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Bits 2% "

2024 % 12 B 16 Hf1, 2024 % 12 B 28 HXIE

TN TNTONBRBEREA N ALD—DTHHAT— FEBIX, FBELEETHL T 1
Y V=25 HAER T ERMEERIANO AN T =43l %E, Bh S0 A Cilid s, B
W Rk O F AL EREELHCIA S O T 4 )V F — ST E S N B FHD A A = X 2 O A LY
EATVWDLOIIHLT, PT7I/N7 TV TDOAT— MBRICEIKBHOEI L V. KT, A7—
FEBROADZALEZNICHEDLLINTZMI L2, SAREICE>TAT— FERBIII DD
L A3 ¥ 72 Universal Stress Protein® — i T & 5 SIr024412 DWW CTHEA-T 5. %12, Universal Stress
ProteinlZ & % ¥ 7 F MBED R4 W REMEIC O W THEET 5.

State transition in cyanobacteria and Universal Stress Protein

Kintake Sonoike'

State transitions, one of the light-environment response mechanisms of cyanobacteria, regulate the distribution
of energy from the phycobilisome, a peripheral light-harvesting apparatus, to photosystem I and photosystem II
on a second-to-minute scale. While the similar regulatory mechanism of energy distribution from the peripheral
antenna LHCII to photosystems in land plants and green algae is relatively well understood, the state transition
in cyanobacteria is still largely unexplored. In this paper, after outlining the mechanism of state transitions and
the factors involved, we introduce SIr0244, a type of Universal Stress Protein that has recently been shown to be
involved in state transitions. Finally, the various possibilities of the signal transduction by the Universal Stress

Protein is discussed.
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Photosynthesis, Respiration, Cyanobacteria, State transition, USP
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Sonoike 2001). M7, BWEIZGhkE S N 2BLER S
b ) =oAL FERAN, DT VT FEAGERIBEH)
THIEEY, R EEET AN AT — B
BThHsH (Allen1992). ZHOAT— NERIE, BH»1L%
SO THESNEZINETHY, 1969FEDFN (Murata
1969, Bonaventura and Myers 1969) LL3k, S4B o il Sk
D—2L LT, ZOIR)F—5E O AW 7E
INTET.

Be LM LR Tid, 7 U T AR E LTE 03,
ruanaz 4 vakruana7 4 vbkEtENSE 70T 7 40
7 X7 BHAIR (LHCP) TH 5B, ZOW, LRI O
JEB&EEsEE E LT C LHCIE, 7 a1 7 4 ba/blbhsl.2
BETH LI LT, bFSR I o4 ukEE LT
B {LHCIDO 7 m a7 4 VablbiZARETH 5. a7 4%
FEIDEEERITORILFERITD 2007 4 LadD A
Truu 74 Wbk EEhnwIbeEz b, sunr g
b BPRIYIZE 3 %06, B 2 13450 nmf 3L 52660 nmff
EONEAHG T N6 121, MbER DI F IR S
CUHEH DO NALFERDORHE N T ¥ AW D Z L2k 5.
ZDE D BREMATT, WEIDBLYR DO/ B4 E L
L Cff) < LHCHASEALSR T o UEGEE L LT X
INTRY, KERE LT v R 2 EE S8 SR D
AT — FEETHL. AL ER LA L D BEIRYIZE S
BHIREZ AT — b2, bR I A& D ERWIZkE S h
LREE AT — M1 LIPY, HREOEMIIB L TAT—
MDBAT— 12D, HDVIFE~D AT — MBERIT]
%2 Z XN % (van Thor et al. 1998).

LHCHZSWIR L 726 = f OV F — D "HFH O AL R0 &
H5IZHEEN D DM, LHCH & e ba: 3 oM HAE A
BELRFEZRZLTBY, EBIZ, 27— P20O5&EMHFIC
BOTHEIN LR T ELHCUAEA L 72k~ 288
AR HEE S CTw b (Minagawa 2011). il
T3, EBHEIEEE L RO AT X B LB,
HALFRE O L AN F—BH) (X I+ —N—) O DLE
HEHRBENTVD,

1.1.2 AF7— MBRICSIT 2 HRIBERAEE

AT — FEBIZBITLENT Y ZADOBEMIIZT T A
FE /Y (PQ) T—NVDL Ky 7 ZREPFIH I TVD,
FALFR U FIE SN, SbFR T omEEsENnIC
BVOPRVIEE, LR OE TR, ek
RUAPLDBEBFICI - TRILENDLZ LIRS, Lk >
T, PQ7 =R ITENTWBIKEIX, A7 —F2THY,
LHCHZSIX L 72 e AV F— % bR I ~NEET X9

B

b
RE

AT — MEBERITI LIS VEHE NS ¥ 225 mE
. HIIPQ T— W ASBIL I N TV BIREIEAT— MT
Y, LHCUAWI L 7206z %V F— 2 0 b =R I &
FTEIOCAT— MERZRITI LI DEENT V2%
BETE 5. By TIE, BIES L 22 oPQ 7 — v
L TH Y, RN X o TEILEN L 20, HBED
ZAL7ZT TR L, HEDOZLHPQT— VDL Fy 7 AR
AL EED, LBV THEEINL AT — &
BlL, NS 2O v X DI, B L oNE
K, FROLFSR T ORECEH T BRI E 2 bh
% (Bellafiore et al. 2005, Fujimori et al. 2005).

PQ7— VDL Ky 7 ZIREO ARG KA A = X 4
IZoWTiE, FFllE TSz L 3Evitvbon, 4
e LB A LR ICB VLTI RO S
L7 5 TETWA (Minagawa 2011). EILHOPQASY + 7
O LbfHERDF 7 VALY A b (Qo) IZHET 5 LA
K, HEI2) A4 (Rieske) ¥ v 78 7 M OEEZLATFE SN
% (Vener et al. 1995, 1997, Zito et al. 1999). = OHEEZEAL
i, 7=y PVEELTINIIHELZEY ¥ - X
LA =y FF—¥E2EMHILL (Dumas et al. 2017), FF—
VA, HlEEE L CLHCIZ Y YL L (Depége et al.
2003, Bellafiore et al. 2005), AT — 2D ER % FHE§
LH, 20Xy ALFoUFF—XiE, BRENOZ T
FEFATRMIERIN, St7E G sz, vaf X
FAFTOF Ny B ZIFSMTEMFIEN T WS, )i, PQ
T ENL L, FF—EIREELINDE LD
\2, 74+ A7 7% —+¥ (TAP38dH %\ EPPHI) {2 & 1) LHCII
ALY VEIL XN T AT — P UIBATT S (Pribil et al. 2010,
Shapiguzov et al. 2010).

1.2 YP7/NITFUFPDRAT—NER

ROk PP RAREE L ER AR, YT /NI F YT T
X, 27007 4V EMA LZLHCPR #i72¢, R4 R
BLELTT74a) Yy —apHnHiRTWS, 74aL)
V= DI OB GRLEE, KGR E) LT I NI T
TIZHEON, BRI SN R, LHCPYSF 7 T4
FEZBEMT 20N v 7 A2 RO s YV TH DD
WZxLC, 7438y v—2aid, BET NI YO —VhEE
PRHORMECY VEEG LIKEES V2 (713
vy Ry H) OERGEEETH Y, bR T 0R
WEESEEEE & LT { (Glazer 1984, Zilinskas and Greenwald
1986). 77 FOMHAIIKRECRL200, B LAY
DOLHCPEFBEIZ, YT/ N2 F)TD7 43 ) —A4
IZBWTH, MEREIZLIORE L OMEFERINE AL
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F—2 T H5AT— MERSHASNS (Mullineaux 1992,
1994). 75 F %, LHCPTH->TH 74 IV — 4
ThHoTd, ZOAT— MEBO A = X ATl s
£ Ao, ZORBIZIZPQT— VDL Ky 7 ADhh
HboTwhb (Maoetal,2002). 72, 742V —A4lZ
F7aA FELEZEEICH S/ EHFOEHLE» 5 ol
155 (FRAP: Fluorescence recovery after photobleaching) 12
X o THL DL 725 T b (Mullineaux et al. 1997, Sareina et
al. 2001). 7272L, 743¥ )V —ALWALFER I DMHE
ERAARED L HICAT— BB ZFET 2003 HO
HA% v, BEEHWICBOTAONY 70 Lb,f 4
e YEBALKOE DG I LTI, 74 a8 ) V=240
) VB EHE SR, YT 2N T T ChRMR A=
AL T B E VI EX T BH LT, ¥ bIualb,
SHEARIEREAT - FERIE22b 6T, 743K
V=20 YBALD AT — FERBICLHTE RV E VI
HLHY, RENLRERIIE SR T v (Calzadilla and
Kirilovsky 2020).

743N Y —A0FROHOWIE AR, OB
Lo TRRDLY, 742337 /78 X T20nmftilL, 74
X)) 2B TS50mmffie, wihdsoa 7 4
DRI S Wikl 20 H AT TOFILTD 5. L)y,
a7 4 VOREEIE, LRI O3 74URE T
YORETH LD LT, bRk I oa 7 £EREETIE
100F2FE & K & > (Rogner et al. 1990). §t - T, FEAMIZ 7 1
Y)Y = AHWINT B ERE OISR TS, ~
a7 VSRS 3R ONKIEEEAER Tk E LT
. vy reruuz 4 VoRTIE, WIGERSAE L
Bt ehs, BEESNZBEOREDOTY T I/ N2 7T
DAT— MNERIIKT 208, BEIAWOSRE L) bk
BICKE W,

1.3 Y7 /NIFUT7DHRERT— NERE

TN T TIREEENTH Y, G LR
RH ORI E, F UMK EICEFE L TR 0RE ST,
BIEERO -2 AL T 5D BRI, @BFO
RRICBIFA22E S~ (UQ) =& b7 HAbe
BERODYIZ, F9 a4 FEEICHEET H2PQT—
&Y b7 u bbof BAEKRD, JeA R E M@ L CTfib
N5 (Aoki and Katoh 1982, Peschek and Schmetterer 1982).
o T, WHROETFAZEDRIFELNI TH HNADHT & F
07— ERRE AR (NDHEAER) 225 OE 11, PQ7—
WICAoTenh, Y by ansbfBEKRERT, 5734
FABEICHEAET A P72 her by b7 O bl {biEsE

(RUGHRACEER) BEAERNIED, REIICREN T S
LA,

WS L7z 7 287 7)) 7 Ol oPQ7 — IV i,
PEEMIME 3R TEHITWTHLEHRESINTBED
(Mullineaux and Allen 1986, Schreiber et al. 1995, Campbell
and Oquist 1996), i, Z OWE WK & WO H HAEH
LD DTHEEEZLNT WS, bbb, IR
ROEARED B A S WEFTIZ BT, NDHEA KO
PEDSFROKGEALEESR > b7 1 A LB EE S RO
LY Emnizd, BHOPQT — Vi3 ICIKEIZ RS &%
AbNB. MR E LT, TS L2y T /N0 7))
THINE, RICHAEPQT — T X ) AT — NEBNHYE
SNTATF— F2127% ) (Mullineaux and Allen 1990), 4 FH
HRREONRE SN D ENRGROBTREIEH 720
WCPQ7— N3k VL ENTL LA AT — PUIRATT 5
(Campbell and Oquist 1996, Campbell et al. 1998). X &[]
ot E RF5 L, HEROBEAZENY b7 1 LbfH
ERICE > THH SN S 720D, PQ7— VIZFHOEILE N
TAT— 2L 5.

HROBINAE) A F— P2o5AF— M>RA T — F2L
W ZEALE, ZLOMOY T /Ny T TICH LR LA,
BT CAT — bUSAR 2O AFES S (Misumi et al. 2015).
T2, MG AT— P EBROZALE R TOPQT — LD
HICIZIEE T W oNn, HIIZIEIK S D Cyanophora
paradoxa THE S Twb (Misumi and Sonoike 2017). [H]
LEIBPQ7— VDL Fy 7 AIREOZAIR, FRETDH
Ronads, HRBEAMIlloTZoREIRISEFESET
b, BEFIIBIT D TOPQT — L ORICIE, FERE
HIRIZE 2 DIELEZBNDLY, ZDORAHZALITIEFA
WD EHZ .

2. YF7/NITFTUFDAT—MERBICHHDHIEF

2.1 T4dBUY—LBITHEER ] ORF

WY 2L 27— FEBICREDNPAONLEETIIE
ZiMoNTwA, BlziE, 7438y y—2anark
FAb R % O % CApeDB L ApcER 2 — K5 5 @\ (510
BRI B VT, A7 — MEBMR SN { % % (Ashby
and Mullineaux 1999a). 72721, ApcD/EDi#{n - DOREER
BRPS 2O TBIIEMTH Y, AT — PERIIHT
LBE WALHERAND TRV F BB T SRR,
¥ oWEOHRTLTLE—BHL T (Calzadilla
and Kirilovsky 2020). ApcD/ElX, A7 — b ER L T X)L
F—RBEBOMHIZEELEZTBY, A7 — FEB~ND
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BEENRBEL, T AV —-BEICHT 2 BB RPN
BRI L Y2 D L. T2, V7
INZ TN TOMIZE o THZOREIRELLHICA
bbb,

Synechocystis sp. PCC 6803128\ T, 74 3KV —
2O TL=y bDY A=, LT CpeGY ¥ X7 E
I2CpeGl & CpeG2D2A ¥ —=Hh ), TDH B, CpeGlEk
I— R LHEEFEABIETLEAT— MEBRP LN
{2 Z ENHEHEENTwD (Kondo et al. 2009). 2=
L, CpeGISAT — FERZHIEL T2 I L2 ERKT
BDTIE%RL, CpeReEL7 4 T v —a%, b
RIDOT7 Y7+ & LTHTWA 72912 (Kondo et al. 2005,
2007) A7 — FERBICHE LT ARWI L2 KBL TV
EEZEZONL. FARISUEFERIOT 7 E LTHL
743UV —AELLT, CpcLZ &t d DPBHSN T
% (Watanabe et al. 2014) .

fh, GLFR IMORETL LTI, PsaK2hgis s
Tw% (Fujimori et al. 2005). Synechocystis sp. PCC 680312
BT, BILERI Y722y b OB HET T
ENED, TOREY T L=y bOWH, HE—PsaK20D A7)
G TREDFEIND Z SN T (Hihara et al.
2001). PsaK2id, sl06297f5F 23— F &7k R
[O%7T2=y FTHY, WHREHETTRIANFLENT
JAbFR T EARICHARA TN, HEHIME L -/iEc s
WL, PsaK2OKABIZE D AT — FBEFAON L R
Z70%, BREWC LI, §90ICEME L 7-Mifgic B v Tid,
PsaK2RIEMETd o THIARIEAD X T — M ERHHS
% (Fujimori etal. 2005). 2 Z L&, §55BEIML L 7-AiH2
EHOGHME L 72/ ClE, BB AN =ZANICEDBAT—
NEBEWTBY, PsakK2id, HGHMLMIZICBT) 5 A
F— MEBIZORMPVTWDE I LEEKRL TV, Psak2
DRI FECTOEFTRTHRALND Z L2,
HGMETH S N B PsakK2AF D A 7 — M ERIL, WHEZEAL
WZIBE L7 AR oM Cld e £, BEZRISNE L
72HE 5 DGR DREIBH AT VDL EEZ LN,
B, PsaK2OiREll X 2 RBBFEAKIIA R L T
GrORHELEE TAHIMLREBRETH LI LT, —E
PsaK2 25 ALFR L ICHAREN L &, AT — FEROR
BEEHRID D TR THES NS,

2.2 ZO{DORAF
221 REREEEERKERAT— NER

25— FERIE, PQT— DL Fy 7 ZIREDZELIC
BELTHESND 20, Y7 /20N 57 TICBWTI,

B

b
RE

W OETRE, H5WVIEEY R AHR0ZE kI
Lo THELZIT 5. Hl2IE PROEFHREIIBY
TH/ VOt %H)NDHEA RO 7 2= v FNdhFI
DRBHTIEZ, BEIBUE L 72MBIC B W THPQT — v ~D
BTOWAPIH S NG 720, PQT — WIEHRALIREE 2 Hf
7eB., o T, BEISIZE YPQT — V& &IL L TR
7 — N2RHE T L Wl 4 i TIEPQ T — VidE L S 7z
TIIERY, BEFERTOQNHQNDETfRIEDMHE
#ITa Z2DCMUDHAAE Tt 2 L CPQ 7 — )V & BR1L
L, ZOREBEDEICE>TATFT— FEBZRIBL LY
LLTDH, Aprk, 25— PEBIIBZE SNV (Ogawa
etal. 2013). X5, MRROETIZEOHEILL LS
NADPHIL, ¥ 7 /N7 7)) 7IZB W TUIF I~ >~
=Y YEERIEEIC L > THE I N 720, B~y
b= YR AR T DEEREO—D6- R AR TNV a v
7 e Furr—¥ax Kk REK (Agnd) 1I2BWTH, %
FORPTFEATFT—FBBIIASNR %25 (Ogawaet al.
2021). L2L, SO BYAETY, ¥ 7o hcRIbiE
FrMHETLEIT LAY 7 A EZ RN L TR L7238
HFiTE, AT — F2&FET LI ENMETH D, MEY
RMOEEZERLTATF— MERBEIFMT S &8
WREZ e 5.

2.2.2 mpag{cF

T v F LR % AITzSynechocystis sp. PCC 68037 I
U=—@O7uu7 4 VHENEA A =2 ¥ 702 &) fobkkihe
DI REE2RTEREKE X 7)) —= 0 7 LI2HER,
rpad’k rpaBASHEE X 7> (Ashby and Mullineaux 1999b).
NS OBIZTFOERKE, 74380 V=255t
FRNOIANF —LEICREZRTA, b0 :R
TR FE LTHOmMpRBMOL AR AL Fa L —
y—na—FLTBY, ZoOflfzAT— MERBTIEA
{, BIEFRBLAVDOBDOTHLLEZOND. £H
Lo#ETL, o7 a— "V aHEicEHeTw 2
(Riediger et al. 2019, Scheurer et al. 2021) Z & H3HH &5 2212
o T3 I Enb, Fifi TRz L9 2 AH#oMEDY
G EBS LTV RWRESEZ SN, M), Ak
WL CHEEX N 72mpaCllonWTlE, BN RRETH S
AT — FERICHNTW D EHE SN TV S5 (Emlyn-
Jones et al. 1999), Z D HEARM % A A = X LIZOWTIEAR
HTHh 5.

2.2.3 slr02445&5F
T, BT A0 FEEHWTAT— MERIZ
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Bb 58 L WIKF-2 Bk S 72 (Fukunaga et al. 2024). 7 4
YV =2 %T v TFRELTH2Y T I N F)T
@ ® T, Prochlorococcus, Prochlorothrix, Acaryochloris®
SEIZT 4 a ) Y- xFlchwkEZONSL, 743
Yy — A3 Ab s LT, To3ROH
D DTEAAERT, RO DE L DED T ) LA
FTHMETFIE, 743 Y —2OKEICEST 5TH
PRBNEZEZOND. EBRIC, 20X BEFICEDY
VAT vy 7EN EMOI0BIEET DS b, 5#EiETE
7438 Y= LAOWKS V37 HO#ERF, 2851
743KV — AOFMEOFRIIHDb BT, 15#
fFid 74238y —2HNTOMEH T AV F — IS
b bAhaT ) A K5 87 BOCPOMILFTdh - 7-.
2T OWN, sir02441%, %3 2USPET 4 — 7 A%
Y VT LI2OWATCERRRABIR T Th o 7275, 2O
WL, 74328 ) Y- A& LPQT — VORRILETTIX
EETHY %NS, AT7— MERBORIPEbIL T,
SIr02441%, A7 — MERBIZBIFLEPQT—NVDL Ky 7 A
&AA, FRUBEOBBICrrbE EEZLNDLN, F
D BRI EREIC OV TE, BRI TIEA S 22 Tla e,

3. Universal Stress Protein & IBIEIHE

3.1 Universal Stress Protein®4#

Universal Stress Protein (USP) 1%, %% (stationary phase)
BEHthie B A PLVARETICBT 2 KGO 707+ —
LRI B VT, I RBIAS LA TEY VX7 EE LT
[F5E & M7z (van Bogelen et al. 1990). ZD3H%, Za—
NVERG RN FOLR T2 w—7F, Ay FAv
Iy =L THONETT Y4 Vg (ppGpp) 12
FORBIAHAMENT VB I LARENT VA, FEBIHA
Ml BEZRT-R, #HHiOA D= X5, 2L TEHIGE
RSOSIBE & DEFRIZDWTIE, FEWITE L DWFZED AT
bRTWED, lcDy 87 BORRIEIZOWTOME
X4 7% v (Kvint et al. 2003). USPIZ, @, 7—F7, W
B, WL SKHAET 525 BWICiEdE ) Aoz
ER/IZIZHEMOUSPET 4 =730 04%5H 0, 2D
DUSPET 4 —TIHF VT AIZHATNELD, T VA
K= —OFHIZIDFE2IE2DODUSPET 4 — 7 HWAT
WaH0, FF—EOTHIZIDFZIE2DDUSPET 1 —
THBHEATEE D% ED, MAPYIZASNS. USPE
T4 — 7 O—IZATPOFEGEHRAL & K¢ 5, ATPHIAK I
PEEFFOZ EATRBEN TV 5.

1
Usp USP motif with conserved /7707
cysteine residues
sll1654 USP
USP Other USP motif
sll1388 | USP |
| Other motif
slr0244 USP K USP
1| 1
slr0670 SP M USP |

sk1230 | USP I USP
sir1731 W gt s @ USP. W
m USP I USP 1

5117864 W \oltage gated CI” channel NS USP M USPm

1 : Synechocystis sp. PCC 6803047/ LAICR 5h BUSP
EF 4 —T=HOEEF

RSNV AT A v 23OUSPET 4 — 7 2HkfaT, ZhnDL
HOUSPET 4 — 7 2 FTRT. RFETRLIZIDDOBIETH,
BNV AT A UDBFHETHUSPET 4 — 7 & 4o TV 5.

slr0415 * Na*/H" exchanger

3.2 Y7/ NITFUFDUSP

Synechocystis sp. PCC 68030 354, USPE T 4 — 7 % F}
DEIETIE, 7/ A RIOOHFETS (K1), To9Hb,
sirl101, sll1654, sll13881%, (3IFEEDHMOUSPET 4 —
TS bBRTTHAEDIIH LT, slr0244, sir0670,
sIFI23013 % ¥ F AIZAE A2 DUSP SR S T 5.
¥ Bslri731, slr0415, slIS641, v 5 v AR —F - &
DTWICUSPET 4 —7HBIND I A TOHRETTH 5.
ZDW, slr041573 3 — K3 5% DI, Synechocystis sp. PCC
680334262 ONa'/H ® 7 » K — ¥ — NhaS1 ~ NhaS6
D) HO—DONhaS5TH ), HMNLBIZAAES 5 (Tsujii et al.
2024). Z ®ONhaS5D A F R FE X D Ao TV R WS,
P42y Zd-AMPOFEE S VIRV ED A ) —= v 7
CBWTEEM Y Y2378 LTEIFLNTEBY (Selim et
al. 2021), ¥4 7 V) v Zdi-AMPHIZEE A b L ZAIGED
T FMEECEMBIN DD L EEZLE, BREED
FEH RIS L w2 NN H 2. ZOHH,
SEATPRE AR, FEBRICIEHT A 7)) v 7 di-AMPR K&
LT3 Lz,

S02441%, 7 V% L K& ¥ ¥ & OMILAEN O8I 7
RS, ZVF L FFL BT HEEl Y o3
JHEOFERE LTSN TWw5D (Lietal. 2007). SIr0244
WCIFAET 240D Y A7 4 Y HRIEDOWN, 2% H DOUSP F 2
A ¥ DHEEATPHE G DOHFIRIZH 520D Y AT 4 Vi3,
ERMPUSPE T 1 — 725 7% ASIr1101 & SI1165412 B fR- 47
ENTED, INSDOUSPIE, BbER T ORITLHMOL K
7 ZARBICLHHEE2ZFTCOLMEELEZ 5N,
SIr0244723 b B A7 — FERIE, PQ7— VDL Ky 7

03
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¥
slr1101 GSPGKI 1
sl11654 GMASFTI
Chloroflexus LPPAEAI
E. coli GSPKDRI
Paenibacil lus GDPASVI
Methanococcus GTPSKEI

Cryptococcus (fangi) KNARHM
Physcomitrium (moss) GDPKEKI

Selaginella(fern)  GDPRDSICDAVEKIHADLLVMGSRGHGAIKRTFLGS
A. thaliana GNPKEAI|GEAAEKLGVDMLVVGSHGKGALQRTFLGS
0. sativa GDPRDVIICDATEKMAADLLV

X2 : L2 BEMDOUSPOHEEATP
ATPHE G b b EHEE SN D T

Bl B

Possible ATP-binding domain
RAKQDNSD I [VMGHRGRWGLSEILLGS
VADEVNADL [ VMGCRGLGLTTEGVAES
YAENHNVDL I VIIATHGRSGLSRWVFGS
LAKKIPAHMI I IIASH-RPDITTYLLGS
SAKQEKADMI IMGTRGQGLVSEL ILGS
YAEAKNADL IVMGTTGKTGLDKLLLGS
LIDFLEPTMVIVGSRGLGKLQGILLGS
SVVDAPLDFL IMGCRGLSRLRRSILGS

EAERAIEA DT X /BB
IV BBRIEONRESINTHD DO L, HithzizsH2o

DIYATAVONBRGEENTWDLLDE, ZNENHM E RO TRT.

ARBIZIDHHENTRZETTHE, ¥ 7 /17
7T O%E, REROEFREDOL Ky 7 ZKEL, 1.3
i Tl _7z2 & 902, IR LR T TIENYROE
REOREDLITHI NS, HERELITFROIREEY)
DT TIRET 572012, L Ry 7 ZAIREE R 240
TRERALTY 7 FVERAEL TV LI REEZ EVE RS
N%. r7uau7 4 VatEE) 7 — # ~X— AFluorome (https:/
photosyntheis.jp/fluorome/) 2 & B IENTIZBWTIL, slr0244
DR L rpaBO B & HOCE B OFPEZ RS 2 &
ARENTEY, RpaB& OMENEAN X 0 A ORI
Whb o TWHLIEENE D % 2 515 (Fukunaga et al. 2024).
FERISIH24403 D X H AT — M EBZHIBHL T2
DOPDOER L AN Z A LDOMHII N2 LOMETH
5.

3.3 USPEERENSDY T FILDIGE

A MV AEHETIZHT B Ak A R USPOIEBLRENIZ b
LWgEHlZ b oo, Zoi, MNO#ELETFIZE >
TELZY, #1z1E, Elkosir0244Tix, %G T (Hihara et
al. 2001) R F 4% (Mehta et al. 2014) 72 KD A b L A 5T
ZOHRBILLAETT S, i Ld, —HBDUSPIZD
WTIE, USPHAEDZBEREI L W9 Kb, FEGxs LA
FRICEAHBERLL Fy 7 ZHIBIZ X - T, ZOBERN
ST B REMED W

i SEATPRHE B EBAE 13 % < DUSPIZSH B ARERAE STV
5H50D, T RTOUSPHATPZ A L TWwWb b Tk
%<, ATPREEMO L O LATPIEEER O OPFET S
(Kvint et al. 2003). ATP#H & D b DITD>WTIiL, ATPJ
KRGTREREZ T o TOU B WD B 2 L2 s, GTPE G
HALTEREY 7PV ERET A5Gy V3V HD X H I, B
NSO Y FIVD AT L DATPRESGIZ e 720 b,

R ASHEE S % & € O IR RF I & ) ADPAS G TUIC
RAZEWZEVYTFNE AL vF ¥ 7§ B Rl
EhTwad, ZhET, EHOUSPOIEEEDOFREEEIZD
WTOHRBITEAE o7zl b h D, TOEREITA
WTH 5. 320 THBRIzL I, A 7Y v 7di-AMPAS
WA LTRELEA ML AIRED Y 7 F WVAZEIZE) < WHE
HhEbEZLND.

L Ky 7 A& L OMRICBW T, e ATPR &
ORFBOT 3 7 BRI 2 o LW OUSP & ik 2 &,
ZORBIZYT /N T YT O—EHOUSPIZE S 7z 1%f
DY AT A VERFEDE LRI E TRESN TV S (K
2). o T, DY AT A VIRIERT ZHDOUSPIE, L Ny
7 AFIUSPE LT, MEMEMLREDOKA L Fy 7 A6
BIZHG LTV AR E Z 55,

TT=Y X7 VAT FOMKEDOFHIZ L ZATPHEET &
ATPIERSER, Y AT A4 VHRIERTOFIIZLZ LV Ny 7
AMEIV By 7 ZBD, FRA GEPREICBNTED L)
LRARICH 2000 MBHBITEE L LS TwARw, L
ML, TNSHOUSPIE, DT ik AWM L Bk 2 72 BilE
ZALIZBW TV T W2 ¥ 7PV RERTTH S Z &3
FENRWEEZ LWL, 5%, RAVERREIZBWTID
USPORRREDH S 028N 5 Z & FFL 72\,

RO ORI LT ITRHAZ 728 o 72 HAHT
VRFOPMRKIELIEH P L EF . 2T
L 72078 — R JSPSEHI £ 22H02651 35 & UF23H04961 9
Wk z sz CTfrbh T L7z
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