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A7E 1

AEA Wold MdHs 22 FAHE opv et AdE 2k 0sTrxmC/S @A S LEA7 = GAE X3t
AE] Ao R Qg A T 2EdHx AP Fo LY

3TE 2

AEA Well A AMLWS 282 FAEE ot AdS 2he O0sTrxmC/S B d& F9ste 7wRULEHE=E &
Aeom ¥ehe 2o QY @ F4 2EUS Al TUE AEAE Azt AT HE

A7% 3

oo OsTran 997 HEAS B9 AR en suds AR FU Wy 2 oo WHow AxE %
~Es A FAAH ABA6 P Aol

Trx(thioredoxins) WAL RFIFULE= AT (ribonucleotide reductase) A3}, HAAF 21z}
z4, W34 AT (ROS, reactive oxygen species) A7, T3 T &3, A& AXe g4 55 28
s e HA ME FAHAA Ze olFFE FYFgsr2 7)%sch(Holmgren, 1989; Balmer %5, 2003; Ravi
5, 2005).

axe qhsed dEE 2dete Ao deA vk (Wolosiuk &, 1993). Trx—o @&
, 2001). Trx-h ©Pde AEds vEZeel, 3, Axd wah g
o2 A& 7] Z3E o] Uri(Marcus 5, 1991; Ishiwatari =, 1995; Gelhaye %, 2004; Meng 5, 2010;
Serrato and Cejudo, 2003).
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MEAD vEZ=ol Trxe 54 NADPH/E| Ll 54 @A (NTR) o 93] S9sE v, Q5A Trxes 3%
d AR AG AFEdA AlTE AAE R dldsA/Ed 54 FhAEAFR) G 93 SdE Tt (Lemaire &,
2007; Schurmann %, 2008). F3Ad B oldYd XA BT EAEE dF ZTUAHE Trxe o7
(Arabidopsis thaliana)(Collin %, 2004) % <453 (de Dios Barajas-Lopez 5, 2007; Traverso 5, 2008)l
ME BaEJh, a8y EFH2EE Trxse B A Trxet FAE SFHEARE 7580 FR2A o2 FAFSH
FHE 7ML JARE ZHAEE Trxo] #24F AETA 7o tigh A5 FdEA Fdeh(Chi 5, 2008). ©]
Yot ol f 2, A a4 2dd did [\ 7 TRUE HAEA 2 AETE 2EYzdi ZTiHE
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Trxe] A2 B2 AESHH 7)5s AFstes Aol IFHolr. A FoAl o7
h3)$F Trx FAF G A (AtTDX) Y] B2} AHE 7)%50] Hito] tFo A (Park 5, 2009; Lee 5, 2009). Trx
ZEE B duld 2-Cys HZAHFA(2-Cys Prx) A AFE 02 7])53le Ao2 Yelsth(Jang &,

Ao Trxe] h3-o] @A (AtTrx-

rit

2004)
ojf A& Trx7F @A &Y 2 Fx9 FHXA 9@ ZHAR 75T F A& oz o4 & . #e uy
A nd Hed54A(0sTrxm) OsTrxm EAe] &0 AFA| #dad I 4 Ao J&FS A= 3oz B
AHAJATH(Chi 5, 2008). e} I 2EdA AN 0sTrxme] A3eHs dfAUSZE B4 75 g3 AEE
1515y

ARE A U

webd, B el OsTrmst F el BEE @4 A2Eldl B0l (0sTrxm €955/C98S, OsTrxmC/SEHaL )
ol 2 o o] 7] 4 (Arabidopsis thaliana)olA] OsTrxm®] 4 Alz=E|ele] A Ul 98-S EAslely] 8] 2
HAA B9k, o, OsTrxm FEH WF AL I F4(D 2EU2) Ao Ao U&S FAstAT).

E3]£¢
(E3]%3 0001) KR 10-1857452

(E3]%3 0002) KR 10-1752654

g J§
ddstel= A

27 FAAE AAsy] 2 Byl A HAE OsTrxm E+= 0sTrxmC/S @A iy s S5 A& 25 2~EY
2 AR U e Alwsks | o

wek, A7) wAES AAsy] B de d Al AEA oA OsTrxm %+ OsTrxmC/S @¥AS IH 3=
FEHLHESE FEARoR X35te 25 2EHE Aol Fuld AEAE Axstr] $13 9EE A3}
= d AT},

nprlgto 2 - A7) FAIEES s|dsy] 2 el A A= OsTrxm EE O0sTrxmC/S whido] =90H 2% ~EY
2 Aol Sd AEAE AFstes d ALt

W2 A A IR 12 A ot Ade Zie

2 =) =
MEAMS 22 FAHE obreAl DS 28 OsTrxmC/S @ AS FAAA 7= GAE X
o

L3, A7) B EAS GAs] Yd, B dHEe AIdus 12 FAEE ol MES 2 0sTrxm ©
2 = AE9HE 28 FAEE olu Al Y-S zhe= OsTrxmC/S @9 o] =909 2% ~EH A A3 Fj

Boahd e OsTrxm @ s S 23 A& 2% AEYA A S Wy 2 ol Wyow Alxd &%
2EH 2~ AP FAAS AEAd @ slojt. g FAHoREE 2 @] OsTrxmd 7 7fo] HEd &4
Al2=H 91 ZAW o] A (0sTrxm €955/C98S, OsTrxmC/Seti 3F) whlaS A Bz o4 OsTrxme] B4 Al2gQle] A
A W dge 5458 A& BRAAA wokar, oul, OsTrxm ¥ AEAE w202 Q3 A F74 ~E
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EvY By 4y
51 2 owge] 8 Ande] Qold, B Wiyl OsTrxm EE OsTranC/S €94 FAABA AN 7
Sl shrEEe vebd wol

2 2 wyel o AAdel oI, kWD), OsTram 2 OsTrxnC/S @ of71ge) HBA ] wuj 7

5 38 Eoutgol A Aol 9lojA, oFAAFE (WD), OsTrxm  OsTrxmC/S Iatd of7|dd] 2EAe & 4 A

S Hagh Eolth((A) 79 B o7 HEES 43 TolA N 5 € T4& 7he vhe 22 CTo] HA A

F 2702 3G, AEY 4 T4 U4 7Y & 77k (hotl FHolx AER 4 UERT AME) F A x

AolA Atk 79 € o1 BES dxwow 22T 79 Fok AmMaidnt. B) AR A= A
(e}

FHE ekl Aoz, (O) FE4 g 2 (D) Asd FE(AA A2 +59 % % =AA3E Jed A
oh. WT 2 hotl, OsTrxmOE 2 OsTrxmC/SOEC] A 3]2 FZ&& o] Lo A A48 & nusignt. ZE ke
2 3718 ZHA A gk FF + Spoju}).

3

T 4= B oaygo o AAdd gojA, AlFH W OsTrxme 7+FE 43 =olth((A) AZE O0sTrxme 12% 3+
Y SDS-PAGER & dAiste] #4315k, (B) A== (30 uM) ©|3st& f}fM $k91S 1 pM(E), 3 uM(A), 5
uM(@) OsTrxm®] FXellA 0.5 mM DITS] EA) shell #EA8k3Aek. (C) (M) o] OsTrxme] 3 412 SECE
ARg-sto] EA kit (D) SEC(C)o] 7+ w82 10% ulolE|X PAGE(G< A4) X 12% SDS-PAGE(SIE A4) A
oA B3 F 2 A AH.).

Hodkrgo] o AAldlo] QojA], 0sTrxme] A} ARE &S YEH Zolth(20 ng MDH«] 3 3
OsTrxmo] = H‘S}t ALefoll A 45 TollA 204 B<F ZALE AT, OsTrxm o] MDHE] & H]&L 5:1(A), 10:1(@),
30:1(D)elAT}. 2k AE &5 24 dETFo=Z ST E AFEst SAsHAT.).

= 62 & wel 9 A oww OsTome] P& SHEH A A 715 b Sl A

1_4

T 5= &

8= §H EW(A*“ “Lrﬂ)i} WA} Alwﬂ?n w*(zi%*ﬁ“ ‘%‘rﬂ)% %Xéo}‘ﬂ@ gl 24 ALS 8 F %ﬂﬂéj
o 4§ 12 AAsta 7} gl g8 H] (w2 FEsith. () FIs FII #38 .
Bis-ANS(10 pM)E SECE ¥2]8 O0sTrxm(10 pM) @M=& (d: Total, FI, FII ¥ @& ¢15(Con)) ¥} &4 25
TellA 301 &<t v, bis-ANSS] Gé% ARTR 047] 4 390mmet WE I 400~600nmE AL-E-3te] EA
sholth. A¥e Ha 33 59 Aol gigk i £ SDojtt.).

T 78 B ouge] A AAlde] lojr, 4 FA43} O0sTrxm Cys &FE0] 7150 vxe= 9IS Uil =olt}
((A) SECel 28k OsTrxm¥ OsTrxmC/Se % ®]xL. OsTrxm¥} OsTrxmC/Se] Tz w3k NFH ®H. (B)
OsTrxm¥} OsTrxmC/SQ] A4 #A412 bis-ANS Ao o) == Jtt. (C) 0sTrxm¥} 0sTrxmC/Se| ©] &3}&

4 EAEA o) B4 AR E %“é(@o"—ﬂ TS SASAY. A= HA 3 SHAQJD AP dg
it £ SDolth. AuiA &4 AXS 98 £ wulzel A4S 12 dAsta 7 oAl G485 HE(E8)R

jus)

T 8S B oubmol o Al glojA, %LZOH et 4 S OsTrxm Cys HFE9 &5 YepH Zolth((A-
F) 1 #2%(A 2 D, 2,000kDa #3)), PAEFB 9L E, 232-669kDa) ¥ A ¥AE(C H F, 43kDa) #E oA

FE3 28 dd OsTrxm ¥ oSTrme/M 4 e 2= gy 4 g E 2= 9 D)ellA o i
A glan HEAS dehdch, Hedy) A sagE A Bl B 2 P oo dAa" A B
A2 7hEZitt. BE9 ~AY 2HE 500mmolA] (A 2 D), 100mmollA Z=(B 2 E), 50nmollA] F=(C 2
FE vepdtt.).

wg s YA fek FAE Q] Ul&

ojgl, HEE LS Fxsle] B o FHAR B IS AAF] AYEr|z . gk, 7] 7 o
oo tigk dA2 AAEE ez, FAR A T2 AW v T Aol gk FAA dye] &
o] 925 BFQs &Y F Jduta wuEE Aol 1 dAe d9s AR 4 glar, oo 9s &
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ol AFE A= et B dEe FEchs 53 AW VA 2 225 s ds " delA
u o
<)

a

e
24, ol e, £8RY g =
£

Wb 2 golmel diw WA kel A2 WES Eow U Aok & stk ALK HAGIA,
ofwl Yol ofdl PHLAE "EF AT & o), ol HWs wdEE A} 9 @ dE THLLE A9
= Aol el e P4 84S o TET 4 At AL ouan

W

2 HAA AA A, A EF9 w&=E Yehl7] fstd AEFEE 9w HRe ATl gle AS, A/
A= (w/w) %, LA/AAE= (w/v) %, Lol AA/AA = (v/v) %oltt.

fR]FHE 2~ (Ubiquitous) ©|&sHE P ai2l Bl 52 (Trxs, thioredoxins)2 EE AEA S itz 3

ol 75t GEA Aol W (Oryza sativa) Trx mE FF A (0sTrxm, Trx m-type isoform)e] &
v BFEHJAAT 0sTrxme] A4 @ 24 715 4 d < WAA F%vh. 0sTrxmd} 7+ 7|9 BE
A A2 EA™-ol A (0sTrxm €955/C98S, 0sTrxmC/SEhar &) wha-e of 7]t (Arabidopsis thaliana
A 0sTrxm®] &4 A|z=HRle] AA Wl 9&E SAgtel7] 8] FEAFHAT. odf, OsTrxm F}Ed HE A=
d FA(E z=Eds) Aol WAl dsS st 5o, #xFe] o =2 5FAE Ut
OsTrxmC/S&= oN7174dtl(Arabidopsis thaliana)ell A #x}=Fe] o 2(LMW) F+2E 7F OsTrxmE Tt U &2
RS Bt 4 Z2EHZE Sl FxA Wt gk &4 AzEIRle Te4dEs Rlsr] A OsTrxm
OsTrxmC/S il d-& wbe|ejooll A HAA 7]l Eeletdint. & WolA] F Thld2 LMol A HMW EHAof] o] =
ZI7MA ket 25 7EX A 9gon | tAslol=(disulfide) FYUFa A9 A AR E (molecular chaperone) o
, 1574 i Aol gk, 2 A& 7]5&
, = A 7% LW FejolA #EHAG. ozt A= OsTrxme]

G AzHQle] A& gdd x4 wstel g a3 93-S stthe AS AlXbEE Aot

= N o & it

ol3t, AAdE Fste] & YHE Bl AAs] dAwdict. ovk, A7) AAd 2 APds B odue] ik oA
2 AN E Aoz, FgAbAl F4 AW 7lE B A0 dish FA dio] B Wi gXE EYQ
SHAl 338 & vt #AdEE Feoe 2 A AEE AR 5 Qlar, oo o3| & il AgHAE &
=0 B e Fedte SATHAY VA 2 2RRE A EHE 75 MF elA tdd Wy 2 S8
b5t

<Aa"E>

1. 4348 & A5x4

o 712t (Arabidopsis thaliana) 2]&(ecotype Columbia)< 22T, &%= 70%°04 16/8A1%F Wk F712 Aujy
ATk, OsTrxm 2 O0sTrxmC/Se] @ F2dE A=Ae +FH3H7] Adl i F842] cDNAE CaMlV3ss ZE K
(Hellens &, 2000)¢] #lo] aloll C-Zek do] 3xHA el27} = o]x #E] pCAMBIAL300°] AF<lsk3itt.
OsTrxm % OsTrxmC/S & z}ele a-HA A (Abcam Cambridge, UK)S AF&3F ¢l2~®l B3 B8 Al-&3}o]
ATk, olwl OsTrxm B OsTrxmC/Sell thgk ofw| =it ML 317] & 13 Zr.

E 1
Agus PR A
1 OsTrxm MALETCFRAWATLHAPQPPSSGGSRDRLLL SGAGSSQSKPRLSVASPSPLRPASRFA
CQCSNVVDEVVVADEKNWDSMVLGSEAPVLVEFWAPWCGPCR
2 0sTrxmC/S MALETCFRAWATLHAPQPPSSGGSRDRLLL SGAGSSQSKPRLSVASPSPLRPASRFA
CQCSNVVDEVVVADEKNWDSMVLGSEAPVLVEFWAPWSGPSR

2. OsTrxm WolA)e] €849 % Escherichia colidlAe] &&d

AZg OsTrxm 2 0sTrxmC/S @A LE B, coliolA w& ek, 95 2 989] Al~HQl(Cysteine, Cys, C)o] Al
A (Serine, Ser, S) FFE(C955/C98S)Z thal®d OsTrxme] Al2HQ &AW (0sTrxmC/S)= X PCR vzl
9 A =Adeld 93] AGEHAL. CysE SerZ W= @Y 7] EYXE st FEA ZolnE
AHEEETE. HE EdWe] RS pGEX HE o] A AF 9l (Jang &, 2004; Yang &, 2002), BL21(DE3) Al
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o] PHHFA= LB wlXol A 37TolA wg=Aon, Wy dilde 0.4 M o|AZ2I-3-D-E|d=E-3]g}
WAl = (IPTG, isopropyl-B-D-thiogalacto-pyranoside)E 718t FE=FHAT. E&dH AZEFE OsTrxm H
OsTrxmC/SE Superdex 200 HR 10/30 A S A}&3}o] FPLCE F712 AAEHATE. OsTrxm 2 0sTrxmC/Se] %
+ SDS-PAGEZ A}-g3}e] AA 35T},

3. o|FAIE FdaA L X AHE EAHe AF
olgslE IAPas SHE W3lE B3 JdEdH DITE AMEste] SAH39 Y (Dyson &,
1997). B2} ARH 2 o wul 7]z WAl B4 F A (malate dehydrogenase, MDH) S Alg3le] A stict.
MDHE 93t 559 OsTrxm} &7 45CoA 50 mM Hepes—KOH(pH 8.0) EMoA wjkslit). 205 vjdFst=
=0k MDHO] ¥ XS &% Aol B3 FEA(DUSO0; Beckman)oll Al A340014] ErE E71E2 muUE s AA5)
Ath(Lee 5, 2009; Jang %5, 2004). MDH®} Q1€ Sigma-Aldrich(St. Louis, MO, USA)ollA Fi3Fsich.

4. bis-ANS B3 F5HE ol & 254 Y

0sTrxm®] =%9 AFA 99L& SFM 25 4334 (Kontrom, H&3], 2Y2)E ALgEe] zF B3] )3k bis-
ANS[1,1-bi(4-anilinonaphthalene-5-sulfonic acid)]9] ZAgES FHAHsle] A Y (Jung 5, 2013). bis—ANS
3ol of7] 4L 380mm=E AAHAL, BE AFAEHL 400~650nm Aol A7MH ATl 50mM Hepes(pH 8.
0ol 2+ 238 10pME T3 s =S 25T 305 52k 10uM bis-ANSS}F 7] wiFaldth, Bis-ANSE
Sigma-Aldrich(St. Louis, MO, USA)olA +43k3itt.

52 A6S0mmol A 533
45

5. A7) WA ZZvlE 175 (Size exclusion chromatography, SEC)

FPLC(AKTA; Amersham Biosciences, Uppsala, Sweden)el <3t SEC:= 50 mM Hepes—KOH(pH 8.0) k& No = 25T
A 0.5 ml/ming] &2 HF3lE Superdex 200 HR 10/30 ZAHE ALg3e] S=3§3}vt. vzl 3 (A28
0)o] sldst= 8 E835taL, Centricon YM-30 ZE (Millipore Co., Santa Clara, USA)S AF&3}e] 4Tl A
558t (Park %5, 2009; Jung %, 2013).

6. £33 AA Av]7 (Transmission electron microscopy, TEM)

U

A GAas Qe B3g wAS 50 mM Hepes(pH 8.0)& 10~50v] 3 Alalqict. 34 & HAF EE 5 pls

%) 229 WdE w4 58 a8 =(Harrick Plasma, Ithaca, NY)o| 387 &7] SdA &3, 2
H o 2852 1.0% $bd ofMH o] E(Sakai 5, 2015)E AMgste] &4 GAskTE. ol 2E=E 100
kVell Al #Hg3H= Technai 10 %3k AxF dAnF (FEI, w5)olA AT, o]u A= 2Kx2K, Ultrascan 1000
CCD ZHH|2H(Gatan, ™ =)ol A ¥l& 30,00000.32nm/JA) 0.2 535}a3iT).

2374 AP 2 952 ¥ WY *& 53

o714 HES ﬂﬂEﬂ Aol 3.0%2] A E 2~ (sucrose)E TFgE MS viA|oll A wFstsich. 7 = o 7|y

Z ES 43T Fxd 1A3F 5 5ol € S48 7tsiglith. 8%(v/v) otAES /\FQO}O# FZ

3 JE=EL e AEE =A7|(0rion star A212 Thermo Fisher)® A3}tk (Park 5, 2009; Jung %,
7

_u

¢

2015). ol AEZEE ZA317] 98 99 2 tl*a(mﬂ 10mm)E 25ml1 9] Eol 27 ©7l Agye] Ya o
A& AR F RS TEQY. 1 A F o] g9 FHE ALow A3 Ug ARLEE A FH
k. A FES ut A AT dmre] WEER At o] BAe A4 33 SyIPov 7+ 3
5] WHE33i Tk

<Agdd>

1. 0sTrsme] 24 289 AFEY 232 W0l 8 Fa¢ 9

AFAE FFEE Bl xS duAE St A= A FEel A<
2016; Mamaeva %, 2020; Watson %, 2018; Bose %, 2017). §=A+ HAEF 2 A&t ~Efyx 24
3k A& w3o] Fa3 FHAFo]t}(Chan 5, 2016; Crawford 5, 2018). 9FA 2de o 2
=24 72, 954 2 JIRE RS A Sow g LAY, o d 99e EA fHxte] Ay 37
EY 2z os] T4 Zhang 5, 2020; Littlejohn %, 2021). OsTrxme 7]% % -

A, 2-Cys Prx9 4tslshl =4 28439} 22 qdFoA FAHAT(Chi 5, 2008). Ostrxm RNA 7+
(RNAD) W AES 22 54 o v 454 7=, 4549 7IEHzolE AR A% F3d 58
25 Belon ol ¥ AF AFgS ZSACH(Chi 5, 2008). ©]28 A= 0sTrxm Tdo] A=A A

oshs ) (Serrano %,
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AR #AAE TsAdE AV, 2y B dFA A Trx whiiz o] Ashs 7S o] FRLAEA AT
H A skt OsTrxmd) &4 A|Z=®HQl &A% o] 0sTrxmC/S 78] 7154 ztoldE EA%s7] A& S-2& o7l
ol AEeA A7l 27FA FAAE RHEAIAG. 457 of71EY BES ARESte], S-#E d-HA B A
£ A3 92" EFES B oI (WD 0sTrxm HE OsTrxmC/S ©@alde] wte =3 & —Er‘/—‘iﬂ‘ﬁq. oA E
A5 HagdS o, FAAL 5L OsTrxm EE O0sTrxmC/S @ 2-& 7335 a3
OsTrxmC/SE FHetd sl H2 A3 A EA (0sTrxmC/SOE) 2] A W) dhufd Fxol 2¢
PAGE(%= 2)2 FAHI AA ZAAME OsTrims FLd st A A3 2 EH (0sTrxmOE)

oﬁt‘

OsTrxmOE®} OsTrxmC/SOE &2l WEAS ZAFeHZ] 918, o713 d BES MS wiX| %EﬂO]EOHH 22ColA 7

A7 wigFslar, 43Tl 1417 BF wieket &, 22TolA 787 SHHES FAG (=

shock protein 101, 97 wwlzd 101) EWHo] AES g g

OsTrxmC/SOE = gzﬂ—t— AR Z o 1, OsTrme/SOE_
=]

= AN =0
| -
e EAZS BT, 0sTrxmOES] H] OH 0sTrxmC/SOE 2] S Hgde aide] 1

OsTrxmOER.T} & =

7 B2l 101& # ATHE Aol FRAHATHE 2).

tggor, B wmolxE 0sTrxmOESE OsTrxmC/SOES] %7 Wl wE WIS Heks| &8ty s A3
A, g5& %, ddAd =S SAssio. Adg FA, 954 3%, dsd FEd g dde
0sTrxmOE9} OsTrxmC/SOE 21 EA7F WISk hotl S o] A Eo= EASA] && WA XS 7 I8
glslA e = 3B-D). TuFAE, OsTrxmC/SOE 2] &2 OsTrxmOE 2] =Wt} B 23 A& EAow o =4 4
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23 G (0sTrxmC/S)& AlZe tha (% 7A, 91, 9w wFo Fx9 7|5s AT, 0sTrxmC/S o
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A A2 S SASATHE 7C). 0sTrxmC/SE OsTrxmiEth 93] 2 a2 Abv& 2448 1ok, g7
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