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B EER B FERENRIAER
BN, VPR, R, R, B, T
SRR AR S HORA %, JL5100083: PR KA 2A 5, 1 s 471023

BE: VAR RR R F, et RS EE o TIENRALEE R AR (PSDA R A LI (PSIDIES) T o4& F4%
HtAR, B FRAMAE SR Z RIS MNADPHARATP ¥, 7 A A8 B0 57 48 4 4535 51 2 B BROR R SR A 48 2 49 1242, AR
H&F B F A(LEF). dol FAL L £ PSIAE i, 38 3 7 s 95 I R F 4% 2 Mo 3R 3 ATPBE & s ATP 69 142, 4R AR A FH3R & F R
(CEF). i#4F3k, CEF#BALAUE] . A& AR B Anif 4z AU SR 5| T AR B89 %0, AR R G EAE F KR, H FIRNE
fRAEER T R A, KX ERA T CEFAF R A R AT d R, FHAA A 18 5018 J VA BARA) HAL S i Bt — 5 447

TCEF# M mE A E L, H4 B AR IRELRS .
KRR MEIR B TR, K B TIR; AR L AEER L

1 XEER BB FIRER

e EER RAEYR HJLEE, & AR
BRSO R . AR EER 2 A F 2
12 [ LA R A3 NS 4 (D) G REF AL N AED)
Fir e LR AL 268, B TR BA Ji 280 AR 1 e Jig
NEE 04 % FF 8 1 (nicotinamide adenine dinucleotide
phosphate, NADPH)Jf & pit =B & it 1 (adenosine
triphosphate, ATP); (2)}# ATPFINADPH i /7 1 §E
BB AL, [ A A IR(CO,) IR U bE 5
EZ PO k(5 SA R =R AP A GE L
PRGSO T 565 308 - D0 5] 42 s 0 FH O e Bz T
I JATPAINADPHAE N RE R R, RNV AE A/
EHBOCHSE MR E, PRV .. B R B
A2 1 EE B 4538 () ATP/N ADPH 43 2 i 5 7 I F)
HATIEAL . R, SRS —BEE R R A,
TEA A S 56 N XTATP 5 NADPH ) = & AT F
R

SR AR R B AR B O RN I K A T, Ot &
il (PSID). At 3K bE A (Cyt byf). TGRS
(PSI)FIATP 4 i (ATPase) %5 % Fii i 1 &35 8
(AN RESE <N IS P CEy €= =R e X i NS B i BU RS 1y
TP ARIRE S PSIL. Cyt bfFIPS, )%
o6 24 JOR I fr g W P4 — A% HF 185 2 (nicotinamide ade-
nine dinucleotide phosphate, NADP)JE i{NADPH.
WM I R P A ) 5 5 T FE DK B ATP 5 B, T R
ATP. XHFE I FAL B AR N 2 T B 77t (linear
electron flow, LEF), 5 2 #HEk [) ATPH i io 75 U 4%
PR AETE A A & % B2 . (noncyclic photophos-
phoryation, NCPSP). # Hi ¥4 PSIE A 1L
NADP, [fij &£ Cyt bfuli )i {4 (plastoquinone, PQ)

AR PST, A% a8 it A2 FR ALY s 5o 16 B2, ik
ATP. IXHEH GEPSTHFAT A% 38 (1) FiL 1% 388 77 AR
NAEI BT (cyclic electron flow, CEF), 5 CEFAH
I B AT P e 5 AR B oA 0 34 20 & B AL
(cyclic photophosphoryation, CPSP). #HEL#1 ,
LEF&12 7 PSIS PSS 2 5, i AL 1%
[F] i J% il NADPHAIATP 1 F i e A4 & 45 17 CEF
TR RAPSIZ Y, 2 AR 5 ot i FE il i ATP
fil§ & BATP, L1 I A2 5TENADPH (K1), H
AT W, PSTXT B F-7ELEF 8L CEFA% i3 iR 12 ) ik 3¢
Hott B EEH, o AR IS R Th R CEF I 5
B R T FAEGA AR AR T pr & ad (1)
BARFZ ARy R E | ATPS5NADPH) ™ &
2 BRI FRIEIREE

CEFIl % & ¥) tH ArnonZs N 7E B 14 3§ 3¢
(Spinacia oleracea) A& W Jx B (ArnonZE1954),
AT T 19584 IR 42 T 31 & IR AL A B
G E BRI (Arnon 5 1958) . [H PN i 4
JBCEFRZAE 19644, i EBHABE_ B4 an B AR T
B A A B AR ST AT P (b [ R Be iR A A
PRI 78 BT W 22 2 H 2 (Dioscorea esculenta) S5 44
20 1770 A I CEF (R ILIRAE1964) . R 7E b i
Z60FAR, NI LI RiR M4 S CEFI& 12 11 A Ak
S IHE . 55 EINARIAE JE K 5 Tagawa %5 55 — IR
fi Hh Bk 4 5 A (ferredoxin, Fd)r] DM/ —N L1
AR IR CEF, XN 1% 48 BR D9 F d ik 4 ik 42

Wk 2016-11-01  f&FE  2017-02-10
R Pk R R R 9 3 4 (JC2013-2) R E 5% 1 SR FL 0 4
(31271433).
* HIAMER (E-mail: ylwan@bjfu.edu.cn).
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€ 2 NADPH = Calvin cycle

FNR ‘)%

1

e

)

2
PSII %PQ@ Cytb,f PSI PQ (Cytbh, PS\I
“
e— ———— N
LEF CEF

K1 LEFAICEF/R7& A
Fig.1 Schematic representation of LEF and CEF
MR HETwai S (2010)SCHkE . LEF: 0 H0 1i; CEF: JE3F i T Cyt bt MM RDSE A1 e HL T Fd: BRAUIEHE H; FNR: Fd-NADP
UL [ E; NADPH: 3 J5 0 00 9 i R e — k% P R PC: TR IE 65 PQ: JUIARE; PSL: J6 RERL PSIL L R AL

(Fd-dependent CEF), iZi&12 P15 2 A (antimycin
A, AA)I|(Tagawa®$1963), JL G, HAR
R 2R E e T CEFR R 1 — Ml &
M, Bl INAD(P)HJ A 2 & A (NAD(P)H dehy-
drogenase complex, NDH) % FINDH{ 4t 14 15
(NDH-dependent CEF) (Mi%$1992a).
2.1 FQRi&1Z2(PGR5/PGRLIT §i%13)

X HL A IR AR BT AL, A AT B ISR
(1) 2 AN L BT I i R, 75 B A%
W IEAE P B REAT IR A FL . FLAE 19844F, whA i
TR AR, WA — MR BES 50 AARK
K CEFfR g A%, 4 Hodn 4 WAL B H -

A i -8 JF B (ferredoxin-plastoquinone-reductase,
FQR) (MossfliBendall 1984). i1\ JyiZit i ik
1% 79: PSI-Fd—FQR—PQ—Cyt b/ ([2-A) (Ben-
dallflManasse 1995; Clelandf1Bendall 1992), X
M, e A 2 B HFQREH, Kt & [ &t
FQRIFWF TN G LRRLE TR Z 4,

20024, MunekageZs 15 /X il 7 PGRS (proton
gradient regulation 5)5K & #LF§ I+ (Arabidopsis
thaliana) CEFid#2d — AN b AR DI 4H 73, PGRS
e NRERNEA, Z 5CEFH LIS TR
(Hertle%52013), H.ARik & 12 & nl{# CEF 5 (Okeg-
awa®52008); R, 1EEAM A N AK PR IR

A B FNR
5
. ) NADPH
-3 = & R ?
g, PR ) . t \\ v
|:} PSII| PQ =5 (,,:} PSI D PSIT| PO~y i:‘f PSI ND
e = ) N
T =) T S
FQRi&#2(PGR5/PGRLIA Fig %) NDHA &%

B2 i S CEF (1 W R385 A2 B 7R
Fig.2 Schematic representation of two major routes in PSI-driven CEF in high plants
TR Toliot55(2006) 1 Shikanai (2007) SCERIE L. FQR: BRAILE - BT ER-1E S5 Bf:; NDH: NAD(P)Hfit Sl & 14; Cyt byf: 20N A3
HAK; Fd: SREULH 1 FNR: FA-NADPAALIL J5E; NADPH: i J5US SIS i JEne — R H w2, PC: BRI 36 PQ: JBUAATE; PSI: JE R4,
PSII: R 411,
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WikpgrSs, 59 AR HLEE, JET % 5 5 (Munekage 55
2002). 20084, PGRLI (proton gradient regulation
like 1) S HfIN NI R TR CEF It FE 57 — A Bl
5y, PGRLIEA AN R e 4544, nT LUK HL - M
Fd## 2|PQ (DalCorso%2008; Hertle%2013).
PGRL15PGR5¥JRE 5Fd H AE, PGRL1/PGR5X%} 1%
S #FE L (nonphotochemical quenching, NPQ)F1{x
PPSII G 52 M) & 06 75 1 (DalCorso%52008) . #E
HAZAEY T, B WFdfLid6 2PGRLI 75 ZPGR5 &
FA T, XK T PGRS ¥ B 7% 38 1 3% 5 02
A D AE A R B B A8 A I R P ST 52 S 55 1Y)
K. MR EE P2 —, CEF#fi<
AR, R T A T NPGRSHMIPGRL & H AT A
FEFQR 14 i i 4 (DalCorso252008; Twai%s2010;
MunekageZ$2008; Shikanai 2007; Suorsa%5$2012).
20134, HertleZ5(2013) & & L % H#HPGRLIIE 1]
RERl 2 KK K T ZFE 1AL E HFQR.

AT 2T FCFQRIV AL I FE I 38 K
B, PGRSFIPGRL 1A [A] i i it ) — 2 2 g
H.o 715 8 Y5 i 7 (Cyanobacterium synecho-
cystis sp. PCC6803)JE K4 H, R 4R F|PGRS A5 &
PRI Bk 2% 5 e S AE ) PGRL 1 [R) 5 1 2[R (Yeremen-
ko%52005). 3¢ A< 8 (Chlamydomonas reinhardtii)
(G LG 1A A e, FLEERZH b R PGRLI, #1%
A PGRS, {BAFAE 5 b — M4 ¥ H %A 52 HPETO
(Volvocales-specific protein). #4574 H 7] fE
1E1EAE HoA CEF& 42, 1 3 B AR B Hh W FHPETOAX
BPGR5VE NCEFE R E SR hiRZE6 & RGURE
A7 2 —(waiZ2010).

HA SCERE, =AY T, BT BLFd
JE1IFd-NADP# b ik Ji7 il (FAd-NADP oxidoreduc-
tase, FNR)ZRE fECyt bR G IR IIQAL A, Bl 55
Cyt b/ G AREE T [3 BIPQIMIE I By T L ik 47
PSI->Fd—FNR—PQ (&12-A), I HA AW 2EEL
BT HEM T BOESE TFNRIFISEZ 5 [ CEF
(Shahak%£1981; JoliotflJohnson 2011; Bohme
1977), ENRAJ LAEAFAZE & 7 23 95 58 15 RS Fe A I
E(Tic62FITROL Y H SR E B H), ] fE2 WFdF3
B H T 5 B8 JR PQith(Bojko%52003) (K2-A).
BRIt Ab, FNRiEZ 5 ) — 5% CEF 4%, HINDHAK
#5112 1% (QuilesFlCuello 1998).

2.2 NDH &R

NDH/2 & AR I H -5 3 55 F 1 S50 e 1
FE b A, B AT DL H - DIES i 2R 0 T e i P vy —
¥% 1% (reduced form of nicotinamide-adenine dinu-
cleotid, NADH)f: 45 ##i[i#Q (ubiquinone). 7 i#lx A
#&, B S (Nicotiana tabacum) A1 Ex(Marchan-
tia polymorpha) ZRAAFE R 2 7 56 i, AATTHE
SRR E ORI T NDHE AR 1 [R5 g 15 5 R
(Ohyama®$1986; Shinozaki%51986). M %¢{ANDH
H AR IR T 355 1 FNDH- 1 &2 4 14 (Frie-
drichfllWeiss 1997), 114> 2R4A %L R 4 5 (nd-
hA~ndhK), 8 H 98 AE RPN L, 8T LheaSAl
Lhca6 5 PSUF 2% 5 & 14 (PengZ52011), NDH &
NDH-& 12 CEF [ ¢ 8 1 #2 55 I (SazanovZ$1996;
Endo%$1998; Shikanai®$1998; PengfliShikanai
2011). M FHIEENDHE &K, #ift#2PQ, 2
FE M H AR I BE Y, NDH B T ta— 4G4
W (Shikanai 2007). 1 &%) B AR o fh b, 24
FAfF{ERf, NADPHA] AR L 8 2 1 A& &R
4 8] ({145 3% (Munekage5$2004; OkegawaZ5:2008).
I, NADPH ] fig /& CEFA% i it #2 HNDH#) H 1
iR (PSI-Fd—FNR—NADPH—NDH—PQ—Cyt
bef)o AHIT WM SCHR I INDH & 1] g B Ik iR
AHIFd4L 153 B 1 (K2-B) (Leister fl1Shikanai 2013;
Peng%52011; Yamamoto£Shikanai 2013; Yamori#ffl
Shikanai 2016).

FRHE Johnson#i t (A2, CEFf& I F2H, 18
JEASTIFARR T LA NADP HL 745, i w] DLUE
FQREZHNDHZPQith #2 4t B T (Johnson 2011),
SR, NDHAERFEARE A & BEARMK, AREEE AR R
T ICEF I F£(>100 s™) (Joliot4:2004; JoliotFlJoliot
2002). [K 1, NDHAK g% R AEAEY) () CEF {4
AR A RNy, EEFCEF/ 1S IE 2 P
PGR5/PGRL1i&4% 9 ¥ (Shikanai 2007).

T 24 FRATT MHE 49 35 A0 1 AR B2 oK §F ALNDH -
CEFi}, &t — Dk ICEFH AL I I & 44 . ik
SEEYIR T 24N (Charophy ceae) FlT 2¢ 4 754X (Pra-
sinophyceae) ] — L&A o, JHAth 0 45 5 7 A iR 1E
IR 2 2 B B AR AR P ) — L R,
161] 11 S JBF 7 49 (Gnetopsida) Fl KA A 20 (Conifer-
opisda) 2 FHE P 1 i SR AA R DR 2H h i 2k T #E i nd-
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hA~KFE R, A EATT3 98 B A CEF (1) 68 7 (Brauk-
mann%5:2009; Wakasugi%$1994; Maul%52002; Martin
HSabater 2010), [k, FEXEEAEY) T, 2 AFAE 5
—MCEFEZBNDHEZE. #lu, A A
A 1) CEF A% i 1 B8 tP PQIR)IE SR R Tl o — Fh 2K
RYNADH: PQA it )5 #(a type Il NADH: PQ
oxidoreductase, Nda2)>k 52 (Desplats$2009).
Nda2 45 fy & 5, AR M1, SNDHAH L, 4k
CEFx M ER2M5 . Kk, Nda2r gt — K ER Z
E MR R #7812 (KramerflEvans 2011),

FEUE ¥, NDH-14 & 1R BERE 1 # CEF, 7]
DL 425 - A4 P W F 4% 36 B (O gawa M 2007
Mi%E1992a, 1992b, 1994). [EIFE, 1F &2 2
HHFINDHE &S NADH E R R & —HE,
7E ARG, NDHAR o] G2 FH B vE k0 2 fif 7= A2 1)
NADHK L JFPQith, Kk, A W 5834 W\ INDHAE
e S L) AT RE A R R A T I SRR I IR R A
1K (SazanovZ51998; Tikhonov 2013). % %4h, NDH-
CEF B4R L9/, (H X FE ) R e B Z2 R 1EH, &
IR Wra N, NDHE S48 0] DUE R I ECO, R R AL
A0 B FL A B AT 932 Vi A SR o R AR P 1
B (Wang%52006) . Heilr34F W70 R I, 1E55
JtF, NDHH A DL 3 4% CEF i A2 ()35 14, FFAE
a0 2 F N S B BEAE FH (YamoriZ52015; Tikhonov
2013).
3 CEFRYEIR(ER
3.1 435ATP/NADPHE 1

XA AR FHRIE BRE, B BB T &, 4
FFEE IATP/NADPHLG (51 28 0 B 22, [/ i e
T196 1 4F 72 4 750 [ P 5 B0 15 /5 4 W AT P/
NADPH AR (B % B 551961) . il H YA N 14>
537 CO, [F b B KA A4 22 /0 75 EE3A ATP A2 AN
NADPH, HEJATP/NADPHLE{E H1.5 (Bendallfll
Manasse 1995; BreytonZ52006; MunekageZ$2004;
Johnson 2011). T H HEIEIA G A BERR AL 5
ATP/NADPH {5 i tUAE — B9 1.3, X8 70 ATP 2
% CEFA% i i F2 & 1 (Allen 2003; Cruz4:2005;
Eberhard%$2008; FoyerZ:2012; JoliotZ£2006; Kram-
er®:2004; Seelert%:2000; 7 72 41%52010). 7ECEF
A2, NADPHAN & HL - [ e 28 75, [ SEPSTIT)
HL ORI R T T s B SS F A4 S 1) o2 1A FE,

JEIT ATPEE A B ATP LL4E FF ATP RINADPH £ °F-
i, —HELR, MUK 7 CEFR A AR, ik
W5t % B, CEFX # i5 ATP/NADPH HL 451 F 4R 37
R G0 52 DR S B T 38 R A T R
WANE] D 4 ] (Yamori Al Shikanai 2016).

32 RIFARR, REEMIFEEN T

1 H I\ N CEF 22 — i A AR ) 1 5 1) W 1A%
IR, TN AT LABRE) ATP A & BATP, Jnos
FEHL, CRIPSIL FaE MRS A E A4k, 180T LA
R47PSI. KUk, CEF# AN YA & A1 —
ity EERDGR LS. £ T 5. Bt 55
oo R AR SR E R, Y] UK CEF
SKIE N SEE . AHE, ZASIAE HECEF/EIN
Jol LI S A v 2 9 S SR AL

T 51 b 55 A B8 C O, FR 1) (11 B 5% 25 52 PR
HiF, CEF#0E, HRALATP, FRHIPSITHLE S E I
B PR TRRE, S RFERLL Pkt E RE W)
A, AT ORI PSIHF X PSILR Gk T 125, #i8h
TE Y #1855 (Canaani%: 1989; Heberfll Walker
1992; MunekageZ5:2002; Goldingfl1Johnson 2003).
K it 25 2 3 CEF 3 & (Nandha%2007)
i, A AALET W 5 (1K B 24 (Ulva sp ) TE TE
AT, PSIERS) I CEFFILEF LU jid >k 22 55
132, (AAEIR BT 5 A, Z00] DUk il 2141 53
fJCEF, LA L FR it T ATP, % 6 & s B e 51 s 1
RYER, AR A 2R AEE . B EHE B EK
[k FE , PSILUPSILE R E L. K, PSIBRZ)
(1) CEF 72 1 2 i) LAAE & K 1) 3k il AR i b o T
T AT E AR S R R 2 —(Gao%52011). H[H
BE e K A AP By £ o R AR 1 — P R A
BRNZEAE N, /NBRTE(Chlorella sorokiniana C3)A14<
¥ CEF 3 28 Rl ATP -G Jld i 7% 1 3 35 19 5, 1717 A 358
perl] FRARLE RN A T CEFIE R R &, g
R D, BB KB, Sk, Ca¥ aT i
#PGRL1i& /£ CEF, MIfi#2HEATP LA S NI 1
SRR DA K (Chen®$2015).

B iR A S S ATPI 75 SR B, S HINA-
DPH/ATP LL ] fi s ATPQJZE Y AR Ak 223 Ji, B M
BWOENDH-CEF, 43 %K 1 & i (Wang 55
2006). CEFR] DA™= A v i 80 B, il SR B i IR
b, TIRBFERL, AT AE 5RO T ORI PSIIA 2 A it
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JEE I 5 1T 3 A (Makino 252002) . 3 o ok [X
(appressed region) K 28 £ [ & AE AFERL, By LEPSITAI
PSIZZ #J40H (Miyake 2010; Munekage252004; Shi-
kanai 2007; YamoriZ5$2015). 20, AR ELE 58 'E 5544
N CEFR UK 2 BF Bl AFE R 5 (Miyake452005);
PLRE T pgr5 A B PSIX 5 't BBURK, E 3k
N IAFEBCZ B, T AR T A0 R T PSR
AU, IX K B CEFLE = N IR AT DAYERF i #4
FEBL, TR 2 Gt (MunekageZ52002, 2004)

FEARIR 264 F, CEFXTPSIIH g ke 1) 8 2 ()l
TRAP 1, 0, ) DR A B TR AR s Py 2 52 453 1)
PSIIFE §5 06 26 1 '~ 7] LUK CEF UK M B 1k 2
(Clarkef1Johnson 2001; BukhovAllCarpentier 2004;
Hirotsu%52005; HuangZ5$2011). 1 7£ 4 B (8] IR '
MR A2 4 26 A 1 (20°C), 1R H 7K R P ST AR X
L, F-f% 1% 1% % (electron transportation rate, ETR) Al
CO, A4k Za 35 iy T RALAA K FE, NDH-1%4£CEF
FEAGIR A6 BT 0 KRS s & 1 A AR Kl 2
£ FH (YamoriZ$2011, 2015).

H Ak, BN EWT FUCEF () & il F k12 th
T HGE A BRI & ATPRE &%, h E RN
[ b 2a SR p RS 22 I TR W v L R ol o
B\ A AR R I VT G AR Ak BB A I B R AL AN
(NaHSO,) ] LA S et v i & R (B R 47 55
1989), 158 CEF A L AH AR X 1) 06 & B 1R A0 /E H
(Ben%§2005).  J&, W EFF=R Fig A ar kLT
FUBEAK TS TR 52 tHAICHR 2 [P NaHS O, 1] LA [R] I
SE SR M B LEFAICEF L 2, 42 NDH /3 /¥ CEF,
PEDE A BRI BRI ATPA BOE R, &6 6T
R, R A, SR EYOEEEH(Wu
££2011, 2012), MAESLE I+, KK Z INaHS O,
A LATR] I 8 SENDH S &8/ 3 96 2 H A 3 A
PGR5/PGRLIJ 3 EFR HL - AE 263G M, JF HoX e
I RO B 5 2 (B 452016) .
3.3 CO,ik4s

WA C A BEA L BT — MR IR R 36
B2 & ML, BICO, K48 L (CO, concentrating
mechanism, CCM). CCMA] DL 3 42 e & 250K,
JEH T IE MARCO, P8 BA EH ) & L (Mae-
da%52002; Price 2011; TakabayashiZ$2005). 5

REf% 18 *CCM%‘EH%AWH1{9§%@W—Q@¢E&

% i 4 F2 4. (ribulose bisphosphate carboxylase
oxygenase, Rubisco) ¥ 5B A7 J& FE 11 CO, M FE, o,
JIk E £ ¥/ Rubiscoxf CO, IGSE AN /7, AT A 253 [
HCO, CK1EFL2016), 1E W BEFEYISynechococcus
PCC7942F1PCC7002 1, F2F 5 NDH-15 & &
KHICOKEMEHEH(CO, hydration pro-
teins)— ChpX (NDH-I,% & {&)f1ChpY (NDH-I,
H A1) 5CO B BUE s A K (Maedas$2002;
Woodger2$2007). ChpXFIChpY AJfECO, /K& N
HCO;, JFFINDH-15 &4k — e 5 o 13 f it 1
s JIEL 2 8% A 5 B (Maeda52002; Price 2011), C,H
VIAE 2L A A M b onT DL R PR 2 HBIR 4 CO,, L
CHE ) [ i % vy, (H S CrEAE L, B 8 e 14
CO,, CHHM AN E 2 A 24> ATP, {HLEF K . /™
A [# 5€ () ATP/NADPHIT A g 5 0 40 71 32 fit ATP
(Kramerf1Evans 2011), [K, X #8453 Z4NATP i
CEF =4 (Takabayashi%$2005; KramerflEvans
2011; Ishikawa%:2016). {ECfH¥)+, NDH-CEF&
F B IE1%, NDHW RN CHEY L A 1E F I 48 R
AP B CCMEEEREH, MFQR-&E
(PGR5/PGRL1) CEF{ 71 #k 1R /)N(Takabayashi%
2005).

4 LEF5CEFi:#

B FL A 3 ) R 425 A 5 e AL A A R AR K
FIAETE ) <8 . LEFAICEF& 42 1) B ¥ 49 Bt 76 4
Wi PR B AR A I B il B EAE A . LEFAICEF
BRESE—NE R, 23 2 R R A
. EEEN T, JLEFZ 2| #f 6, CEFAIEE
R, P B R RAR TR, & IATPH T2 5
PSIf#Z 0 R D, o 4PSIE: 52 3™ 5 i 3K, PSII
e E 22 1, A 6E1EH &40 5t (Huang
552010a). 7EPSIEMEORKRFSE AT HE T, PSIHA:
()% 52 FEAR PR, 38 7E JLAS /NI 3 AT DL SE R
(HuangZ$2010b).

4.1 BFREE LB FHRANTES

CEFMILEFIL VR 2 B 134K, 41 PQ. Cyt
b JFAAWE & (plastocyanin, PC). PSI, FdFIFNR,
AR E AL 156 4 X & (Fork fllHerbert 1993;
BendallflManasse 1995), LEFFMICEFHIAE & 5 H
TR I8 P AR RS O, R, AT R
BB BIAL ] 2 — A& 38 2 (A3 i 24 & 1) 5e 4,
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TMEdAENRA Tt & HL 1A% 326 16 d AR i, 6 HL 7
25 ) R B

Hald%%(2008a, b)##tH, 751 R A K FdA] fg
FEPSIEZARM BT R AE A A R DG BE p . FA &
B g T CEFfiatT, Fdid ik i HCEF{L %
fE ) I N (Yamamotod52006) . fERFIR L1 T,
PSS AR FE I8 JE I, CEFA% i it 72 2> 2. 3%
AT LEF. i, e B i 244, R 7R SCHE
HFIHFENADPHZ 1, w2 ¥ T IWLEF 2 2
CEF (JoliotflJoliot 2005), MTfij= EApHFIATP.
[FI, 5685 5 R RSCIE R MILEFYS sy, CEF U
. R, EERERIRS T, LEF2MET
CEF (Breyton%52006; JoliotF/lJoliot 2005; Kuvykin
££2011; Trubitsin£2005),

B4l PQUE I AL IR R R A5 6 CEF B A 1 5
YEF . PQEALKRAAECYt b B A RIIQMNL M, £
BEA TR, A A AR B AR CR 1 ms) Lhk ok,
PQ&EA(1~20 ms) 815 2, K HPQEAL WA I N
FELEFA% 1 i 72 7 (1 B 38 /2 B (Yamori il Shikanai
2016). MPQJEAL T Fik JFUIRASHY, CEFIA 2% K
fH; R, HPQJE#E 58 41 Jf 8 56 4 S AL,
CEF /R REML % (Allen 2003).

AN, TR, RIRSCIER B v LUNARLEF,
B 244 IR SCHE PR 32 BRI, CEF 234 il(Miyake 2010),
(K CO, [# & 52 FR {43 NADPH/ATP [ Lt 45 7t 155, i
of SO R AR IS (Cyt bfs PCHI
P700) 1AMk LA S PQEE (138 JiR, 3 B Ab T34 SR A 11
PSIHL T2 AR IFAFINADPH 2> 44 Hy 4% 86 45 s 46
ML 56 B 1 i 30k, TR R(CEF .

ALVAEVEFNR A2 2 A Ak J5 B 4258 X
RN, AR B 5T A (1 4 A r B nT DU R
TR, i LEF A CEFid f£(Benz2%2010).
FNR 1] LAY 2 PR FE 4 8 15 WiPsaE (Andersen%:
1992). Cyt b (ZhangZ52001). NDH (Guedeney%s
1996)FIPGRL1 (DalCorso%52008) H A, MifiZ 5
LEFHICEFidf#. ZELEFH, FNRI%H Z5ECyt bf,
17 INFd % 1% 33 SN ADP, 1fij #£CEF 1, FNR 5Cyt
b4 G NFASR it T — AN 7 A, T AR 3
FE E QA 15 (JoliotAllJohnson 2011).

42 KERGRERE G

LEFMICEF % ¥ () 55 — /AL i) 72 IR 3 % 4

(state transitions) (Finazzi%$2002, 1999)., FEEPAC
Ferh, AL ELEFMICEF 2 [a] (R e Bk T
ME RGO, MPSITAE TR e R &S
i, PQRAICYt b i85, LHCILR A= iR 1k, S5PSII
73, IEA% 2 PSI, Pt PSTI ) PSTELHT 73 e iUk
BECIRASIL, CEF H#4); MPSUE T Je ik 51T,
LHCIH-P£ MR AL, BB [BIPSII, i MPSIH]
PSITE ¥/ B i & BECIRAST, LEF (5183 (Finazzi%%
2002). HHAHFRRIE, HEARED HCEFI S
A PAANSZAR A 4 352 1 (TakahashiZ$2013)

FEA R I H 1 R I IR A B 4 A Ok 1) Y
STN7, fEPSIR S & i, STN7 A LMELHCI# R
1, MPSII%) & 2 J5iE #%(Tikkanen%5$2010). stn758
AR REAE BB T A, BRI, STNT R g 54
JEIEA 5%, 4G BT X ATP/NADPH 2 2% (Kramer F1
Evans 2011). 145 & perlstn 75983844 1) 26 1 2
K&, PLEE I R CEF B % 500K 25 1 i F A 41 %
(Munekage%52002; Bellafiore%5$2005; YamoriflIShi-
kanai 2016).

43 BREAEER

A — S 7 NN CEF L FE Wi Al REAAAE
— PR E AR, EECyt bf. PC. PSI. Fdfl
FNR (Joliot%:2004; JoliotF1Joliot 2002, 2005). 7E
W, REERNDH-15PSIN & E S5 S % Y
R, {ELH 47 ENDH- 1-PSTHEZE & &4, 144
RE NN S 5N B T1%8, 5P T1%
I (GaoZE2016), FEA#EH, WollmanF1Bulté
(1989) 5 5670 B i & PSIMICYt b B Gk, 2 )G
Iwai&s(2010)7E 3 P AR 3 P B ) 43 15 264k Hi PST-
LHCI-LHCII-FNR-Cyt b/~ PGRLIE % 5 &1k, 3F
BN I A 2 G AR IR T O 23 fRANN A% il 3G
WA GG R G0 (A (1) e & 1, 17 L& m] DL
HeA TN EmEHEY T, ClarkZ5:(1984)F1
Zhang%(2001) 73 Al 7E 3 S A1 /= BRI 4 8 (Mastigo-
cladus laminosus) ™ 43 B 2540 H T S FNRAICyt
bfEAMEEY). MR+, HAESCPGRLI-
PGR5E &1 LS PSIHAE, {2t/ 7+ CEF
R E AR i (BreytonZ:2006; DalCorso%s
2008), %% FE M CEF 52 A R 1 AR 5E 850 BS o

{EAESL R 7T, Peng?5(2009) 7> # t / NDH-
PSIHE E &K, FIETHE i LheaSA1Lhca6iX {4~
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TR R (0 Fa 8 S BENDH-PSTEB 4L 5 & 1k S5
HEAEH . fEKTEIGE A F, pERER L
WE M RLE TR R A B S e T
NDH#E R E A ik, XA m s B 2 A R HNA-
DPH-1 i (\)NDH & 442 CEF & B Vi 4k, 76 /K FEFF A%
FIVE R IA, wT DA AR T ORI 8 B R R, B
PSIL K& 23, XK FE S & o AT s B AE %
JKF LRI (R4 7 TH 42 9% B 22 (Xu2014)

N SR EEAR B E A2 LEFAICEF 2
[A) f % e (Vallond51991) . Cyt b= 5 A AEHE FTA
TR R A, AR R A by R 2 5LEF
R, B E Kb M F 2 5LEFHICEF (Al-
bertsson 2001). {EIRSIFVRESIEL Heid #2 i, B
W RE AL LHCIL[A PSIAS [T 42, 4524 — &840 (Kb
526 R I FERL I 1) 22 T RIS B, 10K 15 S
55 4 #KPSI-LHCI-LHCII-b f-FNR-PGRL1 %,
L5 CEFfi#(VallonZ1991), 7 A4 H i Fii i 2
A PRITE ORI 43 fif ] e 2= ol & FL T A5 s B
(P, AT H 2 PSIFIPSIL Y. [A] () B B P o [
i, B LHCIURIb 5 1 2 AR LE & S PSP B kr
JEEIX ) & S PSLIFE R S XL 78, Je & I i Ak
A, AR R T N A A I A R
[ (Iwai%52010).
5 HEYH I IEFAICEF
5.1 SELXHEY

CEFTE W 4l 4 (W 7% ) (Carpentier&51984) &
fih 7% 25 (Maxwell f1Biggins 1976; RavenelZ51994)+H
WREEEAEM. EHEELRAT, BRI
P PGRS5 )Y FE K (Yeremenko%52005), {HPGRS-
CEFAR 55 (1M 1% & 12 15 = S A Y 2R AR CEF A
Mth 3 FHAT) . BT A M SRk, F2 2
JHIINDH-15 & i 17CEFi& £ (OgawafIMi
2007), Ja SRz #ridt b (1 bl A= A P SR ARNDH
LT H R AR I S PSIZE & R 2 5 A1,
MR BENDH B 15 R AE F (Peng%5:2009) . 7E3E B
A, CEF HL i il LA 31L& B IR 1) 50% (For-
ti%$2003), CEFFEHEASM 1 ATP 1] LA Bh 2R 4
HCAE EL oy A A0 5 e 1 1 A7 3G (Jeanjean 55
1993; Gao%52011). X 3 P4 4K i pgrs TAZ PR R 4
THY A AL S AR BEAT B 78 J5 R B, PGRSST H
(R TTRR A — B0, [ PGRS 2 38 B A< i I CEF %

AT 2D 2 73 (JohnsonZ52014)
5.2 CEY

C,ia 9 858 B & 31T CEFI¥IRE /1, (HCEF & 15
RS EER M T, BIPSILE Y T/ERN 37—
BAEAPW . BYIIENACHEMBBSCEE
F I AAEAECEF, X Co 8 45K 15 76 % %5 2 (Her-
bert551990), {H 5 2L A FL A NCEFXG G A4F A o1
BR T ORE T, BTN E KT WX T
BLoEDIE . SR CO, S5 PR 5 i e i i 2L
£ i (Clarke fllJohnson 2001; JoliotfllJoliot 2002;
GoldingF1Johnson 2003; Golding%%2004; Rumeaus:
2007; Jo&t552002). T AR 7T R, BIECHE17E
1EH To e i, CEFXS i ATP/NADPH L 1] 5K i3
2 AN H] 7D ) (WangZ£2015; YamoriflShikanai
2016). il iiMunekage®s(2004)42 H, &t = CEF[¥)
T R AERK KB 22BN ™ E .

FEIEH K KA T ICHE Y, CEF R A
LEFH5%~15% (CruzZ$2005; Livingston%52010;
Eberhard%$2008; Kuvykin$2011; Kohzuma%s
2009), 5 T LEF 68 % i 2 85 4 i SR AR AU 1)
ATP 2, BUE H AR R, F] W K-7KJE 3 (wa-
ter-water cycle) I3 FL 2 &5 & (malate valve) L4 /&
% V%7 ATP/NADPH, CEFJ-F-Rril A%, 4810, B
2K L7 I CEF . AT DL B APH, & ATP, 4E%F
M2 & ) ATP/NADPHLL 4 ~F . H A, E%i
(Pisum sativum)F K3 (Hordeum vulgare) S FER
th 24k HNDH 2 H (Sazanova$1998; Quiles%s
2000), fEMAFndh RAAR T, FM SR R 5O SHE)
775 AN 77 BEL W7 43 #r B CL & UE SENDH R S48 2
H5CHEM AN HPSIRKF) K CEF i £ (Joét%s
2001). fjPGR5-PGRL1#A%ZC Y 7+ 1
H{JCEFi& 1% (Munekage%2002, 2004), 7EfLFE I+
1, PGRSAIPGRLI A §¢ 5PSI. Cyt bf. FNRUAK
FAE R R A, (HES MR S H % B R
&1 (DalCorso%52008).
5.3 C 824

CEF{EC, M 1)F5 € 21 23N 7T DA K 4% 3 25 1
FH(Asada%$1993; Herbert2$1990). H44C,-C,i# 1k
I FEH, NDHE [ 3R 1A & & 3% 1 il (Munekage %%
2010; Nakamura%52013), /£C, 4+, NDH-CEFj{Z
# % 5 B /E F (Ishikawa52016) . 111 % CoHE47)




152 T A P )

i, KA 4 E 4, NDH-CEFAE /b it A= B8 2587
(IshikawaZ52008; YamoriZ2011). C, 4441485
WES 2 i IR D A2 AEPSTT, ATPJ1F 58 4> HH CEF 42
i (Wo0251970; Leegood451981), NDH 2 C, 4
& EEMCEF@R A E . IR4EJE oK 1)
Majeran%s A (2008)#/F 75 K M ndh ik PRIAE £ K 1) 4k
EHR TR ERIE, D 22 K% Takabayashi %
(2005) 4 H, FEANFEIMCHEY H, H5PGRSA L,
NDH¥ R 1A 5CEFEA A G (HH AR R fa
B AR R 2 B K% I Munekage 5 A\ (2010) 1 &
IAE ¥ %4 JE (Flaveria) — Y5 C fH Y Al — 28 C,-C it
PR AEE O A0, NDHAPGRSH A K &
Iy A . TEIXEEIIERE, A AWK A B
NDHTE 485 WA i ) Rk i, HoAth pr g 28 A
ZH s N JPGRS FIPGRL1 #4 fR % I i (Nakamura
£2013), KL UCHIEC MDA ER T, Pifhis
ZCEFA[REHATAE . B2, X FCHEYmE, K
L C MY Fh WNDHI&ECEF S 58, 1M % — L8 C )
A ) & PGR5-PGRL 142 CEF 3 5 (Ishikawa &5
2016).
5.4 RFEY

PAAE B 18 3 A &t 0 R 1 AE 2 CEF I i 72,
ARSI = AR TR Y42 R (Cunninghamia lanceola-
ta) RIS RL, R IR 76 4 BRRDIRAS N A K IAZ
R E ] LGt g HR B HRA RIS
AR KL J2 25 74 1) 3 AL - 2% 4 (etiochloroplast),
PSI L T35 300 v T PSR FE TR B8 R o 1
HAE 58 4 B 2R A R B R A2 AR+, NDH-H
AIFNREE [ [ & B MG T LEFG & 1A% 6 4
MR EEWPsaC, D1, CFlafi LI EF N+
B HEEME, R MK, FNREA
F B GLECyt b S AR b RN R 4,
FNR&E 2 LA B S AEAE . X UL ARAE 584
RIERE TR T, FNREE H ] BEMICyt b 45 5,
NI IR T 35 A P S A e 4 SO e O 8 i CEF ik AT
FEREFEALIITE J1(XueZE2017), Bon AR Y4
HEH LR RA — RS W WA T EA
() FRY s T 2 2 B 381 O T S S B ) e AR LR, SR T,
IXFE PR i IE 75 22T 2 50
6 CEFE /5%

CEFIL % 4 K B8 CESOLER I 5L, B

R ) A 2 AN W R R, BIF 5 AT AT AR &%
KRR (RFEBERMY) . BT R, K.
TKZER ) KT CEF AT HIR A AT, (HAEMEY)
PR € B 7 T CEF— B A2 M M 4+i 5. CEF
SE R HME RUAE T TGRS Le 35 4/ i i ST L F-I
5 CEFHERA X 70 JT M0 T+ L CEF 14 7 #(Shikanai
2014). T H., CEFX & HL 7304 (1 0L R 1 4
AIPE 55T 116 JE i 2 U (Heber®51978; Allen
2003; Kramerfl1Evans 2011), T4 S AR 48 AL I8 J5i~F
7R 5 158 B2 PR S 6 77 VA S AT g 22 5 3 CEF
PRI, BWAE AL ¥ A W — il & CEF 1Y) J7 2 58 4 i
BT SR, EE L 2 Rl CEFIN 52 J7 ¥ 1 48 A M,
W RE NI FUHE L I SR (Fan®52016) . X 28757
AR 7 N BRI R R . BETTEE
151H 1T ATPH) & il (Bendallf1Manasse 1995; Allen
2003). FdRy% Mk 545 1k (Cleland f1Bendall
1992). M-4E2 3G II(Endo21998; Munekage
£:2002). P700 [ F it 5 (Harbinson f1Woodward
1987; Schreiber 1988; Maxwell f1Biggins 1976). izt
96 T P700 1 A4k 30 715 (JoliotFllJoliot 2002,
2005; Nandha%$2007; VredenbergfliBulychev
2010). Cyt by /I AL FIR 4 (Lam A1 Malkin
1982). Y itk 2E R (Herbert:1990; Ravenel
551994), HLEAR (015 5 (Bakers52007; JoliotFllJo-
liot 2008)2% 77733k £t £ CEFYE M (Fan52016); [i] 42
Jy il Lol i il S ETR1FETR2K A% B CEF (Fan%%
2016), XLEHELN LA it — 2 JT R CEFRE 7t TAEH
AR
7 REERE

SR CEFHEAL Y §E 2 A LEF LU e SR A XK,
{HCEF X} S A4 A 1) BE 5 ol 1 AT 2804 3 Ji -~ 1
HEAEH, [FR, SPaREEE . CAEYGE R U
S C i Wi 30 B e BT S AE A . H AT,
CEFiEH 1R 2 R AR UL ), 7E4 J5 BT 7o, 45
HGEMATF B, KA LGB TFRAF IS
12273 BE EE BRI A [R] W 7 A% AR R A LA
HIE R, ORHIR N I B AR O A FH 6 95 2 AR
R GRS B R A R L.
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Research progress of cyclic electron transport in plant photosynthesis

XUE Xian"’, XU Hui-Min', WU Hong-Yang', SHEN Ying-Bai', XIAO Jan-Wei', WAN Ying-Lang""
'College of Biological Sciences and Biotechnology, Beijing Forestry University, Beijing 100083, China; ’College of Agriculture,
Henan University of Science and Technology, Luoyang, Henan 471023, China

Abstract: In light reaction of plant photosynthesis, the light energy collected by chlorophylls drives the elec-
tron transport process via photosystem [ (PSI) and II (PSII). When electrons are transferred to the high energy
compounds, NADPH and ATP, all received light energy is completely transferred. This pathway supplies the re-
action substrates for the carbon reaction and is called linear electron flow (LEF). When electrons only flow
around the PSI, creating a proton gradient across the membrane, the pathway of the electron transport is named
cyclic electron flow (CEF). During the CEF, ATP is the only products by driving the ATPase. In recent years,
CEF has attracted researchers’ attention, studies about the catalytic mechanisms, physiological effects and regu-
latory mechanisms have been raised. Importantly, the development of reverse genetics also brought opportuni-
ties to deep understanding about CEF. In this article, we review the study history and the latest progress of CEF.
Furthermore, we analyze the activation and physiological effects of CEF from the aspects of stress adaption and
evolution, providing a collection of references for further researches.
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