTHE y 371aKoB. CunTaeTcs, YTO IKCIAHCUHBI MOIMMUIIMPYIOT B3aMOACUCTBUS LIEJUTIONIO-
3bl C KCUJIOIIIOKAHOM (aJibha-3KCHaHCUHBI) WIKM C apabMHOKCUIaHOM (OeTa-3KcrmaHcuHbl). [Ipu 3Tom
SKCIMAHCUHBI HEe 00J1aaloT KaTAIUTUYECKON aKTMBHOCTBIO, KOHKPETHBIA MEXaHU3M WX NEHCTBUS Hes-
CEH, HETIOHATHO (PM3MOJIOTMUECKOE 3HAUCHME CTOJIb OOJIBIIOTO pa3Hoo0pas3us n3odopM. s n3ydeHus
XapakTepa 3KCIIPECCUH OTICIbHBIX SKCITAHCHHOB MBI IIPOBEIN TPAHCKPUIITOMHBIM aHAJIM3 BCEX UICHTH-
(buLMpOBaHHBIX B TEHOME KYKYpY3bl T€HOB 9KCIIAHCMHOB, UCIIONb3YsI YIOOHYIO MOMEIBbHYIO CUCTEMY —
30HBI PACTYIIEro MEPBUYHOIO KOPHS KYKYpPY3bl, pa3inyaloliyecs Mo CTaauy pa3BUTUS KJIETOK U COCTa-
BY MX KJIETOYHBIX CTEHOK. M3 91 reHa SKCMaHCHMHOB KYKYpYy3bl B KOPHE 3KCIPECCUPOBAIUCH 67, MpuieM
JU1S1 OONBIIMHCTBA TEHOB SKCITAHCUHOB ObUT XapaKTepEeH y3KUI TUana3oH 30H ¢ MAKCUMATbHBIM YPOBHEM
TpaHCKpHUIITOB. C IIpUMEeHEHNEM CKOHCTPYMPOBAaHHOTO IMKO3ppes, comepkaIiero 183 momrcaxapuma u3
KJIETOYHBIX CTEHOK PAaCTEHMI pa3IMYHBIX BUIOB, ITOKA3aHO, YTO PEeKOMOMHAHTHBIE 9KCTTaHCUHBI AtEXPA 1
1 AtEXPB1 criocoGHBI CBSI3BIBATHCS ¢ apaOMHOTagaKTaHAMKM M paMHOTaJIaKTypoHaHaMu | v psimoM npyrux
TOJIMCaXapUA0B KJIETOYHBIX CTEHOK, YTO PACIIUPSIET CIIMCOK MX MOTeHIMATbHbIX YITIEBOIHBIX MUILICHE.
ITponeMoHCTpUpPOBaHbI pa3anyus B crieluGUYHOCTY B3aMMOIEHCTBUS aibda- U OeTa-3KCIaHCUHOB C
pa3IMYHBIMU MOJTUCAXapUIaMU, KaK B KOTMYECTBEHHOM, TaK U B KAYECTBEHHOM OTHOIlIEHUU. BeinBUHYTA
TUITOTE3a, YTO MHOTOYMCIICHHOCTD 9KCIIAHCUHOB B OTHOM PaCTUTEIFBHOM OpPTraHU3Me W TOHKAsT PEeTYIISIIIHS
MX 3KCIIPECCUU OOBSICHSIIOTCS, 0 KpaitHeil Mepe 0TYaCTH, CITCIM(MUKON CBA3bIBAHUS MHIVBUIYATbHBIX
SKCITAHCUHOB C KOHKPETHBIMH TTOJIMCaXapuIaMM KJIETOUHOM CTEHKMU.

KiroueBbie cioBa: Zea mays, INIMKO3ppeit, KIeTouHasi CTEHKa, KOPeHb, IoJiMcaXxapuabl, TPAHCKPUIITO-
MUKa, 9KCITAaHCHUHBI
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BBEJEHUE

CoBpeMeHHbIE IIPEICTaBICHUSI O MeXaHHW3Max
POCTa PACTSLKEHUEM KJIETOK PACTEHUM — BaXKHEM-
1mero Mop¢oreHeTMIEeCKOro Ipoliecca B pa3BUTUHU
PacTUTEILHOTO OpraHU3Ma — pacCMaTpPMBaIOT B Ka-

1 HOHOHHHTBHLHI)IG MaT€puajibl paSMCIICHEBI B 3JICKTPOHHOM BUIEC 110
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YECTBE KJIIOUYEBBIX MOJEKYISIPHBIX UTPOKOB 9KCITaH-
CUHBI — O€JIKM KJIETOYHOI CTEHKHU, KOTOPbIE 32 CUET
HEMOHSTHOIO NOKa MEXaHW3Ma CHOCOOHBI yBe-
JIMYUBATh PACTSXKUMOCTb KJIETOYHOM cTeHKu [1].
Taxk, npu Jn0OKadbHOM MHAYKUMU B anUKalbHOM
MEPUCTEME T'€Ha SKCIMAaHCHHA MPOMCXOOUT YBEIU-
YEeHUE PACTSLKMMOCTU TKAHU B MECTE BO3ACUCTBUSA,
n3MeHeHne (prnrotakcrca u popMrUpoBaHue HOBO-
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ro JncTa B “HerojoxeHHOM” Mecte [2]. MI3BecTHO
TakKe, YTO HEKOTOpHhIe ajab(ha-3KCIaHCHUHBI OCO-
OCHHO aKTMBHO 3KCIIPECCHUPYIOTCS B TE€X OpraHax
M TKaHSIX, KOTOPbIE IPUCTYIIAIOT K aKTUBHOMY PO-
cty [3]. MHOXeCTBO Ipyrux IIpUMepPOB YUIaCTUS OT-
JIeTBbHBIX M30(DOpPM 3KCIAHCHMHOB B MOpQOTeHe3e
pacTeHuit MOryT ObITh HalileHbl B HeJaBHEM 0030pe
M. Samalova c coaBr. [4]. I1pu 3ToM y 5KCITAaHCUHOB
HE BBIABJICHA THAPOJIUTHYECKASI aKTUBHOCTD, OHU
HE U3MEHSIIOT KOBAJICHTHYIO CTPYKTYPY ITOJIMMEPOB
M, KaK IIPaBUJIO, HE CHIDKAIOT IIPOYHOCTh KJIETOU-
HoM cTeHku [1, 5].

ODKCMaHCUHBI — HWU3KOMOJIEKYISIpHBIE (OKOJIO
27 xJla) 6eK1 — KOTUPYIOTCS B TEHOMAaX Pa3IMIHBIX
pacTeHMii OOJIBIINMU MYJIBTUTCeHHBIMU CEMEMCTBA-
MM, HACUMTHIBAIOIIMMM MHOTHME IECSITKHA TEHOB,
¥ TIOAPA3IE/SIOTCS Ha IBAa OCHOBHBIX ITOICEMEN-
CcTBa — anbda- U 6eTa-3KCIaHCUHbI, KOTOpbIe 000-
3HayarTcs, coorBeTrcTBeHHO, EXPA 1 EXPB, a tak-
K€ MEHee MpenCcTaBIeHHbIE SKCIIaHCUH-IIOO00HBIC
6enku — EXLA 1 EXLB [6, 7]. O6a 0CHOBHBIX MO~
CeMeICTBa IPEeACTaBICHBI BO BCEX IPOAaHAIU3UPO-
BaHHBIX TAKCOHAX HA3eMHBIX pacTEHMIA; OeTa-2KC-
MAaHCUHBI MOJYYWIN 0CO00€ pacHpoCTpaHEHHE Y
31akoB [8]. YacTh 6eTa-3KCITaHCMHOB M3BECTHA KaK
aJUIepTreHbl IBLUIBIBI 3JIaKOB; OHU HCKIIIOYUTENIb-
HO BBICOKO 3KCIIPECCHPYIOTCS M MOTYT COCTAaBIISITh
0.1% ot cyxoit Macchl MBUIbLEI WK 4% BCEro 3KC-
Tparupyemoro oenka [9]. Jpyrue skcrmaHCUHBI IIpH-
CYTCTBYIOT B KJICTOUYHOI1 CTEHKE B OYeHb HU3KIX KO-
JIMYECTBAX; MIPUBOISTCS BeauunHbl nopsinka 0.02%
OT CyXOM MacCChI KJISTOUHOI CTEHKM, YTO B MOJIOIBIX
TKaHSIX, aHAIM3UPOBABIINXCS B YKa3aHHOI paboTe,
IOJDKHO COCTABIJISITh THICSIYHBIC TOJIM IIPOIIEHTA OT
o011eit cyxoit Mmacchl [3].

OKCIIaHCUHBI — eMMHCTBEHHbBIC OCIKOBBIC areH-
THI, CITIOCOOHEIE 32 CEKYHIbI YBEIIMINBATDh PACTSIKI -
MOCTh pacTUTeNbHBIX TKaHeitl [10]. boiee Toro, atn
OCIIKM TakXKe CIOCOOHBI YBEIWIMBATH PACTSIKU-
MOCTb (PMIIBTPOBAIBHOM OyMaru — IIEJUTIOJI03HOTO
MaTepuaja, JaJeKOro OT COCTOSIHUS in planta [5].
CuawuTaeTcs, 9YTO BO3ACHCTBIE SKCIIAHCUHOB IIPOMC-
XOJIUT B “TOpsSIYMX TOUKaX” — MeCTax, Toe MUKpoduU-
OpPMJUTBI LIEJUTIONIO3bI HAXOMSTCS B TCCHOM KOHTAKTe
JIpYyr ¢ OpyroMm, (GOpMUPYS TEM CaMbIM HECYIIUNA
KapKac pacTUTEJIbHOM KIeTouHoi creHku [11]. On-
HaKO JIeMCTBHE SKCIIAHCHMHOB B KJIETOYHOM CTEHKE
OOBIUHO CBSI3BIBAIOT HE TOJIBKO C MUKPOGUOpULIA-
MU IEJUTIONIO3bI, HO M ¢ KOHKPETHBIMU IOJIMCAXa-
puIaMu MaTpukca. B yacTHOCTH, yCTaHOBIIEHO, UTO
IelicTBAe aibga-3KCIAaHCUHOB YCHJIMBACTCS IIPU
HalInuuu KcuiormokaHa [12]. TTokazaHo, yTo Oe-
Ta-3KCIIAHCUHBI B3aMMOACHCTBYIOT C INIIOKYPOHOA-
pabuHokcunaHoM [13]. ITpu aTom, ocTaroTcs Hesic-
HBIMU HE TOJIBKO HEIIOCPEACTBEHHBIC MEXaHW3MBI
NEeUCTBUASI 9KCIIAHCUHOB, HO M COIIPSIKEHHEIE BO-
IIPOCHI O TOM, ITOYeMY 9KCIIAHCUHOB TaK MHOTO, 1 C
YyeM CBsI3aHa UX BbIpaxkeHHas nuddepeHmaabHas
BKCIIPECCHSL.
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IMosiBIEHME pa3IUIHBIX OMUKCHBIX TEXHOJIO-
TUI TTO3BOJISIET TIPOBECTU BCEOOBEMITIOIINIT aHa-
JIN3 DKCIIPECCUU TEHOB 3KCITAaHCUHOB B (PU3NOJIO-
TUYECKN OTINYAIONINXCS PACTUTENbLHBIX TKAHSIX,
a TakXe BBISBUTH U OIEHUTH OCOOEHHOCTH CBS-
3pIBAaHUSA albda- U 0eTa-3KCIaHCUHOB ¢ Pa3HOO-
Opa3HBIMU TTONVICaXapyuaIaM KJIETOUHBIX CTEHOK.
Jutg MacmTabHOM XapaKTepUCTUKU DKCIPECcCH-
PYIOIINXCS 3KCITAaHCUHOB MBI MCITOIb30BaJIi MO-
JIEeJIbHYIO CUCTEMY TIEPBUYHOTO KOPHS KYKYPY3HI,
B KOTOPOM OBIIIN BBIIEAEeHBI MITh pa3IMYHBIX 30H,
colepXalnuX KJIETKW Ha ITOCJIENOBAaTEeILHBIX CTa-
nusx passutus [14, 15]. JIag kaxnoil U3 30H pa-
Hee oxXapaKTepHU30BaHBI MeXaHWUYEeCKMe CBOMCTBA
KJIETOYHBIX CTEHOK M Habop ITOJMcaxapuiIoB, a
TakKKe TIpOoaHaAJIM3MpoOBaHa BSKCIIpeccUsi TeHOB
DIMKO3MITpaHcdhepas3 M NIMKO3UIATUAPOIa3, obe-
crieuBaoInX GopMUpoOBaHNE W MOTU(PUKAIINIO
MoJrcaxapuaHOTO aHcaMOJId B Xode pa3BUTHUI
[15—17]. Jdng u3yyeHus crocodbHocTu anbda- u
OeTa-3KCIMaHCUHOB K CBI3BIBAHUIO ¢ KOMITOHEH-
TaMW KJIETOUYHBIX CTEHOK WCITOJIb30BaH HeTaBHO
CKOHCTPYMPOBAHHBIM HaMW TOJHNCaXapUIHBIN
rukosppei [18]. DToT moaxon MO3BOJAUI HaM
MPOIEeMOHCTPUPOBATh, YTO SKCITAHCUHBI MOTYT
CBA3BIBAThCI C paMHoOTaJlakTypoHaHamMu | n apa-
OMHoTrajJaKTaHaMW, W YTO pa3Hble SKIaHCUHBI
OTJIMYAIOTCI TI0 HabopaMm IoJIMcaxapuaoOB-MU-
meHeit. COBOKYITHOCTb TOJNYYEHHBIX JaHHBIX
MO3BOJIMJIa BEIABUHYTH TUITOTE3Y, YTO MHOTOYHNC-
JIEHHOCTb M30(OpM 3KCMAaHCUHOB B OAHOM pac-
TUTEILHOM OpPraHM3Me W TOHKad Peryisuus UX
DKCIIPECCUU MOXET OBITh 00yCI0OBJIeHA cieuudu-
KOil CBSI3BIBAHUS WHAWBUIYAJIbHBIX 9KCITAaHCUHOB
C KOHKPETHBLIMM MOJIMcaxapuaaMyu KIIeTOYHOMN
CTeHKU, HAOOp KOTOPHIX B CBOIO Ouyepenb OTIU-
JaeTcsd B pa3HBIX OpTaHax M TKaHIX, a TaKXKe Ha
pa3HBIX CTAAUSIX Pa3BUTHS KIIETOK.

MATEPHUAJIBI U METO/ bl

Pactutenshblii MaTepuan. MccinemoBanus mpo-
BOIMJIM Ha KOPHSX S5-THEBHBIX MPOPOCTKOB KYKY-
py3bl (Zea mays L.), copt Mamyk (Husa Tarapcra-
Ha, Kazanb, Poccus), BeipailieHHBIX B TEMHOTE TIpU
27°C. IlepBUYHBIA KOpPeHb MPOPOCTKA ObLT pas-
JeJIeH JIe3BMeM Ha 30HBI 10 CJEAYIOIIel cXeme:
KOpHeBoli uexyimk, mepucrema (0—1 MM, cuuTas
OT COEIMHEHUSI KOPHS C YeXJIMKOM), 30Ha paHHe-
ro pactskeHuss (1—2 MM), aKTUBHOTO pacTsXe-
HUS (2—6 MM) 1 TTo3aHeTo pacTskeHust (7—10 Mm)
(puc. 1). PacnpeneneHue 30H COOTBETCTBYET OITy-
OMKOBaHHBLIM paHee paboTaMm Kozlova ¢ coasr. [15,
19] 1 nonoJHUTEIbHO BEpUDULIUPOBAHO MYTEM 13-
MepeHUs JUIMH KJIETOK KOPbI U pPU30IEPMBI.

Nnentndukanuss reHoB, KOAUPYIOUIMX 3KCIAH-
CHHbI, U uX (uioreHeTnyecKmii aHaim3. [eHbI BKC-
MAaHCUHOB KyKYypY3bl ObLIY HaliieHbI B 6a3e JaHHBIX
EnsemblPlants  (http://plants.ensembl.org/index.
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*. 30Ha KOpHEeBbIX
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0 — KopHeson
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Puc. 1. Cxema nmejaeHUs KOHYMKA TEPBUYHOTO KOPHS
5-IHEBHOTO MPOPOCTKA KYKYPY3bl Ha 30HBI JUTSI aHAJIN3a
TPaHCKPUNTOMOB. TOUKaMU MOKPBITHI 30HBI KOPHSI, KO-
TOpPBIE HE UCITOIb30BAIMCH JIJIs1 aHAIM3a.

html) (mata moctyma 20 Host6pst 2019 r.) u onpene-
JICHbI 10 HAJIMYUIO B MOCJIEHOBATEIBHOCTIX COOT-
BETCTBYIOIIINX OEJIKOB OTHOBpEeMEHHO ABYX Pfam
nomeHoB (http://pfam.xfam.org/): N-KOHIIEBOTroO
momeHa DPBB (PF03330) m C-xoHmeBoro Oe-
ta-coHasuy gomeHa CBM63 (PF01357) [20-22].
I'ensl skcnancuHoB puca (Oryza sativa L., sTIoH-
cKasg rpymnma) u pesyxoBunku Tlansa (Arabidopsis
thaliana (L.) Heynh.), ncronb30BaHHBIC TSI COTIO-
cTaBJIcHUS, ObIIM HalileHBl B 0a3e maHHBIX Phyto-
zomel2.1 (https://phytozome.jgi.doe.gov/pz/portal.
html) (mata moctymna 20 Hos16pg 2019 r.) Takke IO
HaJIMYMIO ABYX JOMEHOB, XapaKTECPHbIX JUISl DKCITaH-
cuHOB [23].

AMMHOKUCJIOTHBIE IIOCIEAOBATEIBHOCTH, KO-
IVpyeMble BBISIBICHHBIMUA T€HAaMU SKCIIAHCHHOB,
MOABEPraayl MHOXECTBEHHOMY BbIpaBHUBAHUIO ajl-
roputmMoM Clustal Omega (https://www.ebi.ac.uk/
Tools/msa/clustalo/) [24]. IloaydyeHHOE BBIpaBHU-
BaHME MOABEPIIM (DUIOTCHETUYSCKOMY aHaIu3y
METOIOM MAaKCHMMAJbHOIO MOdo0Ms B Iporpam-
me IQ-TREE 1.6.9 [25]. Pacuer Hanbonee momxo-
OSIIeil MOAEIU SBOJIOLMHU IOCIECAOBATEIbHOCTU
BBITIONTHSUICA ¢ ToMolnbio ¢yHkunn ModelFinder
(IQTREE 1.6.9) [26]. Hanbonee momxonsinast Mo-
JeNIb MMeJIa caMOe HU3KOe 3HaueHue 0aileCoOBCKOTO
nHpOpMallMOHHOTO KpuTepus. CratucTrdyeckas
JOCTOBEPHOCTD BbIIEICHUS BETBEI OblIa paccynTa-
Ha C IIOMOIIBIO aJITOPUTMA CBEPXOBICTPOI aIlIIPOK-
cUMaluy (hDUIIOreHETUYECKOTo OYTCTperna ¢ UCITONb-
zoanueM 10000 moBTopoB [27]. JleHmporpamma
Obl1a BU3yaIM3UpOBaHA ¢ MOMOIILIO BebO-cepBuUca
iTOL 5.3 (https://itol.embl.de/), 3aTeM oTpemakTH-
poBaHa B rpacdmueckom pegaktope Adobe Illustrator
CC 2017 (“Adobe Systems”, CILIA) [28].

®U3NO0JIOTUA PACTEHUM

TF'OPHIKOBA u np.

TpanCKPUNTOMHBII AaHAJU3 SKCIPECCMM TeHOB
3KCMAHCUHOB B Pa3jMYHBIX 30HAX PACTYIIEr0 KOPHSA
KyKypy3bl. buonmoreku MPHK wu3 nigt 30H mep-
BUYHOTO KOPHSI KYKYPY3HI B Y€THIPEX TOBTOPHOCTSIX
Kaxnass OBLIM CEKBEHMPOBAHBI C KCITOJIb30BaHU-
eM 1argopMsl Illumina NovaSeq 6000 B pexu-
M€ IapHOKOHIIEBOTO IIPOYTEHMS C IJIMHON puaa
150 myxmeotunoB Ha 6a3e Novogene Corporation
(Kwurait, https://en.novogene.com/) M pa3mMelie-
Hbl B cucteMe SRA (Sequence Read Archive) B
BUjge pgaHHbIX BioProject ¢ wumeHTHdUKaTOpOM
PRINAG639682 (https://www.ncbi.nlm.nih.gov/
bioproject/?term=PRINA639682). [Tocine KoHTpO-
JIsl KayecTBa MapHBIX IIPOYTECHUN OT(UIBTPOBAH-
HBIE IIyJIBl pUIOB (KOPOTKHE ITOCICHOBATEILHOCTHU
JAHK) kaxporo ob6pasua ObLIM KapTUPOBAaHbI Ha
TeHOM KYKYpy3hl (Bepcusl COOPKM TeHOMa KyKy-
py3el B73 RefGen_v4, 3arpyxkeHa m3 0a3bl maH-
Heix Gramene (https://ensembl.gramene.org/Zea
mays/Info/Index) ¢ mcnonp3oBaHMEM IIPOTPAMMEL
HISAT2 v2.1 [29]. i momcyeTa KOJIWIeCTBa IIpo-
YTEeHU, BRIPABHCHHBIX HA KaXKIbIi T€H, UCITOIb30-
Banm anroput™ Stringtie v2.0 [30]. Hopmamm3zamuro
3HAUYCHUI YPOBHS 3KCIPECCHU T€HOB IIPOBOMVIIN
¢ ucnonb3oBaHnueMm mnaketa DESeq2 B mporpamm-
Hoit cpeme R (https://www.R-project.org/) [31].
I'eH cumTancsa sKCIpecCHUPYeMBIM, €CIIM CpeaHee
(IT0 TOBTOPHOCTSIM) HOPMAaJIM30BAaHHOE 3HAYCHMUE
TGR (total gene reads; oOlee 4MCIO IPOYTCHUI,
OPUXOASIIIMXCS HA TeH) XOTs1 Obl B OQHOM 00pasle
ObLI0 GOJIbILIE MU PABHSIIOCH 16, B COOTBETCTBUU C
pexomeHaauusmMu [32].

PekoMOMHAHTHBIE 3KCHAHCHHBI, MCIIOJIb30BAH-
Hble IJiSi OUEHKH MX CBA3bIBAHMA C MOJUCAXapH-
JaMM KJIETOYHBIX CTEHOK C MOMOIIbI0 INIHKO3ppeeB
U TBepaoda3Horo MMMYHOGEPMEHTHOTO AaHAJIU3A.
H7s1 cormocTaBieHUs XapaKTepa CBSI3BIBAHUS allb-
(ba- 1 OeTa-3KCIIAHCUHOB C ITOJIMCaxapuaaMu KJie-
TOYHOI CTEHKHN HMCIOJIb30BaId KOMMEPUECKU IO-
CTYIIHbIE pPEKOMOWHAHTHbIE Oenku Arabidopsis
thaliana (“MyBioSource”, CIILIA): MBS1412737 —
Expansin-Al (EXPA1l) kak anbda-3KCnaHCUH U
MBS1443426 — Expansin-B1 (EXPBI) kak Ge-
Ta-3KCIMaHCUMH. VM cmoiab30BaHHBIN IS aHalIM3a
anbda-skcnancuH (UniProt# Q9C554, TAIR#
At1g69530, mon. maccoii 26518 Jla) skcmpeccupo-
BaH B apoxckax, uMeeT 10xHis-tag Ha N-KoH1e u
Myc-tag Ha C-koHl1ie; 6eta skcnaHcuH (UniProt#
QI9SKU2, TAIR# At2g20750, MW 29108 Da)
akcnpeccupoBadH B E. coli, nmeer 6xHis-tag Ha
N-koHue. [Ipu nanpHeileM U3JI0KEHUU B CTaThe
OHU 00o03HavaroTcsl coorBeTcTBeHHO AtEXPAIL u
AtEXPBI.

JJ1sT IpOBEPKU YMCTOTHI IpernapaToB MPOBO-
oM saektpodopes Ha 12% moanakprIaMui-
HOM TeJie ¢ MOCIeAYIoIUM UMMYHOOJIOTTUHIOM C
AHTUTEJIAMUA MBIIIN, Y3HAIOIIUMKA TUCTUINHOBYIO
meTKy (“Bio Rad”, CIIIA) (pa3Benenue 1 : 5000), u
AHTUTEJIAMU KO3bl, KOHBIOTUPOBAHHBIMU C IIEPOK-
Ne 2
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CHIAa301 XpEeHa M Y3HAIOLIMUMU NUMMYHOITIOOYJIMHBI
meimm (“Abcam”, Benukoopuranus) (pa3BeaeHue
1 : 10000). Busyanmzanms mojgoc OCYIIEeCTBISIACh
3a CYET OKUCJICHUS ePOKCUIA30M XeMITIOMUHEC-
LIEHTHOro cyOcTpara JIIOMHMHOJA B IIPUCYTCTBUU
MEepeKNucH M KyMapoBOil KHUCIOTHL. Pe3yabTupy-
IoIIasi XeMIIIOMUHECIIEHIINS AeTeKTUPOBalach B
cucreMe Busyarm3aumu ChemiDoc (“Bio Rad”,
CIIA).

Inukoappeii A XapaKTePUCTHKH CBS3bIBAHUS
3KCIHAHCHHOB C MOJUCAXAPHIAMH KJIE€TOYHOH CTEHKH
pacrenuii. [nmkosppeit, cogepxammii 183 momu-
caxapuia KJEeTOYHBIX CTEHOK PacTeHMIi, a TaKxkKe
29 MOHO- U OJIMTOCaxXapuI0B — KOMIIOHEHTOB MC-
MOJIb30BAHHBIX IOJIMCAXapUA0B M/UIN TUIIMYHBIX
JINTAHIOB M3BECTHBIX PACTUTEJIBHBIX JIEKTHMHOB,
ObLT HameyaTaH B (popMaTe INIMKOYMIIA KaK OITrca-
HO y A. HuxudopoBoii ¢ coaBr. [18] ¢ ncmoan3oBa-
HUEM 3ITOKCH-aKTUBUPOBaHHLIX cnaiimoB CEMMU-
TTIAC-Omioken (“Cemuotnk”, Poccust). Kaxmprit
JiraH ObUT HaredaTaH B 9 rmoBropax. IloaHbli crim-
COK JIMTAaHIOB U MX XapaKTepUCTHKa IIPUBEICHHLI B
JomnonHuTtenbHbIX Matepuainax (JlomoaHUTeNbHbIE
Matepuanbl, Tadm. S1). [nMukoumnel MHKyOMpoBa-
mm B Oydepe misa 6mokmpoBkm (50 MM staHOMa-
muHa (“Sigma-Aldrich”, CILIA), 150 MM ©6opHoit
kuciotel (“Jlrommn”, Poccus, https://lumi.spb.ru),
0.2% (06/06) Tween 20 (“Sigma-Aldrich”, CIIIA),
pH 8.5) B Teuenne 120 MUH NpU MOCTOSTHHOM IT0-
MEIIMBAaHUU IIPU KOMHATHOI TeMIlepaType, Iocie
Yero IBa pasa MNPOMBIBAIM (HochaTHO-COJEBBIM
oydpepom (“Dxo-CepBuc”, Poccus), comepxammm
0.05% (06/06) Tween 20 (OCB — 0.05%). Hanee
Ha yumel HaHocuym 1 Mt pactBopa AtEXPA1 mim
AtEXPBI1 ¢ konuenrpamueit 30 Mmxr/min B ®Ch —
0.1% w yakyoupoBanu 16 4 ipu 4°C U NOBBILICH-
HOI BIaxHOCTHU. [lanee mpoMbIBain, KaK OIIMCAaHO
BBIIIE. 3aTeéM HAaHOCWJIM PAaCTBOP AHTUTE MBIIIH,
y3Hatommnx His-tag, MedeHBIX (GIyOpeCleHTHOM
meTkoit Alexa 647 (JacksonlmmunoResearch,
CIIIA), B pasBenenuu 1 : 400 B ®CBh — 0.1% u
nakyoupoBaan 1 4 mpm 37°C ¥ NOBBIIIEHHO
BIaXXHOCTU. [NMKo3ppen IIpoMBIBaIM OBa pasa
®CB — 0.05% 1 Ha KOHEYHOM 3Tare — B OUIUCTUII-
JIMPOBAaHHOU BOIE, a 3aTeM BBICYIIMBAIN YMIIbI
LHeHTpuGyTUpOBaHNEM U CKAHUPOBAJIU (pa3pelie-
HHe — 10 MKM) ¢ TTOMOIIBIO (DIIyOpECIIEHTHOTO PH-
nepa InnoScan 1100 AL (“Innopsys”, ®@paHius).
ITonyyeHHble M300paxkeHUsT MpPeoOpa3oBbIBAIU B
tabmuny Excel ¢ mmomompio mporpaMMHOTO obe-
cneuenus ScanArray Express 4.0 (“Perkin-Elmer”,
CHIA) ¢ ucroirb30BaHrEM MeTolIa MoACTpanBalo-
muxcsa konen, 1 GAL-@aiima. PesymsraTel Tipen-
CTaBJISUIM B BUAE MemauaHbl (110 9 moBTOpaM) OT-
HocuTenbHBIX enuHuL ¢ayopecueHunn (RFU),
oTpaxalomieii ahpGUHHOCTh U KOJMIECTBO YIJIe-
BOII-CBS3BIBaIOIINX OekoB. CHTHAJIBI, BEIMIMHBI
KOTOpPBIX 06T HYXKE 10% 0T MakKCMMaJIbHOTO 3HA-
yeHust RFU, He paccMaTpuBaiu.
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IInanmernsiii TBepaodasubiii anamu3 (MTDA)
JISl ”HTHOMTOPHOTO AHAJIM3Aa CBA3BIBAHUS OTHEJbHbBIX
NOJIHCAXAPUIOB € IKCHaHcuHamu. B nyHku 96-my-
HOYHOTO IUTaHIIeTa BHOCKIU o 100 MKJI pacTBOpa
nonucaxapuga No 15106, mokasaBlliero B aHalIM3e
C MCIOJIb30BaHNEM INIMKO3PPEsT BHICOKUI YPOBEHD
CBSI3BIBAHUS U C albda-, 1 ¢ OeTa-3KCIIaHCUHAMU,
1 Mxr/m1n B Na-kap6oHaTtHoM 6ydepe (pH 9.6) 1 uH-
KyOupoBaM B TeueHHe HOUM IIpu 4°C, IOCIe 9eTro
6okupoBanu ux 1% OBIMBUM CHIBOPOTOUHBLIM ajlb-
oymuaoM, BSA (“Sigma-Aldrich”, CIIIA) B 10 MM
Tris-HCI (“Xenukon”, Poccus) pH 7.4 B Teuenne
1 g mpu 37°C n nipombiBanu Tpwkasl 10 MM Tris-
HCI pH 7.4, conepxameMm 0.05% Tween20 (“ICN”,
CIIA). 3aTem B 1yHKM BHOCKIXA 50 MKJI pacTBopa
MHTUOUTOPOB — IIOJIMCAaXapuaoB, OTOOPAHHEIX ITO
pe3ynbrataM ITIMKO3ppesi, a TaAKKe Ha OCHOBE JIM-
TepaTypHBIX AaHHBIX (monucaxapunbl NeNel5106,
15148, 15058, 15090 u 15165 cornacHo HyMepaluu B
JOIMOMTHUTEIBHBIX MaTepHraiaX U paHee OIyOJIMKO-
BaHHOM CTaThe, MX XapaKTepUCTHUKA JACTCS IIPU U3-
JIOXKCHNM Pe3y/IbTaToOB) B ABYKPATHOM pa3BeICHUU
B nuama3oHe oT 20 mo 0.3 mxr/mn B 0.1 M docdart-
Ho-1umTpaTHOM Oydepe, pH 5.0 u mpubasnsim Tyna
50 Mkt pactBopa AtEXPA1 it AtEXPB1 B ToMm Xe
Oydepe, 10 KOHEeUHOI1 KoHIIeHTpaunu 10 MKT/MII, 1
nHKyonposaau 1 9 mpu 37°C u mpomeiBanu [ 18]. 3a-
TeM B JIVHKU IUTaHIIeTa BHocwi 100 MKII pacTBopa
aHTu-His-tag-anTuTen Mplm B pa3BegeHuu 1 : 5000
B 10 MM Tris-HCI pH 7.4, conepxattem 0.3% BSA,
uHKyoupoBaau 1 4 nmpu 37°C ¥ mpombiBaid Kak
omnucaHo Beie. ITocae yero npubdasasim 100 Mxn
pacTBOpa aHTUTEI KO3BI, Y3HAIOIIUX MMMYHOITIO-
OyIMHBI MBIIIM, MEUYEHBIE IIEPOKCHAA30i1 XpeHa,
B pa3BemeHun 1 : 7000 B 10 MM Tris-HCI, pH 7.4,
conepxameM 0.3% BSA, unky6bupoBanu 1 4 mpu
37°C v npoMbIBaJIM. 3aTeM B JIyHKM BHOCHIM o 100
Mk 0.04% o-pennnenonamuna (“Sigma-Aldrich”,
CHIA) n 0.03% H,0, B 0.1 M ¢docharHo-uuTpar-
HOoM Oydepe, pH 5.0 m ocTtaHaBIMBaIM peakiio
myTeM J00aBiIeHUS B Kaxaylo JyHKy 50 mMxim 1 M
pactBopa H, SO, B Boze. Ilomomenue cyuThiBa-
qu npu 492 HM C IOMOIIBIO IIAHIIIETHOTO puUaepa
Wallac 1420 Victor 2 (“PerkinElmer”, CILIA).

PE3VJIbTATbI

NnenTudukanusa reHoB IKCMAHCHHOB KYKYpPY3bl
(unoreHeTMYECKUii AaHAJIN3 MOCJIEI0BATENbHOCTEIH CO-
OTBETCTBYIOIHKX 0eIK0B. B reHoMe KyKypy3bl BBISIB-
JieH 91 reH 3KCIIAaHCUMHOB — CYIIIECTBEHHO OOJIBIIIE,
yeM B reHoMax A. thaliana (35 reHoB) u puca (55 re-
HOB). Cpenn HUX 45 reHOB OTHOCSTCS K ajib(a-3KC-
aHCcHHaM, 43 reHa — K 6eTa-3KCIIaHCUHAM U 3 TeHa
MPENCTABISIIOT cOo00#  anbda-3KCHaHCUH-TT0m00-
HbIe O€JIKM; TeHOB 0eTa-3KCIIaHCUH-II0J00HBIX OeJI-
KOB B TeHOME KYKYpPY3hl He BbIsIBJIeHO. KonmaecTBo
0eTa-3KCITaHCUHOB Y KYKYpYy3bl (43) 3HaUMTETHLHO
MPEBBILIAET KOJIMYECTBO OeTa-3KCHaHCHMHOB (6) u
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OeTa-3KCcImaHCUH-TTIONOOHBIX 0enkoB (3) v A. thali-
ana, BMecTe B3IThIX. DuioreHeHeTMUECKMIT aHAIN3
MO3BOJIWJI TIONPA3AC/INTD BBISIBICHHBIE ITOCIEI0BA-
TE€JIbHOCTU 3KCITAHCHMHOB KYKYpYy3bl Ha ITOICEMEN-
CTBa W KJIaJbl 1 COOTHECTH UX C TAKOBBIMU y prica 1
A. thaliana (puc. 2).

Ha ¢wunoreHernyeckoM apeBe 3SKCIIAHCHMHOB
YETKO BBUICJSUIMCH pa3jIdyHBbIE KJIagbl, KOTOPBIC
0003HaYeHB PUMCKUMU LMdpamu (puc. 2): aiab-
(ha-akcmaHCHMHBI KYKYpy3bl ITOApAa3eieHbl HaMH
Ha 14 0CHOBHBIX KJIaJl, a 0eTa-3KCIAaHCUHBI — Ha 5.
B kaxmoii xmame anba-3KCIIAHCHMHOB KYKYPY3bI
MPUCYTCTBOBAIA TakKXke ajbta-3KCIaHCHUHBI pHuca,
a momoOHbIe 0enKu A. thaliana oTCyTCTBOBAJIN TI0Y-
™™ B monoBuHe Kian (I-V, XIV). Jlnsg 6era-sKcraH-
CHHOB KYKYpY3bl XapakTepHa OoJIbIast crienugud-
HocTtb: B I-III Kj1agax oTCyTCTBOBAIM TOMOJIOIY U3
A. thaliana, a 1 n 11 knage! 6eTa-3KCMaHCUHOB KyKY-
PY3BI XOPOIIIO OTACISIIINCH U OT TeHOB puca (puc. 2).
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TF'OPHIKOBA u np.

DKcnpeccrs TeHOB 3KCHAHCHHOB B Pa3IMYHBIX
30HAX pacTymero KopHA KyKypy3sl. M3 91 rena
SKCIIAHCMHOB KYKYpPY3bl B KOpPHE 3KCIIPECCHUPO-
Bajuch 67, IpUUeM MPAKTHIECKU BCE OHM MMEIU
SIpKO BBIPAXEHHBIN IuddepeHINaTbHbIN XapaK-
Tep SKCIIPECCUU B pa3IMIHBIX 30HAX KOPHSI, OTIH-
JaloUINXCcsd MO CTaAuM Pa3BUTHUS KIIETOK (puc. 3).
I'eHBI 5KCITAHCMHOB, 3aHMMAIOIINE Ha APEBE OTHY
KJ1aay, 9acTO MMEJIM CXOOHYIO TMHAMMKY KOJIHUYe-
CTBa TPAHCKPUITOB IO 30HAM PaCTSITUBAIOIIETOCS
kopHs (puc. 3). HampuMmep, comepxaHue TpaHC-
KPHIITOB MPAKTUYECKN BCEX BKCIIPECCHUPYIOIINX-
csl mpeactaBuTelieid Kiaaabl IV 6eTa-3KCIIaHCUHOB,
Kak u xknaapl I anbda-3kcrnaHCMHOB, ObUIM MaK-
CHMAaJIbHBIMU B 30HE aKTUBHOTO PACTSZKEHUS, B TO
BpeMS KaK TPAHCKPHUIITH IpEACTaBUTEICH KJIaabl
V anb(da-3KCIaHCMHOB KYKYpy3bl, HE MMEIOIINX
roMOJIOTroB B A. thaliana (puc. 2), 00HapyX1UBaJINCh
TOJIBKO B 4eXJIHKe (puc. 3).
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Anbda-akcnaHCUHbI

Puc. 2. ®uioreHeTnyeckoe APeBO IKCIIAHCUHOB KYKYpY3bl (Zea mays), pe3dyxoBunku Tanst (Arabidopsis thaliana) n puca
(Oryza sativa). HauMeHOBaHUSI SKCITAHCUHOB, T€HbI KOTOPBIX SKCIIPECCUPYIOTCSI B KOPHE KYKYpYy3bl, 0003HAUEHbI Ha IpeBe
YepHBIM MIPUGTOM, a Te, TeHBI KOTOpBIX He aKkcmpeccupylotcs (TGR < 16 Bo Beex o6pasiiax) — cepbiM mpudToM. st pesy-

XoBUAKMU Tajst 1OMOJHUTETBLHO YKa3aHbl Ha3BaHUA 3KCITaHCUH

oB, npemoxeHHble Kende ¢ coast. [6], st prca — COIIacHO

Choi ¢ coasr. [33]. KpymieiMu cKo6KaMu M PUMCKUMM LU(paMu yKa3aHbI BblIeJeHHBIC HAMU KJIaAbl IJIsT albda- 1 0e-
Ta-3KCMAaHCUHOB KyKypy3bl. ApabcKuMu mrdpaMu yKa3aHbl MHAEKCH CBEPXOBICTPOI allMPpOKCUMAILINH (PUIIOTeHETUIECKO-

ro oyrcrpena.
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Puc. 3. YpoBeHb TpaHCKPUITOB TeHOB 3KCITAaHCUHOB, aKcrpeccupymoiuxcst (TGR > 16 xoTst ObI B OHOI 30HE) B pa3IMYHBIX
30HaX KOPHSI MMPOPOCTKA KyKypy3bl. [eHbI oTcopTipoBaHbl 1o noncemetictBam (EXPA — anbda-skcnancunsl, EXPB — Ge-
Ta-3KcrmaHcuHbl, EXLA — anbda-skcnaHCHH-TTOn0OHbIE O€IKK ), BHYTPU MOACEMENCTB — Mo KiiagaM (0603HaYeHbI pPUMCKUMK
urdpaMu U COOTBETCTBYIOT (PMIIOreHETUIECKOMY IPEBY Ha puUC. 2), a BHYTPU KJIad — MO YOBIBAHUIO CYMMAapHBIX 3HAUEHU
TGR Bo Bcex obpasuax. TerioBasi KapTa 3KcIpeccuu: JieBast maHenb — 3HayeHuss TGR; npaBasi maHenb — OTHOCUTENIbHBIN
YPOBEHb SKCIPECCUU TEHOB B TIPOLIEHTaX, Tie 3a 100% npuHsATO MakcHMalibHOE JUTst Kaxkaoro reHa 3HaueHue TGR. Yex — uex-

K, Mep — Mepuictema, pPact — paHee pactsskeHne, Pact — akTuBHOe pacTskeHne, TPacT — rmo3aHee pacTssKeHue.
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B 1memoM, KoIM4YecTBO TpPaHCKPHUIITOB TI€HOB
SKITAHCUHOB OBLIO MaKCHMAaJbHBIM B 30HAaX WHU-
IUAlMK PACTSDKEHUSI WM aKTMBHOTO PACTSDKEHMSI.
Tak, yucno reHoB co 3HaueHusMu TGR > 500 co-
craBisiiio 10—12 B deximke M MepuCTeMe, BO3pac-
tajo g0 18—22 B 30Hax Hayaja M aKTUBHOTO PacTsI-
KEHHMSI, a B 30HE IIO3MHETO PACTSLKEHMS ITagajo
10 6 (puc. 3). Euie HamisimHee 3Ta 3aKOHOMEPHOCTh
BBISIBJISIETCS TIPU OILICHKE CYMMAapHOI'O CONEpXKaHMUS
TPAHCKPUITOB BCEX BBICOKOIKCIIPECCUPYIOIIMXCS
(TGR > 500) reHOB 3KCITAHCHMHOB B KaXXIOM 30HE:
B 30HAX Hayaja ¥ aKTMBHOIO POCTa PAaCTSKEHUEM,
IJe CKOPOCTh pOCTa KJIIETOK HAaOOJIbIIIasI, 3TOT ITOKa-
3arenb B 3—8 pas BBIIIIE, YeM B IPYTUX 30HaX (puc. 3).
HaubGonee BbicOKMe 3HAYEHUSI COOEpXKaHUSI TpaHC-
KPUIITOB OTMEUEHHBI IJII T€HOB OeTa-3KCIIaHCUHOB
Zm00001d029899 v Zm00001d019560 (xnans! 111 1 IV
COOTBETCTBEHHO), Y KOTOPBIX MAKCHUMYMBI IIPUXOIH-
JINCh, COOTBETCTBEHHO, Ha 30HBI HaYaJIa PaCTSLKEHUS
¥ aKTUBHOTO PACTSLKEHMST; CPely alb(da-3KCIaHCH-
HOB HauOOJIbIINI YpOBEHb TPAHCKPUIITOB OBbLT OT-
MeueH it Zm00001d025018 ¢ mukoM 3HAYeHUIT B
30HE HavaJia pacTsskeHus (puc. 3).

Oo6parmmaeT Ha ceOsT BHUMaHWE, 9TO TeHBI, YNC-
JIO TPAaHCKPUITOB KOTOPHIX pE3KO YBEIMYMBaA-
JIOCh B 30HE Hayaja PacTSKCHMS II0 CPpaBHEHMIO
C YEeXJIMKOM M MEpPHCTEMOM, 3aTeéM YacTo Xapak-
TEPU30BAIMCh CHIDKCHMEM 4YHMCJIa TPaHCKPUIITOB
B 30He Hambojiee aKTHMBHOIO pOCTa; HaIpU-
Mep, TeHBl Zm00001d029899, Zm00001d025018 wn
Zm00001d0358476 (puc. 3). Ilpm 3ToOM B aKTUBHO
pacTymmx KieTKax ObLI OTMEYeH MaKCHMAaJIbHO
BBICOKMIA YpPOBEHb TPAHCKPHUIITOB APYIOro psaa
TEeHOB, YbM TPAHCKPUIITHI OBUIM CJ1a0O0 IIpeacTaB-
JIeHBI Ha 0oJiee paHHUX CTaAusIX Pa3BUTUS KIIETOK,
BKJIIOYAsl HA4Yauo pacTsekeHus. K ameiny takmx re-
HOB OTHOCWIWCHL, Hampumep, Zm00001d019560,
Zm00001d029903 u Zm00001d032883. Takum obpa-
30M, Ha0OPHI T€HOB SKCIIAaHCUHOB, aKTUBHO TPaHC-
KpUOMPYEMBIX IIPU MHAYKIIMM POCTA PACTsKeHHUEM
M IIPU €r0 HaMOOJIBIINX CKOPOCTSX, CYIIECTBEHHO
pasnmyaioTcs (puc. 3). DTa 3aKOHOMEPHOCTDH MMEeT
0oJiee oOIIMIT XapakTep: MJis1 OOJILIIMHCTBA T'€HOB
SKCMAHCHMHOB XapaKTepeH Y3KWI IHaIla3oH 30H C
MaKCHUMaJIbHBIM YPOBHEM TPaHCKPUNTOB. Tak, 3Ha-
yeHus TGR 6nuskue wim pasHbie 100% yaiie Bce-
ro HaOIIOaIM B OMHOM 30HE, MHOLIA B IBYX, HO HE
6onee (puc. 3). CimenyeT OTMETUTD, YTO KIIETOYHBIE
CTEHKH B PA3IMYHBIX 30HAX KOPHS OTIMYAIOTCS IO
HaOoOpy MOJMCAaXapuIOB M MEXaHWYECKHUM CBOM-
ctBam [15, 16].

Psan renoB skcmancuHoB — Zm00001d027717,
Zm00001d040379, Zm00001d026014 — xapakTepu-
30BajICSI HAMOOJBIINM YPOBHEM TPAHCKPUIITOB B
MepHCTeMaTUIeKOl 30HE; BCE 3TH I'€HbI KOOUPYIOT
anb(pa-skcnaHcuHbl (puc. 3). TpaHCKpPUIITEL TEHOB
3HAYUTENBHON YacTH 1 ajib(da-, 1 6eTa-3KCIIaHCUHOB
OBLTM MAaKCMMAJIbHO MPEACTABICHBI B YEXJIMKE, XOTS
ypoBeHb 3Ha4eHU T TGR ObUT HEBBICOK (pHC. 3).

®U3NO0JIOTUA PACTEHUM

HecmoTps Ha pe3koe CHIUXKEHUE IIpH 3aMeJie-
HUM pOCTa pacTsKeHHeM OOIleil »KcIpeccuu
T€HOB, KOOMPYIOIIMX OBKCHaHCHHBI (puc. 3),
HECKOJIbKO T€HOB HMMENIM B 3TOM 30HE MaKCH-
MaJbHYIO JUISI HHMX TpeACTAaBICHHOCTb TpaHC-
KpunroB:  Zm00001d029906, Zm00001d034663,
Zm00001d029913. AHaNOrMYHBIA IaTTepH OBLI
XapakTepeH M [IJis BCeX TpeX I'eHOB ajibda-3Kc-
MaHCUH-IIOAOOHBIX OEJIKOB, B YaCTHOCTH, IS
Zm00001d027520 (puc. 3).

IIpuMeuaTeTbHO, YTO He SKCIIPECCUPYIOIINECS B
pacTyiieM KOpHe KYKYpy3bl TeHBI SKCIIAHCUHOB CO-
OupatoTcsd Ha apeBe B rpymnnbl. Hampumep, knanbr 1
u II 6eTa-3KCIMaHCUHOB U OIHA 13 YacTeiil OOIIMPHOI
knaael IV, a Takke knag XI u XIV anbdha-skcnaHcu-
HOB (puc. 2). IIpu 3TOM K He 3KCIPECCUPYIOLLIMMCS
B KOpHE OTHOCHJICS Te€H paHee OXapaKTepU30BaHHO-
ro 6enka ZmEXPB1 (Zm00001d047147) w3 xnaner 1,
KOTOPBIM MCKJIIOUUTEIBHO O0oraTa Mbliblia KyKypy3bl
[34], a Takke Bce ero OavKaiiie roMoJioru (puc. 2).

ConocraBienne cnocodHocTeii anabda- H Oe-
TA-9KCNAHCHHOB CBSI3BIBATHCA C PA3JIMYHBIMH MOJM-
caxapuaaMu KJIeTo4Ho#i cTeHKH. {71 conocTaBiaeHus
cnocobHocTell anbda- U O6eTa-3KCMaHCUHOB CBSI-
3bIBaThCS C PA3IMYHBIMU MOJIMCaXapuaaMuy KJIETOU-
HOM CTEHKU HCIOJb30Bald CKOHCTPYMPOBAHHbII
paHee TIUKO3ppeil B paciuupeHHoi Bepcuu ([o-
MOJHUTEAbHbBIE MaTepuabl, Tada. S1) [18]. B kaue-
CTBe aibda- U OeTa-3KCIMAaHCUHOB HMCITOJb30Balu
KoMMepueckue pekoMOuHaHTHbIe O0enku AtEXPAL
n AtEXPBI1. Bnexrpodope3 0eIKoB ¢ MOCIeayIo-
MM MMMYHOOJIOTTUHOIOM C aHTUTEJIaMM Ha TU-
CTUIMHOBYIO METKY MPOAEMOHCTPUPOBAJ BbICOKYIO
YUCTOTY MpenaparoB (puc. 4).

ITonucaxapuapl, HaHECEHHbIE Ha TJIUKOIPpPEN,
MpeacTaBlieHbl, B OCHOBHOM, Pa3HOOOpa3HbIMU
MEKTUHOBBIMU BEIIECTBAMMU U3 Pa3IMYHBIX UCTOY-
HUKOB, a TaKxXKe HEKOTOPbIMU TeMUIIEITIOI03aMMu.
B cooTBeTCcTBUM C XapaKTepHbBIMU 3JEeMEHTaAMU

M ExpAExpB ExpA ExpB
150 x/la s
75 k[la ————

50 Kﬂa—#

37 Kﬂa JEEE—
-
- -
25 KJla ———
20 K12 ———
T'enb Bior

Puc. 4. Onenka 4nMCTOTHI PEeKOMOWHAHTHBIX JKCIaH-
CUHOB ¢ IoMolIblo 31eKkTpodopesa (I'esnb) ¢ nmocneny-
omuM nMMyHoosorTHoroM (bioT) ¢ anTuTenamu Ha
TUCTUIVHOBYIO METKY.
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CTPYKTYpHI, BCE IOJMCaxXapuabl IMOApa3neaeHbl Ha
IeBATH rpyII (puc. 5). Ecim ncmonb30BaTh MOPOro-
By10 BenMunHy B 10% 0T MaKCUMAaJIBbHOI 11 OTCEY -
KM TIOJIMCaXapuaoB, He IPOAEMOHCTPUPOBABIIMX
B3aumMonelicteusa, AtEXPA1 B3aumMozmeiicTBOBalI ¢
85, a AtEXPB1 — ¢ 15 u3 183 monmcaxapuaoB In-
kosppesd. Hu ommH u3 29 HM3KOMOJIEKY/ISIPHBIX
VIJIEBONOB IVIMKO3ppes. He I0Ka3ajl 3HAYMMOIO
CBSI3bIBAHMSI HU C OOTHUM M3 IIPOAHAIM3UPOBAH-
HBIX 3KCITaHCUHOB (/lomoIHUTeIbHBIE MaTepHUaJIb,
tabi. S1).

I comocTaBieHUsI Pe3YyJIbTaTOB OTIEIbHBIX
akcnepuMeHToB ¢ AtEXPA1 u AtEXPB1 nmaHHbie
MpeACTaBlIeHbl B % OT MaKCUMAaJbHOTO 3HAYCHUSI
nHteHcuBHocTn curHanma (RFU) (puc. 5). Mak-
cumanbHble 3HaueHus: RFU B skcrnepumeHTax c
000MMM 3KCIMAaHCUHAMU OBLIM COMOCTAaBUMBI U CO-
craBiasum nopsiaka 8500 emmawni (JomomHuTE -
HBIe MaTtepuaibl, Tadm. S1). Ilo pe3ymsratam cBsI-
3bIBAHUS C DIMKO3PpEeeM, IIpOaHaIM3MPOBAHHBIN
anbda-skcnancnH  AtEXPA1  B3amMoneiicTBoBan
MPEUMYIIECTBEHHO C ITOJIMCaXxapuIaMu, ComepxKa-
mumu Ara unm Gal, mn6o o6a MoHocaxapuaa (T.e.
C IPEACTABUTEISIMU TPYIIT 5—8), a TakKe ¢ TOJIH-
caxapuiioM M3 TPYINbl 9 — TeMULELTION030i U3
noJIcojiHeYHMKa (puc. 5). 3HAaYNTeNbHO ciabee OH
CBSI3BIBAJICSI C paMHOTAJIaKTypOHAHAMM C HEBBICO-
KOI IIPeICTaBICHHOCTbIO OOKOBEIX Iiemieil (TpyII-
na 4) ¥ ¢ roMorajlakTypoHaHamu (rpymmsl 1—3).
[1pu 3TOM, KapOOKCUIBLHBIE TPYIIIILI 3HAYNTEITLHOMN
YacTH TPEICTABICHHBIX TOMOTaJIAKTYPOHAHOB HE
ObUIM 3TepU(ULIMPOBAHBI METWILHBIMU TPYIIIIAMH
(ompemeneHo mirst obpasumoB 15011, 15084, 15087,
15088, 15131, 15134).

MaxkcumanbHOe B3aNMOIECTBUE ¢ anbda-3Ke-
MaHCMHOM OTMedYeHO I ToynmcaxapumoB 15058 u
15106 (puc. 5). O6paser 15058 — apabuHorajakrad
3 Kamenu akauuu (Acacia sp.), IMEIOIIUI MOHO-
caxapunHblii coctaB Ara 32%, Gal 46%, Rha 11%,
GalA 3%, GIcA 8% (JlomosHUTEIbHbBIE MaTepya-
Jbl, Ta0s. S1). O6pasen; 15106 — apabuHorasakTaH
W3 3eJIeHU TIUXTBhI cuoupcKoii (Abies sibirica Ldb.)
(Ara 29%, Gal 33%, Rha 2%, UA 30%, 6enok 8%).
ApabuHorajgakTaHbl 000MX 00pa3loB OTHOCSTCS
ko Il TiIry, B KOTOPOM OCTAaTKM T'aJIaKTO3bI IIPUCYT-
cTBYIOT B Buze 1,3- u 1,6-B-D-Galp, a ve 1,4-3-D-
Galp, xak y apabuHoranaktaHoB 1 tuma. OCHOB-
Has BBICOKOPA3BETBJICHHAS IIEIh B ITOJIMCaxXapuaax
15058 u 15106 coctout u3 1,3-B-D-Galp. BokoBbie
LHenM IPEeNMYIIeCTBEHHO IIPEICTaBICHBI OCTaTKa-
mu 1,6-B-D-Galp, npUCOEAUHEHHBIMA K IIaBHOMU
yrieBoaHoM Henu no O-6 mooxeHuto. B kadecTBe
TepMUHAJIBHBEIX OCTAaTKOB Ha KOHIIAX TaJlaKTaHO-
BBIX IIEIIeil MOTYT pacrojiaratbcsi a-L-Araf, P-L-
Arap, o-L-Rhap, B-D-GlcpA u 4-0O-metun-p3-D-
GlcpA [35].

C nonucaxapuaoM 15106 akTUBHO B3auMOEii-
cTBOBal U 6eta-skcnaHcuH, AtEXPBI, nnsa koro-
poro HauboJjee BEIpAXKEHHBIM OBLIO CBSI3BIBAaHUE C
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MoJIMMEpaMy U3 TPyHIBl 4, B YACTHOCTH, C ITOJIH-
caxapugom 15090 (GalA 57%, Rha 26%, Gal 9%,
Ara 3%), BbIOCIEHHBIM W3 JIUCTbEB Oepe3bl ITy-
mucroii (Betula alba 1..). [naBHBIM KOMIIOHEHTOM
3TOro oOpaslia SIBIISIETCS paMHOTaJaKTypoHaH I ¢
ocratrkamu Rhap 3amemenneiMu 1mo O-4 equHWY-
HbIMU ocTaTKaMu D-Galp [36].

AtEXPBI1 B3auMozeiicTBoBa ¢ MojiMcaxapuia-
MM, UMCIOIIMMH B CBOEM COCTaBE PaMHOTIaJIaKTy-
poHaH I (rpynnel 3 u 4), Ara u Gal (rpynmnsl 5—7),
a Takxe c¢ remuuesaono3oit 15180 (rpynma 9) uz
MOICOTHEYHNKA, KOTOopasl, Cyas IT0 MOHOCaxXapui-
HoMmy cocTaBy (GalA 13%, GlcA < 1%, Rha 4%,
Ara 13%, Xyl 63%, Glc 2%, Gal 5%), asuasiercs
ITIIOKYPOHOApaOMHOKCUIAHOM; 3TOT IIOJIUMED B3a-
nuMozeiictsoBan u ¢ AtEXPA1 (puc. 5). U3 nonu-
caxapuaoB 3TOM TPYIIILI B3aMMOMIEIICTBUE C BKC-
naHcuHoM AtEXPA1 npomeMOHCTpUpOBal TakkKe
ob6pazen 15051 u3 caxapHoIi CBEKJIbI C BEICOKOI 10-
neit mmokossl (UA 3%, Rha 3%, Ara 26%, Glc 54%,
Gal 13%) (puc. 5). DToT 0Opa3erl He OKpaITUBAJICS
omoM (maHHBIE HE IPUBEICHEI), T. €. HE COOmepKal
MpUMecH Kpaxmaja — ajbga-IoKaHa, He IIPUCYT-
CTBYIOIIIETO B KJIETOYHOM creHKe. I[lorpanmduHoe
3HaUYCHUE 10 MHTEHCUBHOCTU B3aUMOICUCTBUS C
AtEXPAI1 ObLIO BBISIBICHO 151 DIIOKYPOHOKCUJIaHA
15191 u3 nmpeBecunnl 6yka (Fagus sp. L.) (GalA 1%,
GlcA < 1%, Xyl 97%, Gal 2%). OcrajabHble TeMU-
LIeJITIONO3bl TIIMKO3pPes, BKIIIOUAs raJakTOMaHHAaH
U3 Kameau poxkoBoro nepeBa (Ceratonia siliqua)
(15153) (UA 6%, Gal 20%, Man 74%), KcunonmoKaH
u3 ceMsiH TamapuHna (Tamarindus indica) (15148)
(UA 7%, Ara 2%, Xyl 31%, Glc 45%, Gal 15%) u Ge-
Ta-TJII0KaH CO CMEIIAHHBIM TUTIOM CBSI3U U3 TUMEHS
(Hordeum sp.) (15116) (Ara 1%, Xyl 2%, Glc 97%),
He MoKa3ajJi 3HAUYMMOTO CBsA3bIBaHMS (JlomoaHu-
TeJbHbIe MaTepurabl, Ta0a. S1).

Yr1o0Obl MOATBEPAUTH CIEUNPUUHOCTb B3aUMO-
NEUCTBUS IKCITAHCWMHOB C TMOJMcCaxapuaaMu ObLI
MpoBeleH TUIAHIIETHBI TBepaoda3Hblii aHaIu3
(nTPA) B mHrubutopHoM BapuaHTe. B kadecTBe
OCHOBHOIrO (JJIs1 HAHECEHMsI Ha MOMJIOXKY) B3SLIU
nonucaxapun 15106 (rpymma 5, apaGuHoOrajakTaH us3
3eJICHM ITUXTH CHOMPCKOIT), UMEIOIINIA, 10 JaHHBIM
IIMKO3ppesi, BLICOKUI curHan Kak miss AtEXPAL,
tak 1 g AtEXPBI (puc. 5). Bsanmoneiicteue nc-
clenyeMbIX GeJIKOB ¢ TojucaxapuaoM 15106 Geuto
olleHeHO B npsiMoM NTMA B amamna3oHe KOHIICH-
tpaumit moaucaxapuaa 0.07—5.00 Mxr/mMi (naHHbIE
He TMOoKa3aHbl), U B Ka4eCTBE ONTUMAJIbHOI ObLIa
BBIOpaHa KOHILIEHTpAsl 1 MKT/MJI.

ITo pe3ynbraTaM MHTMOMTOPHOTO aHAIM3a B3a-
UMOJEHCTBUE allb(a- U OeTa-3KCIIAHCUHOB C T0-
nucaxapugoM 15106 ObUIO MOATBEPKAEHO — KOH-
uentpauus 50% unruouposanus (IC50) cocraBuia
0.80 1 0.65 MKT/MJT COOTBETCTBeHHO (puc. 6). B ka-
YecTBE WHTMOUTOPOB, MOMHUMO CaMoOTo oOpaslia
15106, 6bUTH BEIOpAHBI OXapaKTEPU30BAHHBIE BHIIIE
nonucaxapuabl 15058 (apabuHoragakTaH akailyu)
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lpynna 1: TomoranaktoypoHaHbl (HG)

lpynna 2: MNekTuHbI ¢ npeobnagaHuem HG

lpynna 3: MNekTuHbI C npeobnagaHuem
HG v 3HaunTenbHol gonein RG

lpynna 4: MNekTuHbl c npeobnagaHuem RG

lpynna 5: MNonncaxapugbl
npeobnagaHuem Ara n Gal

[pynna 6: Nonncaxapwuabl ¢
npeobnagaHunem Ara

lpynna 7: MNonncaxapugbl
npeobnagaHvem Gal

[pynna 8: 3amelleHHble ranakToypoHaHbl

Mpynna 9: lemnuennonosbi

T'OPIIKOBA u np.

MoHocaxapuaHbiii

CoCTaB

15184 m 1 |

15011
15084 N
15129 I
15186 M|

15179 e .
15181 m i
15044 s E e
15182 N
15087 I

151071 T
15102 . -
15088 M
15131 M -
15134 I —

15090 mmm —
15091 T
15094 T —_—
15172 - .
15092 FET —_——

15058
15106 m—
15104 o I
15070 '
15117 I —

15177 I
15173
15174 o —
15050
15126 mn— ]

15067 I
15162 I
151671
15163 M
15164 Nl EEE——

15030 Fmm —
A B
15028 mmmnnl —
15031 m]
15032 ml |

15180 pomm m
15057 ————
151911 1
150631 |
15153 pn——

m UA m®mRha ™ Ara Xyl m Glc
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Puc. 5. BzaumoneiicTBusi peKOMOMHAHTHBIX albda- u 6eTa-akcrnaHcuHOB (AtEXPA1 u AtEXPBI1) ¢ monucaxapunamu
PaCTUTENbHON KJIETOUHON CTEHKHU, BXOMSIUIMMU B COCTaB IMKo3ppest. [IpencrapieHo mo math noaucaxapuaoB ¢ MaKCHU-
MaJIbHBIM YPOBHEM B3aUMOIEHCTBUS IUTSI KaX 01 U3 9 Tpymm nojiavcaxapuaos, CYIIECTBEHHO Pa3Inyalolnxcs o MOHOCA-
XapugHOMYy cocTaBy. Jljisi conocTaBieHUs1 pe3yJabTaToB OTAeAbHbIX 3KcriepuMeHTOB ¢ AtEXPAI u AtEXPB1 nanHbie npen-
craBiieHbl B % oT MakcumaibHoro 3HadeHust RFU B kaxmom akcniepumente (% HopMm RFU). TToporosoii BeMunHoOI 115t
OTCEYKM I0JIMCAXapUIOB, He MPOAEMOHCTPUPOBABIINX B3auMoaeicTBus, cuntain 10% or makcumanbHo 3HaueHust RFU
(YKa3aHO BepTUKaJIbHOI MyHKTUPHOM JTUHMET).
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u 15090 (mexTuH Oepe3bl IyIIMCTOM), MPUHAIIE-
Kallyue K pa3HbIM TPydIiaM M IIPOIeMOHCTPHPO-
BaBIIIME Pa3HYI0 MHTCHCUBHOCTH B3aMMOICHCTBUS
C BKCIIaHCMHAMM Ha 4ymirie. Takxke OBLT B3SIT KCHU-
JIOTIIOKaH m3 TaMmapuHza (ob6paser 15148, rpyri-
na 9), T.K. CYMTACTCS, YTO OCHOBHBIMU MUIIICHIMU
aab¢a-3KCIaHCUHOB MOT'YT OBITh YIaCTKU TECHOTO
B3aMMOICHCTBUS KCUJIOIIIOKAHA I MUKPO(GUOPHILIT
uesnonossl [1]. ITo pesynbraTam mMKO3ppest 3TOT
MOJIMCaxapyll 3HAYMMOIO CBSI3BIBAHUS HE IIpOIe-
MOHCTPHUPOBAJ X HE BOIIIEJ B TOII-5 CBOEI TPYIIIBI
(puc. 5). B kadecTBe OTpMIATEILHOTO KOHTPOJS
ObUT B3AT (ppykTaH u3 unukopust (15165) — pactu-
TEJIbHBIA IIOJMCAXapul, HE JOKAIUIYIOLIUHACI B
KJIETOYHOM CTEHKE.

Hnss AtEXPA1 cnabGoe uMHrubutopHoe maeit-
CTBME B OTHOILIEHUU CBA3bIBaHMS ¢ 0OpasioM 15106
oKa3pIBaj apabwHoramakTaH 15058 w3 akanmu, a
OCTaJIbHbIE B HMCIIOJIB3yeMOM IHAIla30HEe KOHIICH-
Tpalyii He MHTMOUPOBANIM B3aUMOJEICTBUE 3TOTO
sKcnaHcuHa ¢ obpasuom 15106. s AtEXPB1 nH-
rubupyoliee IeCTBUE OKa3bIBajl IEKTUH C IIpe-
oOJlamaHMeM paMHorajakTypoHaHa I u3 OGepesbl
(15090, IC50 = 3 MKr/Mi1), a KCWJIOTJIOKAH U3 Ta-
mapuHaa (15148) oxaswIBayr TUIIE ci1aboe WHTUOM-
pywoiee aeiicrue. Mpykran n3 uukopus (15165)
OXMIAaeMO HE OKa3bIBaJ IEWCTBMSI HM Ha ajib-
¢a-3KCcraHCHUH, HU Ha OeTa-3KCIaHCUH. B 1ienoM,
JaHHBIC MHTHOMTOPHOIO aHAIMW3a ITONTBEPXKIAIOT
pe3y/IbTaThl, MOJIYYeHHBIE C MCIIOJIb30BAaHUEM IJIH-
Ko3ppesi, BKJIIOYas IOEMOHCTPAUI0O B3aUMOIEH-
CTBUS M 0OCOOCHHOCTEM CBA3BIBAHMS, MICIIOJIb30BaH-
HBIX ajJbda- 1 0eTa-3KCIIAHCUHOB C paHee IHUPOKO
He O00CYXmaeMBIMM BapHMaHTaMM ITOJIMCaXapUIoB
pACTUTEIPHOM KIJIETOYHOM CTEHKM (paMHOramak-
TypoHaHHl | 1 apabwHoramakTansl). MHTEpeCcHBIM
OTINYMEM OeTa-3KCIIaHCHMHA CIYXXUT 3HAYUTesIb-
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HO 0Oojiee Y3KMII CIIEKTp CBSI3bIBA€MBIX IIMKAHOB
II0 CPaBHEHUIO C TAKOBBIM Y ajib(a-3KCIaHCHHA.
DTO MOXET CBUACTEIILCTBOBATH O OOJIBIIICH CITCIIN-
¢UYHOCTHU 3TOrO OesKa.

OBCYXIAEHUE

DKCNAHCHHBI CMOCOOHBI CBA3BIBATHCA C Pa3jiny-
HbIMM NOJMCAXaPpUIAMM MATpUKca. MexaHu3M aeii-
CTBUSI SKCIIAHCHMHOB Ha PaCTSKMMOCTDH KJIETOYHOM
CTEHKU CBSI3BIBAIOT C MOOTU(UKAIIMEH CeTH U3 MU-
KpohuOpmit 1eutiono3sl [1]. DTn 6elIku 3a CeKyH-
OBl CIIOCOOHBI YBEIMYMBATh PACTSDKMMOCTD ITaxe
(punbTpOBaNBHOII OyMaru, KOTopasl IIPeICTaBIISICT
cO0O0I1 IMOYTH YMCTYIO LIEJIIION03Y, OMHAKO MX ACii-
CTBUE YCUJIMBACTCS B IIPUCYTCTBUU HEKOTOPHIX I10-
mmcaxapugoB Marpukca [5, 12]. ITocKombKy Kiio-
YEeBBIMU 3JICMEHTAMM, HEOOXOOUMBIMH IJISI pOCTa
pacTSDKEHHEM, OOBIYHO CUMTAIOTCS KCHJIOITIOKAH
W, B ClIydae 3JIaKOB, DIIIIOKYpPOHOApaOMHOKCHUJIAH,
MMEHHO 3TH IIOJIMCaXapHuIbl, B OCHOBHOM, TECTH-
pOBaIMCh Ha B3aMMOIEHCTBHE C SKCIIAHCHMHAMMU.
BonbIIMHCTBO MOOOOHBIX MCCIACOIOBAHUIA IIPOBO-
IUJIOCH C UCIIOIb30BaHUEM OTpaHMICHHOIO Habopa
SKCMAHCUMHOB W TojMcaxapumoB. Hampumep, cBs-
3pIBaHUE OeTa-3KcraHcuHa KykKypy3sl ZmEXPBI ¢
HECKOJbKMMU KOMMEPUYECKMMU FeMULICIUTION03aMu
OLIEHMBAJIOCh MO YMEHBIICHUIO KOJIMYecTBa Oenka
B CyIIEpHATaHTE IOCJIe BBIOCPXKUBAHMUSI B PaCTBO-
pe DBKCNaHCMHA HUTPOULEUIIOJO3HOH MeMOpaHbl
¢ HaHeceHHBIM moimcaxapumoM [34]. Tak ObLIO
MIPOIEMOHCTPUPOBAHO TIPESUMYIIESCTBEHHOE CBSI-
3piBaHe ZmEXPBI1 ¢ kcuiiaHamMu, MpakTUYECKOe
OTCYTCTBHE B3aMMOICHCTBUS IS TIIIOKAHA CO CMe-
IIAHHBIM THUIIOM CBSI3¢i M IIIOKOMaHHAaHA W IIPO-
MEXYTOYHbIE 3HAUEHUS 1151 KCUJIOIIIOKAaHA; IpyTue
nojucaxapuabl Ipyd 3TOM HE TeCTUPOBAIUCH [34].

100 ©) 15106

O
()
T

% NHrnbupoBaHus

C (uHTUOUTOPA), MKT/MJI

Puc. 6. UnrnobupoBanue B3anmoneiicteus skcnancuHoB AtEXPAL (a) u AtEXPBI1 (6) ¢ monucaxapunom 15106 (apabu-
HOTaJIaKTaH M3 3€JIEHU MUXThI, KOHIIEHTpALMs | MKT/MJI) C TIOMOIIBIO pa3IMYHbIX rosrcaxapuno (15106, 15058, 15148,
15090, 15165, onucaHue B TeKCTe) MO pe3yibraTaM TUIaHIIeTHOTO TBepaodasHoro aHanu3a. KoHIeHTpalusi 9KCIIaHCUHOB:

10 MKT/MJ1.
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BriBoIbI 0 TOM, 4TO AeMCTBUE alb(da-3KCIIAaHCUHOB
OIIOCPEIOBAHO KCUJIOTJIIOKAHOM, CAE/IaHbI TAKKe Ha
OCHOBAaHUM YBEJIWYCHUSI PACTSKUMOCTH pPa3idd-
HBIX 00pa31ioB Ha OCHOBE LIEJIIIOI03bI IIPY HATTMYUHI
B HMX KCUJIOIIIOKAaHA U 3HAYUTEIHLHO MEHBIIETO
addexra, M ero OTCYTCTBUS IJISI PYTUX TeMULIETT-
107103 [12]. oo THUTETbHBIM apTYMEHTOM CITYKUT
TO, YTO MYTAHT pe3yxoBuunkm Tansa xxtl/xxt2, He
MMEIOIINI IeTeKTUPYEeMOT0 KCUJIOIIIOKaHA, XapaK-
TEpU3yeTCss MEHBIIMMU pa3MepaMy PacTeHUil II0
cpaBHeHUIO ¢ nuKuM tuiioM. Ilpennomnaraercs, 4yro
3TO MOXET OBITh CBI3aHO C MEHBIIICIT YYBCTBUTEIb-
HOCTBIO KJIETOYHBIX CTEHOK 3TOTO MYyTaHTa K Heii-
CTBUIO anbda-3KcnaHCUHOB [37].

Hamu ¢ ucnonb3oBaHuEM IJTUKO3PPEEB OCY-
IIECTBJICH aHAJIN3 CBSI3bIBAHMS IIMPOKOIo Habopa
MOJIMCAXapua0B KJIETOYHON CTEHKHU C ABYMS 3KC-
naHcuHaMu. [nukKosppeit — KJo4yeBOi 3JIEMEHT
OMUKCHOM TEXHOJOTUHU, TO3BOJISIONIEHA OLIEHU-
BaTh B3aMMOICKMCTBUE INIMKAHOB C Pa3IWYHBIMU
murangamu [18, 38, 39]. BToT MHCTpyMeHTapuii,
c(OpMUPOBAHHBIN IJIST U3YYCHUSI YIIEBOI -CBSI3bI-
BaOIINX OEJIKOB, CONEPXKUT, KaK IIPaBUIO, OJIMIO-
MEphl, MPUCYTCTBYIOIINE B INIMKO3WIMPOBAHHBIX
OeKax, W Jallle BCero HalleJIeH Ha M3yJYeHHE CIIell-
nUIHOCTU JIEKTUHOB U aHTuTeN [39, 40]. OnHako
Jaxe MIMPOKasi COBOKYITHOCTD OJIMTOMEPOB HE MO-
JKeT OTpaxaTh HU pa3HOOOpa3usi BO3MOXHEBIX 3111 -
TOIIOB B IIOJICAaXapuaax PacTUTEIbHOM KJIETOUYHOI
CTeHKM, HU, TeM OoJiee, UX HPOCTPAHCTBEHHOM
OpraHmM3alnyy B COCTaBe IojuMepa. Imkosppen,
comepxaliye IToJMcaxXapuabl KJICTOUHOM CTEHKH
pacTeHuil, KpaiilHe HEMHOTOYMCJICHHBI, XOTSI OT-
MeJaeTcs MX 3HAYMTEIbHBIM MOTEHIIMAJ B pelle-
HAM MHOTHUX BoripocoB [38]. Tak, rmukosppen, co-
nepxammue 50 oTmeabHBIX ITOJUCaxapuaoB 1 0ojiee
MHOTOKOMIIOHEHTHBIX (DpaKInii KJIETOYHOI CTeH-
K#, 3¢ (EKTUBHO HCIIOJNB30BAINCH IS XapakKTe-
pucTUKM crienuuayaocTr anturten [41]. s 6o-
Jiee IIUPOKOTO M3YUYECHMsS YIJIEBOMI-CBSI3BIBAIOIINX
OEKOB, B3aUMOMECHCTBYIOIINX C PA3HOOOPAa3HBIMU
IIMKAaHAMU KJIETOYHOW CTEHKW pacTeHWM, HaMu
OBLI KCITOJIb30BAH ITIMKO3PPEii, comepKaIinii OKO-
JIO IBYX COTEH ITOJIMCAaxapuaoB, CO3MAHHBIA Kak
omicano B pabore [18]. YcraHOBIEHO, UTO 3KC-
MAaHCUHBI CIIOCOOHBI CBSI3BIBATHCS C IIMPOKHAM
HabOpOM ITOJIMCAaxapuaoB, B MEPBYIO odepenb — C
apaOMHOTalakKTaHAMM ¥ paMHOTaJIaKTypOHaHa-
mu I (puc. 5). OTu pe3ynbraTsl IOATBEPXKICHEI U B
OITBITAaX C IUIAHIIETHBIM TBepaOo(ha3HbIM aHATIU30M
(puc. 6). CBa3bIBaHKE C KUCIBIMU MOJIKCAXapUaa-
MU KJIETOYHOM CTEHKU Pe3yXOBUIKM Tairst oTMeda-
JIoCch U JJIs1 OakTepuaabHOro skcnaHcuHa EXLX1
NpU UCHOJb30BaHUU TBepAoTeabHOro AMP; onHa-
KO CUMTAJIOCh, YTO OHO HE CKa3bIBAaeTCS Ha aKTUB-
HOCTHM 3KCIIAHCMHOB M HE MMEET CYIISCTBEHHOI
(GyHKIIMOHABLHOM Harpy3ku [42].

B3aumoneiicTBre 3KCIIAaHCUHOB, KOTOPHIC SIB-
JISIIOTCST  IIEJIOYHBIMUA OelKaMH, C IIoJIMcaxaph-
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JaMy, COmepXalllMMK YPOHOBBIE KHCIOTBHI, MOX-
HO IIOMNBITATBCSI OOBSICHUTH HECIeUU(PUISCKUM
BJIEKTPOCTATUYCCKUM TIpUTsLKeHneM [9]. MmeH-
HO TaK OOBSICHSIETCS B3aMMOICHCTBUE IEKTUHOB
C 9KCIIaHCUMHAMHU, OTMEYCHHOE B paboTe, IIe MC-
MOJIb30BAJICSI  DKCIIAHCUH-TIONOOHBINT pEeKOMOHU-
HaHTHBII 0€I0K 0aKTEpUATBLHOTO IIPOUCXOXKICHUS
BsEXLXI1, KoTOpblii HalmOMMHAET IO XapaKTepy
CBOEro MHeMCTBUS anb(a-3KCIIAHCUHEI, XOTI U
3HAYUTEJIBHO YCTYIIAeT MM II0 aKTUBHOCTU [43].
Kpucramiorpadpudeckre MCCICIOBAHUST BBISIBUIN
B goMmeHe D2 0GakTepuaibHOIo 3KCHAHCUHA MO-
BEPXHOCTh, C(HOPMHPOBAHHYIO CIIA00KOHCEpBa-
THUBHBEIMU OCHOBHBIMM aMUHOKMCJIOTAMU, KOTOpast
OTBEYaeT 3a CBSI3BIBAHUE DKCITAHCUHA C KICTOIHOMN
cTeHKoli. bonee Toro, MMeHHO B3aMMOIEHCTBUEM
C TIIIOKYPOHOBOM KMCJIOTOM OOYCIIOBJIEHO CBSI3HI-
BaHUE IIIOKYpOHOapaOMHOKCUIIaHA C OeTa-3KC-
naHcuHoM KyKypy3bl EXPB1 (Zm00001d047147).
DTO yOEOUTEIBLHO IIPOAESMOHCTPUPOBAHO B MC-
ClIeOBaHWM, MCIIOJIb30BaBIIEM CUTYallMIO C HC-
KJTIOUUTEILHO OOJIBIINM HAKOIUIECHMEM 3TOTO
OcTa-sKCIIaHCWHA B MBLIBIE KYKYPY3Hl, TIe B3au-
MOIENCTBUE OLIEHUBAJIOCH in Situ C TIPUMEHEHUEM
oco0boro BapraHTa TBepaoTeabHoro AMP [13].

HeiicTBUTENBHO, M apaOMHOTaJaKTaHbl, M paM-
HorajakypoHaHel I, mpoaeMOHCTpUpOBaBIIKE
CBSI3bIBAaHME C 9KCMAHCMHAMM B HALIMX SKCHEpU-
MEHTax, coiepxaT YPOHOBBIE KUCIOTHI (pucC. 5).
OnHako BBISIBA€HHBIE C TOMOIIBIO TJIUKO3ppes
B3aUMOIEHACTBUS BpPsIA JU OOBSICHSIOTCS TOJbKO
HaJIMYMEM 3apsiaa: BO-TIEPBBIX, HE BCE MEKTUHO-
Bble TIOJIMCaxapuibl B3aUMOIEUCTBOBAIU C 3KC-
MaHCUHAMU; CBI3bIBaHUE TAKXKe HE OTMEYEHO HU C
OIHUM 13 HU3KOMOJIEKYJISIPHBIX YIJIEBOAOB [JIMKO-
appesi, HECMOTPS Ha HaJIM4re B HEKOTOPBIX YPOHO-
BbIX KMCJIOT (JlomoHUTENbHBIE MaTepuallbl, TaOJl.
S1). Bo-BTopbIX, “IJIOTHOCTB” 3apsiaa He Oblia
nponopLuoHaAbHA UHTEHCUBHOCTHU CBSI3bIBAHUS,
MOCKOJbKY HauOOJbllas BeJIWYMHA B3auMOIEHi-
CTBUS XapaKTepHa JUIsT apaOMHOTaTaKTaHOB U paM-
HOTaJIaKTypOHAaHOB [, B KOTOPBIX MOJISI YPOHOBHIX
KMCJIOT MHOTOKPaTHO HMXE, YeM B rOMOrajakTy-
poHaHax (puc. 5); mociaenHue, eclu U MPOsIBISLIN
B3aMMOJIEHAICTBUE, TO 3HAYUTENbHO OoJjiee ciaboe,
B TOM 4YHMCJIe — MPU OTCYTCTBUM 3TepUPUKALIUU
KapOOKCUJIOB (TO €CTh “3KpaHMpOBaHUs” 3apsaa)
METUJIBHBIMUY TPYITIIAMU.

AHaIU3Mpysl COCTaB MpPEeACTaBJIEHHBIX HA INU-
Koappee noyucaxapuaoB (JlomoJHUTeNIbHbIE MaTe-
puaisbl, Taba. S1), He ymaeTcsl BbIACIUTh MOHO- WU
OoJMrocaxapuaHble 2JEMEHTbI, KOTOpPbI€ IPUCYT-
CTBOBaJIM B DNIMKaHAaX, MOKa3aBIIMX B3auMMOJIeii-
CTBUE C DKCITAHCMHAMU, HO OTCYTCTBOBAaJIM B TeX,
KOTOpble He MNPOAEMOHCTPUPOBAIN CBSI3bIBAHUS.
B nanbHeilileM HeOOXOOUMBI AOIOJHUTEIbHbIC
HCCIeIOBaHUS TI0 OMpeaesIeHUIO XapakTepa B3au-
MOJEHCTBUSL M KOHKPETHBIX 3IUTOIOB, y4acTBY-
IOIIMX B CBS3bIBAHWM, OJHAKO OYEBMIHO, YTO JBa
Ne 2
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HUCCIIEIOBABIINXCSI JKCIAHCHHA OTIMYAIOTCS 110
HaOopy IIPEAIIOYTUTENbHBIX ITOJIMCaXapUa0B-MU-
meHei. CXomHble TIPeAI0I0XEeH!s BEICKA3bIBAJINCH
Ha OCHOBE pEe3y/JIbTaTOB MOICIMPOBAHUS Pa3IMI-
HBIX N30(pOpM 3KCHTAaHCHMHOB KIYOHUKU W COCHEBI, 1
MIPOBEACHMS MCCIICAOBAHUIM 0 MOACIMPOBAHUIO MX
B3aMMOICHCTBUS C Pa3IMYHBIMM JIUTAaHIAMHU METO-
JIOM MOJICKYJIIPHOTO NOKMHTA [44, 45].

IIaTTepH 3KcnpeccHu pa3jMYHBIX '€HOB JKCIIAH-
CHHOB MMeeT Napajuleld B XapakTepe pacmpenese-
HUS TOJIMCAXAPHIOB KJIETOYHOH CTEHKH MO 30HAM
KopHd. ['eHbl MHOTUX anbda- 1 0eTa SKCHaHCUHOB
WMEJIM YeTKO BBIpaxkeHHBIN muddepeHINaIbHbIIN
XapakTep 3KCIIPECCUM B Pa3IMYHBIX 30HAX KOPHS
(puc. 3). [lepBUYHBIIT KOpEeHb MPEACTABISIET COOOM
MPOOYKTUBHYIO MOAEJIBbHYIO CUCTEMY IUISI MCCIIEHO-
BaHMs POCTa paCTSDKEHMEM, IOCKOJBKY B HEM Ha
OCHOBaHUM PACCTOSIHUS OT YeXJIMKA MOXET OBITh
BBIIEICHO HECKOJIBKO 30H, COIEpKAIIMX KISTKY Ha
pa3HbBIX cTagusx pa3Butus [14]. OMUKCHBIE TEXHO-
JIOTMU, BKJIFOYAsl TPAHCKPUIITOMUKY Y IIPOTEOMUKY,
ObUIM MHOTOKPATHO MCIIOJIb30BAaHBI IS aHAIM3a
Pa3JIMYHBIX TKAHEW PpacTCHMU KYKYpy3bl, OTHAKO
B COOTBETCTBHUM C 3amadyaMy KOHKPETHBIX 3KCIIe-
PUMEHTOB, JIMIIb OTYACTH PEAM30BAIU IIPEUMY-
IIECTBA 3TON MOIEIBLHOM CHCTEMBI: 30HBI KOPHS,
KOTOpPBIC WCIOJIB30BAJIMCh IS aHAJIW30B, OBUIM
CJIVIIIKOM KPYIHBIMH, WJIM OpPTaHbl HCIIOJIb30Ba-
JINCH 1LIEJIMKOM, YTO HE ITO3BOJISLIO AEJIAaTh BHIBOIbBI
0 MOJIEKYJIIPHBIX COOBITUSIX, OO0YCIAaBIMBAIOIINX
VHUIMAINIO, pealn3aliio M OKOHYAaHME pOoCTa
pactstxkeHueM [46, 47].

B cepum Hammx 3KCIEPHMEHTOB OXapaKTepu-
30BaHO (opMHpOBaHME U (YHKIIMOHUPOBAHUE
KJICTOYHBIX CTEHOK B Pa3IMYHBIX 30HaX KOPHS Ky-
Kypy3bl [15—17], 4yTO gaeT BO3MOXHOCTb COMNpPSYb
3TH JaHHBIE C XapaKTEePOM SKCIIPECCUU PA3TUIHBIX
TeHOB 2KcHaHCHMHOB. KyKypy3a, Kak M Bce 3JIaKH,
nMeeT TEepPBUYHBIC KJIeTOYHBIE CTeHKH Il Tuma,
B KOTOPBIX MPEOOJAmaroIIUMU ITOJUCcaXapuaaMu
MaTpuKca CIyXaT DIIOKYpOHOApaOMHOKCWIAH U
TIIOKAaH CO CMEITaHHBIM THUIIOM cBs3eit [19, 48].
Ha panHux sTtamax pa3BUTHUs KJIETOK KOPHS KYKY-
pPy3bl BBIpaXXeHO IIPHMCYTCTBHE KCUJIOIIIOKAHA U
MEKTUHOBBIX BEIIECTB — XapaKTePHBIX KOMIIOHEH-
TOB KJIETOYHBIX cTeHOK I Trmia [15—17]. Dkcnpeccus
reHOB (DepMEHTOB OMOCHHTE3a HEKOTOPHIX IIeK-
TUHOBBIX BEIIECTB MMEET UK B 30HC MHUIIMAIINHI
pacTSKeHMS KJIETOK, a B XOI¢ aKTUBHOTO PacTshKe-
HUSI HanOoJIee IPeACTaBICHHBIMYU CTAHOBSITCS IJTI0-
KypOHOapaOMHOKCWIIAH U IJTIOKAH CO CMEIIaHHBIM
TUnoM cBs3eit [15]. Habopbl TeHOB 3KCIMAaHCUHOB,
aKTUBHO TPAaHCKPUOMPYEMBIX B MepHUCTeMaTH4e-
CKOI1 30He, MPY MHAYKLMU pOCTa PacTsDKeHHEM M
IpU €ro HauOOJBIINX CKOPOCTSIX, CYIIECTBEHHO
paznuuatorcs (puc. 3). Hanpumep, cpeau npeacra-
BuTenein knaabl IX anbda-3KCMaHCUHOB KYKYpy-
3bI, HEKOTOPBIC XapaKTEPU3YIOTCS MAKCHUMAaJIbHBIM
YPOBHEM TPAaHCKPUIITOB B YeXJINKE, HEKOTOPBIE — B
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MepHucTeMe, a HEKOTOPhIE — B 30HE PAaHHETO pacTsI-
xkeHus (puc. 3). Dra KiIama BKIIOYAeT TeHBI KyKy-
py3bl, ToMoJiornaHbie AtEXPAI — HanOoJsee oIHO
OXapaKTepHU30BaHHOTO ajb(a-3KCIIAaHCUHA IBY-
TMOJBHBIX pacTeHMI, a Takke ToMojioru AtEXPAIO,
14w 15, nyist KOTOPHIX HeTaBHO OBLIa ITOKa3aHa CTa-
IUsI- U TKaHecIenuguIHas 3KCIIpeccust B pacTy-
meM KopHe pe3yxoBuaku Taims [49] (puc. 2). Dkc-
MpeCcCUsl 3TUX TeHOB Ha paHHMX 3TallaX pa3sBUTHUS
KJIETOK KOPHSI KYKYypy3bl (puc. 3) COOTHOCUTCS C
MM POKOU IPEACTaBICHHOCTBIO B 3TUX 30HAX KOM-
TMIOHEHTOB KJIETOYHBIX CTEHOK, TUIIMYHBIX IJISI IBY-
IOJBHBIX PACTEHUI, YTO MOATBEPKAACT BOZMOXHOE
CXOIICTBO MEXaHU3MOB PACTSKeHMS KJIETOUHBIX CTe-
Hok I u IT TMnoB 3a cuet cxoncTBa X coctaBoB. On-
HaKO ITOMMMO 3KCIIpecCcuH IpeacTaBuTeneil IX xima-
OBl ajib(a-3KCIIAHCUHOB, B KOPHE KYKYPY3bl TaKXKe
OBUIM OTMEUYCHBI BHICOKME YPOBHM TPAaHCKPUIITOB
TeHOB, MpMHAIJICXKAIINX K IPYITUM KilagaM ajibga-
U OeTa-3KCMaHCUHOB (puc. 3), 4TO yKa3blBaeT Ha
CYIIIECTBOBAHME HE TOJBKO CXOACTB, HO U Pa3INJInii
B MEXaHM3MaX PaCTsDKeHMST KICTOUYHBIX CTEHOK I u
II Tunos.

Comnpsirast Bce 3TU pe3yJbTaThl C pa3iudusIMU
B CBSI3BIBAHUMM PEKOMOMHAHTHBIX 3KCITAHCUHOB C
nojaucaxapuaaMmy, MPeACTaBICHHbIMUM Ha DIUMKO-
appee, Mbl MpearnoaaraeM, 4to auddepeHuaib-
Hag BKCIPECCHUS SKCIMAaHCUHOB B pa3JIMYHbIX 30HAX
KOpHSI MM€EET He TOJbKO TKaHEBYIO M BPEMEHHYIO
MPUBSI3KY, HO Y 00BSCHSIETCS OCOOEHHOCTSIMU CBSI-
3bIBaHMS in Vivo UHAVBUAYAJbHBIX 3KCITAHCUHOB U
KOHKPETHBIX MOJMcaxapuaoB MaTpUKca KJeTo4-
HOM CTEHKM. DTa TUIoTe3a MoMoraeT o0bICHUTD
HaJuyue OOJIbIIOr0 pa3zHOOOpa3usl 3KCIMAaHCHUHOB
M TTOAYEPKUBAET BaXXHOCTb B3aUMOAEUCTBUST 3TUX
0eJIKOB ¢ 00Jjiee IMPOKUM KPYTroM MoJrMcaxapuaoB
KJIETOYHBIX CTEHOK, YeM 3TO aKTMBHO 00OCyXKaa-
JIOCh paHee.

bonbiioe koanuecTBO M30(hOopM 3KCHAHCUHOB,
KoaupyeMoe B FeHOMax 371aKOB, 10 CPaBHEHUIO C
T€HOMAaMM JBYIOJbHBIX PACTEHUI MOXET ObITh 00-
YCJIOBJIEHO OOJBIIMM pa3HOOOpa3WeM Moymcaxa-
PUIOB MaTPUKCA KJIIETOYHBIX CTEHOK, XapaKTePHbIM
IJIs pacTeHU ¢ KJIeTOYHbIMU cTeHKamu II Tuma.
IIpu aTOM cumTaercs, 4To anbda-3KCIAaHCUHBI HE
YBEJIMYMBAIOT PACTSKMMOCTh KJIETOUHBIX CTEHOK
3J71aKOB, OTHAKO OHM HE TOJIbKO KOIUPYIOTCS B UX Te-
HOMax, HO U aKTUBHO 3KCHPECCUPYIOTCS B pa3iny-
HBIX opraHax u TkaHsx (puc. 3) [8, 10]. DTo MoxeT
OBITh CBSI3aHO C T€M, YTO HAa paHHUX 3TaraX CBOEro
pa3BUTHSI KJIETKM 3IaKOB UMEIOT KJIETOYHBIE CTEHKU
3HAYUTEbHO 00JIee TMOX0XKKE Ha KJIETOYHbIE CTEHKU
JIBYIOJIbHBIX pAaCTeHU, U MPpHUOOPETAIOT XapaKTep-
HBIN IJ1 KJAeTOYHbIX cTeHOK Il Tuma cocTtaB TOJb-
KO Ha cTaguy aKTMBHOI'O pOCTa pacTsikeHueM [15].
TakuM 06pa3zoM, MOXKHO MPEANOI0XKUTh, YTO TKAHU
3J71aKOB, UCMOJIb30BaBIIMECS IS OLUEHKN aKTUBHO-
CTU ajib()a-3KCMaHCUHOB (IIPEUMYILIECTBEHHO KO-
JICONTUJIN), HE OTBEYAIM Ha HUX B MEPBYIO ouepelb

2024



178

MOTOMY, YTO Y€ He ObLIM YYBCTBUTENbHbBI K HUM
BCJIEACTBUE OTCYTCTBUSI JOCTAaTOUHOIO KOJIMYECTBa
MOJIOIBIX KJIETOK. Poib OoTHENbHBIX N30(POpM 3KC-
MaHCUHOB B MOP(OTreHe3e 371aKOB, a TaKKe KOHKpe-
THKA MEXaHU3MOB e CTBUS SKCITAaHCUHOB Ha CBOM-
CTBA PACTUTEJIbHBLIX KJIETOUHBIX CTEHOK TpeOyloT
JaJIbHEMINX UCCIIENOBAHUIA.

Pabora BblmojHeHa IpHM IOOAECPKKE I'PAHTOB
JUTSL MEXITUCIUTUIMHAPHEBIX TTPpoeKToB Poccuiickoro
HayuHoro ¢poHaa (Ne 20-64-47036, ounctka, pasfe-
JICHE 1 XapaKTepHUCTUKa IoiaucaxapumoB, Ne 20-
63-47110 meyath M paboTa C DIMKO3PPEsIMHU), a
TaKXe IIPU MOIIEPXKKEe TOCYIapCTBEHHOTO 3aJaHUsI
®UII KasHII PAH (xapakrepucTuka GUIOTeHUN 1
BKCIIPECCUM SKCIIAaHCUHOB).

Hacrogias craTbss He COAEPXKUT KaKUX-JIMOO
WCCIIEMOBAHUM C y4acTUEM JIIOAECUA M XXUBOTHBIX B
KayecTBe OOBEKTOB. ABTOPHI 3asIBISIIOT 00 OTCYT-
CTBUM KOH(JIUKTA UHTEPECOB.
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