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FHEZ 22 2 LW SIS, PSIOR BRI S IEHE L 5 Twab. 22 TId, PSIONH
&L Z ORI OV TN T .

Photoinhibition of photosystem I and its photoprotective mechanisms
in plants

Yuki Okegawa'

Plants are exposed to constantly changing environments. When light exceeds the photosynthetic capacity of
plants, the excess light energy absorbed causes the production of reactive oxygen species (ROS). ROS damages the
photosynthetic apparatus, resulting in a decreased photosynthetic activity in plants (photoinhibition). Therefore,
plants have various strategies to avoid photoinhibition in response to fluctuations in light intensity. Until recently,
photosystem II was thought to be the primary site of photoinhibition, and studies on plant photoprotection
mechanisms have focused on PSII. However, since it has been shown that PSI is more significantly photoinhibited
than PSII under fluctuating light conditions, the photoprotection mechanism of PSI has also attracted attention.
Here, we discuss the photoinhibition of PSI and its photoprotective mechanisms as revealed by recent studies.
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HEEFH L CATPS SR S NG, REMELSTIE, o
5 ONADPH & ATP % fifi o T AL i 36 3 A B 12 2 6
END. TOXHT, BHERIIEAVELED, ok
BB & 2 2 W IR R A SR s, e
KB ICHEEZ5 25 2 12X o THYOBEIKEZ KT
SEDL(INENHEE D). B T LDTE LWL
HARDAEBFRE TIIERIEDAMAZICS S5 Shs, £
DIzDRPIE T D LIt OEIIRHE L7z, SRS % ol
BB VIIRMET BB A AL AR Z TV 5.

2. PSIDFEREEHARDESE

AL R OIGFE X 19504F A 12 HEE L 72 3tk - 5
a4 FEETONRBEFEEIZB W THE SNz (Kok 1956).
PSIZDOWTH T T T4 FEZ M- 72 FEBRCLMEI RS
52 ENRHLMIENTWS (Jones and Kok 1966). L 2>
L, EZETOPSUERMZGRHE L, 19944F |Z Terashima &
2 & o TIRIRESZ R CTH 5 F 27 ) (Cucumis sativus
L) THREINS T THEH M (Sonoike and Terashima
1994; Terashima et al. 1994), PSIIZ kX TPSI®D ¥ fH 212
M 2T VAT EL-T. 27 OFEE,
10C X DARVIREE IR S 53 & PSILEL ) H PSHC B
RREN R SNz $ 72, PSUEREM 2 B XM
HHET (KRS ToORRLNIZ RS, PSITHAL
THEHBEMIC L > THIZSRIEIND Z LAVRIE SN
(Terashima et al. 1994). ZF DO HOWZE T, PSITHA L 72
v RFafIns YA («OH) 28, PSHEEKRDY T 1=
FNCTHLHPsaBOGRAZGIZRI T EHHL LIS NI
(Sonoike et al. 1997). —JiC, iR CPSIZS4ERIYIZGH
EEZTLHWIBRONTEY, £ oMY TITIKR
S TPSIZ I E D S F s EMAZFFOLZEZ b TW
% (Sonoike 2011). FFEDMWHEET, F7-MKR% & OREE
D&M T LAPSHEMESBISE SN o722 £ HPSIO
FHEMEICHEVFEAVPETI O 2o 2HHZOND
Lz, IR TPSIZ G ED H5F 5 A 1 = X LI
DWTIREZHE N bhoTWARWVA, L, Fa71
Mo TEDANZ AL EZWENITT HHAD VL OD
HE SN TW 5D (Ly et al. 2022; Takeuchi et al. 2022; Wang et
al. 2022). F 2 OFTHRIEIC X o> TGRS 3 % K
VIR X B/ 5. Takeuchi b ld, A& - Tk %
i % k& LCPSIONAR/ ST A —F — %l L,
PSI® It 0T d 5PT000BEL A O L3 % 77 3Y (ND)
DM & MBS 5 Z & & #Hifi L 72 (Takeuchi et al.
2022). LD X %A K = X LTI E F R 3 AT

T

K

WY (ND) Z#HET 20, 5HO S 5% D00k
b, Tz, EETIRBEREOMIZHE & Mt 2 M0 &
LG9 2 228 o FIH R dfe i) 7 73V 2L G X
0, >aA XF XF (dArabidopsis thaliana) % & Tk 4 O
Y CPSUEILE 2 R RMICHET 2 &M Ao 5Tk
D, PSDEFHSEICEI A W5E0 A TE T b (Kono et al.
2017; Lempidinen et al. 2022; Sejima et al. 2014) .

3. PSIDYFREE

KEE T, BEROBHEIIEIPSUTELLEEZ S
NTE7z. ZHUIPSUAME D HG A LEE I R Tl
e, BT TESHICKELTLE) ZEMEREAZL
EZbNTWw5, PSIODIY 7=y I (PsbA) &, §h
FAFTTHEITHMEE GWAR D B SN2 IEFIACH
WOHNT YN TH DD, HWIEE RIS 5 &
hal, DIV 7Ta2=y FOGREGRDNT ¥ AN,
FER L LTPSHDONRHEASEZ 5. L 2DIYF 712y
MImash, iR ashiz 7=y M LiE &k
bbb I LT, WEENARPSIEAAROHESI NI 5.
C OBERME DULFRIMBEY 4 7 V] LIFEhTw
B, ZOBEEMTIE, FsHERIEZh LGSR/ 7057 —
EHATPE 53R LTI SNz T AV ¥ — %1l CTHE 2%
F72DIDSRS 5 Z & Db h > TWwb (Kato and Sakamoto
2009). FWETE, 793 FEFAOERKE i 72
EMTA S, 186 L72D1% ¥ 8 7 B AFtsHIZ & o TREINW
T A AN ALBWS NI - TE 7 (Kato et al.
2023). 2O X ) IIPSUDONEHE B X U2 D ISIE R 12 B
THWMEIIKE AT TETBY, TOMAL LMK
LT, PSHOMGEE & Z DBHEEMEIC O W TIIEREK
FOMEEEA L RILRZEORARL LR OLFTFEL <
FEHIANTVEOTEL LRSI IN2W,

4. PSIDFRE

ZDO—FT, PSIOYHEIIPSIIE LRTHFE VFEH &
NTZ ol ISP APSIZ B4 RBHEA M LA
NOHFLMAMMAZMZTBY, TODPSIONHED T
LNBEEUNRRENTHL-DLEZLNSL. HlzIT,
PSUD G E & F 7-PSIO G i #fE D —> & LTl <.
PSHD YRS & D PSINEEAME T 4% 2 & THF % BT
HPSHCHEN S Z & & F5 &, PSIZYMHEDL S5, PSID
TR E A= R PSIUEAE A 27 WIZ & o Tl 2 1[4
T5—HT, GHEEZZTZPSIOBEIZIEFRICO LD
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1 : PSIXRAENCEIH 2 EFIERR

2H,0 O, +4H* l’L\
2 2 H*

PSIY A 7 1) v 7 BTEEIIFADP HPQT — WANEBTE2RTIEICLE ST, F9534 FHED
BYALICE S35, 72, PSIETZARHMOBILICDF ST 4. TrxidFdx BB 54k LT
Wy X7 ol B2 7% 9. Trx xB X OTrx yHPSIONGEFICEETH S Z L1350 -
TWADBZED AN Z ALIE55H o Tz, FIVIEPSIZ Bt 5k e L CmEL KICERT 5
CEICEoT, 774 FABEOBIALICEHS T 57217 TR (PSIOMILICH H 53 5. Flvid

AR Tl DN TV 5.

THY, WPOREIZKRE 2B %5 2 5 (Lempiidinen et
al. 2022; Li et al. 2004; Zhang et al. 2011). PSIOJGFGHI%HE
DV OPFNERBEFZZELEFLTBY, 7934
FIEZ AL CERENS 70 b Y OEEAER (F534 K
NIEDOEEMEAL) 12X > THIBI ST 5. “photosynthetic
control” E IFIZN 5 ¥ b 7 T Abf BIEKD Yy v L ¥
L—va v, BGRoBEIBT 2 AR X =X
LT % (Tikhonov 2015). ¥ b+ 27 10 Lbf HEKRNF 5
IA4 FAEOEEEALZ RN L CHEOWMEZ KT SE 5
Z L2 X o CPSIND#FE L2 EF Dt A% Bl < (Stiehl and
Witt 1969). 72, 57 34 FRFEOEMEILI, PSIT ~
T I o TR S N7 F 2 6 4 L F — O Bl o
FHEZH H 595 (Li et al. 2002; Muller et al. 2001). = ®
W, 7 ra 74 VEDLOIDUEEEREE (NPQ) & L
TE=F =352 LN TES (Niyogi et al. 1998). Filifyy ¢
IINPQIZ T UCPSIANDIEIL A b L A % [\#E S 5 72 D SR
HEMTH Y, PSIONRE~OHERIIV ZVEZEZ LN
T\ 5 (Roach and Krieger-Liszkay 2012). Z®D—JT, #%
W2 9 3 FEF A TIZLHCSR3IZ X o THE X L ANPQAS
ZE) 5GBS T CTPSDUIRIEIZ A 59 5 2 & SRt ity
ENTHY (Roach 2020), HHH T HNPQOLH) G5
B PSULIRFEIIK T 2 HEK & FHRGES 3 2 LA D 5 H
b LiZewvy (Nosalewicz et al. 2022). AL 7=, PSIUS
FuLboZ aua 7 4 VP7000 ML CIRE A R+ 2 2 &

12X 5T, PSIZRHET B A H = XA HE>. BALAIP700
R EDA L AL THEM L, PSIOE TR
BT ZHEREZBEMEEGEZANLCRILTE 2720, B
% IRICT OWERIZE S35 (Miyake 2020).

5. PSIV ATV v IBFLE

RO B AR O F LI IIPSIY A 2 ) v ¥ BEE
EIZLZ70 NV OREABROEESEELTH S I LS
YaARFAFOLERKRM o 2B SHL2IZESh
72 (Munekage et al. 2002; Suorsa et al. 2012; Yamamoto and
Shikanai 2019; Chaux et al. 2015). PSI¥ 4 27 1) v 7 &+
f=3#1x, 704ERT ICAmon 5 12 & - TATPR &K ¥ 2 #%
B (A7) v 7)) YEE) & L TR A SNz (Amon
etal. 1954). HFHW T EE L TH 20D 4
7)) v i RERKZ RS (1), —2®HIdPROTON
GRADIENT REGULATION 5 (PGR5) % > 7827 B IHKAE L
RBT, TrFA Y VAL 2 RS (Munekage
etal. 2002). b 9 —DIINADHBI/KERE#ER: (NDH) #é
BRI L 2R TT v F <4 ¥ VALK ZHETH 5
(Hashimoto et al. 2003). ¥4 27V v 7 E{ETIE 7L
FEy v (Fd) 675 AMF /2 (PQ 2/r LTy o1
LbfBEWE, TFA YT = (PC), PSINE BTG
§ %728, NADPHOAERIZRS-3 5 2 & % < SuPiikiE
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FTFEK

trx x trx y1y2

crr2

pgrs

H2 : ZENADENDEBICEADHE

PPARR, Trx xB X OTrx yO RS (v x yIy2), NDHE 7213
PGRSUEAFDPSIH A4 7 1) v &7 BAARED JKAE Tk (2B L O
pgrS) %30 pmol photons m™ s" DI # 54+, 500 pmol photons m™
sTOHEE 154 0 R LS HAC IS 2 Z B R4 CIoH #4:
H X7, 3k (Okegawa et al., 2023 Plant Physiol) X 0 $ik: L,
—HBe .

DFFNNE T 0 b OREAREZIEE (7734 FN
WEDMPEAL) §5 2 L2k Ab. Y uAf X F X F % EDC3
T CUEEPGRIKAGFE DT A 7 ) v 7 BT RESFREETH
5. ZOREETE {PGRIIEHIDO KA L VREF—T &
Bl WEASTEDOY VX0 BT, BY5 VN0ETHD
PGRS-LIKE1 (PGRL1) ZALCFJ 34 FIEIZLZELT
BET 2 (K1), ZoREERIBT LI 04 X+ X Fpgrs
75 Bk Id photosynthetic control & NPQ% #5E5 5 Z & AsHI K
¥, BOGR BB G TPSIO E T S 2 A A% 5 0 IR g
LY, R E L TPSDEME % /R (Munekage et al. 2002;
Suorsa et al. 2012; Yamamoto and Shikanai 2019). & & |23
IE, PGRSKAE D FEREIZPT00% ;1L LPSI% PR35 2 72912,
PSIDZHARMIZ S B EF DT — IV EPQT— VIZBE) & &
B 72D EETH B T L AR S 7z (Zhou et al. 2022).
DX )T, PGRIEAFORREIIPSIOE Tt 5k & T2
AR O ) OFNZLETH B EHEZ LN T V5.

perSERKRIZ Y O A X F XF O— I 2 BB LTI
Rk EFABEOREZRT O L, ZENSEURHKRD
WEIETIIEE L Z & TE LW (Suorsa et al. 2012). 2
DY KBRZ R L CTpgrsD 7L v ¥ — 28 Bbkas
% HEEE T 5 (Penzler et al. 2024). Hiffi X 7=+
Ly =R EED Y, ZOIFEAEHPSI, ¥
b2 0 Abf AR E 72 IZPCOKRIFIZ L YPSINDET D
TWADEA LT B D, NDHIKGEDOPSIH A 7Y v 7 &
LEFEDP LA L TWELTHo 72 fHRELT, BT
Ly — 25 R TIPSR T GAR M o I 2SI L, PSI

K&

)

R
=

o2}

S

a
o

+

N
o
T

=
o

L

A 2 m m2 m3 md x yl y2 z
Trx f Trx m Trxx Trxy Trxz

FHLRFSUTAY T r—L

o

Trx (pmol/mg X A< R > /Xy
w
o

K3 : FERAERA MOTICHEITBDTrx7A1) 7+ —LDERE
Tx7 AV 7 4 — LW R Pk % > TERAA P To
FNZENOTxOERELZ ER L2 n=>5 NDIIHHATZR
L T\ 5. ik (Okegawa and Motohashi 2015 Plant J) X 1) Hoke L,
—hBeiZE.

B ZHEMOBERITIRE D A ICHEL T/ 2
noORED S SPGRIMKAE D & 1C & % photosynthetic
control DFHE & | PSIE TS B O HI 1 2SPSID SERL 12
HEETHLZLEIHLHITH .

—HT, Y47V v 7 BFREOIA T —LREKTH
% NDHfE# OPSDERFE I $ 2 HikiE X 2H T ) b o
T, LA LREOHIZED, S, NDHARLERE I AL B)
THNEHTEETHLIEAHLLERY, ZOF5H
AHZ AL HIEEDPHET 5 TWwb (Kono and Terashima
2016; Yamori et al. 2016; Zhou et al. 2022). NDH% & DPSI
TR BT B H S RH O 2255 I 5.

6. FALRFI V(M) VAT L

PSI A 7 ) v 7 BAREREICINA T, RLAZZDIE
BALEICY S HThHDHT AL FF T (Trx) HPSIOD
NS5 5 2 & &3 H L7- (Okegawa et al. 2023).
Trxidd 5 W 2 EYNEBIITHFTEL, WHPEFOISRAE S
Nie—WDv AT 4 ViREERORGTFROMBLET S
YNV HETH L. T[T 2 Tex L ERE T2
AT LCRd, Fd-Trx #IclE# (FTR) AL THEITE
n, B YN EOYANT 4 FiGs (S-SKG) %
XTHILIEST, T8 X B2 W 5
(Schurmann and Buchanan 2008). > 1 4 X F X F @ Bk
KA P ERIZIRST NV — TI0REHOTXT 4 V7 + — L9
FHT 5 (Tex A, 2, ml, m2, m3, m4, x, yl, y2, z)
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R4 : EEHDHACFERDOFRICE A BHE (PSIIEPSIOXEE)
PSHO e R F- I (Fv/Fm) & PSIOMENE (Pm) % ABEMLELHI#2 T L 72, n=12-18. %%
L FIIHAITE E AN D H 2 L 2R LT b (Tukey-Kramer test, P <0.05). SCHk (Okegawa et

al., 2023 Plant Physiol) X O $ibs L, —#foZ.

(Okegawa and Motohashi 2015). HEFRATHOEBEREDL L W
Trx /B & OTrx mIZATPE R R ANV E ¥ - XV Y V[
BOMHELZE, BERKISTE £  OREH 2 BTN
WIEHEALT 2 2 812 & o TR E HET 2 (X
3 : Geigenberger et al. 2017). — 5T, BRI WTrx
xB X UTrx pl2 oW TUZAAL AN 2> S YU LA R % 7
DEEZLNTWZA, invivoCOAEMRBEHEH FE D
Do TWizd- 72 (Collin et al. 2003; Collin et al. 2004).
R, TNLDORPERKEBILR ED R ML AGMHI
SHLTOMFLERIMIR OGN o7, LaL, 2
NOOERRELINCEMNTHEE SRS LEFHELR
T bhorz (M2). TrxxDRIFLEEK (rxx) %30
pmol photons m™ s™ @ §§ 3% % 543 & 500 umol photons m™ s’
DERGE 15 # 0 3B LR HAZ RS T 2 B84 cE <k
Wiy, AESEIEAERDTI% L TRI LT, — 5T,
Trx yO RAFZE TN (rx y1y2) LEFAERRO AT RITEVIZR
LN o 7278, Trx x&Trx yO W f % K48 L 72trx x trx
VIP2=HEFARE, o XEFHR LD SAFERDE HITRA
LTw7z (EMRD36%). ZBT 2HBEEFTIh b D%
BHRONEW ST X — 5 — 2R 5D LPSIOEFZHEM
MMEICE %), EEPLLBE, PSIOWFHEA Y EMKICIE
NTHEILWAT B epbhotz (KM4). 7z, iHE
RTIRPSHFRINICH SN, ThETHEZAH, Txilk
SPSDEARED T IS OV TIE G Do TV AR WD, &
BIFAL CWELVEEZ TV,

7. PSIEYFlavodiirond /N7 & (Flv) & DRES%

YT INT T T, REE, a7 T, PSIEY
Flavodiiron% > /X7 & (Flv) S EICEBHT 2650 TFT
PSI% JERHED SH5F 5 2 LM SN T 5 (Alboresi et al.
2019). FViZ 2 003N gkE o028ty —L75¢
YEIZXZVLAF N (EMN) 286955 2287 T, PSI
DBEFZHFAMUTEF 22T, BEEKIIELTS L
EZHNTWA (K1), XYY F AT (Physcomitrium
patens) Dfiv./ v 7 T 7 NERMRITIEELSMT THRERM
£ LPSIOYERHE % 7”7 $ (Gerotto et al. 2016). —J)5, #HT
WY&, HELOBEFETFIvAR b TV 2 (Alboresi et al.
2019). e XYV A AT h o REES NI FVB{AF 2 1
4 X F X F OpgrsERRITEAT % L, PSIOLIEERERE
DIERA I I04E L 72 (Yamamoto et al. 2016). S5 DOFE
Rl WY DIPSID SR RAYIZE A & 2T W2 o 2
AN MALEETELI L ZRBL TV (Alboresi
etal. 2019). FIvid GG % o i ) O B4y ], PSIO T i
TEELRBFZHEELTEET LI Lo TS
(Gerotto et al. 2016). Trx x & Trx plZFTR2> & X ) W12
BT ZZFHY (Yoshida and Hisabori 2017), fhodTrx X 1)
LEWA v A1) Vgt &Rk 3 (Okegawa and Motohashi
2020). ZOEALERFFRMEEE R D &, Trx x & Trx yid,
62 5 A DB B GRE O LD, FELET
ZERELTEHLSONd L., S5LAMINCLD,
FIvOD RAE % i 9 720 2 FREW A3HEAL 0 AR THER L 72
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TR D X 5 = X LW S22 % B0 b L,

8. BHYIC

PSDRFHE D 981, PSIGEH E ASA: 38 T 72 5 7 Ao h
RTERp» o2 &, PSUFRM %G E % /R 3 WYl
ARSNTWZ & A SLPSIDO N EMEICERE & 5
T2, AL, Ao FTOALMNhz2s, e
WGt Stk % A9 CEotT, BIZEEF VW TH S
u A XF RS OEERTHPSDEE O 7E AT i &
otz 72, pgr5%§§t'?:7f5k@ﬂjﬁﬂlio“CPSIj‘éKEE'?—O)E}f

ZRIEZFOEEEDRD SN, TAERBNIEALZLS
5. B BRI, Tiwari%c:;o“CPSIj‘[’:%EL,mS‘@?&ff;H:
BWTH—EOMMESRMATEI % &) BIREVHRE D
N7z (Tiwari et al. 2024). SR F T, PSIONGHEIZ A b
L Z LB L2 R LT Bk 22 PSUR G HL P00 4 (Pm)
(Klughammer and Schreiber 1994) CTFHilli 3 % J5 35— MRy
otz WHIEPmOPEITMA, PSIOETZHAETH 5
PR 2 5 A5 —, Fx&F DS -7z, P7007> 5Fd
NDOBETAEEZ, 748F Y, Fy, EaZALTREIZS
PPAERRICHOGILIL L 72354, PmOAR T RF D513 Bi%2
SN o7, Eyg@OBEIERI 5 TnDH I &AWL 2
IC7 o7z FysDIEHIE ) = 7 BT mER BRIk FE O M
EHEICDHBEEL G I VD INETHLNIIR - T
WhhoibEZoNS, —J, FUBBLESEFETY
perSEERRTIIPMOIE T, Fy & F 0B 04 THBIE X
Nz, TS 0f%Es» S, PSIOFERHEICIZERE S 5 2
Ebh otz FyuDEHIEF I a4 FEEEHEEL CE
RIS (EPR) 209G X D llsE§ A LENDH 5 (Tiwari
etal. 2024) 728, Pmill@lbR5 &% Y EDNN—F
WSENDS, FypDBIGEOGMD 5L, 58, Fyfil
AR L 7 Wi % TS 5 2 & TPSIOLRh A & PSIT
FEZDPo TV WBEEESH O M5 IS
n5s.

ST

ARLHEOHEDOKER 25 2 TL RS o bl RF D
M5 —EDB X OmAREREEICHEHLP L LTy,
F72, KA FLOLICDHoTITME 27207z
INRZEDWARE A, HHERAE D FENFIRA A% &
WL EFET. ARCRA LR —E (GBeR) (X
FHFE (21K06219, 23H04961) DBz 521 THEE S vz
boTY.
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