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fifi %038 2 A (Thioredoxin, Trx)j& — 28 {57 1) £
DIReRIE/NE A, JIZAAAE T Y. 5. BRI
Y, 7 E4)°412 kDa (Meyer et al., 2009; Mich-
elet et al., 2013; Buchanan, 2016). Trx& A {R5F )
R EE R AT, T 0 F B R WC(G/P)PC
(Montrichard et al., 2009; Buchanan et al., 2012;
Balsera et al., 2014). %3G £ /7 71 T Trxids Ji7 75 14,
I TR BRI R S B A 1 ) e, A
Mz 54KV 2 AR B RE, KRR AL
J5P-fi EL A =5 24E H (Lindahl and Kieselbach, 20009;
Kénig et al., 2012; Couturier et al., 2013). 7Eif 5z
NSE R, B B Trx SO Trxads i B (Trx reduc-
tase, TR)it 5 (Jacquot et al., 2009). Trx[{JXFTR
AL SRR A TrX R G

155 7+ (Arabidopsis thaliana)# [R 41 4 1520 /4
Trx etk . RS2 TR 7 HI AR, Trx el 53 74N E
K hofum.z.x. yfloZY(Geigenberger and Fernie,
2014). ANFESEETroEA R A4 DL 240 i 9 AS 5] 40
M2 A A F] . Trx o AAE L biAR 15345, TTrx h
W T=32 A T M oa . 4 Mo A% . PN Jo 9 28 R A4
(Meyer et al., 2012). fEM&fAH EEA5FTrx, 7
AAf. m. y. zfix%(Ojeda et al., 2017; Diaz et al.,
2018). Ak, MEEARTx R G AFETrx L K Trx il &
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H .\ B4 B [ (Ferredoxin, Fd) K #5i frf% S04 B ik
JR B (Fd Trx reductase, FTR)F1i4 J5 71 0 fpk A iz ng —
1% H W% B (NADPH) 4K #t (1 Bl %0 & 3 B iE J5L i C
(NADPH Trx reductase C, NTRC),

i ik 5 [ SO0 TR S 1R AR A0 (ol - 30 R ) 2
EYMANERAFAERINR . ERZENT, RN
FIFFH G EA AT 68 (Cook and Hogg, 2013).
oAb 2 i B AN I A R A IR AN AL,
bl BUR ik = N R TN D R A 5l = B T = = R
PE(Hall et al., 2010). EfEYIH, XN Trx &R SiAEH K0
REWHFEEGHOIPEHE, Mt m. sttt
Jop 38 DL K 000 D] O 4% 7 T (P )€ 4%, 2010; Dietz
and Pfannschmidt, 2011; Chae et al., 2013; Wang
et al., 2014; Belin et al., 2015). M-&:E{E NI E1E
M, HTrx R GEAe 2 AR i A2 b R 5 5
4% F(Geigenberger and Fernie, 2014; Nikkanen
et al., 2016). FTRPER T i id ik J5E Trx i 5 Calvin-
BensonfE¥F L AH K MUBEE, WiRAE1, 6 R
(Fructose-1,6-bisphosphatase, FBPase) (Wang et
al., 2014), [FIFIES 5 BRI # s 72 (Gatle et
al., 2017). NTRCHI—STrR Ll E I Z 545 R
. B EA . I A S 18 45 (Stenbaek
and Jensen, 2010; Pérez-Ruiz et al., 2014; Bolter et
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al., 2015). [, FTRFINTRCE L [7]Z 53¢k Mg
ML g% 1) A B DA B 3 S8 AR W (peroxiredoxins, Prx) 4%
#f [ I (Kirchsteiger et al., 2009; Cejudo et al.,
2012). UbAh, FEETr B FEAA I o AL 2H Rl 5%
W5 RPN (38 IR AL i AR, SRR R IR At
H, T (Karamoko et al., 2013; Kang and Wang,
2016). A3 A ZX SRR TR Ge 11 15 1 F AT )9
Mg, R 1A A TR 8 e 5 DG
Ep ESIVGETB=e

1 HEETrxES

1.1 Trx5TxEMUER

FE SRR TS 6F Trx, R Trx ORIE T HAZED,
Heafy g TRz (Rouhier et al., 2015). Trx
f. Trxm. Trxx. TrxyfiTrx zz35LA2. 4. 1. 2511
PSRRI TE RAAAEEI Trx f1-2, Trxm1—=4. Trx x.
Trx y1-2F1Trx z) (Da et al., 2017; Yoshida and
Hisabori, 2017). Trx m{EM-SATrx M A& & i
FHE, L570%, MHRDHH22.2% (Trx f)- 69.1%
(Trx m). 6.3% (Trx x) 1.3% (Trx y)f11.1% (Trx z);
HAFTrx m1. Trx m2f1Trx m4& &AL, MTrx m3
£ &1/ (Okegawa and Motohashi, 2015).

Trx e 3 1 L7 23 A1 S AU 38 T L A (En) ) 22
FPGE T EAN AR AR (FR1). Trx fe Trxm,
Trx xFf1Trx y#R ] LUl 1T I8 5 2-Cys Prxz 55804
it (Pulido et al., 2010); Trx fA1Trx mfE s ik R
FBPase DL S 745 B2 11 24 o 1) 3 SR i 2 i (NADP-
malate dehydrogenase, NADP-MDH) (Née et al.,
2009; Okegawa and Motohashi, 2015), J:iiTrx £y
FEIREF], Trx mikZ; Trx m32 5 i 9 & [ i ia fi
434 21 21 4k 57 (Benitez-Alfonso et al., 2009); Trx
m4 20 38 2 L 7% 3% (Courteille et al., 2013). Trx
m1. Trx m2A1Trx maFLFEIERH T RS (photo-
system II, PSI A4 % £ (Wang et al., 2013). Trx
xilfl i fE H T-2-Cys PrxZ 5iia i ¥ (Bernal-Bayard
et al., 2014). Trx y2iE i % B 62 R WKL i g
(methionine sulfoxide reductase, MSR)[i%E 1S 5
EEAE R B (Laugier et al., 2013); Trx zif
i % R 4R g% Y Y RNA B 4 i (plastid-encoded
RNA polymerase, PEP)Z 5 Fif£ %% 3% (Arsova et al.,

2010; Chibani et al., 2011; Diaz et al., 2018). It4t,
-4 5 58 445 CDSP32 (Cain et al., 2009; Tar-
rago et al., 2010). 6FfIE LR P - PR IR FH IR &
% M (atypical Cys His-rich Trx, ACHT) (Dangoor et
al., 2009, 2012; Eliyahu et al., 2015) % 213 dL 7 44
WCRKCZ! &5 [ (Chibani et al., 2012). 138 T
Trx B, EEMEA A B A E A A AL g
PEEEF . Horh, CDSP32%2 TR ME i, I a4y
MSRB1 )% 4 (Tarrago et al., 2010). ACHT1:& H1E
HH T TIREE, niEJ5E2-Cys Prx, {HHF ik
KW % 5 (Dangoor et al., 2012). ACHT4[& T 7] LLiE
JR2-Cys Prx#bh, & EH IR W 52w ) bl £ i 1R
1k (ADP-glucose pyrophosphorylase, AGPase)t]
/N HASPA$ I L T (Eliyahu et al., 2015). [ 7 A
W TrxZ 4b, Mk A7 5 RGN S5+
B Trx L2 [ (HCF164. LOT141S0Q1) (Moto-
hashi and Hisabori, 2010; Karamoko et al., 2011;
Brooks et al., 2013). ‘EAI7E B & 48014 JE 35 A7
RUTH EAREAE, E R AR RS s 8 A i AL
W EIRAS . LA, AEE B ETINR Y, &F — Lk
SE I Trx KA 25 A 8 AL T 2R AR | (plastid pro-
teome database, PPDB), fHI)fE K.

Calvin-Benson g 4 1 S B i D6 5 -3 T AL 2
SARTrX R G IbR EPEAE T o Trxdi 2k 2 X060 B 14 7= A2
ELHERC A o Trx & 48 0] WO T I W -3- 9 1R i & I
(glyce raldehyde-3-phosphate dehydrogenase, GA-
PDH) (Giitle et al., 2016). FBPase (Nikkanen et al.,
2017) . 5t K Bi i ¥ - — % 1% BF (sedoheptulose-
1,7-bisphosphatase, SBPase) (Gitle et al., 2016).
1 1R #% ¥E 1% B (phosphoribulokinase, PRK) (Nik-
kanen et al., 2017)LL &z Rubiscoifi ki (Yoshida et
al., 2014). i ¥y & s 2 H 1 AGPase #INADP-MDH
(Michalska et al., 2009) UL & & ft [% ¥ 8% 1R i& 15
(oxidative pentose phosphate pathways, OPPP)+
V) 5% Bkt ity ©- % 1582 61 24 B i 0¥ (glucose-6-phosphate
dehydrogenase, G6PDH) (Nee et al., 2009)4 52 Trx
RGTHE.

1.2 FTRENTRC

WY &AM EIIN TR S, 705 HIFTRAINTRY I
TR A M. HEATxHFTRAMNTRCHFITRIA &,
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Table 1 Chloroplast Trx systems in Arabidopsis
B FRT =R Ay DAl B) i 22 R
FTRA1 AT5G23440  -356 mV W 5 Balsera et al.,, 2013; Wang et al., 2014; Yo-
shida and Hisabori, 2017
FTRA2 AT5G08410  —-356 mV W 5 Balsera et al., 2013; Wang et al., 2014; Yo-
shida and Hisabori, 2017
FTRB AT2G04700  -356 mV 6 JR il Balsera et al., 2013; Wang et al., 2014; Yo-
shida and Hisabori, 2017
NTRC AT2G41680 -330 mV Y Michalska et al., 2009; Chae et al., 2013;
Bernal-Bayard et al., 2014; Puerto-Galan et al.,
2015; Carrilloet al., 2016; Naranjo et al., 2016b;
Pérez-Ruiz et al., 2017
Trx f1 AT3G02730 =321 mV (pH7.5) 7 iFBPasefIATP Hisabori et al., 2013; Yoshida et al., 2015
A HE(CF 1 yiIE3E) %
P, EAE
Trx f2 AT5G16400 -321 mV (pH7.5) f*FBPasefIATP Hisabori et al., 2013; Yoshida et al., 2015
EE(CF 1y )i
1, Fabia
Trx m1 AT1G03680 -335mV (pH7.5) ifi¥iCalvin-Benson Okegawa and Motohashi, 2015
BN AR
Trx m2 AT4G03520  -335mV (pH7.5) if7iCalvin-Benson Okegawa and Motohashi, 2015
IR RS 1
Trx m3 AT2G15570 =316 mV (pH7.5) & HigkiAl/r4: Benitez-Alfonso et al., 2009
LYt
Trx m4 AT3G15360 312 mV (pH7.5) if7iCalvin-Benson Okegawa and Motohashi, 2015
TEABERE 1, B
TALH
Trx y1 AT1G76760 —296 mV (pH7.5)  Jpie v Okegawa and Motohashi, 2015
Trx y2 AT1G43560  —295mV (pH7.5) #iftist Laugier et al., 2013
Trx x AT1G50320 =310 mV (pH7.5)  ffid v Bernal-Bayard et al., 2014
Trx z AT3G06730 =276 mV (pH7.5) kLN Arsova et al., 2010; Chibani et al., 2011; Diaz
etal., 2018
HCF164 At4G37200  -224mV "~ Cyt befE &A% Motohashi and Hisabori, 2010
LTO1 AT4G35760 —180mV ™~ EOE Wang et al., 2011; Karamoko et al., 2011, 2013
SOQ1 At1G56500 HRE SEAHIEE K Brooks et al., 2013
CDSP32 AT1G76080  -337 mV (pH7.9) iH*MSRB1[1i&?: Tarrago et al., 2010
AtACHT1 (Lilium 5) AT4G26160 —-237 mV EiE=N Dangoor et al., 2009, 2012
AtACHT2a (Lilium 2) AT4G29670.1 —-239 mV E Nl Dangoor et al., 2009
AtACHT2b (Lilium 2) AT4G29670.2 ki HRAHn Dangoor et al., 2009
AtACHTS3 (Lilium 4) AT2G33270 k40 HRAEN Dangoor et al., 2009
AtACHT4a (Lilium 1) AT1G08570.1 —-240 mV VER S Rk Dangoor et al., 2009; Eliyahu et al., 2015
AtACHT4b (Lilium 1) AT1G08570.2 K% Ve AR Dangoor et al., 2009; Eliyahu et al., 2015
AtACHTS (Lilium 3)  AT5G671440 kKX K5 Dangoor et al., 2009
WCRKC1 AT5G06690 K4 SIS ER Chibani et al., 2011
WCRKC2 AT5G04260 KK A e Chibani et al., 2011

" TR R R R pH=7.0; T AT TE R F1A0116-261 fr A LR TR, T AT VA P AR 1 1231376 L R SRR AL .
" Unless specific notification, it means pH=7.0; ~ Amino acid residues (116—261) of soluble protein; =~ Amino acid residues
(231-376) of soluble protein.
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TR BT 20k fEREIH, FTRE iR =
BB A, HAAMEAL I AN A AR 2 R,
73 2/ B DLV 2L (A 2 b (Balsera et al., 2013).
FTR& A FARITrxIf4h &0 . FTREAEA ISR
P, ARl T T ANFAFE RS B Trx b i) 0
o XFPFAKHE R GLE T FARMFTR MW PSIE #i4 Ji7
W4 E [ (Wang et al., 2014). K, FTR&ZM
2k A B Trx I 32 2238 5 771 (Yoshida and Hisabori,
2016). M FFNTRCH AL EE R Y, SH 14
NADPH{K i IETREE #3k, UNTRCIIRERT A5,
NADPH#Z{t B 7 (Pérez-Ruiz et al., 2009). [XH:Cifi
TAHINTXE IR, a4 ANTRC. Hk, 5FTR
ANIA], NTRCHE A4 B8 T B 57 4 FrINAD PH K it
PETrx &S . NTRCAEATHAR L 1, B AL %L 5
B 5 Trx s 48, R ENTRCHINTRES #445 7] LLit
JEE B Trxg i3, A8 HOE JE M Tk — 25 18 J5
B RS R Trx 8 B I35 PR BUIR(WUIff et al., 2011).
FTR5NTRC H T & B 45 #4 A4 i R 1 AN [A] (Fd 55
NADPH), =& fEATEDhRER I8 A FE. B
R, PSP H AL IR R MR, ILNFTRA A
W, BT NADPH = A2 JEA KL R, ENTRC
RGN Trx 2R G A 6 HE R B IS 25 1F R B0 i 1k

Trx 5 U7 4 R - SR A4 R A (1 S8 iR P 4 K
% ¥ A H (Pérez-Ruiz et al., 2017), iX FHE K T
FTRFINTRCX Trx#12-Cys PrxfAsai+s. H T4
ANT xS ) 8 A 308 5 LA, AN [R5 B0 F TR Ji7 ) 72
JE& 5o Trx FRITrx m) AR TC IR T8k P 38 2 A 41
Y] #iFTRIEJF (Sanz-Barrio et al., 2012), ZilFSE
Trx xM1Trx yfE4R 4 A] # FTRIE J5 (Yoshida et al.,
2015). FTRAREIERTrx z, XA REfe T Trx zBH
MARF RS, [FHITEESFTRAEA/EH . NTRC
BARATLAIR R Trx z, {HE-FREL BN H] 5 H e Trxn]
REE T Trxm. Trx fo Trx xFTrx y7E &AM B
HIBETrx zGE ST, PETrx zid Pk AT AE AR fi T ix st
B 4444 Trx (Bohrer et al., 2012). X5 156
HAMBIFC)s2 5 % B, NTRCH LA 5 -Gk 4k v iy JL b
AT (F1. m1. m3. y1URIX)ZE 4R A A7 B4E
(Nikkanen et al., 2016), ifi HNTRCidt ik (Toivola
et al., 2013).5 % 525 (Pulido et al., 2010) LA k&
ntreltrxf1 X 5 A% 4k 3 AL 43 #r (Thorméhlen et al.,
2015)¥JUF#, NTRCEA M Trx fi&# 1R/, X

EYH TSk R TR By E
(Ojeda et al., 2017). JbAh, WNRKRAL K EETXRG
W B P S OGS A SRR R AE AL
W JF PR T . fEntre L7 R (Pulido et al.,
2010) f trxm1/m2/m4 = 5% 7% f& # (Wang et al.,
2013), JEMHA H HERK P T 5. AR
AR T g AR R A KT (12-Cys PrxfiHL0,),
J 5 SR — A 5 W - 2 A ) I B g S (1) S AL AL JFOIR
5 (Pérez-Ruiz et al., 2017), {EXFHELLR, BEG
[ FEARFEAS B B B2 3 R Trx R B, 1T 2 ol 4
e E A K TS BT . X Trx R GERR 1
WA SR AR S B TS I, B A HOL I T A
W AR 51T (Cheng et al., 2014).

FE gk, FTRAINTRCIH: = W3 AN AR H 3 57 1
B, MRAERN SR X . FTRIFIEEN A LR
HIREM A, EXFEE E, K6 #
NTRCJi/t # (Balsera et al., 2013). EIEH & K
1k IR K 2 2 4% (oxidative pentose phosphate path-
way, OPPP)H1, WIRFTRZE, WA LS ZINTRCS
% i 12 1 % AGPase [ i 1% (Kirchsteiger et al.,
2012). 7EAUFIIT ntre RAZ R i A TRES M IR %
FINTRCIHL[H, HRBREWH KT, BRFTRAE
B AEH TNTRCH [ Trxg5 4k, REHTRE LD
3% (Toivola et al., 2013; Nikkanen et al., 2016). X
ntreltrxf1f2IA2cp — FAF R Fi R B, NTRCEFTR
2 5i8752-Cys Prx () 4 1k i& J5 °F 5 (Puerto-
Galan et al., 2015; Thormahlen et al., 2017). XA]
e T AELFE I ntre AR, E b 4&2-Cys PrxsH
R ST B8 IR RE 70T FE V6, BRI #8111
AN TR 28 Rz, M H)E/>2-Cys Prxsfi]
o, B T X Trx I8 B2 D IR #E, AP Trx
Xt B AR R JE T .

Trx 2 4t w] LA A (5] (D JE 2% A1 DL 15 FBP-
aseif T fCalvin-Bensonfi . LR FFntre R A4 E
KAKBE R, 2R, I HAEEHKRNRAE
BOEH S, W7 7 NTRCLE G B A 8 4% b (1) 3 22 4F H
(Lepistd et al., 2009). 7l rgIF %= (Pisum sa-
tivum) s, Trx moRI Trx 142 i) 5% 5 4h 5 %6 1042 1k
(Thormahlen et al., 2013). %5 H &R 556 2 mitrx
f1AF R R R B9 4 K (Thormahlen et al., 2015; Na-
ranjo et al., 2016a).
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2R AR T rx 3 [R5 3R T 78 R, T 42 i
W3 MM A SRR N R S o 3 3R Trx A1) 2 356 R 0 5
(Nicotiana tabacum)tk Z 3Bl Hi A= P & e b & &
i35 18 i (Sanz-Barrio et al., 2013), {HAEEF AL Trx
m (1) 5% B R ik 2 b 0 oK A I 281 A= P B R TE ey B BT
BE M (Rey et al., 2013). fEEFIFF, & Fik
NTRCE:H v R Bk AR, 7EIE & IR A F RIS
ARG, S A e AR R, IR o
[A Bk & oot A4 AT 5 P38 1Y BE 7 (Toivola et al.,
2013; Kim et al., 2017). H T Trx fRINTRCHSRE 1E
AR KA B 2 AR T i LA A S RO R
M, D S Trx fENTRCIE # 2 e #2244
A AR . 22 B BNTRCS Trx fl ik vk R rp 1
IMEAEYRIFTFTrx fo Trx mAINTRCHI 21 F:45
IiGE(Sanz-Barrio et al., 2012; Chae et al., 2013).
SR, X FEAREMRRE Trx mi¥y i 3R 3K N ] ik A 3
NTRCH Trx fid FIE MR8, Bk, 1335 Trx FAN
NTRCHGE HEYE RIE R 7> T HLE] A+ 2

2 TrxRGHIEIEHLE]

TEER T, AR RO RE AR,
FiH B ET MU B T 2 B2EHRH R
SEE IR I H AL . AR A E A
ALY T A+ FO RE R USCRN FFE B0 B) BT, 1%
P FEAEAR RREIE 138 5k S v SR A SR 2 52 B
T FTRAZ/EE A1 F MWFdER 7, A5 it
W JRTex A Trxfk i 7, TEM SRR, Tro R 2 Bk
() Tt 44 (Serrato et al., 2013), FIL T AR
S 2 (A% R4l .

2.1 TrxBGEEM%

Trx R GLAE SR A6 A E F RN e SO 2 o 3R 30
% RS X RYEAE IR 28 B RFAT (1) o 75 I SR AR 1 A2
YR FE R, TrxREE IS T 42 3 & OS2 Hh 865
nh Wk X FR ik A% 7 I A% 2 05 P (Richter et al.,
2013, 2015; Richter and Grimm, 2013). It4h, ATP
Ay W B S IR R P Y Cys TR FE TR R IR
B IRHIE R, 7R R R AL, TR SR KIE T
H-ZRARATPA B )T 55 /E H (Carrillo et al., 2016).
Ak, FTRENTRCHE B NATPE B 1) S8 151,

ZES HEARRALEA RS THLE 123

TEOER TR Ry WA, H & R EAT0R (Luo et
al., 2012; Hisabori et al., 2013). Ji FELE R EA
PGRS Aot 1~ 6 52 il % 2 8Lt 1 PGRLA K 8 1 34 X
AL 356 1 32 Trxif 95 (Hertle et al., 2013; Strand et
al., 2016). 7EE LI T, NTRCE HlHE e b2 i K
e L TAE S, s TNTRCLE G A &1E T B1/EH
(Naranjo et al., 2016b).

BT A FTrx LA R A R 1 R A AE, TRl 0 75 A 2
Z HRBRSRIF R AT MM EAER, Witrx F1/f2
WGEAFAR R trx m1Im2Im4 =535 . X SRl 5k —25
F &5 T TR GAE N R G Re KOG AF A DGR 1
TR IGPER . BLRE IR trx mTRTtrx m2E S8 AR R
DL K trx m1Im2W S ARRTE IE 5 N e R A = K,
RAELETrx m4E R — D RAZ BT G A R I A
KIRZZHRAL trx m1Im2Im4=RZK6 & 68 11 R %
50% (Wang et al., 2013). W5 5 e I AN F B,
NTRCL PRKFIFBPasefF fEAH HAEH, 1 Hix 25
PRI I NTRCH: K 400 G 7+ 1 v Hh 2 B B8 vy 100
fk7K*F-(Nikkanen et al., 2016). fEntrc/trxf1 54844
i, FBPase 't ki It S 4 ik Jif v P4 L ntresitrx £1 5.
SR R 135 M B A (Thormahlen et al., 2015). Pl _E
g WF 0 NTRCI4: T H#: % Calvon- Bensonf&¥f
W BETE I, IS AR AL Trx f, T Trx 3B B
FBPaseMPRK# i 1k .

22 Trx mEREXHEEONRBE THE

TEY) S BEAR I 2 O B P A% 3o RIS I 1 s JBE T ok
(13 It (Simionato et al., 2015). {H# 1 H #itBA
UEHE 2 W R BRI & A B M Trxe AR5 Trx m
BN w4 R 9O B EHCF 16438 J5 77 1) kA4, 1w
HCF164 {7 1 2 & 14 Jlus ] 1 4 1b 45 g 38 4% i3 W 1
(Motohashi and Hisabori, 2010). 4Xifi, ##iL40%H
RFEREE ARG S HY . BER, A
W JRR RV 2 R BRI R A S TR S ThRg, EEATHE
6 AR GUAR FC AN DG & L 1A i T R AN AT sk f 4
(Jarvi et al., 2013; Rouhier et al., 2015).

Trx R Gun KPR 2 B AR SR % 3 A
HLAE A YIP S 2B BE LA SR AN [R] ' 9 R i B o 4814,
PSIIf¥ 41 E & F PsbOI#) 2/~ 11 £ (PsbO1#1PsbO2) i
L7y 6] R S PSR b B I g . AR
PSIZEHC I FE T, PsbOX AU I 5PSIIS R At JE

© 0000 Chinese Bulletin of Botany



124 AR 54(1) 2019

£ B

Z CDSP32
o<

it

2H,0=0, + 4H* + 4~

RIRSCHEH UBENAYS
s A s 5 A %
© i o 1 Ng ? ¥ %
= ; 2 ¥ H,0, & H,0, ¥ N
p———> ¢ My o < %y
8 FBPase E 3 < (3‘ - 3 7
2 ACHT1 § Srx & !
w R N /T\
& N
FLN | Trx f J Trx m |

A
/ _|
X
>@

\ 2
A £

® >

3<( 8

® A

gL

>  HAm
S NADPH CHLM ..
G6PDH A DU

B1  HEATx R S0 % HAER

HERARTIX R GEAE RRSCIE IR SIS . PR S AR R R S 4. DUREIS RN & ) h 4% 25 2 R A
FTRXISMTrxE A 1A, S oRFRE . SOQIXTPSIIKIE I L i AR A o

Figure 1 Chloroplast Trx systems and their functions

The Trx systems in chloroplast play important roles in regulating key enzymes of Calvin cycle, plastid biogenesis, sulfur
metabolism, stress response, and the synthesis of chlorophyll, tetrapyrrole, and starch. Since FTR affects all 5 Trx proteins, the
lines are not marked in the figure. The target of SOQ1 on the PSII subunits is still unknown.

BB i, WA (R AL TR RS, A S b
& A M R# i (Lindahl and Kieselbach, 2009). Trx &4t
A DLIE R PR OE Fh sl B A g, WDEGT (ki F 4,
2009); PsbO & [ Hr Tt f ¥ 34 J5 3 By Rk AR
1, MM # DEG1 R 51l (Nikkanen and Rintaméaki,
2014) . 3 R G P& 42 P T OK B I R A AL B
(violaxanthin de-epoxidase, VDE )i 1 52 — fi stk
A5 (Goss and Lepetit, 2015). VDE]1/~Cys
Bk 5 (C362) 5E 1T i 45 21 1 45 M I3 BCE B IR 46 & A
A, ZTrx s m, DTT b a] B30 4] VDE ) 3% 1
(Fufezan et al., 2012). 1% {5 B 2R 2 i s b (1 SR AIE
JER 428 1) J5 IS0 AN (3] 5 5 T AR A PR 3 R T TS 2 G

B PR ] eI Trx SIS IR 77 20, TR
] A I VDERITE ALK o i T i iE I 2 VDE
SR, R H T T B B 5 4 P U B

2.3 HCF164f1SOQ1£ 5X B =T R B 5%

T DI T A2 s QIR T A A1 o o A P A D i 12K 9
Al 2 18], NATTARCEN T S ACLZH 7 J o (1 500 e A U e i
(Kang and Wang, 2016). 4i#i#iIDsbiE A R 404
WA R T . Pl N B () SR B A S e mT v
H [IDsbA% Ak, 1M i4 5 % DsbA X i it 25 11 DsbB 4
b, HEH TR 45 . DsbCHIDsbG4E R [ 1) I
4%, DsbDAL T4l )i i b, 1EA—AFidk- —mis
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M3z MRS [ A 358 IR %, ¥4 DsbCHIDsbG
KR Trx R4 A P45 & 2K (Lindahl et al., 2011).

SR, FESR AR h IR R I AT I 1 Trxo Bk ke
FRZ AT TR B, 30 J5 3502 A SR AR T o i N 3 S
W o e SR A SRR A — B SR BRI I 5 ]
BT R s (0] 1030 iR S5 3 R Gt o A LU A TR 2 L
DsbA-C/G-DE LIk JFiE s 2 5is ik A ikis, K%
R RIX R S HLTO1. HCF164/SOQ1#ICCDA
PR, 58 IR R L3 . HCF164 13 4h 245
FRFAE . AR RS VE R 73438 8, JLEAA It
A IR 1) 28 AR Jl A% 326 38 iR T 1) i 7 (Motohashi
and Hisabori, 2010): (1) HCF164 /&1 2K ZE4A I Trx
FANEE 1, A R 1o K R oK g i ) 2%
WAk, (2) ELHHCF164% A EARAME R iR
B, (3) Trx miH T #8-320 mV, A&
HCF164 2 A A IE )5 734 h-224 mV (FRFER
Ui (P Trx &5 A6 3) . SEBUFHE 2 B, PSI-NJEHCF 16411
EEAZ — AEAEYF AL T, HCF164 2 5Cyt bef
A CERRE S, H AT AL AT BE ZHCF16411)
T AL 5 Cyt befff124~ I Cyt fiIRieske Fe-Si&
FIE R T 18] i . i S 3R O R AR R hef16411)
Cyt befSZ & AW HEA B IEH 250, FULRIH LA E
TAEIL R .

HCF1642 5PSIFICyt bef & A 4%, 1
KA1 (SOQ1) 5 PSINTL fEAH 5% (Brooks et al.,
2013). SOQ1 [ TrxZ AL/ B-E e 25 by sk Az T~ 2 B 44 s,
X HAERF RO R LT . soq 1 RAZELEPsbS
R 1 BLF (npg4) B #5 mINPQ, FLAR MO % & B
B S E 218 . SOQFHIEPSIIR 28 14 K 1) 22 % ]
WM. SHCF164Zh R824, SOQ1H fR1E
T s EA IR Al H AR B A b TR RS, Bk E
F BRI BE 1R R 26 B UK ReqIZE ALK K (Onoa et
al., 2014).

2.4 HCCDANTSHBETEPE 1

L FE I+ ceda R A PR R It 5 hef164 58 AL AR Bl %
B, R EATEARE S BCyt befE &1k . TS
TR, HYCCDAS —ANJE A% AWy 5 B — i
Wiz T EARJE. CCOAB TRBIABEN, 546
ANEEREX IR, AT Trx midJil, BN SR T2 518
JR AN HE B 2K ¥ 4R 18 1 £ % (Motohashi and
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Hisabori, 2010). 7Ef\ 5T, CCDAHE X HNCyt bef
B A AT B K7, HCF1644R 7T i /& CCDAI
WER o SRT,  H AT MG S 56 R 35 K BIHCF164 5
CCDAXZ A fFfE HEAHHAEH . HCF1642 It LAH Trx
mE 5 IR B, AT AR B CCDA W &, CCDAE T
HCF164 52 i Trx mx i, {H& H Aiibt A fe iR n
s, CCOAREH 1N —misk, H24 CyshkILAB A
RPN, B FLH ) ] B R T B oo H i m] A,
FBEPRIE LR ] GEAFAE LB R 1 5 58 JE A (A 8,
I HAZBH T RO 1A AR R E « TreS Bl g i3
LB i S P

25 LTO1SS5XEHIEF -MEBHER

LTO1 (Lumen Thiol Oxidoreductase 1)/ 14> 2KZE{k
JEER A, 2S5 Ky pl . N 45 A 4k A2 1 > 5 I AL
B W) 4 A 3% KL T i R 5 1Y VKOR 45 #4380, 5 40 B
DsbBINAERML; B — AR Tl gs iR, BA 541
B 3 i AL 8 TR 2R 1 DsbA [R] R [ Trx 2 AU 1)
(Dutton et al., 2010; Wang et al., 2011; Karamoko
et al., 2011, 2013). TrxZS ALk AT [ VKORZE AR
SERy AL 3 T (Feng et al., 2011).

LTO1 5PSIE#PsbO B AE . fE4A4h, LTO1H)
TrCE LS HIIBEDS [ PsbOH 5 N 14 —Hii . PsbO
250 1 S8 A I R A 0 F AR E M AT PSR 2he P A
SEVEVERT . BT, Ito 1582 A PSII RN A2 452
T PsbO-5 PSII 2 [] 1) — B B8 A B S I T B 51 A2
{HLTO1 & 75 1] LA Hr B PsbO 5 N 28 28 {4 i i 75 s2 46
BOVE . H AT, A o SRR AT AR 2 LT O 1) — i
HTE A 0 FL T A2 R (Furt et al., 2010), R 2
VKORIZ J5 4 A= 2 K LAt SR B A A5 R~ LTO1H]
PLYE AR AME 3E AtFKBP13 i 4 i i, K FALTO1
SEPRUF R ZE A s B v VE AR JR (Lu et al., 2013).

26 TxXRGHEFFLEHE

YNGR — e R R, oA Ak R — M
FR o B R ST I NI BRTE R & I R 2 R
RE RS 2R R T AR 2 IBUR A, WA
WAL AL 2 e S e AR I 2, W AR gy
FHEMESR, PAEEEER(ROS)H H3E, MROSEH
ot & IR, i O A TR, ST I R D A A
(Goss and Lepetit, 2015). 2y 1 &3 66 M G bk
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I, A, FERIAR R R, TR R T
— RV K DGRBS -

PT I 3E FRAE I R AFE BN A R L&
WLAA G 52 3o 3 ' Be A4 35 10 £ LML (Arnoux et al.,
2009). RFEAREVDEME M 58 5 B A AR R A A
(4 iS5 VDEVEYEA 6, 2R T4 i pHAE 1 7™ 4% 458
#l(Fufezan et al., 2012). K%K fEpHE/NT6.2
H B BUR MERAE v i 7524k, VDER #30% . VDE
THMMEASNE, §&CysMGugdiiE, f&5#&
NHINEERT L. B NIL R S EOL Rk R, I
HAEGHR %A T i e YK (Hallin et al., 2015).
VDE# #1341 Cys, 12/ Cys#ll tb#: {15, VEDKIH
PR T e AR, oA RA U R rI64 —
B 8 50 4 A0 T AOIRAS I A BATWE I, w4 S Ve
#I7FIDTTHI4 (Simionato et al., 2015).

I S 3 ok 4 475 SR AR S5k LA PSS PSI
Z I8 RER T . WEESTNT 2 5L el E &1k
LHCIf w] 1 g B Ak, 2 HIK L N PSS PSIZ
TF1) B 0 FiE (1) S A LA o STNT7 I A2 14 5 25 FE 1At
e S AR VAR AR R 2 2 T 1 = R A %Y R L VA
HERF R E (Betterle et al., 2015). 7ESTN7 i Gt
ZIEOT, L% R FBLHCIS R M3, £
B MPSIMER, T8 — RV BTG AL 5
R (PSIBRAL), #stn7RANR(E 55 kA RELIE
A SEIR 4 K (Tikkanen et al., 2010), STN7{fiif 5
APQ4 & ZICyt beflf1Qofii 1 (Betterle et al., 2015).
STN7IE V3 2 /2 [F] i, 3 — i B 1340 i
ARETE S T STNT AL, FERIR I 5Cyt befif)
B, #emifl A R IR

LTO1 AT LU AL PsbO B (1 7 i, #0244 s
HOFIE 5PSIER R HIREK . WIiZ R KTAk
JE ) PsbO, H T4k T i U & 1R 5 5 # & A G
(Kieselbach, 2013). A PsbOH T BA —hi S AH
XA E, (B e )5 s RaBRARE, 5
THEE ABEKME. Brikia I PsbOE A1) ik +
WJEZS, KA T RIIEPsbOFa e 3T & IR B 45 A 18
PSIILE, G0 A & R T 2R A 2.
T R RS, BB 1 i n] RE R 218 B K
(1, BT LA T B B A (e S A K PR FEE bl 3
APsbORER, HILER, LTO1XPsbO #8117

FATP S 24 e E o B 2L

3 TxRGHERHNMRFE

Trx () B 0 B 1 70 A I 2 1) 0 400 L 85 45 4 R T
434 (Hall et al., 2010). HTrxif %5 (9B AE LR A 7 56
TSGR LT A D SRR, BSR4 K
A FEEFIE. JeEVER . BTN B N LR AE
)& A (Belin et al., 2015; Yoshida et al.,
2015) . Trxfr sl H B %8 3 2 kil i 3 i
SEIR, MR AR IET 4y R2F . Trx— & A WCG-
PC-% /7, Z&EFNKICysikHE s Hir & AE K=
TR Bg B =4, IS SRR AR 20 Cys ik B SR A% Mt 4T
T, 2 RSE IR P 1A AL A O TrdoRl 44N 38 iR 2 )
HbrdE E o 1712 Fe7E H AR B R 377 AR I 0% 2 b
— 8 7 g A R (W 9% ' G kLR [ (mono  bromo-
bimane, mBBr)flfl 2./t /% (iodoacetamide, 1AM))fx
e, TERU S A mT FAXER AT R . BB 2Fh T vk 02
I FH G878 Toxsie A5 AT B R AR S e TrxE B . 1%
FOAR R Toxdds JF Rk — Bisg ke v, 724 — b
B 58 A8 SR 2 B, TroRI SR8 1 2 IR 1 S 55—
T, 224 CysH M1 MR 5, WA IR 1B
F iR, 5TodbM a6 BbndE A w] Dot —
Tk 75 i % (dithiothreitol, DTT)%E/i -

4 HRRE

TR FH 80 I JEUATL A O 2 4 2 11 B (R IR S N 2
EEME. AT & B Ey, BRI 5 R B
A, (X AR ToEF L E AN REHNEK. B
A CAATrxa] A 2 MR E . 40, Trx ma] LUk
Ji SEPasefICHLM% 1fii 2 5 AN [H] (1) - S Ak Rl 42
[ B A 1 O] B R LA Tk RIERT, it BAAS
oo B R FRCR A o X n] RES Trx fIELER (1
R R T R 11 e L o R L 5 ) A A AN
[FAH—E KR R EA L JFE R 5 F i 1E A
T BT R, 0 Trx Je HLHE R (L5 gt
A (00 5 45 L 22 4 7 2 T FEL A A B A Y BT 5 1) DR

NTRCZ& —Fahe | 7R R INTR.
TEYHBE FHZN P IE | ZAFAE 53 AR 2FINTR, —FR7E4H
B AR, B> 7= 835 kDaff) A — AR 4L
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F—FIE LB, R B SRR R, T
i y55 kDa, 1fi HAECufi 81558 2Nk & 14
B R ILFRIAC B B2 (Sec). LAY TR L IE k%
TR A E A R, R FH Secf U AL R
% P VY Bk Gly-Cys-Sec-Gly it /7 H 5 5 FH ) 2 e = iR
(Cys) RS B2 e e B o TETRI AT
T, SeclE NHL T2k, tLCysHA B ISR EH
PERR, BRI EE B OB . it i s AR
NTRCE 14 % /7 H 1 Cys RAZ i Sec, i 7 A L HE
PECL K TERE R I AR B Th RE, B S INEENTRC
OETI W=

2R AR T rx (3% T v e W8 (R B (8 R AR K
A P AL R (03 238 NTRC R 3 55 41 i ' g
FAZE; 300K Trx FA] 4 iy Fr o ik R ] v P 1 25
&), PR AT DA I i 4% Trx 2 46 o5t e p O & v
EE WG R, B LR A = FE R
e, BUEMHEAMERREEL S . tot, stk
KA EH100NTrx#l i, 730l S5 2 b 20 A
BEFE. R, TXRGNETHAEDRI 7 T B MR T H
W B R . AR, NTRCAITrx FI13E 14 0 g 75 12
B, DLROXFB I & SRR 4R (B
BN AR KR TR — DV . B Trx m.
Trx y. Trx xF1CDP32 4 ik W 78 e 26 14 T v 4zt
SRR A, HIX S Trx 3% M T s $ i A bt o
BILHIATS A 15 1 A
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Regulatory Mechanism of Thioredoxin (Trx) in Chloroplasts

Tong Qin" 2, Zhen Huangz*, Zhenhui KangP

’College of Bioengineering, Sichuan University of Science & Engineering, Zigong 643000, China; 2Key Laboratory of
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Abstract Thioredoxins (Trx), a family of thiol-disulfide oxidoreductases, function as protein disulfide reductases to di-
sulfide isomerases or to disulfide transferases to regulate the structure and function of intracellular proteins by modifying
disulfide bonds between two cysteine residues in the side chain of the substrate proteins. The chloroplast Trx systems
includes Trx and Trx-like proteins, ferredoxin (Fd)-dependent thioredoxin reductase (FTR) and reduced nicotinamide
adenine dinucleotide phosphate (NADPH)-dependent thioredoxin C (NADPH Trx reductase C, NTRC). In addition to
regulating the activity of stromal enzymes and transportation of chloroplast proteins by the Trx system, the chloroplast
contains a reduction potential transfer pathway across the thylakoid membrane. The reduction potential of the substrate
Trx is mediated by the transmembrane transporter and finally to the thylakoid lumenal protein. FTR and NTRC coordinate
to regulate chloroplast homeostasis. This paper summarizes the regulatory mechanism of the chloroplast thioredoxin
system that highlights the significance of the chloroplast Trx system in maintaining photosynthetic efficiency in plants.
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