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BBegeHue

B 1965 roay B anvaepMasibHbIX U KOPTUKA/IbHbBIX KNieTKax KOpHS peabkn (Raphanus sp.)
Obl11 BNepBble 06HapYXeHbl NPOAO/rOBaThle BbIPOCTbI 3HAON/1Aa3MaTUYECKOro
peTtukynyma, 5 MkMm B AnnMHy 1 0,5 MKM B ArnameTpe, KOTopble BNOC/eACTBUN MOYy4nIv
Ha3BaHue JlP-Tesnbua (aHrn. endoplasmic reticulum bodies — ER bodies) (puc.1).
MocnegHue nccnenoBaHns nNokasaam, YTo 3T 06pa3oBaHNA XxapakTepHbl 4/
pacTeHuin cemelicTB Brassicaceae, Capparaceae n Cleomaceae nopsigka Brassicales.
Y Arabidopsis thaliana 3TP-Tefnibua BCTpeYyatoTCs NOBCEMECTHO B K/1IeTKax MO/104bIX
NMPOPOCTKOB pacTeHWil, a Takke B KneTkax KOpPHS B3POC/bIX pacTeHui. [MNpu
MeXaHM4YeCKOM NoBpeXAeHnn NMMCTbLEB NPUKOPHEBOM po3eTkn IINP-Tenbla obpasyoTcs
Tam de novo, aHa/1I0rMyHbIA aPPEKT NoKkasaH Takxke A/151 BO34ENCTBUSA KaCMOHOBOW
KMCNOTOWN — ropMoHa cTpecca, 06pasyoLLerocs npu OKUC/IEHNUN KNeTOYHOW MeMObpaHbl
B pacTeHusx (Nakano et al., 2014). 3MP-TenbLa HaX04ATCA B KNeTkax KOpHeWn
pacTeHns Ha NPOTSXKEHNN BCEN ero XM3Hu, B PO3ETOUYHbIX JINCTbAX B3POC/IbIX pacTeHui
)X€ OHW BCTpeyarTcsa peko U MOryT BHOBb NMOSABUTLCA TaM TOJIbKO B pe3y/ibTare
BbILLEONCaHHbIX BO34ENCTBUIA.

Puc.1. 2MNP-Tenbua B KneTkax KopHs A.thaliana. Apkue 3enédble nsatHa — AMP-Tenbla, 3eNéHas ceTb —
JlMP. KoHghokanbHbIn Mukpockon. ®oTto: E.C. aronesa.

Co BpemMeHu OTKpbITUA 3T IlNP-Tenbla BCECTOPOHHE u3yvyasimcb. OAHUM U3
pe3ynbTartoB CTaslo OTKPbITUE HECKO/IbKMX OEefiKoB, KOHLEHTpauus KOTOpPbIX BbiCOKa
MMEHHO B 3TUX CTpyKTypax. OamH n3 Hux — PYK10 — o6nagaer MUpO3MHA3HOW,
rNI0KO3nAAa3HOM U OYKO3MAa3HON aKTUBHOCTLIO, TO €CTb MOXET OTLENATb OT MOJIEKY/]
rMUKO3MA0B YrNeBOAHYHD 4acTb, B 4aCTHOCTW, 06pa3oBblBaTb W3 [/THOKO3MHONATOB-
npeagwecTBEHHUKOB MHAO/MIbHbIE COEAMHEHUA — OUONOrMYecKM akTVMBHble BeLecTBa,
ncnonb3ywlneca pacteHnem pana 6opbbbl € duTONaTtoreHamu, 4YTO MO3BOJIAET
NnpeanonoXunts  UMMYHHYKO  doyHkumio  OlMP-teney. Takke B JlP-Tenbuax
nokanu3oBaHbl 6enkn, obnagatoume npoteasHon akTtuBHocTbltd — VPE n RD21.
Jkcnpeccuss reHoB 060ux GENKoB yBENNYMBAETCS MPU CTPECCOBOM BO3AEWCTBUM Ha
pacteHve. BblII0 MokasaHO Takke, 4YTO NpUM MOMELLEeHUM pacTeHusa B cpedy Cco
CMepTeNibHON KOHLEeHTpauuer conv npu rmbenu KneTok anvaepmMuca npopocTkoB A.
thaliana nx 3MP-Tensbua cnMBalTCA C Bakyonbid U Apyr C APYrOM, BO3MOXHO, ANA
obpasoBaHMs HOBbIX BELECTB W3 MNpefLecTBEHHMKOB, HaxOOAWMUXCA B BaKyosin.
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Bo3MoOXHO, pyHKuua 3lP-Teney B Takom cnydyae — ObICTpoe o06pa3oBaHue
OGUONOrMYECKN akTUBHbIX BELLECTB Mpu rméenn knetku. Jlokanmsauma npoteas B IlP-
Tesbuax no3BosiSeT 6bicTpee, B 06xon annapata onbaxu, AOCTaBUTb UX B BaKyosib
npu CTPeccoBOM BO3AelCTBUM Ha pacTteHusa (Hayashi et al., 2001). OgHako TOYHO
dyHKUMA SrP-Teneuy, Hen3BeCTHaA.

2 6enka — MEB1 n MEB2 (ot aHrni. membrane of ER body), o6Hapy»eHHble B
2013 roay, — BCcTpeyarTcs Tofibko B MembpaHe IlNP-Teneu (Yamada et al., 2013). OHu
NMOXOXW OpYr Ha Apyra MHOXeCTBEHHbIMU TpaHCMeMOpaHHbIMW yYacTKaMu.
CeKBEeHMPOBaHME NX aMUHOKUCNOTHBIX NOC/ie40BaTe IbHOCTEN Nokasasno Hasmume B
HUX nocnegosaTesibHocTn DUF125, xapaktepHoii ans 6enkos cemeiictea VIT,
PYHKLUNOHNPYIOLMX KaK TPaHCMOPTEPbI MOHOB METas1/10B B Pa3HbIX LapCTBax XMBbIX
opraHM3moB (aHr/. vacuolar iron transporter — TpaHCNoOpPTEp xenesa B Bakyonsax). Ans
6enkos MEB1 n MEB2 noka3aHa enie3o/MapraHueBas TpaHCNopTHasA akTUBHOCTb —
KynbTypa APOXOKEN, KCpeccupoBaBLLKX 3TN 6e/lKn BMECTO CBOEro CO6CTBEHHOIO
xeneso/mapraHueBoro TpaHcnoptépa CCC1 13 TOoro e cemeincTaa, CMOrna Xntb Ha
cpefie C NOBbILWEHHOM KOHLEHTpaumen xenesa, B TO BpeMS Kak 6e3 aTux 6enKoB
KynbTypa ymmnpana (Yamada et al., 2013).

BbI/10 yCTaHOB/IEHO TakXe, YTO B pe3y/ibTare TensI0BOro BO34eNCTBMA Ha A.
thaliana ypoBeHb 3KCNpeccumn reHoB BCcex 6e/1K0B, I0KaIn3oBaHHbIX B AlMP-Tenbuax,
nagaet. NagaeTt Takke ypoOBeHb 3KCNPECCUN reHa TpaHCKpUNUMOHHOro dpaktopa NAIL,
perynupytowiero goopmmposaHune IMNP-teneu (Nakano et al., 2014) (B akcnepuMeHTe
pacTeHns noaBeprasmcb Bo3genctento Temnepatypbl 38°C Ha NPoTsHKEHUN 3 4acoB)
(Kilian et al., 2007). B cBa3u ¢ 3TMM BO3HMKAET Bonpoc 06 yyactun IlP-teneuy B
peakuun pacteHus Ha abuoTUYECKNIA CTpece, B YaCTHOCTK, Ha TenI0BOI cTpecc.
JoBoaom B Nosb3y npeanosioxeHms o6 yyactum 3MMP-Tenel, B paboTe MexaHM3MOB
akKnMMauum K CTpeccy MOXeT CYXUTb TakKxe TO, YTO akcnpeccus 6enka PYK10,
NnokasnimsosaHHOro B fitomeHe JlP-Teneuy, perynupyetca GRP2, PHK-cBA3biBaowWwmm
6enIKoM, KOTOpPbIA y4acTBYeT B perynsauum npopactaHms CeMsiH B YC/I0BUAX PasHbIX
abunotuyeckumx ctpeccos (Kim et al., 2007). MNMoka3zaHo Takxe, 4To MyTaHT A. thaliana
TU8 no reny TFL2, pactutensHomMy romosory reHa 6enka retrepoxpomatvHa HP1y
XMBOTHbIX, B K/IeTKaX KOTOPOro HabngaeTcs HefoCcTaTokK MMKO3MHONATOB Mo
CPaBHEHUIO C OUKMM TUMOM, OT/INYAETCHA NOHWKEHHOW TensioycTonumsocTbio (Ludwig-
Miiller et al., 2000), a 6enok ntomeHa 3rP-Teney PYK10 o6nagaet MMpO3nNHa3HOIA
aKTUBHOCTbIO, TO eCTb paspyLliaeTt rntoko3mHonartel (Nakano et al., 2014).
CnepoBaTenbHO, 1U3-3a TOro, UTO NMPU akkNMMaL M K BbICOKMM Temnepartypam
aKcnpeccusa reHa PYK10 nagaeT, KO/IMYECTBO HIOKO3MHOMIaToB A0/KHO
yBeM4nBaTbCH, a NnoBbILLEHHOE KOMNYECTBO [/TI0KO3UHO/1aTOB — NPU3HaK,
NPOTUBONOMOXHbIN NPU3HaKy MyTaHTa TU8 ¢ NOHMXEHHOW TEN0YCTONYMBOCTLIO.

TennoBoM LWOK, Bbi3blBaeMbIi BO34EACTBMEM BbICOKMX TEMMNEpATyp, MOXET
noBfeyb 3a cO60M 3afepXkKy pocTa, CHIKeHMEe 3pEKTUBHOCTM DOTOCKHTESA,
HapyLleHe paboTbl penpoAyKTUBHON cuctemsbl 1 apyrve nocnegcteus (Vierling et al.,
2005). Ho, ecnu nepef TeN/I0BbIM LLOKOM pacTeHMe HEeCKOJIbKO YacoB NoABeprasiochb
BO3/E€MCTBUIO HeNeTaslbHbIX BbICOKUX TeMnepaTtyp, TO 3deKT OT TEN/IOBOrO LLOKa
BblpaXXaeTCs B MEHbLLEN CTeneHu, NocKosIbKY MPONCXOANT akkIMMaumnsa pacTeHns K
BbICOKMM Temnepatypam. OAVH U3 OCHOBHbIX CNOCO60B, KOTOPbIMY 0b6ecneynBaeTcs
MOBbILLEHHAsA YCTONYMBOCTb PacTeHUs K BbICOKMM TemMnepartypam rnocse akkivMaumm, -
N3MEeHeHne CTPYKTYPbl MOJIEKY/T (DEPMEHTOB, NPUBOASALLEE K USMEHEHUIO NX
KaTaMTnyecknx cBoMcTB. MOCKO/bKY B Npeaenax TeMneparypHoro ontuMyma



dhepmeHTa Npv NOBbILWEHUN TemMNepaTypbl CKOPOCTb €ro oepMeHTaTUBHOM peakuun
3KCMOHEHLMasIbHO BO3pacTaeT, A1 Noagep>KaHnsa HY)XKHOro kieTke 6asaHca Mmexay
peareHTamu 1 NPoAyKTaMn peakumn B YCI0BUSIX MEHSoLLECA TeMnepaTtypbl
Kata/imTnyeckue cBoncTea hepmeHTa A0/HKHbI U3MEHUTLCS, YTOObI U3MEHMNACh
3Heprusa akTnBaumm oepMeHTaTUBHOM peakymmn. 10 AoCTUraeTca obpasoBaHMeM B
Mosiekynie hepMeHTa AOMO/THUTESTbHbIX CBA3EN, YTO Takke NPUBOAMUT K NOBbILWEHUIO eé
TepMoycTon4mMBocCTM (YCTOMUYMBOCTU K AeHaTtypaunn) (AnexvHa v gp., 2007).

Cellyac BbIAeNsAnT 2 MexaHn3ma akknmmauun K NoBbILLEeHHbIM TeMnepaTtypam:
KpaTKoBpeMeHHbI (aHrn. short-term acquired thermotolerance, SAT) n
ponrospemeHHbIii (long-term acquired thermotolerance, LAT), koTopble
obecneymBaroTCcsa pasHbiMy rpynnamu 6enkos TensioBoro woka (Yeh et al., 2012).
Benku TennoBoro woka 06b6I4HO UMEKT MOJIEKYNIAPHYO Maccy B AECATKN ThICAY
[aIbTOH M B OCHOBHOM (PYHKLIMOHUPYIOT Kak MOJIEKY/IAPHbIE LlanepoHbl, 04HAaKO
doyHKUMN HEKOTOPbLIX 13 HUX cnabo nsydexsl (Vierling et al., 2005). MexaHn3mbl SAT
paboTatoT B TeUeHMe NepBbIX HECKO/IbKMX YACOB NOC/Ie TEMN/0BOro LWoKa, MexaHU3Mbl
LAT — B TeyeHune nepsou napbl AHEN.

B 3rNP-Tenbuax npu akknnmMauum perynaumm nogsepraeTca ypoBeHb
aKcnpeccumn 6esKoB, NPUYEM cpasy Bcex 6esiKoB, NTOKa/IN30BaHHbIX B AMNP-TenbLax.
MOoHMXeHMe YPOBHS 3KCNPeCcCcun reHoB BCeX 6e/IKOB K/IETOYHOWN CTPYKTYPbl HE ABNSETCS
06bI4HBIM CMOCOO0M NPUCNOCOBIEHNS KNETKN pacTeHMA K NOBLILLEHHOW Temneparype,
€ro Henb3s HabnwaaTb Yy OCTa/lbHbIX CTPYKTYP KNeTok A. thaliana. Moatomy
Heob6X04MMO N3YUYnTb TO, KaK n3meHATCA AMP-Tenbua Npy akkNuMaumy K BbICOKUM
TemnepaTtypam 1 kak 6yayT BeCT cebs B YC/TOBUAX BbICOKOM TeMnepaTypbl HOKayTbl Mo
reHam 6enkos JlP-Tenewy,

Lenb paGoTbl:

N3yunTb BO3aENCTBME, OKa3blBAEMOE MOBbIWEHHbIMU TemnepaTtypamu Ha IlP-
TenbLa KOpHEW NpopocTKoB A. thaliana, n ydyactne ux membpaHHoro 6enka MEB1 B
akKNMmaummn pacTeHUs K NoBbILWEHHbIM TeMNeparypam.

3agauu:

1) N3yunTb M3MEHEeHne BHELLHEero Buaa v xapakrepa pacnonoxeHus 3rNP-teney, B
pesynbTate BO3AENCTBUS Ha pacTeHWe MOBbIWEeHHON TemnepaTtypoi, Kak C
npeALlecTBylOLEl akkIMMaumen, Tak n 6e3 Heé;

2) CpaBHUTb 3(h(PEKTUBHOCTL PaboTbl MexaHM3MOB TEMJI0BOM akkaumauumn y
pacTeHuin gUKOro Tuna u y HokayTa Mo reHy membpaHHoro 6enka 3MP-teney
MEBL1.

MaTepmanbl n Mmetoabl
Bbicagka u cogep)xxaHme pacTteHui
CemeHa pesyxoBugkn Tana (Arabidopsis thaliana) mbl ctepunnzosain 5 MUHYT B 75%
cnupTte ¢ gobasneHnem 0,1% petepreHta Triton X-100 B TeYeHUN 5 MUHYT, Nocne yero

BblCaXuBasin B vallku MNeTpu pasmepamm 90 x 15 mm Ha 25 mn cpeabl, cocToswen n3
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0,5 x Murashige & Skoog medium c pob6asneHnem 0,5% >Xenvpylowero areHta
Phytagel n 1% caxapos3bl.

PacteHna B uvawky [1eTpyM Mbl BbICaXMBa/IM YeTbipbMA HecoobwarWwmumMmcs
rpynnamy no 10-20 ceMmsiH: 2 rpynnbl pacTEHUn AMKOro Tvna M 2 rpynnbl MyTaHTOB
mebl c Hepaboum membpaHHbIM 6esikom IlNP-teney, MEBL. TOMO3UrOTHbIE CEMEHA
MYTaHTOB 6b1/11 Nony4deHbl B Salk Institute Genomic Analysis Laboratory nyTém BCTaBku
OLHOW NI HECKONbKUX HYKNEOTUAHbIX NocriefoBartesibHocTel B reH MEBIL. 'pynnbl Mbl
BbiCaXuBasin, Habupas n3 B3BecuM cemsH pe3yxoBuaku B 0,18% arap-arape c
N3BECTHOW KOHLEeHTpauuein cemsaH onpefesiéHHblii 06bEM Mpu MOMOLLM MEepPHOW
NANETKN B CTEPWNbHbIX YCNOBUSAX (SlaMUHap-60KC C TFOPU3OHTasIbHbIM  MOTOKOM
BO3Ayxa). Bcero 66110 n3yyeHo okosio 100 npopocTkoB A. thaliana gukoro tuna (akoTtun
Columbia-0) n 100 npopocTKOB HOKayTa Mo reHy 6esnka MEBL1.

Puc. 2. 3aneyataHHble yallkm MeTpu ¢ pacTeHUsAMM Yepes 2 AHSA NOoc/ie 3KCNePMMEHTa, BUL CHU3Y.
CneBa pacTeHusi, OCTaB/IEHHbIE B KA4eCTBE KOHTPOJISA, CNpaBa — pacTeHus, NoABeprasLUnecs TenioBoMy
BO3A€ENCTBUIO.

NccnepoBaHune Te I'II10y0TOI7I‘-I MNBOCTU

CHayana Mbl cofepxain pacTeHus npu Temneparype okono 4°C B TeMHOTe Ha
NPOTSHXKEHUM 3 [HEe [NA OAHOBPEMEHHOIO npopacTaHus, 3aTem pacTuav npu
TemnepaTtype 24°C BepTUKa/lbHO (818 o06neryeHus nocrefylowero unsMepeHus
YAJIMHEHUSI KOPHEN) Ha CBETY UHTEHCUMBHOCTLIO 70 MKMOJIb/M?XCeK 6 AHei. 3aTeM Mbl
NMosIOBUHY Yallek [leTpu ocTaBfsann L1 KOHTPONA B TeX >Xe YC/IOBUAX, a BTOPYHO
NONIOBUHY UCCNefoBa/IN Ha 3(PEeKTUBHOCTL paboTbl MexaHu3ma KpaTKoBpeMeHHOM
TennoBo akkiumaumn. CHavyana repMeTMYHO 3anevyaTaHHble 4alku [leTpy ¢
pacTeHnAMU Mbl NOMeLWann B Ta3 ¢ BOAOW, HarpeToil o 37-38°C Ha 4ac, noTom, nocsne
nepepbiBa 4/MHON B 2 Yyaca npu temnepartype 24°C, - B BoAy ¢ Temneparypoin 44-45°C
Ha 45 MUHYT - BO3[eiCTBME CTO/Ib BbICOKOW Temnepatypoil pacTeHWsi CrnoCO6HbI
NnepeHocuUTb TOJIbKO B akKIMMUPOBAHHOM COCTOSIHUW, KakK Mokasaan npeabiaywime
akcnepumeHTbl (Yeh et al.,, 2012). Takum o6pa3om, Mbl NPoOBepPANN 3(PPEKTUBHOCTb
paboTbl MexaHu3moB SAT. 3aTem AN onpefesieHvMs COCTOSIHUA pacTeHuin nocrie
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TEN/I0BOrO LLIOKA Y BCEX MPOPOCTKOB Mbl aHA/IM3MPOBA/IN Y/IMHEHNE KOPHEN 3a 2 AHSA
rnoc/ie TensI0BOro Bo3AeCTBUA 1 cofiepXaHne Xnopoduiios a u b.

Takoi BbIGOP TENn/I0BbIX BO3AEWCTBUA U cpefbl AN BblpallMBaHUs pacTeHUi
06yCcnoBneH npeablaywM NPUMEHEHNEM CXOXMX BO3AENCTBUIN U CXOXeW cpeabl A5
BbINOSIHEHNA PaboT MO UCCNefoBaHW0 OTBETa Ha TEemnoBOW LWOK Y pPe3yxoBUaKu
(Charng et al., 2006, Hong, Vierling, 2000, Yeh et al., 2012). B ka4yecTBe xenupytowiero
areHTa BMecCTO arap-arapa 6bin B3aT Phytagel, Tak kak ero npo3pavyHocTb ynpoiwiaet
N3MepeHne OJiMHbl KOpHEl NPOPOCTKOB.

AHanus yaMHEeHUs1 KOpHeii

B xofe akcnepumeHTa Mbl CKAHMPOBA/IM BCE pacTeHusi B yallkax MeTpu aBaxabl Ha
YEpPHOM (hOHE: OZIMH pa3 cpasy rnocne TEN/I0BOr0 BO3AENCTBNA U OAMH pas3 elle yepes
2 paHA. Tocne HanoXeHusi ABYX PUCYHKOB MOJy4asioch YAJSIMHEHWE, KOTOPOE Mbl
BNOCNeACTBUM N U3MEPSI/IN.

AHanus cogepxaHua xnopocunnosau b

Uepes 3 AHA nocne TensioBOro BO3AENCTBUSA U3 3e/1EéHbIX YacTeln pacTeHUn Kaxaon ns
4eTbIPEX rpynn Mbl COCTaBUIN OTAE/bHYHO HaBecky (Maccoi 15-80 mr), KOTopyl 3aTem
pactpanu B 1,5 mn 96% 3sTaHona ¢ gobasneHMem Hebosbworo konnvectsa CaCOg
(ansa HelTpanM3aumMm KUCIOT KNETOYHOro coka) Ao npuobpeTeHns 6enoro useTa (noka
BECb X/10pOhnnN He BbIXOAMA B pacTBOp). 3aTeM Mbl OTAENSANN OCTaTKM pacTeHUn Ha
ueHTpudpyre, a y cynepHaraHta o6bémMom 1 M/, pa3baBneHHOM eLé B 2 M1 3TaHona,
aHaIM3npoBasIn ONTUYECKYH NJIOTHOCTb B /1yde 3/1eKTPOMAarHUTHbLIX BOJIH AJ/IMHON 665 1
649 HM. 3aTteM Mbl BbIYUC/IANM COAEpXaHWe B pacTtBope xnopodunnos a u b no
dhopMyniam ANA BbITSHXKKM pacTeHuii B 96% ataHone (Wintermans, De Mots, 1965):

Ca= 13,7 X Ases— 5,76 X Asso;
Cp = 25,8 X Agag— 7,6 X Ases,

rge Ca M Cp — KOHUEHTpaumsa xnopodouanoB a M b COOTBETCTBEHHO, Asss U Assg —
onTuyeckas MN/IOTHOCTb BbITSXKKM B Jlyde cBeTa C A/IMHOW BOJIHbI 665 1 649 HMm
COOTBETCTBEHHO.

Ha6noaeHna yepes KOH(POKasIbHbIA MUKPOCKON

MapansiensHo ¢ ONMcaHHbIM 3KCNEPUMEHTOM B aHa/TIOTMYHbIX YCIOBUAX Mbl BbIpacTUN
4 vawkn T[leTpu C€O c/y4yarlHO pacnosiokeHHbIMW npopocTkamn A. thaliana,
akcnpeccupyowmnmn GFP B 3lNP-Tensbuax, Ana nocneayrouero nx uccnefoBaHus Ha
KOH(poKasibHOM  MuKpockone. [1oM0OBMHY 4Yallek Mbl  NoABeprasin - TakoMy e
BO3JENCTBUIO, UTO N B IKCNEPUMEHTE, BTOPAA Xe MO/0BMHA NpeTepneBasia fieTasibHoe
TennoBoe BO3AeNCTBME BOAOWN C TemnepaTtypon 44°C B TeveHne 45 MUHYT 6e3
akknumauuun. PacteHnsa nomewjasicb nog MUKPOCKON B BOAE MeXAy ABYMS CTEKIamMu.
B HabnoaeHnAX ncnosb3oBasica flasep ¢ AMHOM BOJHBLI 488 HM 1 dounbTp long pass
505. Yalku ¢ npopocTkamu, nogsepriunmMmca TensI0OBOMY LLIOKY NOC/e akkinMauumn, Mol
Ha6bnwgann 4vepes 40 1 80 MWMHYT MOCMEe OKOHYaHMS BO3AENCTBUS, a pacTeHus,
KOTOpble Mbl MOABEPI/IA TEM/I0BOMY LUOKY 6e3 akkiumauuun, - yepe3 30 n 60 MUHYT.
HabnwogeHna 6bliv Hanpas/fieHbl Ha BU3yasibHYH OLEHKY Hanyns UaM OTCYTCTBUSA
n3MeHeHns popmbl, pasmMepa, konmyectsa M pacnonioxeHua IlMP-Teney B KneTkax
KOpHEeN NpopocCTKoB. Takke Mbl namMepsanm o6bvém ER-Teneu, npuHumasa mx gopmy 3a
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3NNUNCONA BPALLEHUST N M3MepPSst Ha hoTorpadomsx, NOMYyYEHHbIX HA MUKPOCKOME, UX
L/IMHY W LLUWPWHY.

CraTuctuyeckmne nsmepeHus

BbluncneHus, cratuctMyeckne TecTbl U MOCTPOEHME rpadukoB Mbl MPOBOAUIN B
ctatmuctmnyeckon cpege R 3.0.2 (R Development Core Team, 2013). NS yCTaHOBNEHNSA
CTaTUCTUYECKON AOCTOBEPHOCTU pasnymi mexay napamum BblI6OpPOK Mbl UCMNOb30BaN
TecT BUnkokcoHa. MinnocTpypoBanv pasimins B BbIGOPKax Mbl MPU NOMOLLM Avarpamm
pasmaxa, Ha KOTopblXx 0603HayeH abCOoIOTHBLIN N KBApPTU/IbHLIA pa3Max, MeauaHa, a
Takke BblOPOCHI (3HAYeHUA, yaasiéHHble OT Gnvxanwer kBapTuam 6onee yem Ha 1,5
MEXKBapPTU/IbHbIX pasMmaxa. [N yCTaHOBNEHUA HaIM4ns NN OTCYTCTBUSA 3aBUCMMOCTU
Mexay ABYMSI MepeMeHHbIMA Mbl BbIYUCASAIM HenapameTpuyecknii  KoadpuumeHT
CnupmeHa.

Pe3ynbTarthl

B vawkax MeTpu, noasepraBLlUMXCS TEN/I0BOMY BO3AENCTBUIO, HE Oblna 06HapyXxeHa
pasH/ua B YA/IMHEHUM KOPHEN Yy MyTaHTHbIX PacTeHuii U y pacTeHuii AMKOro Tuna
(p=0,3492). Mbl He 0GHapyXunM pasHulbl B cogepxaHun xnopocunnios a, b, o6ounx
XNopohnnnoB BMECTE M B MX OTHOLLUEHMM, a TaKke B COoAepXaHun X10podonninoB B
pacyéTe Ha OOHO pacTeHMe W3 Ky4ykm HM B KOHTpPosae, HM B yvawkax [letpwy,
noABepraBLUMXCA TENI0BOMY BO3AENCTBUIO, Kpome AByX ciydaeB (npun. 1). OgHako
BbIBOAOB O Ha/IM4yMM Yy MyTaHTa (DEHOTMNA, OT/INYHOrO OT AMKOr0, M3 HaNuums 3TuX
pasnuuuii caenatb HeMb3s (CM. 06CyXaeHue).

Hamn 6bina obHapyxeHa cnabasi, HO AOCTOBEpHas 3aBUCUMOCTb YOJ/IMHEHUSA
KOpHEN OT uucna pacTeHuil B Kyyke cpeau pacTeHui, noABepraBLUMXCA TEnsi0BOMY
LWOKY (KOoppensaumoHHblii KoaddmnumeHt CnmpmeHa=0,3635, p=0,0005). MNpu 6Gonee
noApO6HOM PacCMOTPEHUN BbISICHWIOCH, YTO YAJ/IMHEHWE 3aBUCUT OT YMcC/a pacTeHUIN B
Kyyke TONIbKO Yy HarpeBaBLUMXCS pPacCTeHWid, MyTaHTHbIX MO reHy 6enka MEB1
(koppensAunoHHbIn  KoathdmuneHT CnupmeHa=0,427, p=0,0038), y AMKOro Tuna Xxe
Takoi 3aBMCMMOCTU HeT (p=0,1282). BbIACHMIOCH Takxke, 4TO cfiabas [OCTOBepHast
3aBUCUMOCTb €CTb Cpef KOHTPOJIbHbIX pacTeHui AMKOro Tuna, OfHako 34eCb OHa
oTpuuaTtenbHa (KOPPEnAuMOHHbIA  KoadadpuumneHt CnmpmeHa=-0,3732, p=0,009).
OfHako 4nCno pacTeHUn B Kyyke [AOBOJIbHO CU/IbHO pas3/inyasiocb Yy MYTaHTOB U Yy
avkoro Tuna — 11,6 + 3,4 y mytaHtoB n 16,6 = 4,9 y AguKoro tuna npu oéuiem yucne
ceMsiH B Kydke 14,3 + 4,9 (yka3aHbl cpefHue 3HavyeHus *+ cTaHAapTHOE OTK/IOHEHUe),
NO3TOMY FOBOPUTL O MPUPOAE 3TUX 3aBUCMMOCTEN 3aTpyAHUTENBHO.

Takxe Mbl CpaBHUBa/IN COAepXaHue X10podunioB No OTAE/IbHOCTU U BMeCTe,
NX OTHOLLEHWe, cofepXxaHne XNopodunsioB B pacyéte Ha OAHO pacTeHue B Kyuke, a
Takke ya/IMHEHE KOPHEN Yy pacTeHuii B ABYX KpaiHMX U B ABYX LeHTPasibHbIX Kyykax B
Kakgoin yvawke lMeTpu. HU B OAHOM criydyae [OCTOBEPHbLIX Pas/inunin 06HapY)XeHO He
6b110  (YANMHEHWE  KOPHEW:  KOHTPONbHble  vawknm Metpu —  p=0,4548,
akcnepumeHTtanbHble — p=0,3605, xs1iopodunsibl — cMm. npun. 1)

Mpyv HaGNWOAEeHWM pacTeHuld, noABepraBlUMXCS  TEM/I0OBOMY  LUOKY, Ha
KOH(POKa/IbHOM MMKPOCKOME, Mbl OGHAPYXWUW, YTO Y pacTeHuli yepes nosyaca nocne
TENMOBOro WokKa 6e3 akkavmauum IMP-TenblUa nepectalT ABUratbCs (B HOPME OHM
nepemelLaoTcsl No KAeTke) U MeHsIoT dopMy. OHM yKopaumnBarTcsa (ecnu B KeTKax
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KOHTPO/IbHbIX pPacTeHWn KX ANMHA OKOMO 5 MKM, TO B pacTeHusX, MNepeHECLUMX
TENn/I0BOM LWOK, A/IMHA UX cokpawaeTtcsa Ao 1,5-2 mMkm), ux copma npubnmxaeTcs K
lWwapoobpasHoil. O6bEM Takumx LWapoB MpeBbilaeT 06bEM JIlP-Teney B KOPHAX
KOHTPO/IbHbIX pacTeHuii (TecT BunkokcoHa, p=1,8*107, puc.1). Uepe3 60 MUHYT nocne
TEn/I0BOro Loka B OOJIbLUMHCTBE K/IETOK KOPHA oTcytcTBoBann IlP-tensbua. 3lP-
Tenbla B TeX KeTKax, rae ux MoXHo 6bln10 Habnwaatb, 6bIIM Takke LWapoobpasHom
oopMbl 1 HE ABUTAJTUCD.

.- e
ME ] o :
x
E |
I I
24°C 44°C

Puc. 3. O6bEM JlMP-Tenew, B 3aBUCUMOCTM OT TeMNepaTypHbIX YC/I0BUIA Yepes nosyaca nocse
BO34eNcTBUA. 24°C — pacTeHue He noaBeprasiocb TEN0BOMY LIOKY, 44°C — pacTeHue Haxo4miochb B
BOAE C Temnepatypoli 44°C B TedeHne 45 MUHyT.

Y pacTeHuil, KoTopble Mbl paHee noAseprann TensoBOMYy LUOKY C npeaBapuTesibHON
akknumauuen, yepes 40 MUHYT nocne Bo3geicTeua IIP-Tenbua ABUra/INCb Tak Xe,
KaKk U B KOHTpO/le, 0gHaKo MX hopma Takke oT/imyanacb OT HOpMasibHOW. BmecTe C
AMNP-TenbuamMmn HopMasibHOW (POPMbI NONafasICb CU/IbHO YAIMHEHHbIE U U30THYTble
AMNP-tenbua (puc. 4). B KOHTPOSIbHbLIX pacTeHuax Takne IlNP-Tenbua BCTpeya/ncb
KpaliHe pepgko (Obl1 3aMeyeH OAMH Criydail BO BCEX KaeTkax Bcex ob6pasuos). B
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oTnimume ot JIlP-Teney HeakKIMMUPOBAHHbLIX pacTeHuit, JlMP-Tenbua B KaeTKax
pacTeHunil, KoTopble Mbl NoABEpPrasiv NpensapuTesibHoON akkIMMaunn, ABUrasivck, Kak n
B KOHTpO/e.

Puc. 4. SMP-Tenbla B KNETKAax KOPHS pacTeHuid, NoABepraBLUNXCS Pa3/IMUHbIM CTPECCOBbLIM
Bo3aelicTBuAM. CneBa CBepxy — HeCMepTe/lbHoe akKMMUpYioLLiee TEN0BOE Bo3aelicTBme (poTo Yepes
40 MUHYT Noc/e BO3AeiicTBUSA), CpaBa CBEPXY — CMepTe/IbHOe TennoBoe BO3AencTBre 6e3 akkmmaLmm

(choTo uepes 30 MUHYT Nnocsie BO3AENCTBYS), CIeBa CHI3Y — CMepTe/IbHOe COSIEBOE BO3eCTBME.
KoHdpokasibHbIii MuKpockon. ®oTo ¢ conesbiM Bo3aeiicTernem: E.C. Mnaronesa.

Oo6cyxaeHune

OTcyTCTBME pasnuunii B NPUPOCTE KOPHEN 1 cogepxaHumn xnopodmnna B MyTaHTax 1 B
pacTeHMsaxX OUKOro Tuna Mo3BONSET 3aKN4YMTb, YTO MYTaHT Bblka3blBaeT TaKyl Xe
3hheKTUBHOCTb KpaTKOBPEMEHHOM TEM/I0BOIM akkIMMaunum, 4to u ankuii tmn. OgHako
Mbl OGHapPYXUNU pasHuuy B cogepXaHun xnopocmnna b n oboux xnopocunninos
BMECTE B [MepecyéTe Ha OOHO pacTeHue Mexay MYTaHTHbIMU pacTeHusMn |
pacTeHMaAMN AMKOro TUMa B KOHTPO/IbHOM Yawke. Bnpoyem, 3Ta pasHuua 06bscHAeTCS
HepaBHOMEpPHOI NOCafKoN M HeaoCTaTOYHbIM ANS XOpOoWein CTaTUCTUKM O6bEMOM
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[AaHHbIX, WCMONb30BaBLUMMCA NpPU CTaTUCTUYECKUX TecTtax. B pAaHHOM cnyyae B
CTaTUCTMYECKOM TecTe WMCMOo/1b30BasioCb 2 Yallku, TO eCTb 8 Kydek Cc pacteHuamn. U
€C/IN pacTeHuii AUKOro Tuna B Kyykax 6bin1o 13, 16, 22 n 24, TO pacTeHuii-MyTaHTOB
661710 7, 9, 13 1 11. MNMocKosbKy Ky4ykn 605iee-MeHee 04HOro pasMepa, B Kydkax ¢ ANKAM
TUNOM pPacTEHUS CU/IbHEE KOHKYpPMPOBa/IM 3a CBET, U x/opoduia B rnepecyére Ha
O[HO pacTeHue BbipabaTbliBasIOCb MEHbLLE.

Henb3a 06BbACHUTL TakMM >Xe 06pa3oM 3aBUCUMOCTM YOJIMHEHUA KOPHER OT
yncna pacTeHWin B Kyuyke, MOJIyYEHHble HamMu [ONS HEKOTOPbIX BbIOOPOK. 3ITn
3aBUCUMOCTU XOTb M CNabbl, HO AOCTOBEPHbI U NOJTyYeHbl Ha 60/1bLLOM CTAaTUCTUYECKOM
mMarepvane, u noaToMmy MX HeobXoAMMO 06BACHUTL. OTpuLaTesibHYH 3aBUCUMOCTb
YOJIMHEHUA KOPHEW OT Ync/ia pacTeHUd B Kydke cpean Kydek C pacTeHUAMM AMKOro Tuna
B KOHTPO/IbHbIX Yallkax Mbl Habnw4aemM CHOBa M3-3a YCU/IEHHON KOHKypPeHUun cpeau
pacTeHnin UMeHHO 3Toi rpynnbl (MOCKOsbKY Y HEE camoe 60/bLloe cpefHee 3HavyeHne
yncna pacteHuii B Kydke — 18,5). MonoxutensHas 3aBUCMMOCTb TEX e NnapaMeTpoB
Opyr OT fgpyra, KOTOpyl Mbl Habnwogaem B Kyykax C MyTaHTHbIMU pacTeHUAMU B
3KCNnepuMeHTasIbHbIX Yalwkax [leTpu, MOXeT OblTb 0ObSACHEeHa COTPYAHMYECTBOM
MeXy pacTeHUsMM B Kyyke [0 OnpenesiéHHON MX B HeW 4ucneHHocTn. OpHako
KOIMYECTBEHHbIX AaHHbIX ANSA NOATBEPXAEHUS 3TON BEPCUN HET, 3TO MOXET CcTaTb
TeMoun ansa byayuiero uccrefoBaHus.

OTtcyTcTBME pasnuumii B paboTe MexaHM3MOB KpaTKOBPEMEHHOW TensoBou
ajantaunmn y mytaHta ¢ Hepaboumm 6enkom IMNP-Teney, MEB1 no cpaBHEHUIO C ANKUM
TUNOM He O3HayaeT oTcyTcTBUe ydyacTus IlNP-Teney B paboTe MexaHU3MOB TEMN/10BOM
akknumauuun. Heobxogumbl HOBble MccnegoBaHus ¢ apyrumu 6enkamn IlP-Teney, ¢
BHECEHVEM HEKOTOPbIX MOMpaBoOK B pa3paboTaHHyld HamMy MeToAMKY [OJ11 TOYHOro
YCTaHOB/IEHUS Ha/IMUNS UNn oTcyTcTBuA Yy IIMP-Tenel AaHHON yHKUMW. Heobxoaum
60MbLWMI CTATUCTUYECKMIA MaTepuasl ana 6osiee TOYHOrO BbISIB/IEHUA CTATUCTUYECKU
OOCTOBEPHbIX 3aKOHOMEpHOCTe W  pasnuuuii. MeToh BbiCaKW CeMsiH NYyTEM
B3BELUMBaHUA WX B arap-arape okasasiCa HefoCTaTO4YHO 3h(heKkTUBHbLIM, B OyayLiem
cemMeHa Hafo 6yaeT caxaTb APYrMM Crocob0M 1 B paBHbIX KosmyecTBax. Heobxoanumo
nccneposatb ponb JlP-Teney, B paboTe MexaHU3MOB He TOJIbKO B pPasBUTUU He
TO/IbKO KpaTKOBPEMEHHOM, HO 1 10/ITOBPEMEHHO TEN/1I0YyCTONYMBOCTH.

Halle HOBOBBE[EHWE MO CPaBHEHUIO C MPeAblAyLUMK Ucc/iefoBaTenssMy —
n3MepeHne YanMMHEHUs! KOPHel BMECTO YAJ/IMHEHMS TMMNOKOTUSA — OKa3a/l0Ch XOPOLUUM
CMOCO6G0OM KO/IMYECTBEHHONM OLEHKM BO3AEWCTBMS TEM/IOBOrO LIOKA Ha pacTeHus.
OpHako B 6yayLleM yylle nNpoBOAWTbL UCCefoBaHMs Ha 6o/iee MONOAbIX PacTeHUsX,
MOCKO/IbKYy B TAKOM C/lydae KOPHEBbIE BOMIOCKM 6YyAyT MeHblle 3aTpyAHsiTb NPOLECC
n3MepeHus.

YBenuueHHblin 06bEm IlNP-Teney, B pacTeHusaX, NoABepraBLUIMXCA TensioBoMy

LLIOKY 6€3 npeaBapuTesiIbHOM akkIMMauun, a Takke NnoTepro MU 3AMNCONAHON DOPMbI
MOXHO OOBACHUTb WX C/AMSHWEM ApYyr C APYrOM B XO4e OTBeTa Ha TensioBOWN LUOK.
Cnusanne JlP-Tenew Apyr ¢ APYTOM y)Xe OTMeYasioCb paHee B Xofe OTBeTa pacTeHus
Ha cMmepTenbHbIi abnotnyecknin ctpecc (Hayashi et al.,, 2001). ®opma 3lP-Teneu,
obpasyllianca B pe3ynbTare CONMSAHOr0 CTpecca, BHellHe noxoxa Ha JlP-Tesnbua,
KoTopble Habnwganim Mbl. OHM pas3nuyarTcAa B pas3Mepax, OAHaKo 3TO MOXHO
06BACHUTL Pa3HOI CTEMEHbIO TOTOBHOCTU K/ETKM K TMOGenn B pasHbiX 3KCNepumeHTax.
[Oanee 3t 3OlMP-Tenbua CAMBa/INCb C Bakyosblo, 3TUM MOXHO OOBACHUTb WX
OTCYTCTBME B OOJILLUIMHCTBE K/ETOK KOPHA yepe3 60 MUHYT nocne TensoBOro LUOKa.
B0o3MOXHO, B C/ly4ae cMepTesibHOro Tens1I0B0ro BO34encTBusA Mbl Habsilogaem npotecc,
10



aHa/IorMYHbIM NpoxoAasuwemy npyv CMepTeslbHOM COMsiHOM cTpecce. B Takom crnyyae
Takoe u3MeHeHue dopmbl WM pasmepa 3lP-Teney, CNYXUAT [ONOSTHUTENbHbLIM
NOATBEPXAEHMEM TUNOTE3bl 0 TOM, YTO IlNP-Tenbua ABAATCA «B3BEAEHHBLIM KYPKOM»,
Nno3BO/IAKWNM  KIeTKe nepesj CMepTbio  ObICTpO o6pa3oBatb U3 BeLLECTB-
npegLwecTBEHHVKOB B BakKyosiM OMOMIOTMYECKN aKTUBHblE COeAWHEHUs, AOCTaBUB B
BaKyo/lb NpoTeasbl U rnnko3naasbl B 06xoa annapata Monbmxkn. A yanmHéHHble IIP-
Tenbua B K/IeTKaxX, NoABepraBlUNXCA  HecMepTesibHOMY  akKK/IMMUPYHOLLEeMY
TemnepaTypHOMY BO3[ENCTBUIO, MOMyT ObITb MPOMEXYTOYHOW cTagmein mexay IlP-
Tenbuamun B OTCYTCTBME cTpecca u IlNP-Tensuamu, rotoBbIMU C/INTLCA C BaKyOsbi NMpu
rmoenun KneTku.

BbiBOAbI

1) Yepes 30 MMHYT noc/ie CMepPTESIbHOIO TEM/I0BOr0 BO3AENCTBUA 6E3 akKNnmMaumnm
JlMP-Tenbua B KIeTkax KopHA A. thaliana cnuBawTca [pyr C  4pyrom,
npekpawialT ABMXEHME M NpuobpeTaroT LwwapoobpasHy dopmy. Yepes 60
MUHYT nocsie TensioBoro woka IlMMP-Tesnbua ncyesarT B 60/bLUMHCTBE K/1ETOK.
Mpn HecmepTeNbHOM TEMNIOBOM BO3AEWCTBMM B K/IEeTKax yvawiatTcsa crydau
cnuaHua SMP-Teney, Apyr ¢ 4pyrom n oépasoBaHns Yo/ IMHEHHbIX JIP-Tenel.

2) MexaHn3Mbl KpaTKOBpPEMEHHOWN TeNI0BOW akkauMmauun y A. thaliana gukoro Tuna
N y MyTaHTa No reHy memb6paHHoro 6enka JlP-teney MEB1 pa6otatwT C
04VHaKOBOW 3(PNEKTUBHOCTLIO.

BnarogapHocTu

A 6narogapio CBOEro HayyHoro pykosoautensa TaTtbsaHy HukonaeBHy Bubukosy 3a
NMOMOLLb B NPOBeAEHUM 3KCNepUMeEHTa M HanucaHue paboTbl B N060e Bpems AHA U
Houn, Cepres MeHgeneBuya [naroneBa 3a opraHumsauuio n1abopaToOpHO NPaKTUKK
MockoBckoit T'mmHasum Ha HOro-3anage Nel543, EneHy AnekceeBHy JlaByHCkylo 3a
MOMOLLb B OCBOEHWUW nabopaTtopHoro obopynosaHus, EneHy CepreesHy naronesy 3a
NOMOLLb NMPY NPOBEAEHNN N3MEPEHUIA 1 3a NpefoCTaBeHHble ooTorpagun, KONNeKTUB
COTPYLHUKOB Kadbeapbl hn3nonornn pacteHnin buonorndeckoro pakynsteta My unm.
M.B. JlTomoHocoOBa 3a fgosepue un gpyxenobune, Ennsasety KoHcTaHTUHOBHY CekpeToBy
3a NoMmolLLpb Npy 06paboTke AaHHbIX.

MpunoxeHusa

ca cb Ca+b calcb calnceM. cblnceM. ca+blnceM

SAT wmytaHTel 1| 0,6857 |0,8857 |0,6857 |0,6857 |0,6857 |0,4857 6,4857

wit

Con wmytanthl 1| 0,3429 |0,6857 |0,3429 |0,6857 |0,3429 |0,0286 |0,0286

wit

SAT
Kpau

ueHtp u| 0,6857 |0,4857 |0,6857 |1 0,3429 |0,4857 |0,3429

Con
Kpau

uedtp 1| 0,8857 |0,3429 |0,6857 |0,3429 |0,2 1 0,4857

Mpwun. 1. 3HaveHus p-value ans TecToB BMIKOKCOHA A/151 Pa3iyHbIX BbIGOPOK 1 NapaMeTpoB
BbIGOPOK. 0 BepTUKasIM OTNOXEHbI CPAaBHUBAEMbIE BbIGOPKU, MO FOPU3OHTANN — KPUTEPUM CPaBHMUBAHMSI.
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Con — KOHTPO/IbHbIE YaLlku [MeTpun, SAT — aKcnepuMeHTaslbHble, Wt — AUKWIA TUM, Ca — COAEpXaHue
xnopodmna a, C, — CogepxaHue xnopounna b, Neew. — YNC/IO0 CEMSH B KyUKE.
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