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Hcronb3oBaHue KyJIbTYp KJIETOK BBICIIIMX PACTCHUM 71 HAPAOOTKU PEKOMOMHAHTHBIX OEJIKOB, B TOM YHC-
Jie MeIUIIMHCKOTO Ha3HAUCHUSI, TIPEICTABIISIETCS TIePCIeKTUBHOM albTepHATUBOM CYIIIECTBYIOIIMM IIaT-
¢opmaM Ha OCHOBE KJIETOK MJIEKOMUTAIOIIUX WK OakTepuii. HecoMHeHHbIe MpeuMylecTBa paCTUTEIb-
HBIX KJIETOK: ITOJIHO€ OTCYTCTBME PUCKAa KOHTAMWHALIMM BUPyCaMU U TTPUOHAMU KUBOTHOTO TTIPOMCXOXKIE-
HUS; DOCTAaTOYHO BBICOKAsl CKOPOCTb POCTa KJIETOK; OTHOCUTEIBHO HU3Kasi CTOMMOCTb KOMITOHEHTOB
MUTATEJbHBIX CPell; BO3MOXHOCTb 00€CITeUeHUsT TIPOU3BOACTBA PEKOMOMHAHTHBIX OEJIKOB B CTPOTO KOH-
TPOJUPYEMBIX YCIOBHUSIX OMOPEaKTOPOB B COOTBETCTBMM ¢ HOpMamu Hamjexaieil mpou3BOACTBEHHOM
npaktuku — GMP (Good Manufacturing Practice). HecMoTpst Ha To, UTO pacTUTe/IbHbIE KJIETKH YXKe HC-
MOJB3YIOTCS B IIPOMBILICHHBIX MaciuTadbax ajisd HapaOoTKM 6rodapMalleBTUKOB, B 3TOM HallpaBJICHUH
OCTaeTcs ellle MHOTO HepellleHHbIX Tpo6iieM. HanboJliee BaXKHbIMU M3 HUX SIBJISIFOTCS BCE e11le HU3KUi1 ypo-
BEHb BBIXOJIa PEKOMOMHAHTHOTIO OeJIKa, a TAKXKe CIIOCOOHOCTh PACTUTEIbHBIX KJIETOK K 00pa30BaHUIO ar-
peraToB IpU KyJIbTUBUPOBAHUMU in vitro. O6pa3oBaHUE KJIETOYHBIX arpeTaToOB, Pa3INYaIOIINXCS 110 BEJTUUM -
He, TIPEACTaBIISIET CEPbe3HYI0 MPObIeMy TTPU KYJIbTUBUPOBAHUM CYCTIEH3UOHHBIX KYJIBTYP, B OCOOEHHOCTHU B
OOJIBLIINX 0ObEMAaxX MPOMBIIILJIEHHBIX OMOpeakTOpOB. B ocHOBe 00pa3oBaHMsI arperaroB B CyCIIEH3MOHHBIX KJle-
TOYHBIX KyJIbTypaXx JIEXXUT IMPUPOIHAsT CMIOCOOHOCTD KJIETOK PACTEHUI K aiTe3UM — ITOCJIe 3aBePIICHUS AeJICHS
KJIETKM OCTAIOTCSI CBSI3aHHBIMU MEXIY CO00I ImocpencTBoM (hopMrUpoOBaHUs OOIINUX CPEIMHHBIX TJIACTUHOK.
B npennaraemom 00630pe ormmcaHbl 0COOEHHOCTU CTPYKTYPhI paCTUTEIbHOMN KJIETKH, OMOXMMUYECKUE Me-
XaHU3MBbI, JIeXKalllie B OCHOBE aJre3uu, a Takke MX reHeThdeckasi ocHoBa. PaccMOTpeHBI TepCIieKTUBBI
MMPUMEHEHMST COBPEMEHHBIX METOI0B TEHOMHOTO PeNaKTUPOBAHUS IIJIsT U3MeHEeHUST (DYHKIITMOHUPOBAHMS
TFeHOB, MPUHUMAIOIINX yYacThe B 00eCIeYeHUU MEXKJIETOUHOM are3uu paCTUTEIbHBIX KJIETOK.

Karouesvie crosa: CYCIICH3MOHHBLIC KYJbTYPhbI KJIIECTOK paCTCHHﬁ, KIJIETOYHBLIC arperaTtbl, MEXKKJICTOYHAadA aa-

re3usi, Arabidopsis thaliana, rennl cemeiictBa GAUT
DOI: 10.31857/S0042132422060035

BBEIAEHUE

CycneH3MOHHbBIE KJIETOYHBIE KYJIBTYPhI — MEPCIeK-
THBHas I1aTgopMa [Ij1s1 HapabOTKM PEKOMOMHAHTHBIX
0eKoB (hapMalleBTUYECKOro Ha3HayeHus (3aropckasi,
Heitneko, 2017). B oTnu4ue oT LiebIX pacTeHUit, OHU
XapaKTepU3YIOTCs1 0oJiee ObICTPBIM HAKOILJICHUEM O1O-
MAacChl M CITOCOOHOCTBIO CEKPETHUPOBATh OMOIOTMYe-
CKU aKTUBHbIE OEJIKW B MEXKIIETOUYHOE TTPOCTPAHCTBO,
4YTO 3HAYUTEIbHO yrpoiaeT padory ¢ Humu (Firek et
al., 1993). Kpome TOro, mpu KyJIbTUBUPOBAHUU B
OunopeakTopax Bcerma CTpOro KOHTPOJIUPYIOTCST CTe-
PUJIbHBIC YCIOBUS, YTO CHIDKAET PUCK KOHTaMMHA-
MM KJIEeTOYHBIX KynbTyp pacteHuii (Kolewe et al.,
2008). CycnieH3uu KJIeTOK pacTeHUIi B Ka4yecTBe IiaT -
¢dopMEI 1J1sT HapaOOTKU PeKOMOMHAHTHEIX OEIKOB
WMEIOT PSI MPEeUMYIIECTB OTHOCUTENIBHO IIaThopM

Ha OCHOBe OaKTepUaJbHBIX KYJIBTYp M KJIETOK KU~
BOTHHLIX. [lommepkaHue KyJabTyp KJIETOK pacTeHUMN
XapakTepu3yeTcs IIPOCTOTOM M 0oJjiee HU3KOM CTOM-
MOCTBIO, IO CPaBHEHMIO C KJIETKAMM XKUBOTHBIX. B
KYJBTYpax KJIETOK PACTEHUI MPOUCXOIUT KOPPEKT-
HBII (DOJIIMHT peKOMOMHAHTHBIX OCITKOB M MX TTOCT-
TPpaHCISIIUOHHbIE MOAU(UKAIIMU, YTO IPEICTaBIIsI-
€TCd YPE3BBIYAHO BaXKHBLIM IIPU COITOCTABIIEHUU C
GakTepualIbHBIMU CUCTEMAaMHU SKCIIPECCUM.

HecmoTpsi Ha NMpuUBIEKaTENbHOCTh KJIETOUHBIX
KYJbTYp BBICIIMX PACTEHMI B KauecTBe ajibTepHa-
TUBHBIX CUCTEM 3KCIPECCUM LIS HApabOTKU PEKOM-
OMHAHTHBIX OEJIKOB, a TaKXKe MCIOJB30BaHUE STOM
m1aTopMBbI 111 HApabOTKKM HEKOTOPBIX Ouodapma-
LICBTUKOB B IIPOMBIIIIEHHBIX MacITabax (3aropckas,
Heitaexo, 2017), B TOM HaITpaBJICHUH BCE €IIIe OCTa-
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IOTCSI HEpeIlIeHHbIe ITpobieMbl. Hanbosee BaxkHbIe
13 HUX: HEAOCTAaTOYHO BBICOKMIA BBIXOI PEKOMOMHAHT-
HOTO OelKa, a TaKKe CIIOCOOHOCTh KJIETOK pacTeHU
K oOpazoBaHuio arperatoB. CienyeT IIOTYEPKHYTD,
yTO 00€ 3TU NMPOoOJIEeMBbI IIPEACTABIISIOTCS, Ha HaIIl
B3IVISI, B3aMOCBSI3aHHBLIMM, U pellleHre OOHOM U3
HUX (YMEHBIIIEHNE pa3MEePOB KJIIETOYHBIX arperaToB)
MOXET IIPUBECTU K BO3pPACTAaHUIO CUHTETUYECKUX
CITOCOOHOCTEN KJIETOYHOM KYIbTYPHI.

B nponecce neiaeHuUst KJIIETKW pacTeHU, KYIbTU-
BUPYEMEIE in Vitro B XXKMAKUX IUTATEIbHBIX Cpenax, He
MepexoasaT B KyJbTYpaJIbHYIO Cpely B BUIE OOMHOY-
HBIX KJIETOK, a MPOSBJISIOT TEHICHIINIO K COXpaHe-
HUIO CBsI3eil MeXKIy co00if, 00pa3ys TpyIIIbl KJIETOK
pa3Horo pa3zMepa. TakuMm o6pa3om, KJIETOUHBIC arpe-
raThbl — 3TO TPYIIIbI KJIETOK, KOTOPBIE OCTAIOTCSI CBSI-
3aHHBIMM MEXIY COOOM MOCJIe UX ASJICHUS B CyCIICH-
3MOHHOM KYyJIbType. B cTpyKType arperatoB, KOTOpbIe
MOTYT COAepXaTh B ceOe 10 HeCKOJIBKMX COTEH KJle-
TOK, YaCTO HaOJIFOAaeTCs TeTePOreHHOCTD, TaK KaK pa3-
HBIC KJIETKM B COCTaBe arperata MMeloT pa3HbIil JOCTYI
K KOMIIOHEHTaM IMTaTelbHOU cpenbl (Zhao et al.,
2003). KneTtku B ieHTpe arperata He IMOJIy4aloT J0-
CTATOYHOTO KOJIMYECTBA MUTATEJIbHBIX BEIIECTB U KUC-
JIOpoa U3 CpeIbl, a KJIIETKM, HAXOISIIIECS Ha [IOBEPX-
HOCTH arperaTa, 4acTo IIOBPEKIAIOTCS ITPY ITIepEeMEIIIN -
BaHUM B Tpoliecce KyJIbTUBUPOBAHMSI, 32 CUYET UYEro
OTMUPAIOT paHbllIe, YeM OCTajlbHasi Macca arperara.
Bce 3T0 mpuBOAUT K pa3nuumio MeTaboIm3Ma KJIIETOK
B pa3HbIx yacTsax arperara (Patil, Roberts, 2013). Ilpe-
O0JIeHNE UMEHHO 3TOTO SIBJICHUS 1 JICXKUT B OCHOBE
YCUJIHI TI0 TTOBBIIIEHNIO CUHTETUYECKOTO MTOTEHIIN -
ajia KJIETOYHBIX KYJIbTYp 3a CUET CHUKCHUS UX CIO-
COOHOCTHM K 00pa30BaHUIO KPYITHBIX KJIECTOYHBIX ar-
peraTos.

B psime sKcriepuMEHTOB YCTAHOBJIEHO, UTO CHU-
>KeHUE arperMpoOBaHHOCTY CYCIIEH3UM MPUBOAUT K 10~
BBILLIEHUIO BBIXOa BTOPUYHBIX MeTaboIUTOB. Tak, Ha-
MpUMep, KJICTOUHBbIE KYJIbTYpPbl Taxus ¢ MEJIKUMHU
arperaTaMu HakariuBaiau B 2—20 pa3 6oJbliie Ima-
KJIMTaKceJa, 4eM KYJIbTYphI ¢ 00j1ee KPYIHBIMU ar-
peratamu (Kolewe et al., 2011; Patil et al., 2013). s
KJIETOUHBIX KYyIbTyp Tagetes patula, MCTIONb3yeMbIX
111 noiryuenust Tuodpena (Hulst et al., 1989), otmeuaer-
csl, YTO YMEHBIIIEHWE pa3MepOB arperatoB B oIlpele-
JICHHOM JIMara30He TakKe MPUBOINIIO K TTOBBILLICHUIO
BbIXOa LiejieBoro Metabonmura. OmMHAKO Ha IpUMepe
KJIETOYHOM KYJILTYPhI Saussurea medusa TIOKa3aHO, YTO
CHMXXEHME arperMpOBaHHOCTU He BCeraa MMPUBOIUT K
YBEJIMUEHUIO BBIXOA BTOPUYHBIX METAOOJIUTOB — 13-
MEHEHME pa3Mepa arperatoB 3HAaYMMO He BIIMSIET Ha
BBIXOJ sSILIEO3MAWHA U rucriuayirHa (Zhao et al., 2003).
OTU JaHHBIE CBUIETENILCTBYIOT O TOM, YTO, BEPOSITHO,
IJIsI KaXKIIOM KyJbTYpBl XapaKTepeH CBOI OUaIia3zoH
pa3Mmepa arperaToB, ONTHUMAJbHBIN IS TTPOAYKIINU
BTOPUYHBIX META0OIUTOB.

Ha o6pa3zoBaHue arperaToB B CyCIIEH3MOHHOM KYJTb-
Type MOTYT BIMSTH pa3ndHble pakTopbl. B nx uncie
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coCTaB IUTaTeIbHOI cpenpl. Ha arperanuio KiieTok
BJIUSIET HAIMYKE PETYISITOPOB pocTa B cpede. Brico-
KHUe ypOBHU 2,4-1uxJIopheHONYKCYCHON KHUCTOTHI
OOBIYHO MPUBOIAT K MEJIKOIMCIEPCHBIM KYJIbTY-
paMm ¢ JyYIlliM pas3fejieHueM KJIETOK, HU3KUE YPOB-
HU — yBeJIMYMBaIOT arperamuio kietok (Liau, Boll,
1971; George et al., 2008). MUcnonbp3oBaHUE B Cpene O-
Ha(TUIYKCYCHOM KMCJIOTHI B KAU€CTBE ayKCHHA TP~
BOIUT K 3HAUMTEJbHOMY YBEJIUUESHUIO pa3Mepa arpe-
ratoB (CmoneHckas u np., 2007). boiee BeicOK1E ypOB-
HU IMTOKWMHWHOB YacTO BBI3BIBAIOT OOJIBIIYIO arpera-
uuo (Kinnersley, Dougall, 1980). Kpome toro, pH
Ccpedbl, 9acToTa IIepeceBa U CKOPOCTh MepeMelBa-
HUSI TAKXKE MOTYT TTOBJIMSITh Ha pacIipeaeeHUe pa3Me-
pos arperatoB (Henshaw et al., 1966; Steiner, Dou-
gall, 1995; Kieran et al., 2000).

IToMuMO onTUMM3ALIMM COCTaBa Cpelbl U YCJIO-
BUI KyJIbTUBUPOBAHMS, CYIIECTBYIOT U APYTrUe BO3-
MOXHOCTH 1IeJICHAaIpaBJIEHHOTO CHIDKEHUST arperu-
POBaHHOCTU CYCIIEH3UOHHBIX KyJabTyp. Cpean HUX
€CTh KaK XMMUUYeCKMe 1 (pepMEeHTaTUBHBIE, TaK U Me-
XaHU4ecKure crocoonl. K xuMumdieckum criocodbam ot-
HocsTCS: 00paboTKa pepMeHTaMU, Jerpagupyrom-
mu KirerouHyto creHKy (Naill, Roberts, 2004); no6asie-
Hue ropmoHoB (Diwan, Malpathak, 2010), konxuiimHa
(Hayashi, Yoshida, 1988), MeTabonyecKux MHTUOU -
TOpOB, Hanpumep L-a-amuHookcu-PB-denumnnpona-
HounHoit kuciiotel (Edahiro, Seki, 2006); cHkeHue
koHueHTpauuu Ca’" (Takayama et al., 1977). Cpenn
GU3NUECKUX CIIOCO0OB: (PUIBTpaLUs CyCIICH3UI Yyepe3
¢GubTpBI ¢ mopaMmu pazHoro nuaMmerpa (Henshaw et al.
1966); mogaya UMITYJILCOB cxXaToro Bosmyxa (Kurz,
1971); cenekTUBHOE U3BJICUECHUE arperaToB KPyImHO-
ro pasMepa Win UMMooman3anus Kietok (Prenosil,
Hegglin, 1990).

[IIupokoe pazHOOOpa3ne METOIOB CHIDKEHUS ar-
pPETUPOBAHHOCTU OOYCIIOBJIEHO TEM, UTO KaXKIbIi U3
HUX UMEET CYIIECTBEHHbIE HENOCTATKU. XUMUUYECKUE
1 (pepMEHTATUBHBIC METOIbl MOTYT BJIMSITH HAa 3KC-
MPECCUIO TEHOB, YTO MOXKET IMTPUBECTU K U3MEHEHUIO
MeTabOJINMYECKUX CBOMCTB KJIETOYHOM KyIbTyphl. B
OTIEJIbHBIX CIydasiX BHICOKME KOHIEHTpALlM HEKO-
TOPBIX ar€HTOB MOTYT HEraTUBHO CKa3aThCd Ha poO-
CTOBBIX XapaKTepUCTUKaX KYJIBTYp. MexaHuuecKue Me-
TOIBI TPEOYIOT IIOCTOSIHHOIO TTOBTOPEHUSI, TIOCKOJILKY
a3 deKT Kaxkaoro n3 HuUX sBisieTcss BpeMeHHbIM (Pa-
til, Roberts, 2013). ITo 3T0# IIpuYnHe HX OMUH U3 BBI-
HIeTIepeYrCIIEeHHbIX METOIOB HE YHUBEPCAJICH.

B ocHoOBe 0Opa3oBaHUS arperatoB JIEKUT XapaK-
TepHOE IJISI pACTEHUI SIBJICHUE MEXKJIETOUHOI aare-
3UM, NOAJEPXKUBAIONIEH CBSI3bh MEXIY HJOUYCPHUMU
KJIETKaMM IOCJIe UX pa3aeeHus . AAre3usi ooecredmn-
BaeTcs MoyicaxapyuaaMy KJIeTOYHOM CTEHKU, U3 KO-
TOPBIX HAMOOJBIINK BKJIAMI B ITOMICPXKAHUE MEXK-
KJIETOYHBIX KOHTAaKTOB BHOCAT IeKTHMHBI (Daher,
Braybrook, 2015). CuHTe3 1IeKTUHOB 1 UX MoaupUKa-
LMW — MHOTIOCTAAUMHBIN IPOILIECC, BOBJIEKAIOLINIA
OoJTBIIIOE KOJTMYECTBO (DEPMEHTOB, IJIST YaCTH KOTO-
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Puc. 1. CxeMa cTpOoeHUS IEPBUYHOM KIIETOYHOM CTCHKH.

pBIX IO CHUX IOp BCE €llle¢ HEe yCTaHOBJIEHA 4eTKas
onmoxnMmudeckast GyHKIH. JJaHHBIN 0030p HalelIieH
Ha aHaJu3 UMEIOIIMXCSI COBPEMEHHBIX HaHHBIX 00
0COOEHHOCTSIX CTPYKTYPhI KJIETOUHOI CTEHKH pacTe-
HUI, 0 POV MEXaHU3MOB, JIeXKAallluX B OCHOBE are-
3UM KJIETOK, WU TeHOB, KOHTPOJMPYIOIINX pean3a-
LUIO0 3TUX MexaHU3MOB. MMeroluecst B HacTosIIIee
BpeMsI METOIBI U TIOIXOABI TeHOMHOTO peIaKTUpOBa-
HUS TTO3BOJISIOT PACCUYUTHIBATh Ha TTOJIydeHUEe HOKa-
YTOB HEKOTOPBIX KI/IIOUEBBIX I'€HOB, KOHTPOJHUPYIO-
IIUX BaXKHbIe OMOXMMUUYECKUE PEaKIIN, CBI3aHHbBIE
C IIpoLeCcCaMU aIr€3MOHHBIX B3aUMOIIECMCTBUIN KJle-
TOK. BEIKIIIOUeHME HEKOTOPHIX 3BEHBLEB, O0ECIICUM -
BalOIIMX AaATre3UOHHbIE B3aNUMOICUCTBUS MEXIY
KJIeTKaMHU, JaeT OCHOBAHME HaAEsAThCS Ha X OCIa0-
JIEHUE 1, KaK pe3yJbTaT 3TOr0, Ha CHIDKEHUE pa3Me-
POB KJIETOYHBIX aTPETaTOB B CYCIIEH3MOHHBIX KYIbTY-
pax KJIETOK pacTEHMUIA.

CTPYKTVYPA KJ]ETO‘JHUOI?I
CTEHKH PACTEHHUUA

MexxkiieTouHas aare3vsi UMeeT CyIIIeCTBEHHOE 3Ha-
yeHwue 1151 GOPMUPOBAHUS U TTONACPKAHUS CTPYKTYPhI
pacTeHusI B LIeJIOM, oOecIliedyrBasi MHOXECTBO IIPO-
LIECCOB, ITPOMUCXOISAIINX Ha MPOTSKEHUN BCeil XKM3-
HU pacTeHUsl. AITe3MOHHBIE CBSI3U MEXAY KJIETKaMU
peanmn3yroTcs 3a CYET ITOJIMMEPOB KIIETOYHBIX CTEHOK
TTOCPEICTBOM MX MOIM(PUKAINN U B3aMMOJIEHCTBUIA
JIpYT € IPpYTOM.

KiieTouHble CTEHKM — CIIOXKHBIE M JMHAMUYHBIC
ctpykryphl (T'opmkosa, 2007). OHu pa3zHOOOpa3HBI
0 CBOEMY CTPOEHUIO U (DYHKIUIMSIM, UX XUMUUECKU
COCTaB U CTPYKTypa MOTYT U3MEHSIThCS B 3aBUCHUMO-
CTH OT THUIIA KJIETOK, CTaAW1 Pa3BUTUS U BUOA pacTe-
Huii (McCann, Knox, 2010). BeigensitioT Tpu rpymmnsl
KJIETOYHBIX CTeHOK. I1epBUYHbBIE KJIETOYHBIE CTEHKM,
MMeEIoIIMecs Y BCeX KJIETOK pacTeHMIi, 00pa3yroTcs B
Mpo1IeccCe aKTUBHOTO POCTA KJIETOK 1 COCTOSIT IO 00JIb-
el yacTu M3 MoJIMcaxapuaoB. BropmyHbie KireTod-
HBbIE CTEHKM, KOTOPBIE BCTpeUaltoTcs B anddepeHII-

YCITEXY COBPEMEHHOM BUOJIOTUU

POBaHHBIX KJIETKaX, COoAepKaT IMPENMYILIESCTBEHHO I10-
Jmcaxapuabl M JurHuH. KpoMe Toro, y HEKOTOpPBIX
BUAOB PACTEHUII MOXHO BCTPETUTb >KEJTATUHO3HbIN
CJIOI, KOTOPBIiA COCTOUT MOYTHU HOJTHOCTBIO U3 ITOJIH -
caxapunoB (Anderson, Kieber, 2020).

INepBrUyHast KJIeTOUHAsI CTEHKA UMEETCsT Yy BCeX pac-
TEHUIA U COCTOUT U3 OOJILIIIOIO KOJIUYECTBA KOMITO-
HeHTOB (puc. 1). ¥ nIBymOJbHBIX, B YACTHOCTU U Y
Arabidopsis thaliana, oHa COCTOUT U3 CETU LIEJUTIOI03-
HBIX MUKpOMUOPUILI, KOTOPHIE ITeperuieTaloTcss U
COCAUHSIOTCSI PU TTOMOIIY Pa3BETBIEHHBIX MOV~
caxapuJoB — IEKTMHOB U remuueunono3 (Lampug-
nani et al., 2018). IToMumo nmonucaxapuaoB, KJIETOY-
Hasg CTEHKa COAEPXKUT CTPYKTYpHEIe O6enku u dep-
MeHTHI (Roberts, Gonzalez-Carranza, 2007).

IMonucaxapuabl, BXOISIINE B COCTAB KJIETOYHBIX
CTEHOK, pa3HOOOpPa3HbI MO CTPOSHUIO U BAPbUPYIOT
OT JIMHEMHBIX MOJIMMEPOB JI0 CJIOXHbBIX, Pa3BETBIICH-
HBIX MOJIeKyJI (Anderson, Kieber, 2020). Llemmomo3a —
OCHOBHOI1 CTPYKTYpPHBbIIi KOMIIOHEHT BCEX KJIETOY-
HBIX CTEHOK, OHa 00€eCIieurBaeT IMIPOYHOCTh KJIETOK U
onpenensier ux ¢dopmy. Llernu B-1,4-r10KaHOB CcO-
EIUHSIOTCSI BOIOPOOHBIM CBSI3SIMU U (POPMUPYIOT
LIeJITI0JI03HBIe MUKpouOpuiibl (Anderson, Kieber,
2020). Kayuro3a — monumep, COCTOSIINI U3 TITI0KO3-
HBIX 3BEHbEB, COCAMHEHHBIX [3-1,3-CBA3SIMM, CUHTE-
3UPYETCs TOJABKO Ha ONpeae/IeHHBIX CTaaUusIX pPa3BU-
THSI B HEKOTOPBIX KJIETOUHBIX CTPYKTYpax, HallpuMep
B CPEAVMHHOI IUIACTUHKE U T1a3MoaecMax. Moeky-
JIbI KQJIJTO3bI YaCTO pa3pylIaloTcsl BCKOPE MOCIe CUH-
Te3a, YTO JejaeT €€ OOHUM M3 CaMbIX AWHAMUYHBIX
koMnoHeHTOB KirerouHoit creHku (Ellinger, Voigt,
2014). CuHTE3 LIEeJUTI0JIO3bI U KAJLJIO3bI OCYIIECTBISIETCS
HEIMOCPEICTBEHHO Ha IIUTOITIa3MaTUIECKOM MeMOpaHe
kinetku (Haigler, 2018; Zhang et al., 2021).

Crnenymoluii BaXXHbI KOMIOHEHT KJIETOYHOM
CTEHKH! pacTeHMiII — TreMulie/unono3bl. OCHOBHas
GYHKIMS TEMULIEIUTION03 B TIEPBUYHON KIETOYHOM
CTEHKE — 3TO CILIMBAaHME COCETHUX MUKPODUOPUILIT
LEJUTIOJIO3BI C 00pa3oBaHUEM TPEXMEPHOI CTPYKTY-
PBI, CIIOCOOHOI MPOTHUBOCTOSITH TYPrOPHOMY JaBJie-
TOM 142
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Huto kiuetku (Roberts, Gonzalez-Carranza, 2007).
I'eMuLIe/TI07103bI MIPEACTABICHBI KCUJIOTJTIOKAHAMMU,
KCWiaHaMM, MaHHaHaMU U TJIIOKaHaAaMM CO CMelllaH-
HbIMU cBs13siMu (Scheller, Ulvskov, 2010). Cambrii ya-
CTO BCTPEYAEMbIli B IEPBUYHBIX KJIETOUHBIX CTEHKaX
MoJIMcaxapua U3 TPYIIbl TeMULEII0NI03 — KCUJIO-
mmokaH. OCTaTKu TIIOKO3bI B CKEJIETe KCUIONIIOKAHOB
coenuHeHbl B-1,4-CBsi3siMu, a GOKOBBIE 1I€TTH, COMEP-
JKalllMe OCTaTKU KCUJIO3bl, rajlakTo3bl U (hyKO3bI, CO-
eMHEeHbl pa3HbIMU BUIAaMU cBs3eil. KcuiiaHbl nMeroT
CKeJeT, cocTosiinuii u3 B-1,4-CBsSI3aHHBIX KCHUIO3WITb-
HBIX OCTATKOB C OOKOBBIMU LIETISIMU, COAEPKAILIMMU B
OCHOBHOM apabuHO3y ¥ NJIIOKYPOHOBYIO KHUCJIOTY
(Anderson, Kieber, 2020). MaHHaHbI UMEIOT CKEJIET U3
OCTAaTKOB MaHHO3bI, CBSI3aHHBIX TaKXke B-1,4-CBA3IMU.
ImokoMaHHaHBI coiepkaT B OCTOBE KakK IJTIOKO3Y, TaK
1 MaHHO3y. B akTMBHO pacTylux TKaHSX ONHOMOb-
HbIX pacTeHuii mopsiaka Commelinales yacto BcTpeva-
I0TCSl TVIIOKaHbI, KOTOPbIE B CBOEM CKEJIETE CONEPXKAT U
B-1,4- u B-1,3-cBs3u (Scheller, Ulvskov, 2010).
Bonblityto nojio cpenu nojvcaxapuaoB NepBUY-
HOIl KJIETOUHOM CTEHKU COCTAaBJISIOT TEKTUHBI, B
CpEeIHEM — OJIHY TPETh OT BCEX MOJIMCaxapuaoB, BXO-
JSIIUX B CTPYKTYPY KJIETOUHBIX CTEHOK. OHU BXOASAT
B COCTaB MAaTpMKCHOM 4YaCTU KJIETOYHOM CTEHKHU U
MPUHUMAIOT yyacTre B QOPMUPOBAHUU CAUTOB aire-
3un kKietok (Roberts, Gonzalez-Carranza, 2007).
OTanyuTebHas YepTa MIeKTUHOB — OCTOB, COolepXKa-
UK TaJaKTypOHOBYIO KHUCIOTY. I[leKTWMHBI Tipen-
CTaBJIEHbl TpeMsl KjaccaMHu: TOMOTaJIaKTypOHaHbl,
paMHoraiaktypoHaHsbl I 1 pamHoranakrypoHaHsbl 11
(Daher, Braybrook, 2015). 'omoranakrypoHaHEI —
HauboJiee pacripocTpaHEHHbBIN KJlacC MEKTUHOB, UX
CKeJIeT COCTOUT M3 OCTaTKOB rajaKTYpOHOBOI KuC-
JIOTBI, COEAMHEHHBIX O~ 1,4-cBa3siMu. THOTIa OHU MO-
T'YT UMETb OTBETBJIEHUS 3 KCUJIO3HbBIX U aITMO3HBIX 11e-
neit (Mohnen, 2008). l'omoraiakTypoHaHbl MOTYT
OBITh METUIRTEpUGULIIMPOBAHEI 110 C6 KapOOKCUIb-
HOIi TpyIIe ocTaTKa rajlakTypOHOBOI KUCIOThI WU
aneTuanpoBaHbl o no3uuusaM O2 u O3 (Mohnen,
2008). OcTtoB pamHorajaakTypoHaHoB I cocrouT us
YepenyroMxcs OCTaTKOB TAJIaKTYPOHOBO KUCJIOThI
1 PaMHO3bI, U K HEMY ITPUCOeIUHEHbI OOKOBBIE LIETIU
W3 apaOWHaHa, TaJlakTaHa U apaObWHorajgakTaHa. Pam-
HorayiakTypoHaHbl Il — 3TO BbICOKOKOHCEpBATUBHbIH
1 CJIOXKHBIM KJ1acC TIEKTUHOB, MOJIUMEPbl 3TOTO Kjac-
ca UMEIOT OCHOBHOM CKeJIeT, KaK y ToMOrajakTypo-
HaHOB, JIOTIOJTHEHHbIIA OOKOBBIMU LIETISIMU, COAEPXKA-
MU 110 13 pazinaHbIX caxapoB U 0oJiee 20 pa3TMIHbIX
IIMKO3WIBbHBIX cBsi3eit (Anderson, Kieber, 2020).

ITomuMo ToMMCaxapuaoB, KJIETOYHbIE CTEHKU B
CBOEM COCTaBe UMEIOT OeIKOBbIe KOMMOHEHThI. CJI0X-
Hbl€ MAaTTEPHbI MNIMKO3WJIMPOBAHUS PTHUX OEIKOB U
OoJibllIe ceMeCTBa TeHOB 3aTPYIHSIOT UX (DYHKIIM-
OHaJbHYIO xapakTepuctuky (Borassi et al., 2016).
CTpyKTypHBIE OCJIKA KJICTOYHON CTEHKW BKIIIOYAIOT
9KCTEHCUHBI, KOTOPBIE TIPEACTABISIIOT COOO0I IIMKO-
MpOTENHBbI, OoraTble TUAPOKCUTIPOINHOM, OelIKM, 60-
raTele TIPOJIWHOM, M apaOMHOTAIAKTAHOBBIC OCIIKU.
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IToMuUMO CTPYKTYpPHBIX OETKOB, B KJIETOYHOW CTEHKE
UMEIOTCS U OeJIKU, Hecylre (hepMeHTaTUBHbIE (DYHK-
uun. KpoMe MoJIMuMepHBIX KOMITOHEHTOB, KJIETOU-
HbIE CTEHKU COlIepXXaT UOHbBI, MaJible METa0OJIUTHI U
BOIYy B IBYX (popMax — CBOOOIHYIO M CBSI3aHHYIO
(Anderson, Kieber, 2020).

KneTouHast cTeHKa — 3TO He MPOCTasi CyMMa KOM-
MOHEHTOB. B3anmonelicTBust MexXay OTAebHBIMU CO-
CTaBJISIOIIUMU U BO3MOXHOCTb PETYJIUPOBAHUS TUX
B3aMMOACUCTBUIN SIBJISIIOTCS OMpPEACSSIONIMMI KakK
JUTST MEXaHUYECKMX, TaK U ISl IPYTUX XapaKTepUCTUK
KireTouHbIx cteHoK (Gu, Rasmussen, 2022). I[ToaTomy
IUJTST OMpeNie/IeHUs MeXaHUUYECKHX XapaKTEePUCTUK Kile-
TOYHBIX CTEHOK pellalolliee 3HaYeHUe UMEIOT B3auMO-
nerictBus Mexny moauMmepamu (Anderson, Kieber,
2020). Tak, HampuMep, KCUJIOTJIIOKAHbI U KCUJIaHbI
CBSI3BIBAIOTCS C LIEJUTIOJIO3HBIMU MUKpPOhUOpuIa-
MU BOOOPOITHBIMU CBSI3sIMU, 00pa3ys ceThb (Mc-
Cann, Knox, 2010). KcunorntokaHbl MOTYT ObITh KO-
BaJIEHTHO CBSI3aHbI C TIEKTUHOBBIMU MOJUMEPaAMU
(Popper, Fry, 2008). bokoBbie 1ieru apabuHaHa U
rajlakTaHa, CBsI3aHHbIE C IEKTUHOBBIM MOJUMEPOM
RG-1 (pamHoramakrypoHaH 1), MOTryT mpuKpemn-
JISITHCSI K MUKPODUOPpUIIIIaM LEJLTIONO3bI aHAJIOTUY-
Ho reMuueUToNI03aM (Zykwinska et al., 2007). B3au-
MOZAEHCTBHSI MIEKTUHOB APYT C IPYIOM U C IPYTUMHU
noJimMepaMu — BaxXXHBIN ¢akTop s popMuUpoBa-
HUST MeXKJeTouHoii aaresuu (Daher, Braybrook,
2015).

MEXAHW3MbI, OBECITEYMBAIOILIMWE
ANTE3NIO KIIETOK PACTEHNU

KoHTakThl MeXay KieTKaMM pacTeHUM ycTaHaB-
JIMBAIOTCS BO BpeMSI UX JIEJICHUSI — MEXIY IBYMSI 10-
YEpHUMU KJIETKaMU oOpasyeTcsl KJIeTOUHasl IJIaCTUH-
Ka, KOTopasl B NaJibHEu1IeM OyJIeT CBSI3bIBATh JIBE CO-
cemHue KieTkd. OCHOBHOU TIOMUMEpP CPEeIMHHON
IUTACTUHKM — Kajuio3a. OmHaKo BaXKHBIM MpoOIlec-
COM, HEOOXOIMMBIM IJIsI €€ (DOPMHUPOBAHMSI, TAKXKE
SIBJISIETCSl CIMSIHME BE3UKYJI, COAEpXKalllMX ToMora-
nmakrypoHaH (Drakakaki, 2015). biaromaps cpenus-
HO IMUIACTUHKE KJIETKU OCTAIOTCSl CBI3aHHBIMU IPYT
C IPyroM, U3-3a YeTo NAJIbHEUIINUA POCT U Pa3BUTHUE
COCETHUX KJIETOK CTAHOBSITCSI COIJIaCOBAaHHBIMU TTPO-
neccamu (Jarvis et al., 2003).

Honroe BpeMsi CUMTAIIOCH, YTO CPSAVHHAS TIaCTUH-
Ka SIBJISIETCSI OCHOBHBIM MECTOM COCIMHEHUS KIIETOK,
OIHAKO Ha JaHHBI MOMEHT BpEMEHHU MCCIIeJ0BaTe-
JIV CUUTAIOT, YTO OONBIINIA BKJIAI B aire3UI0 KIIETOK
pacTeHuit BHOCAT 00J1acTu, (OpMUPYIOIIHECS B Me-
CTe€ COENUMHEHUS TpeX KJIETOK — JABYX JOYEPHUX U
mpuIexkalei K HuM tpetbei Kiietku (Roberts, Gon-
zalez-Carranza, 2007). TypropHoe naBjaeHue, IIpuaalo-
IIIee TKAHSIM ITPOYHOCTb, — OCHOBHAS CHJIA, CITOCO0-
CTByIoIIas pasaeiaeHno KieToK. Hanbonpmiee Ha-
MpsIKEHWE 3a CUET TYPropHOro JaBJICHUSI CO3IaeTCs
MMEHHO B yIylaxX KJIeTok (Jarvis et al., 2003). B 3Toii 06-
Jnactu ¢GhopMHUpPYeTC MEXKIETOUYHOE IPOCTPAHCTBO,

2022



628 I'PUTOPLEBA u np.

HoBag Cp€arHHad 1rjIaCcTuHKa

JlodepHsist KiieTKa 1

I1puneraroiias KieTka

HoBag TIIEpBUYHAA KJIECTOYHaA CTCHKaA

JlodepHsist KiieTKa 2

DJIeKTPOHHO-TIOTHBIE
o0acTu

Crapas cpeirHHas
\ IJIaCTUHKa
I/ICXOIIHaH TIICpBUYHAA

KJIETOYHAasA CTCHKa

MexxkiieTouHoe IIPpOCTPAaHCTBO

Puc. 2. Cxema coeMHEHMUS TPpeX KJIETOK U (pOPMUPOBaHUST MEKKIETOUHOTO IMPOCTPAHCTBA MEXIY HUMM.

KOTOpOE€ 10 OTpeaeIEeHHOUN CTeNeH! pacIIupseTcs
BJIOJIb CPEIUHHBIX TUIACTMHOK, a MO yIJIaM 3TOro Ipo-
CTpaHCTBa HAOJIFOOAIOTCS 3JIEKTPOHHO-TIIOTHEIEC 00J1a-
ctu (puc. 2) (Roberts, Gonzalez-Carranza, 2007).
CTpyKTypa CTEHKU B 3THUX 00JIACTIX UMEET CBOU OCOOEH-
HOCTH — OHM XapaKTePU3YIOTCS OTJIMYUSIMUA B CTPOSHUN
TMeKTUHOB U Habope 6enkoB (McCann, Knox, 2010).

OCHOBHBIE TOJIUMEPhI KJIETOYHOM CTEHKH, o0ecIie-
YHBAIOIIIWE aAre3ulo, — ToMOTrajlakTypoHaHbl. UMeHHO
9Ta (PpakOusg TIEKTUHOB HamboJiee ITUPOKO IIper-
CTaBJieHa B CPEJWHHOMN IUIACTUHKE U YyIjiaxX KJIETOK
(Parker et al., 2001). ConepxaHue Opyrux IMEKTUHO-
BBIX (DpaKkinii — paMHorajakTypoHaHa I u pamHora-
JaktypoHaHa Il — BBIsSIB/IsIETCSI HA HU3KOM yYPOBHE
(Jarvis et al., 2003). B 3oHax aare3uu KJIeToK HabIoma-
eTcs noBbIleHHOe conepxkanue Ca>t (Huxham et al.,
1999). IlexTuH, mOCTaBJISIEMbIii K KJIETOUHOM CTEHKE
BO BpeMsI ee (POPMHUPOBAHUS, CHJTBHO 3TepUPUIINPO-
BaH METWJIBHBIMU rpyrmaMu. @epMeHTHI TeKTUHMEe-
TuiacTepassl (pectinmethylesterases, PME) ymanstior
METUJIbHBIE TPYIIIIBI C TOMOTAIAKTypOHAaHA U e/1atoT
ero 6oJiee TOCTYITHBIM JIJISI B3aUMOACUCTBUSI C MOHA-
MU KaJibliys, 0Jarogapsi KOTOPbIM (OPMUPYIOTCSI MIOH-
Hble clIMBKU. CHUjla TaKMX MOHHBIX MOMEPEYHbIX
MOCTHKOB 3HAYUTEIbHO YBEIUUUBAETCS, KOT/A He-
CKOJIbKO MOHU3MPOBAHHBIX OCTATKOB TajlakKTypo-
HaTa COCEACTBYIOT IPYT C APYTOM Ha KaXKIOW U3 ABYX
roMorajakTypoHaHoBbIx lienieid (Micheli, 2001). Otu
WOHHBIE CIIMBKU BJIUSIOT HA MEXaHUYECKUE CBOM-
CTBa TOMOTJIaKTypOHaHa — JIeJIaloT ero MeHee Iruo-
KWM, 4TO MO3BOoJIsIeT (hOpMUPOBATh MPOUYHbBIE CTPYK-
TYpBbI, YAEPXUBAKOIIUE KJIETKHA CBSI3aHHBIMU JIPYT C
apyrom (Peaucelle et al., 2011). AktuBHocte PME
HaxoJuTcsl B 0ajlaHCe ¢ aKTUBHOCTBIO MHTUOUTOPOB
MeKTUHMeTHIacTepa3 (pectinmethylesterase inhibi-

YCITEXY COBPEMEHHOM BUOJIOTUU

tors, PMEI), yto mo3BossieT momuepxXuBaTh OajaHC
MEXIY IIPOYHOCTBIO I THOKOCTHIO IIpU (DOPMUPOBA-
HuUuM anare3uBHBIX caiitoB (Daher, Braybrook, 2015).
Xapaktep METUIMPOBAHUSI TOMOTaJJaKTypOHaHA OTJI-
yaeTcs B yIIaxX KJIeTOK 1 MexkineTHnKax (Manfield et
al., 2005), 4To roBOpPHUT O pPa3HOI1 pOJIM 3TUX ObOIacTeiA
B MOJJeP>KaHUU MEXKIETOYHOI aare3uu.

Anre3ust KJIE€TOK paCTeHUI — KOMILJIEKCHOE SIBJIE-
HYe€, MOATOMY, TOMUMO CaMUX MEKTUHOB U UX MOJIU -
duKanmii, Ha aAre3Wio BIMSIOT €llle M B3aMMOIEi-
CTBMSI TOMOTAJIAKTypOHaHa C IPYTMMU KOMITOHEHTa-
MU KJIETOUHOM CTeHKU. BaxXHbIM sBJIsieTcsl (haKTop
MPUKPETJIEHUSI CPEAUHHOM TIJIACTUHKU K TIEpBUYHOM
KJIETOYHOI cTeHKe. HeKoTopbhle MOJEKysbl MEKTUHA
KOBAJIEHTHO CBSI3bIBAIOTCSI C KCWIOITIOKaHaMHU, (op-
MUPY$Sl TIEKTMH-KCUJIODIIOKAHOBBIE KOMILIEKCHI. DTHU
KOMIUIEKCHI COETUHSIIOTCSI C MEPBUYHON CTEHKOW Ha
KaXJ0oii CTOPOHE CPeNMHHON MJACTUHKHU 3a CUeT
TOTO, YTO KCWJIOTJIIOKAHOBBIA KOMITOHEHT MOXET
JIETKO CBSI3BIBATHCS C LEJUTIOJTO3HBIMU MUKPOGhUO-
pwuiamu (Cumming et al., 2005).

ITomumo nonvcaxapuaoB, B popMUpOBaHUU al-
Tr€3MBHbBIX CAiTOB MPUHUMAIOT y4acTUe U cneludu-
YyecKue I CpEAMHHOM TuiacTUHKY 6enku (Jarvis et al.,
2003). OHu MOryT 06pa30BBIBATh HEKOBAJICHTHBIE CBSI-
31 ¢ MEeKTMHAMU WU Apyr ¢ ApyroM. Hampumep,
apabuHoranakTaHoBble 0Oenku (arabinogalactan-
proteins, AGPs) cBsS3bIBaIOTCSI ¢ IIEKTMHAMU I10-
CPEenCcTBOM KajibleBbIX cimmBOK (Baldwin, McCann,
Roberts, 1993). AGPs — 3T10 6ei1Ku, MoIUINenTUaHAS
LIeTTh KOTOPhIX HECET Ha cebe OObIlIoe KOJIUYECTBO
MoJIMcaxapuaHbIX 3aMecTUTelelt, coaepxKaliux apa-
ounHo3y M rainakto3dy (Roberts, Gonzalez-Carranza,
2007). AGPs mipucyTcTBYIOT BOJIM3M KIIETOYHOM CTCH-
KM U 4depe3 SIKOPh DIMKO3WIPochaTuIUINHO3NTONA
TOM 142
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BHYTpUKIIETOUYHOE MTPOCTPAHCTBO
KierouHast MeMOpaHa

Knerounasg creHka

HOIIPIC&X&pI/IHHbIC 3aMECTUTECIIN

IMomunenTuoHas Lenb
apa6I/IHOFaJIaKTaHOBOFO oOenka

I'nmuxko3ungochaTuania MHO3UTOIbHBIN
SIKOPb

Puc. 3. Cxema PaCIONIOKEHMA apa6I/IHOraJIaKTaHOBbIX OEJIKOB B MeM6paHe U KJIETOYHOM CTEHKE paCTHTeI[I:HOfI KJICTKMU.

(glicosylphosphatidylinositol, GPI) mpukperuieHsl K
ia3mMaTudeckoii MmeMmOpane (Lin et al., 2022). AGPs,
CBSI3BIBASICh C OMHOM CTOPOHBI C MEMOpPaHOI KJIETKH,
a c Apyroit — ¢ nmojucaxapuaamMy MaTpukca KJeTou-
HO#t CTEHKU, SIBIISIIOTCSI BaXXHBIM (DAaKTOPOM B TIPH-
KpeTUIeHU M KJIETOYHOI CTeHKU K MeEMOpaHe 1 B MEX-
KjeTtouHoii anresuu (puc. 3) (Tan et al., 2013).

B cuiy cBoeii ClIOXHOCTH MpUPOIa MEXKIIETOU-
HOI1 afre3um 10 CUX IMOp OCTAETCS HE 10 KOHLIA U3YyJeH-
HOI1, OTHAKO HA CETOIHSI U3BECTHO, UTO B 0OECIIeUeHU
anare3uy IPUHUMAET ydyacThe OOJIbIIoe KOJIUYECTBO
KOMIIOHEHTOB KJIETOYHOI CTEHKU, B3aUMOAEMCTBYIO-
WX Opyr ¢ apyroM. MMeromuecst TaHHBIE TTO3BOJISI-
10T YTBEPXKAATh, YTO IIEKTUHBI, a UMEHHO rOMOTajIaK-
TYpPOHaH, UTPAIOT OOJIBIIYIO POJIb B DOPMUPOBAHUU
caliTOB aare3uu, IIO3TOMY Aajiee OyIyT pacCMOTPEHBI
0COOEHHOCTU CUHTE3a UMEHHO 3TOr0 TUIIA TOJIMeE-
pPOB KJIETOYHOI CTEHKH.

OEPMEHTBI CUHTE3A 1 MOAND®UKALIMN
TOMOTAJIAKTYPOHAHA

ITockonbKY NEKTUHBI UTPAIOT BaXKHYIO POJIb B aare-
311 KJIETOK, MOOU(UKALIMKA WX CHUHTE3a MOXHO pac-
CMaTpHUBAaTh KaK IIepCIEeKTUBHBIIA MHCTPYMEHT IJISI pe-
TYJISIUMU aare3mu. B OuocuHTe3e TIeKTUHOB y4acTBYET
OOJBIIOE KOJIMYECTBO (PEPMEHTOB, CPEIN KOTOPBIX
JIMKO3WI- 1 MeTriITpancdepassl (Mohnen, 2008).

Thukosunmpancgepasoi

IMonmumepusanus MEKTUHOB MIPOUCXOIUT 3a CYET
MPUCOEIMHEHMSI K LISTIU TToJIMcaxapyia caxapos, Mpe/-
CTaBJIEHHBIX B aKTUBUPOBAHHOU (popMe HYKIIeO03U/I-
nudocdaTHBIX OCTaTKOB ¢ (pOpMHUpPOBAHUEM TIIU-
KO3UJHBIX CBsI3eit. bosbliias 4acTh TAKMX OCTaTKOB
CUHTE3UpyeTCcs B 1IMTO30Jie, a caMa cObopkKa IMoJiu-
caxapuIHBIX LIETIEN OCYIIIECTBIISIETCS BO BHYTPEHHEM
npocTtpaHcTBe anmapara 'onpmku (Lampugnani et al.,
2018). B KJIeTOYHYIO CTEHKY ITIEKTUHBI TOCTaABIISIOTCS
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IIOCPEICTBOM 3K30LIUTO3a BE3UKYJI, IIPU YIaCTUU aK-
TUHOBBIX I MUO3UHOBBIX KOMIIOHEHTOB LIUTOCKEIETA
(Mohnen, 2008).

I'mukosuntpaHcdepasnl  (glycosyltransferases,
GTs) — rpynna hepMeHTOB, KaTaJIU3UPYIOIINX IIepe-
HOC (hparMeHTOB MTPOCTBIX CaXapoB OT aKTUBUPOBAH-
HBIX JTOHOPHBIX MOJIEKYJT K CITeIM(PUIECKUM aKLeT-
TOPHBIM MOJIEKYJIaM ¢ 0Opa30BaHUEM IIMKO3WIHbBIX
cBs3eit (Zabotina et al., 2021). B HacToSIIIMii MOMEHT
n3BectHo O6osee 100 cemeiictB GTs. [omonorust BHyT-
pu cemeiictB GTs u Mexny HUMU HU3Kas, TaK Kak
oombmmHCTBO G TS OTBETCTBEHHEI 32 (hOpMUpPOBaAHE
crieuuduyeckux cpsaseil. GTs moapasnensiioT Ha 1Ba
tuna. Tun I BkatoyaeT B ce0si pepMeHThI, KaTaIu3u-
pylolliMe HenpepbiBHOE N00aBIEHNE TTTMKO3UIbHBIX
OCTaTKOB 1 obOecneuuBarpolie TeM caMbiM 3hdeK-
TUBHY1O ToJiuMepu3anuto. OObIYHO 3TO MHTErpalib-
HbIe MeMOpaHHBIE OCJIKH, KOTOPBhIE CUHTE3UPYIOT I'o-
Mornonucaxapuapl. GTs Tiuna I1 KataM3upyroT TOIBKO
OIIVH MepeHOoC, MocJie KOTOPOro KOMILIEKC (hepMeHT—
nponykt nuccounupyet. GTs Tumna Il o6b1YHO MMEIOT
OOIIIYIO TOITOJIOTUIO U COCTOSIT U3 KOPOTKOTO N-KOH-
1IEBOTO IIMTOIJIa3MaTUYECKOTO JOMEHa, TpaHCMeM-
OpaHHOTrO IOMEHA U OOJIBIIOTO KATAIUTUYECKOTO 10~
MeHa, oOpanieHHoro K npocBeTy l'onpmku (Lampug-
nani et al., 2018).

GTs, mpuHMMaloIIie y9acTue B CUHTE3¢ TTEKTH-
HOB, — 4JacTb cemelictBa GT8. BHyTpu cemelicTBa
GT8 BBIACISIOT YETHIPE ITPYIIILI (DEPMEHTOB: TJIMKOIe-
HWH TJIMKO3MJITpaHcdepasbl; MHO3UTON 1-0O-Tajak-
TO3WITpaHC(hepasbl; TATAKTypOHO3WITPpaHChepasbl;
UDP-Gal:rmuko3un o-1,3-rajakro3uiTpaHcdepa-
3bl (Yin et al., 2011). TpeThs rpymnma BKIHOYaeT B
cebs GTs, mpuHamiexamue K TeHHOMY CEMEMCTBY
GAUTI-nogoOHBIX T€HOB, — OHU Y4aCTBYIOT B IIOJIN-
Mepu3allny MOoJMcaxaprI0B KIETOUHOM CTEHKH pac-
teHuit (Amos, Mohnen, 2019). CemeiictBo GAUT I-
MMOIOOHBIX TEHOB BKITIOUYAET B ce0s 25 reHOB A. thali-
ana, cpean KOTopbIx 15 reHoB GAUT ¢ MaeHTUIHO-
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Tabomuna 1. Xapakrepuctuka reHoB Kiansl GAUT u3 cemeiictBa GT8

Ten Dynkius 6eyka MecTto akcnipeccun HcTounuk
0~ 1,4-ranakTypoHO3MITpaHC(hepas3a, KaTaTu3upyeT MPUco-
i DP-Gal - .
GAUTI eIMHEeHME TalaKTypOHOBOM KUCJIOTHI OT U GalA K HeBOC Bee KIeTKi Sterling et al., 2001
CTaHaABJIMBAIOIIEMY KOHIIY IMOJUMEPHU3YIOLIETrOCs
roMorajakTypoHaHa
Pesynbrat HenmomHo#t ayruiukaiuuy reHa GAUT 1; xapakTepeH
GAUT2 , He skcnpeccupyetcs| Caffall et al., 2009
UCKIIIOUMNTENbHO W1 A. thaliana
GAUT4 | YdacTByeT B CUHTE3¢ TOMOrajlaKTypoHaHa Bce xnetku Biswal et al., 2018
GAUTS I -
—{ CasassiBatoTcs B KoMIiuieke ¢ GAUT ajist 3asskopuBaHusT PUILAMKH M TIBLTE Lund et al., 2020
GAUT6 1ieBble TPYOKU
Accomuupyetrcss ¢ GAUT1 B komruiekc GAUT1:GAUT7,
GAUT7 | dynkumnonupyert mis 3akperuienuss GAUT1 Ha memOpaHe Bce xnetku Amos et al., 2018
Tonpmxu
[IpuHUMaeT yyacTue B CHHTE3€ rOMOrajlakTypOHaHa U KCH- Cocynuctble TKaHu | Bouton et al., 2002;
GAUTS N .
JIaHa KJIETOYHOM CTeHKH cTebs Ofrfila et al., 2005
GAUT9 ITpennonoXuTenbHO, y4aCTBYeT B CHHTE3€ TOMOTaIaKTypO-
HaHa U KCUJlaHa
Bce knerku Caffall et al., 2009
GAUT10 | TIpenrnonoxXuTeNnbHO, y9acTBYIOT B CUHTE3€ TOMOTAJIaKTypO-
GAUT11 |HaHa
GAUTI2 | e, mpmmmaen yaaern o cnmest mopmamam senomns. | Cocymnerste rasmr | PeTson etal 2007
> 1P v P v Caffall et al., 2009
CTEHOK
GAUTI3 [Tb1bIIa U TTBLTBLIE-
—— 1 V4yacTBYIOT B CUHTE3€ TOMOTaJIaKTypOHaHa, KCUJIaHa Lund et al., 2020
GAUT14 BbIE TPYOKU

IIpumMmeuanue: TaHHBIX O (GYHKIIMOHATBHOM aKTUBHOCTH MTPOIYyKTOB reHOB GAUT3, GAUT 15 HaiineHo He OBLIO.

cTbio 37—68% (56—84% cxonctBa) ¢ GAUT1 (Sterling
etal., 2006) u 10 GAUT I-iono6HbIx reHoB (GATLs) ¢
IPOLIEHTOM uaeHTUYHOCTA 39—44% (43—53% cxon-
ctBa) ¢ GAUTI (Mohnen, 2008). CpaBHUTEIbHbII
aHamu3 (tabn. 1) renoB GAUT A. thaliana, Populus
trichocarpa n Oryza sativa MO3BOJIWII KJIaCCU(UITUPO-
BaTh UX Ha ceMb Kiuan: knaga A-1 (GAUT 1-3); A-2
(GAUT4); A-3 (GAUT 5 u 6); A-4 (GAUT?7); B-1
(GAUT 8n 9); B-2 (GAUT 10u 11); C (GAUT 12—15)
(Caffall et al., 2009).

I'en GAUT'I xonupyeT 6eJI0K TOMOTaJIaKTypOHaH O~
1,4-ranakryponosmwirpancdepasy 1 (HG:o1,4GalAT),
SIBJISTIOIIUIACST (hDepMEHTOM OMOCHUHTE3a TEKTUHOB C
OMOXMMUYECKN TOATBEPKIEHHON aKTUBHOCTHIO
(Sterling et al., 2001). ®epmentT GAUT1 karamm3upyer
MpUCOeTMHEHNE TaTaKTypOHOBOM KMcaoTel oT UDP-
GalA K HEBOCCTaHaBJIMBaIOILIEMY KOHILY TTOJIMMEpU-
3yIo1erocsi romorajiaktypoHata (Atmodjo et al., 2011).
Cpazy nocie cuHTesa 6e1ok GAUT1 umeeT TpaHc-
MeMOpaHHBIN U KaTaTUTUYECKUIT JOMEHBI, HO B TPO-
1iecce MOCTTPaHCASILIMOHHBIX MoaubUuKaluii mpouc-
XOIUT paspe3anue Mexay Metl67 u Argl68, B pesyib-
Tare 4ero O6eJIOK yTpauyuBaeT CBOil TpaHCMeMOpaHHBI
noMmeH. JIyist Toro 4toObl OCTaBaTbCsl CBSI3AHHBIM C
MeMOpaHoit amapaTa T'onbmku, 6etok GAUT1 ¢op-
MUPYET KOMIUIEKC C APYrOi rajakTypOHO3WITPAHC-
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depazoit — GAUT7 (Atmodjo et al., 2013). O6a dep-
MmenTa nmpuHagiexat K GTII n umeroT xapakTepHyro
IIJISI 9TOTO TUMAa CTPYKTYpy. [TocnenoBaTenbHOCTH Te-
HoB, kogupyomux 6enku GAUTI1 u GAUT7 uneH-
THYHBI Ha 36%, HO HecMOTps Ha 3T0 6e;ToKk GAUT7 He
UMEET KaTaJIATUYECKOl rajlakTypoHO3UITpaHchepas-
Holt aktnBHOCTH. OH accoumupyetrcss ¢ GAUT1 B kom-
minekce GAUT1:GAUT7, KoTopbIii TTOIIep>KMBASTCS
KaK KOBaJICHTHBIMU, TaK U HEKOBAJICHTHbBIMU B3au-
moneiictBusimu. GAUT1 siBasieTcs KaTaauTU4decKoit
cyobequHuneit komiuiekca, a GAUT7 pyHKIIMOHM-
pYeT, 1o KpaliHeil Mepe YaCTUYHO, ISl 3aKpeTIIeHU s
GAUTI1 na mem0Opane Tompmxu (Amos et al., 2018).
DTOT KOMILIEKC NSHCTBYeT Ha 3Tarie 3J0HTAIMU, HO
MOKa OCTaeTCsl HEU3BECTHBIM,, KAKMM 00pa30M IMPOUCXO0-
JIAT MHULIMALIUST CUHTe3a TOMOTaJlakTypOHaHa U ITpUHU -
MaeT i1 B Heit yaactue Komiuiekec GAUT1:GAUT7.

GAUTI v GAUT7 — HanGoJsee akTUBHO dKCIIpec-
cupylomuecs reHnl cemeiictBa GAUT y A. thaliana.
Crnenyrominii 1o ypoBHIO 3Kcripeccu — red GAUT4
(Biswal et al., 2018). benok GAUT4 nMeeT odeHb
cxogHyto ¢ GAUTI1 aMUHOKHCIOTHYIO TTOC/eI0Ba-
TeabHOCTD (83% CXOmCTBA), YTO ITO3BOJISET TIPEIITO-
JlaraTh CXOACTBO (bYHKIIMK 3TUX ABYX (hepMEHTOB
(Caffall et al., 2009). [TonaBieHne 3KCMpecCUU reHa
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GAUT4 npnBeIio K CHIBKEHWIO COIepsKaHUsT TOMOTa-
JIJaKTypOHaHa B KjeTkax mpoca (Biswal et al., 2018).

IMponyktel reHoB GAUTS5 u GAUT6 Tak Xe, KaKk u
oenok GAUT?7, moryt cBsa3eiBaThesd ¢ GAUTI. Ho, B
otriinure oT GAUT7, 3T TeHbl aKTUBHO 3KCIIPECCU-
PYIOTCSI B OCHOBHOM B MNBUIBHUKAX W IIBLIbLIEBBIX
TpyOKax, Toe TakKe IMPUHUMAIOT YJ4acThE B CUHTE3€
romorajiaktypoHaHna (Lund et al., 2020).

I'en GAUT2, BeposITHO, SIBISCTCS Pe3yJIbTaTOM
HeTroHoM nyrummkanum reHa GAUT 1, oH XxapakTepeH
VCKJTIOUUTEIbHO IS A. thaliana. DTo moaTBEpKIaeT-
Csl OTCYTCTBUEM aKTHBHOTO TPAHCKPUITA, KOTOPbIi
SBJISITICS OBl TPOIYKTOM 3TOro reHa. Mi3amMeHeHue 3Kc-
npeccuu reHa GAUTZ2 He 11oBIUs1IO HA (peHOTUII pac-
tenwmii (Caffall et al., 2009).

Jlpyroii TeH, 3HAaYMMBIH 111 OMOCHHTE3a IEeKTUHA 1
npuHamexaiuii K rpyrnmne GAUT, ato GAUTS/QUAI,
MPOIYKT KOTOPOTO uMeeT 77%-HOe CXOICTBO IIO
aMMHOKMCJIOTHO# TtocnenoBarenbHocT ¢ GAUTI.
DTOT TeH BBICOKO BKCIIPECCUPYETCS B COCYAUCTBIX
TKaHsax cteost pactenus (Orfila et al., 2005). ¥V rere-
PO3UTOTHBIX MYTaHTOB A. thaliana qual- 1 Habn0na-
eTCsl CHUKEHHasl aare3usl 3MUAepMaibHBIX KJIETOK
JINCTHEB M KJIETOK Bepxyliku KopHs (Durand et al.,
2009), uyTo MPUBOAUT K KAPJIUMKOBOCTH PACTEHMIA, a TO-
MO3UTOTHBIE MYTAHTbI MMEIOT JIeTaJbHbIM (peHOTUI
(Caffall et al., 2009). B KJIeTOUHBIX CTEHKaX MYTaHTOB
Ha 25% cHmxeHo koaudecTBo GalA. B MeMOGpaHHBIX
rpenaparax cTedjeit MyTaHTOB qua l-1 cHUKeHa aK-
TUBHOCTb KakK 0.~ 1,4-GalAT, tak u 3-1,4-XylIT (Orfila
et al., 2005). D10 MO3BOJISIET IIpeAIIoIaraTh, 9To dep-
MeHT GAUTS8 mnpuHuMaeT ydyacTue B CHHTE3€ He
TOJILKO TOMOTajlJaKTypOHaHa, HO 1 KCujlaHa KJIETOY-
HOI CTEHKMU.

MyrtaHThl 110 reHaM GAUT9, GAUT10 n GAUT11
TaKXXe XapaKTepU30BaIUCh CHIKEHHBIM COIEpKa-
HueMm GalA B ipopoctkax, a GAUTY — eliie v IMOBbBI-
IIEHHBIM coaepkaHueM KcuiaHa. CieayeT moayepk-
HYTb, YTO SIBHBIX HAPYIIEHWIT aAre3UU I U3MEHEHMUST
pocTa y MYTaHTOB II0 3TMM TeHaM He HaOJII0IaoCh
(Caffall et al., 2009).

IRX8 — nponykTt reHa GAUT 12 — xapaktepusyeTcs
61%-HBIM aMUHOKUCIOTHBIM cxonctBoM ¢ GAUTI.
MyTaHThI gaut 12/irx8 Me1oT HapyllleHUs B KCUJIeMe
U Oosiee TOHKYIO BTOPUYHYIO KJIETOYHYIO CTEHKY
(Persson et al., 2007). Takoi1 (heHOTUIT ITPOSIBIISIETCS
3a CUeT MOHMXKEHHOTO Co/lepXKaHUsl IJTIOKYPOHOKCH -
JTaHa 1 roMoraiaktypoHana (Caffall et al., 2009). Kpo-
M€ TOTO, HAJIMYKE XOTSI ObI OMHOM He MyTaHTHOM ajlie-
i GAUT12/IRXS, xak u B cinydae ¢c GAUTE/QUA I, He-
00XOMMO ISl BBDKMBAEMOCTHU pacTeHU, TTOCKOJIbKY
TOMO3UTOTHBIE MYTallUd OKa3aJUuCh JIETAIbHBIMU
(Caffall et al., 2009). HanGonee BBICOKMIT ypOBEHb
skcrpeccuu reHa GAUT 12 HaGaiomaeTcss B COCya-
CTBIX TKaHSX, B 0OraThIX NIIOKYPOHOKCHUIAHOM 00JIa-
CTSIX, UTO MO3BOJISIET MpeanoJiaraTb, YTO 3TOT TeH
y4acTBYeT B CUHTE3€ BTOPUYHBIX KJIETOUHBIX CTEHOK
y IBynoJbHbIX pacTeHmii (Persson et al., 2007).
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®depMmeHThl, Konupyemble reHamMmu GAUTI3 n
GAUTI4, npyHUMaloT aKTUBHOE y4yacTHM€ B CUHTE3€
rOMOTaJIaKTypOHAaHa B MBLIbIIE U IBUIBLEBBIX TPYO-
KaxX. DKCIIpecCHsl 3THX T'€HOB B ITbUIBLIEBBIX TPyOKax
okasanach B 6—9 pa3 Goubliie, yeM akcrpeccust GAUT1
(Lund et al., 2020). MytaHTbI gaut 13 v gaut 14 xapak-
TePU3YIOTCS MOBBILIEHHBIM conepxaHueM GalA u
MOHMXXEHHBIM coaepzkaHreM Xyl 1 Rha B Ki1eTogHBIX
CTeHKaxX. BEISBIeHHAsS KO3KCIIPECCUSI 3TUX T€HOB C
GAUTI12 cBunmeTelIbcTBYeT 00 MX yJaCTUM B CHTE3€
kcunaHa (Caffall et al., 2009).

HecMmoTpst Ha TO, 4TO JJ1sT OOJIBIIMHCTBA TEHOB Ce-
MeilictBa GAUT Oblia MoKaszaHa UX BaXKHOCTb B MPO-
1ecce CUHTE3a KOMIIOHEHTOB KJIETOUYHON CTEHKM,
BCE€ UMEIOIIMECS Ha JaHHBIA MOMEHT Pe3yJIbTaThbl OC-
HOBaHbI Ha U3YYEHUU MYTAHTOB IO OMpeaeeHHbIM
reHaMm, U TOYHasi buoxuMuueckas pojb Wisi 60Jib-
IIMHCTBAa MPOAYKTOB F€EHOB 3TOrO CEMENCTBA A0 CUX
MOp He MOATBEPKIAEHA.

Memunmpancgepaszot

BaxxHyto posb 11 moaep:KaHus CTPYKTYPHBI KJle-
TOYHOI CTEHKM UTpaeT MeTUJI3TepruduKalus roMmo-
rajakTypoHaHa. [alakTypoHOBasi KUCJIOTa B COCTaBe
romMorajakTypoHaHa OOJBIIMHCTBA KJIETOYHBIX CTE-
HOK 3TepuduliMpoBaHa Mo KapOOKCUJILHON TpyIiie
C6 (Derbyshire et al., 2007). Peakiuto stepudpukanuu
KaTajJu3upyeT (pepMeHT TroMorajlakTypOHaH-METUII-
TpaHcdepasa (homogalacturonan methyltransferase,
HG-MT). HG-MT cBs13aHa ¢ MeMOpaHOi1 U1 UMeeT
KaTaJINTUYECKUIT TOMEH, PaCcITOJIOKEHHBII B TIPOCBETE
anmaparta lonpaxu. B kKadyecTBe mOHOpa METUJIb-
HOM I'PYINTHI ITpY 3TeprU(PUKAIIIU BEICTYHAET S-aje-
HO3UWJIMETUOHUH  (S-adenosylmethionine, = SAM)
(Ridley et al., 2001). IIpennonaraercsl, YTO pacTeHUS
MOTYT conepkaTh Heckoiibko HG-MT, xoTopsie oT-
JINYAIOTCSI CPOACTBOM K TOMOTAJIaKTYpPOHaHY C pa3HOM
creneHbio MeTnpoBaHus (Mohnen, 2008). HG-MT
koakcnpeccupyercst ¢ GAUTI n GAUT'7, 310 yKa3bI-
BaeT Ha TO, YTO MPOLIECChl CUHTE3a 1 3TepudUKaIuu
neKTUHa cBs3aHbl Apyr ¢ apyroMm (Caffall, Mohnen,
2009). OnHako ObUIO MOKAa3aHO, YTO CHUHTE3 BCE XK€
npeniiecTByeT aTepudukanmu (Atmodjo et al., 2013).

OnucaHo HECKOJIbKO T€HOB, KOAUPYIOILIUX Tpe/-
nojoxureilbHble HG-MT, cpeay KOTOpPBIX TE€HBI
QUA2 n QUA3, npuHannexamue cemeiictsy QUA2.
CewmeiictBo QUA2 Bxmioyaet B cebst 29 reHoB A. thali-
ana, IJIsI KaXIOTo U3 KOTOPBIX XapaKTepeH IIpeaIio-
nmaraemblii SAM-3aBucumbiit MT-ngomeH. Psa akc-
MEPUMEHTOB MMOKa3aJjl, YTO 3TU F'eHbl MOTYT JEMCTBU-
TelibHO KonupoBaTh HG-MT. MyTaHTHBIE pacTCHUS
A. thaliana qua2-1 xapakTepusyloTcs KapJIUKOBBIM
deHoTUIIOM, CHUKEHHBIM Ha 50% conepaHueM To-
MorajlakKTypOHaHa M JedeKTaMy B KJISTOYHOM aare-
3uu (Mouille et al., 2007). B kiieTkax, KOTopble ObUIA
MOABEPrHYyTHl HOKaayHy reHa QUA3 mocpencTBoM
PHK-uHTEepdEepeHINM, IIEKTUH ObUI MEHEEe 3TepHU-
¢GUIIMpPOBaH, IO CPAaBHEHMIO C TUKUM TUTTOM. Kpome
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TOrO0, OBLIM OTMEUEHBI U3MEHEHMSI B COCTaBE U cOOp-
Ke MoIcaxapuaoB KJIETOUHOM cTeHKU. OTHAKO HOK-
mayH QUA3, B otimume oT QUA2, HUKaK He TTOBIIUSIT
Ha aare3uio Kiaetok (Miao et al., 2011). ITomumo re-
HOB cemelictBa QUA2, penmoaoKnTeNbHYIO POJb B
aTepUPUKALIMI TEKTUHOB MOXeT urpath 6e;1oKk CGR3
(cotton Golgi-related 3). I1pu aHanu3e naHHOTO O€JI-
Ka u3 A. thaliana ObIJI0 TOKa3aHO, YTO OH MMEET 00-
mue ¢ S-ageHO3MIMETHOHMHMEeTUATpaHcdepazaMu
koHcepBaTuBHBIe ocTtaTKM. CGR3 nokanu3oBaH B
anrmapare [obIKK, 1 TeH, ero KOOUPYIOIINii, KOKC-
peccupyeTcss ¢ TeHaMu OmocuHTe3a nekTtuHa. Kire-
TOYHBIE CTEHKU MYTAHTOB ¢ HOKayToM reHa CGR3 ume-
IOT CHWDXCHHBI YpOBeHb 3TepuUKAIUU TroMora-
naktypoHaHa (Held et al., 2011).

HCCMOTpﬂ Ha BC€ 3KCIIEPUMECHTbI C USBMECHCHUEM
akcrnipeccun reHoB QUA2, QUA3 u CGR3, GyHKLIMO-
HaJIbHAasl aKTUBHOCTb MX OEJIKOBBIX IMPOAYKTOB B Ka4ec-
crBe HG-MT OnoxumMmyecku He ObLIa MOATBEepXKACHA.

Hexmuﬁmemuﬂacmepa%z U noaueanraxKkmypoHasvl

Anre3ust KJI€TOK pacTeHUId HeoOxoauma I IO -
JIep>KaHUs LIEJTIOCTHOCTU OpraHu3Ma, HO TPOoLIecC pas-
JIeJIeHUsT KJIETOK TakyKe BaKeH Il MPOTeKaHUs He-
KOTOPBIX ITPOLIECCOB B XXKM3HU pacTeHus. PazneneHue
KJIETOK MOCJIE AEJIEHUSI IPOUCXOIUT 3a CUET ABYX MPO-
LIECCOB: IEMETWJIMPOBAHMSI TOMOTAJIAKTYPOHAHA U T[T~
poJin3a MoJIMMEPHBIX Lienovyek. Ijis1 ocyliecTBIeHus
3THUX MPOILIECCOB B KJIETKAX PacTEHUI CYIIIECTBYIOT
depmenTsl — PMEs u monuranaktypoHassl (polygalac-
turonase, PGs) coorBeTrctBeHHO (Daher, Braybrook,
2015).

PMEs nMeroT akTUBHOCTh, OOpaTHYIO METWJITPAHC-
depazaMm, — OHU JEMETWIMPYIOT MOJUTaJakKTypOHa-
HBI KJIETOYHBIX cTeHOK. CeMeiicTBo reHoB PM E BKIIIO-
yaeT B cebst 68 PME-CBSI3aHHBIX TeHOB Y A. thaliana
(Micheli, 2001). AktuBHocth PMEs HeoOxomuma mist
TnoceAytoleil padoThl TMOJUTAIaKTypOHAa3, KOTOpPbIe
TUAPOSU3YIOT 1e3TeprU(ULIMPOBaHHBII TOMOTalaKTy-
poHaH. [losuranakTypoHasbl IpeacTaBlIeHbl KPYyI-
HBIM CEeMEHCTBOM T'€HOB, KOTODbIE SIBISIIOTCSI MO-
JIOXUTEbHBIMU PETYJSTOpaMU CO3pPEBaHUS TJI0-
JIOB, OMANEeHNsI JIMCThEB, POCTA Y PACXOXKIEHUS KITETOK
(Xiao et al., 2014).

Paznmumunbie myTaHTh A. thaliana n 1pyrux BUOOB
pacTeHUIT KaK Mo reHaM NEeKTHHMETUIACTePas, TaK 1
0 TeHaM TTOJIUTAJIaKTypOHa3 MoKa3ajiu, 9YTo 00a 3TU
depMeHTa HEOOXOOUMBI IJIsI pasaelieHUs KIETOK B
pa3nuIHBIX YacTax pacreHuit (Bird et al., 1988; At-
kinson et al., 2002; Rhee et al., 2003; Francis et al.,
2006; Ogawa et al., 2009). DTH 3KCIIEPUMEHTHI IO -
TBepxKmaoT, uto PG-onocpenoBannas PME-3aBu-
cuMast Jerpaganus MeKTUHa — KJIloU4eBoe COObITHE B
pasnesieHU KJIETOK B OHTOTeHe3€e pacTeHUsI.

YCITEXY COBPEMEHHOM BUOJIOTUU

I'PUTOPLEBA u np.

W CCJIEJOBAHUS, HATIPABJIEHHBIE

HA ITOUCK CITIOCOBOB CHUXXEHUSA

AIITE3BUOHHBIX B3BAUMOIEVNCTBUN
MEXIY KIETKAMU

MexxkneTouHast aare3usl, Jiexaliasi B OCHOBe 00-
pa3oBaHMsI KIETOYHBIX arperatoB IIPU KyJILTUBUPO-
BaHUM KJIETOK PAaCTEHUI B KMIKUX MUTATEIbHBIX Cpe-
JIax, — XapaKTepHasl yepTa JIIo00ro pacTeHUsI Kak MHO-
TOKJIETOYHOTO opraHu3Ma. MopMHUpOBaHUE arperaToB
B KYJIBTYPE KJIETOK PaCTeHMI ITPEACTaBIIICTCS HeXKela-
TEIbHBIM C TOUYKU 3pEHUSI KOMMEPYECKOTO UCITOb30-
BaHUS KYJIBTYP KJIETOK pacTeHMIA B Ka4eCTBE DKCIIPeC-
CHMOHHBIX I1aT(OpM IS HApaOOTKN peKOMOMHAHTHBIX
0eJIKOB B OMIOpeakTopax, a TAaKxKe IS ToJTydeHUsT pap-
MaleBTUYECKN LEeHHBIX BTOPHMYHBIX METaOOIUTOB.
MmeHHO 3TOT (paKT MOCTYKIIJI TOTYKOM K Pa3BUTHIO
HCCeA0BaHMM, HAllpaBJIEHHBIX Ha MOUCK CITOCOOOB
CHIZDKEHMSI aIre3MOHHBIX XapaKTePUCTHK KIIETOK
pacTeHuit in vitro. boyee Toro, HapylleHUe aare3n-
OHHBIX B3aUMOACUCTBUIM MEXIY KJIETKaMU MOXKET
MOCIYKUTh OMHUM U3 CIIOCOOOB YBEIUYECHUST METa00-
JIMYECKNX BO3MOXHOCTEI KJIETOUHBIX KYJIbTyp pacTe-
HUIA 3a cueT (opMUPOBAHUS O0JIEe METKUX KJIETOUHBIX
arperatoB ¢ OOJbIIC HOCTYITHOCTBIO KOMITIOHEHTOB
MUTATEIbHOM CPEabl COCTABIISIIOIINM MX KJIIETKAM.

I1epBbIe MOIMBITKY CHUKEHMS aTPErMpOBAaHHOCTH
KJIETOYHBIX KYJIbTYP U YMEHBIICHUSI pa3MepoB KJie-
TOYHBIX arperatoB ObLIM HalpaBJeHbI Ha pa3pylile-
HHEe yXe C(OPMHUPOBABIIMXCS KJIETOYHBIX CTEHOK,
YTO MPUBOAWIO K OCIA0JIEHUIO aAre3MOHHBIX B3au-
MOJEMCTBUM MeXIy KieTKaMu. st aTux ueaeit nuc-
MOJIb30BAINCH Pa3INYHbIC TTOAX0IbI, HAaIIpaBJIeHHEIE
Ha pa3pylleHUe KJIETOYHBIX CTEHOK C IIPUMEHEHUEM
XUMHUYECKUX U MexaHndeckux crnocooos (Patil, Rob-
erts, 2013). YcnemrHoCcTh NpUMEHEHUST HEKOTOPBIX 13
HUX ObLJIa CBSI3aHA HE TOJIBKO C YMEHBIIIEHUEM arpe-
TMPOBAHHOCTHU OTHEAbHBIX BUAOB KJIECTOUYHBIX KY/Ib-
TYp, HO M IpUBOAMIIA K BO3PAaCTaHUIO NX ITPOIYKTUB-
HOCTH B OTHOIIICHUH 1I€JIEBBIX METaOOIUTOB.

C HakoIUIeHMEM 3HAaHU O TeHETUUECKOI IMPUPOo-
JIe MEXKJIETOYHOI aare3un KJIeTOK pacTeHMI, a TaK-
XK€ C pa3BUTHEM U COBEPIICHCTBOBAHUEM MOJICKY-
JISIPHBIX METOIOB, MOSIBUJIMCH CIOCOOBI BIAMSHUS Ha
aJre3MBHBIC CBOICTBA MyTeM HapyIIEHUsI CUHTE3a
KOHKPETHBIX KOMIIOHEHTOB KJIETOYHBLIX CTeHOK. Ha
npuMmepe cepun T-IAHK-myratmit A. thaliana 6vina
MPOAEMOHCTPUPOBaHA YCIIEIIHOCTb BBIKJIIOUEHUS
(HOKayTOB) 3KCHPECCUU HEKOTOPHIX TEHOB, OTBET-
CTBEHHBIX 3a CHMHTE3 KOMIIOHEHTOB KJIETOUYHBIX CTE-
HOK. CHMXeHHe BKCIIPECCUM 3TUX TeHOB 3a CYeT
npuMeHeHUs MmetonoB PHK-unTepdepenim (Hok-
JIayHbl) TaKXKe ObLJIO CBI3aHO ¢ U3BMEHEHHEM COoCTaBa
KJIETOYHBIX CTEHOK M OCJIabJIeHUeM aare3MOHHBIX
B3aMMOJCUCTBUI MeXXIy KiIeTKaMu. Tak, HallpuMep,
T-AHK-uanynupoBaHHble MyTaHThl A. thaliana c
uHcepuueil B paiioH reHa GAUT4 xapaktepus3oBa-
JINCH TIOHIDKEHHBIM COAEPXXKaHMEM T'OMOTajlaKTypo-
HaHa B KjeTouHbIX creHKkax (Caffall et al., 2009). ITo-
TOM 142

Ne 6 2022



OOPMUPOBAHUE ATPETATOB B KVJIBTYPE KIIETOK 633

Besukyna ¢
HOBOCHUHTE3UPOBAHHBIM

Komrieke lanaktypoHoBas
GAUTI1:GAUT7 kwuciora

roMorajakKTypoHaHOM

Anrmapat CpennHHasgs  Matpukc
lonpmky  IUIACTUHKA — KJIETOYHOI
CTEHKU

Hapyuienue

3KCIIPECCUU
Tre€HOB

GAUTI v GAUT7

D

X

lI'oMoranaktypoHaH

Puc. 4. TunoreTnyeckast cxema BIUSHUS HapylneHUs skcrpeccuu TeHoB GAUTI u GAUT7 Ha MeXKIIETOUHbIE B3anMOAeii-

CTBMA.

JaBJIeHWE 3KCIPECCUM 3TOro ke reHa merogoM PHK-
UHTEep(EepeHIMr TTPUBOIMIO HE TOJbKO K CHUXKE-
HUIO KaK KOJIMYeCTBa roMorajakTypoHaHa, TaK 1 CO-
Jiep>XaHusl paMHorajgakTypoHaHa I1, a Takxke K Hapy-
LIEHWIO MOIMEPEYHBIX KaJbLMEBBIX CIIMBOK MEXIY
nekTuHoBBIMU nojsumepamu (Li et al., 2019). Cpe-
gu T-AHK-mytanToB o reHam GAUTY, GAUT10,
GAUTII1, GAUT13, GAUTI14 nabmromannch U3MeHe-
HUSI B KOJIMYECTBEHHOM COJIEpPXKaHUU TrajlakKTypOHO-
BOI1 KUCJIOTBI, YTO MOXKET CBUIETEILCTBOBATh O Hapy-
IIEHUSIX CUHTe3a MeKTUHOBBIX ITojmmepoB (Caffall et
al., 2009). Hapymenue skcrnipeccum reHa GAUT 12 ny-
teM PHK-uHTEpdepeHI My Takke MPpUBOAWIO K CHU-
KEHUIO COAepKaHUS IIEKTMHOBBIX ITIOJIMMEPOB B KJle-
TouHbIX cTeHKax (Biswal et al., 2015). Jna T-AHK-my-
TaHTOB 110 TeHy GAUTE/QUA I, mnoMuMo U3MeHEeHU
B COCTaBE KJIETOYHBIX CTEHOK, ObLIO OKA3aHO Hapy-
IIEHUE MEXKICTOUYHOI aAre3un U CHUXKEHUE arpe-
TMPOBAHHOCTHU B CYCIIEH3MOHHOM KYJIbTYpe KIEeTOK
A. thaliana (Bouton et al., 2002; Orfila et al., 2005).

ITomumo reHoB cemeiictBa GAUT, HapyiieHue
KCIIPECCUM KOTOPBIX IIPUBOAMIIO K U3BMEHEHMIO CTPO-
€HMsI KJIIETOYHOM CTEHKHU, BBISIBJICHBI T€HBI APYTUX
CEeMEICTB, HapyllIeHUEe IKCIIPECCUU KOTOPBIX TaKKe
IIPUBOIMIIO K OCIA0JICHUIO aIre3MOHHBIX XapaKTepy-
CTHMK KJIETOK pacTeHMil. Tak, HOKIayH METOOAOM
PHK-nnaTepdepeninm reHa QUA3, mpuHaajexare-
ro cemeiictBy reHoB QUA 1 KOAUPYIOLIEro roMora-
JIAKTypOHAT MeTWITpaHcdepasy, ObLI CBSI3aH C U3ME-
HEHMUSIMH B COCTaBE KJIETOYHBIX CTEHOK A. thaliana
(Miao et al., 2011). T-AHK-myTtanuus o reny QUA2
MpUBeia K CHIDKEHUIO KOJIMYECTBA TOMOTAJIaKTypO-
HaHa B KJIETOYHOM CTEHKE 1 K HapyIICHUSIM MEXKJIe-
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TouHoIi anre3uun (Mouille et al., 2007). Takum o6pa-
30M, BBILIENPUBEICHHBIE TPUMEPHI YCIIEIITHOTO MPHU-
MEHEHUSI METOAOB WHCEPLMOHHOTO MyTareHe3a u
PHK-uHTEpdepeHIMN yOenUTEIbHO IEMOHCTPUDY-
0T, YTO MYTU OMOCUHTE3A PA3IMYHBIX KOMIIOHEHTOB
KJIETOK pacTeHUii, 00ecIieunuBaloIInX UX aire3MOH-
Hble XapaKTePUCTUKU, MOTYT ObITh MOIUGULIMPOBa-
HbI ¥ OCJ1a0JIEHBI.

Heob6xonuMo moayepkHyTh, YTO CpeAr TEeHOB ce-
MmeiictBa GAUT HanOobIINit MHTEPEC, C TOYKU 3pe-
HUSI BJIMSTHUSI HA MEXKJIETOUYHYIO are3uio U CHUXKe-
HUE arpeTupOBAaHHOCTH, IPEACTABISIOT TeHbl GAUT 1
u GAUT'7, TOCKOJIBKY UMEHHO OHU UTPAIOT BEAYIIYIO
poJib B TOJMMEPU3alIMU roMoTajlakTypoHaHa (At-
modjo et al., 2011). MoxHo npeamnonarath, 4To Hapy-
1IEHUE CTPYKTYPbI 9TUX F€HOB U MOJaBJIEHUE UX KC-
MPECCUU TIPUBEAYT K CHUKCHUIO CUHTE3a IMEKTUHOB
M HapyILIEHUIO CTPYKTYPbI KJIETOYHOI CTEHKU, YTO B
pesyJibTaTe OyAeT CBSI3aHO C OCIabIeHUeM MEXKIIe-
ToyHOI aaresuu. OmHAKO TMOKa HET paboT, JeMOH-
CTPUPYIOLIMX TO, KaK HapyllIeHUe 3KCIPECCUU TUX
TE€HOB BJIMSIET Ha COCTaB KJIETOUHBIX CTEHOK U Ha B3a-
MMOACHCTBUE KJIETOK PACTEHUM B CYCIIEH3UOHHBIX
KyJbTypax. Ha puc. 4 npeacrasieHa runoteTuyeckast
cxeMa BO3MOXHbBIX TOCHEACTBUM BBIKJIIOUEHUS Te-
HOB GAUTI n GAUT?7.

I'enwt GAUTI un GAUT7 xonupyroT GeJIKiA, KOTO-
pble BMecTe 00pa3yloT KOMILJIEKC MOoJIUMepUu3aliuu
MEeKTUHOB, PACHOJIOXEHHbBII Ha BHYTpeHHE CTOPO-
He MeMmOpansl armapara Ionpmkn. GAUT7 cayxut
MeMOpaHHBIM sikopeM Wist GAUT 1, KOTophbIii B CBOIO
oyepenb OTBedaeT 3a MPUCOCINHEHNE TaJIaKTypPOHO-
BOM KUCIOTHI K MOJJMMEPHOM 1LIENU TOMOTaJIaKTypO-
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HaHa. CHMHTE3MPOBAaHHEIE MOJIMMEPHI ITOCPEICTBOM
BE3UKYJIIPHOTO TPaHCIIOpPTa JOCTaBJISIIOTCS K KJle-
TOYHOI CTEHKE, IJIe BXOAST B COCTAB CPEIMHHBIX
IUIACTUHOK M 00pa3yloT CcalThl aAre3uy KIETOK
pactenuii. [Ipeamnonaraercs, 4To Npu HapylIeHUU
cTpyKTypbl TeHOB GAUT I n GAUT7 6eJ1IKOBBI KOM-
meke GAUTI1:GAUT7 ne Oymetr dopMupoBaThCH,
BCJICICTBHME YEro HapyIIMTCS MPOLECC MOJIUMepu3a-
LIMA roMorajgakrypoHaHa. OTCyTCTBUE B KJIETOYHOIM
CTEHKe TJIaBHOTO KOMITOHEHTA, OTBETCTBEHHOTIO 32 all-
re31I0 KJIETOK, MOXET ITPUBECTU K TTIOJITHOMY UX pas3-
JIEJICHUIO I CHIDKEHUIO KOJIMYECTBA KJIIETOK, BXOISIIIINX
B COCTaB arperaToB MpU KYJIETUBUPOBAHUU CYCIIEH3UIA.
Vike U3BeCTHBI TEHOMHBIE TT0CJIeIOBATEIbHOCTY TEHOB
GAUTI v GAUT7 nns A. thaliana v mociienoBaTeIbHO-
CTH UX OPTOJIOTOB y ApyTuX BUAOB pacTteHuii (Yin et al.,
2011), yTo MO3BOJISIET MIPUMEHSTh METObI TEHETUYE-
CKOT0 peJaKTUPOBaHUS C UCIOJIb30BaHUEM HaIlpaB-
JIIeMBIX HyKJjea3, Hanpumep Cas9, I nmoiaydeHUs
JIMHUI ¢ UBMEHEHUSIMU B 3aIaHHBIX YJaCTKaX MHTE-
PECYIOIINX T€HOB.

Co3znaHue cepuu MyTalMii ¢ HOKayTaMu I10 TeHaMm
GAUTI v GAUT?7 npencrapisieTcs Ype3BblYaiHO Tiep-
CIEKTUBHbIM B OMOTEXHOJIOTMM KaK C TOYKU 3pEHUS
MPaKTUYECKOro MMPUMEHEeHMsI JaHHOTO MOaXoaa s
CHUXXEHUS arpeTUPOBAHHOCTU KJIETOUHBIX KYJIbTYD
pacTeHU, Tak U I peleHus PyHIaMeHTaJIbHOMN
npoOJjieMbl, HalpaBJIeHHOI Ha BBISIBJIEHUE TeHOB,
YYacTBYIOIIMX B (DOPMUPOBAHUM aATe€3MOHHBIX Xa-
PaKTEepUCTUK KJIETOK pacTeHuii. Xopollo pa3pado-
TaHHBIC K HACTOSIILIEMY BpeMEHU ITPOCThIE U HAIEeXK-
Hble METONbl AeTeKIUU (PIyOpecleHTHbIX OeIKOB
(3esieHOro (QIII0OPECILIEHTHOIO OeJIKa 1 €ro aHaJIOTOB)
MO3BOJISIT UCCIIEIOBATEJISIM UCTIOJIb30BaTh T€HbBI 3TUX
0eJIKOB B KaueCcTBe 1IeJIeBbIX /IS OLIEHKW N3MEHEHUS
METabONUYECKHX XapaKTEPUCTUK KJIETOYHOM KYJIbTY-
PBbl, TIOJIYYEHHOI Ha OCHOBE MyTalIU 110 T€HaM, BOBJIE-
YEHHbIM B CUHTE3 KOMITOHEHTOB KJIETOYHOI CTEHKU.

3AKJIIOYEHHME

3a cYeT IIPOCTOTHI KyJTTUBUPOBAHUS, 4 TAKXKE Ha-
JINYUST MEXaHU3MOB 3YKapMOTUYECKOTO (DOIINHTA U
MMOCTTPAHC/ISIIUOHHBIX MOA(UKALIVIA OEIKOB, paCTU-
TeJbHBIE KIIETOUHBIE KYJIBTYPHI SIBIISIIOTCSI MEPCITeK-
TUBHOH TTIaTPOPMOIA 111 HapabOTKN PEKOMOMHAHT-
HBIX 0€JIKOB B IIPOM3BOICTBEHHLIX MaciuTabax. Om-
HAKO TOT (DAKT, YTO BHIXOH OelIKa B PaCTUTEIbHBIX
KJIeTKaX CyIIeCTBEHHO HIKE, YeM B IPYTUX CUCTEMAaX
SKCIIPECCUU, 3aTPYAHICT UX UCIIOJb3oBaHue. I1o-
CKOJIBKY HU3KUIA BBIXO/ IMTPOAYKTA MOXET OBITh CJIe/I-
CTBMEM HEOTHOPOTHOCTU META0OIMIESCKUX CITOCO0-
HOCTEM KJIETOK B Pa3HbIX YaCTSIX arperatoB, odopa3ye-
MBIX PACTUTEIBbHBIMU KJIETKAMU B CYCIIEH3USIX, TO
OIHUM U3 ITOIXOI0B K YBEJIMUEHUIO HAKOTUICHUS 11e-
JIEBOTO MNPOIYKTa MOXET CTaTh CHMXKEHHUE pa3Mepa
TaKUX arperaTos.

B ocHoBe 06p8.30BaHI/I$I arperaToB JICKUT XapaK-
TEPHOC IJIA OOJIBIIMHCTBA pPaCTUTECIIbHBIX KJIIETOK AB-

YCITEXY COBPEMEHHOM BUOJIOTUU

I'PUTOPLEBA u np.

JIEHVE€ MEXKJIETOYHOM aare3un — 3a CYeT KOMIIOHEH-
TOB KJICTOYHbIX CTCHOK KJIETKM HE pacxXoasaTCs ITOJTHO-
CTBIO  TOCJIE€  3aBepllicHUs  LUKJIa  JeJICHUS.
AIre3noHHBIC B3aUMOACHCTBUS — 3TO KOMIUIEKCHOE
SIBJIEHUE, Ha KOTOPOE OKa3bIBaeT BIUSIHUE OOJIbIIIOE
KOJIMYECTBO Pa3IMYHbBIX (pakTopoB. OMHAKO ITI0KA3aHO,
YTO HAMOOIBIINI BKJIaA B aAre3Wi0 BHOCIT IEKTUHBI
KJIETOYHBIX CTEHOK — OJiaromapsi MX B3aUMOJEli-
CTBHMIO IpYT C IPYroM M € APYTMMU KOMIIOHEHTaMUu
KJIETOYHBIX CTEHOK KJIETKM OCTAIOTCSI CBSI3aHHBIMM.
B cunTe3e 1 MoamduUKaMKM TTEKTUHOBBIX IOJIMME-
pOB IPpUHUMAET ydyacTHhe OOJIbIIOe KOJIUIECTBO (hep-
MEHTOB, MHOTHE 13 KOTOPBIX KOAUPYIOTCS TeHAMU,
npuHagiaexamumu cemeiictsy GAUT. TlokaszaHo,
YTO HapylIeHUE 3KCIIPECCUN HEKOTOPBIX TEHOB 3TO-
ro ceMelcTBa IPUBOIUT K HM3MEHEHMIO KOJIMYe-
CTBEHHOTO COAEp>KaHUSI MEKTUHOB KJIETOYHBIX CTE-
HOK, a YaCTh TAKMX MyTalllii — NpUINHA HAPYILICHUS
MEXKJIETOYHOM aIre3nH.

HapyiieHue skcripeccuy reHOB, YYacTBYIOIIMX B
CUHTE3e IEKTUHOB, MOXKET CIIOCOOCTBOBATh M3yde-
HUIO BIIMSIHUS pA3JIMYHBIX 3TAIIOB CUHTE3a ICKTUHOB
Ha aire3uIo, a TAK>Ke BHISIBJIEHUIO B3aMMOCBSI3U arpe-
TMPOBAHHOCTU KYJIbTYPBI M KOJMYECTBA HapabaThI-
BaeMoOro pekoMOmHaHTHoOro Oenka. ITokazaHo, 4To
CHMIKEHME pa3Mepa arperaToB BJIMSIET Ha IIPOAYK-
TUBHOCTb KYJIBTYP B OTHOIIIEHUY BTOPUYHBIX METa-
OOJIUTOB, TTIO3TOMY TaKasl K€ CBSI3b MOKET OBITh 00-
Hapy>KeHa Y B OTHOLLIEHUN PEKOMOMHAHTHBIX OCJIKOB.
HauGonee nHTEpeCHBIMU B JAHHOM KOHTEKCTE SIBJISI-
IOTCS TeHBI, YYaCTBYIOIIE B (hOPMUPOBAHUU TJIABHOTO
KOMITJIeKCca IMOJIMMEpU3alid TOMOrajakTypoHaHa —
GAUTI u GAUT7, mOCKOJIbKY MX BKJal B aare3uio
MPENCTABIISICTCS HAUOOJIBIIIIM.
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Aggregates Formation in Higher Plants Cell Culture:
The Role of Cell Wall Components

E. 1. Grigoreva® % *, Y. V. Sidorchuk¢, and E. V. Deineko*

4 Federal Research Center Institute of Cytology and Genetics,
Siberian Branch, Russian Academy of Sciences, Novosibirsk, Russia
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The use of higher plants cell cultures for recombinant protein production, including medical ones, seems to
be promising alternative to existing platforms based on mammalian or bacterial cells. Doubtless advantage of
plant cells is a total absence of animal viruses and prions contamination risks, high growth rate, relatively low
cultural medium components cost and the ability to ensure the production of recombinant proteins under
strictly controlled conditions of bioreactors in accordance with GMP standards (Good Manufacturing Prac-
tice). Despite the fact that plant cells are already commercially used for biopharmaceuticals production, there
are still many unsolved problems in this direction. The most important ones are rather low level of recombi-
nant protein yield and cells ability to form aggregates during in vitro cultivation. Cell aggregates formation that
differs on size is a serious problem during the suspension cultures cultivation, especially in large volumes of
commercial bioreactors. The basis of aggregate formation in suspension cell cultures is ability of plant cells to
adhere. This review considers the features of the plant cell structure, the biochemical mechanisms underlying
adhesion and their genetic basis. Perspectives of modern genetic editing methods for altering functioning of
genes that takes part in providing plant cells adhesion are considered.

Keywords: plant cell cultures, cell aggregates, intercellular adhesion, Arabidopsis thaliana, GAUT family genes
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