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2024 % 12 B 2 B%f1, 20244 12 8 31 HZE

AL - ot ik e LABRBBHITHL L Ny 7 ZHIENE, LB A7 2 ofI#c EE 2 5E
RELZLTVD. ZoHERIEMEER, #ENTTHLFHL FXF Y UPFETRERICE > THELZEIT
NENFEDEMFERIZEL, TOBELEELTL2E VI Ty T Bd0L LTEZLNTW .
EZADE, HWIERAOL Ky 7 ZHI#%1E, 5% < OFIBEIKNTB X OCBEWNEEE D B b 5 iM%
BICTMEERY PT =27 ICE o THREN TV LI EDPHOLNIIh - TEL. AT, RIEOHE
WRPSRZTEZL Fy 7 ZHIROFERICIONWT, SHOMRELEEZ LR RO T 5.

The redox regulation system for controlling chloroplast functions

Keisuke Yoshida', Toru Hisabori*’

The redox regulation system is one of the post-translational mechanisms, which is important for photosynthesis.
In recent years, many regulatory factors and target enzymes have been identified in plant chloroplasts, raising
a possibility that the redox regulation system is composed of highly divergent redox pathways. We discuss a
current understanding of the molecular basis and physiological importance of this regulatory network, with future

perspectives of this research field.
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R BHEETH 5. FfEO L Fy 7 ZHERE,
ERETREROBMEICL > TEONLE LT EH NS
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H1:ERAEDOL Ky 7 AFIEROBER. HUHRETIV(A) LZORTHFEDL ALY b T —

2 ROF 2% EF IV (B) RS

2016). & Z AVNEAE, MREMIIZE (72 AENT- 70 7 F —
LRHT) OEEICEY, FERAO L F v 7 AHIERDS, fE
RSN TV Ao 728%  ORIEKF#EB X ORER
BHEBEIC L TR SN TVAZEDPHI LI G5 TE
72 (M1B). FlziE, BTHBRT D LI, H<HABMMS
N5 KN OTx 2, HHEBEDSO T I 7 BRECHIIZ
XoTHEEINDL SO0 (h 754 7) BHFTET
B, TRTOAEWZIEEHICTxZ 20D, TrxlZZD k)
LEMUEDS R OEN L DY EREOATHL. Thb
DA, [TERIKL ¥y 2 ZHI#RI1E, & hfmiErk
Baty MU — 7 IRICBHEICIRD K58, BEx 2 RERE
R 2 BRBEOZMICR L THAIHRE> TWEHOTIE? ] &
W I EEMEATRIBEE NS, L Ry 7 ZAHIBRIZERAE N
TEDIH IR SN, BEEHROZLICED I HITNEL
ZLTHYDOEFEREICBNTED LD ks 2 51721
TWBD7E59 7. P EOELEEZESL Fy 7 R
HEROMER, 4F X W RHEEATHS

2. U Ry 7 RHIHORNEESR

[ED LD TG AREENTxOER & LTL Ky 7 2
WMEZTB0N] ZBHTHZ L1, FEREOL Ky 7 2
FIHROWMIEIC BT A2EEREHEDO 1 DTHA. THx T

¥ HAFATxfEl % L Ky 7 ZHIR LA RS & LT
S L7248 (19804FELE), TrxDiEfg e LCiRES N T
#EIE, VY - XUV VOO DEE [ kL
T T RK3-1) VS e Fa 4 —+ (GAPDH) ; 7V 7
b —2-1,6-E Ak A7 7 % —+E (FBPase) : & FAT Y o —
A-1,7-E AKR A7 7 % —+¥ (SBPase) ; FAKY 70 FF—
¥ (PRK)], ATPH R4 (ATP synthase), V) ¥ TNV 7
Tff) { NADP-Y » It Fu 4+ —+ (NADP-MDH),
BALI Y b =AY VRO 7V 3 — X-6-1) VT
Fa 29—+ (G6PDH) D 7 DDA TH -7 (I b DS
DIFEAENETLIND ETHEMHAL SN DAY, GPDH7ZTF
WFERICIC L - TR LS N G). ZoREICEREIn
72Dk, TxEMHEAMEMEZRTEHERORZ ) —= ¥ FEN
BEHE RS NIZ20004E LD Z & TH S (Motohashi et al.,
2001; Hisabori et al., 2005; Montrichard et al., 2009) . [d] K1
WCHEBGNZ w27 a5 3 7 AR 2R L
722EbHY, Ly s AGIEMOBENEFRICET 5 R
EARBEICEIM L. B, TR s ee T 4
NVEB R ST ABEDNTXICE > TL Ky 7 A1
Z\TBHRES RSN, FHBILY AT A TH L
B A OB V2 It 2 Tx e S G S B 2 &
ISR - TE72 (M1B). AFTIIEA O
MR OFBIZET 525, TNHITZNENOREER
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K2 : L Ky AHEOZMERO—F (PFK). (A) 3EEARPFKE 4 N VEIPFKO ¥ ¥ 87 Y
DO—KHEDOEMER. FERAEIOF L v VO, 2200 A5 4 YRR [Cysl52&Cysls7 (v
AXFAF)] #ECWHAFIERT. TP, FERARITX7F K. (B) AlphaFold3 Tl L 7z k%A
PFK (F F9~—) OVfklEE ALy IYoRy 7 2, HAFHBO 2003 2574 Y BTOSTH
TANT 4 F§EaERT. (C) FBPase EPFK®D L F v 7 ZHIHIC X 28]/ W O fCH# B 2 o] Betk.
BT T, FBPase: PFKIZ & & (23 IC X N5 A5, FBPaseldifh b & NPFKIZATEMEAL S NS, Z Dk
B, Avey Ry VRIBEIMEES NS, BEITTIE, FBPase & PFKIZ & b ICHE{L 5%, FBPase
FIATEHAL S NPFKISTEEAL S D, 2 DFEHL, RN R AMEAE S 715 . Yoshida and Hisabori (2023)

111

SN

TICMA THBEOBHTLELOTY A MEIN TV
(Lindahl and Kieselbach, 2009; Montrichard et al., 2009).
7272L, D& RGN A O Trx & OMEAEH O
WRETEAURIE SN-BERIE, HLEFTL Fy 7 Ao
BHOBHTHL I LICERELATNERS 2w, 71
T & I 7 AEM OB KA D BN O IERER I
MEBF20EHLVL, 2R Ld [ELETRED
AL EILIC OB D200 ? ], [ZOWELED L)
W22, [ZOZEMEHZON? ] ZlwoER L
WIS 25213, CORETIIRLZEBTE R,
ENEFNOBEOL Fy 7 AHIMOW G EREROT, £
DT THIELIAO 2T 50121, 4 ofERKICER
L 7256l 2 AT S L B 22

ZD X)) BHFIHEDINT, BAbIEIhE THEY ~
RN B WAL 2 DT E 7. 22T, Bk
KIRER DR AR 7V 27 +FF—+ (Phosphofructokinase;
PFK) ® L Fv 7 ZHIHIZO W CTREE L 7= i OBz
TH#4$ 5 (Yoshida and Hisabori, 2021). PFKiZ, —f&I¥
WA NV TOMRRER ORHE R & il 2R L L
THSNDZ D, WOLGEIEREBAERDT AV 7 + —
LIRS 5. EIIZOWHRIE, RboMbaMRy, L
DT T A I 7 AN= 2D ORI E T E S
nTwiwv, LaLl, TV FYv 20 EEERAZ vz
TVERSCIZ, BERARPFK OB FEMEIZ AR LA & > T
fbL, EHIIDCMUIC & 2 BEFREMERLDTTIC & % #7C0
MBI X o> THEBEE 2T 5 L) BIREWE R H -

72 (Heuer et al., 1982). 5 OFEF1E, FERMAPFKAS L
Ry 7 ZHTICHHILERBETEZHIDEFZ AN
B, FOEITELRDLTHBRAENFET = DB olz7z
BDIZ, TNETL Ry 7 AR OENEERE LS
NTIhdhol., FZTRELHIZ, KBRETREIS,
BEIRMAPFK 2R3 L, —BDin vitroff¥T # 17> C, (1) 3
FRAPFKIZ# TS & » T 2 AL =217 5 2 &,
(2) ZOBRITCIZIE, BEEOTxY 754 709 5 { MTrxd)s
HBTHB L (Trx¥ 77 4 FIZoWTIIEak), (3)Hkk
RPFKIZH A M VNI R WA T 3 7 BBELY % 35 - T
BY, TOBRHNEDOY AT A Y R7PEARTCAAL v F
ELTHTFHNTANT 4 FRGEIBINT 52 & (K24, B)
BREZRWELMII L S, BICICX > TRIGEEIES T,
FRALIC X o TIHHEAL S B & w9 FlgRERIE, o<
DOEMFFR L ITHTH Y, FIREVWFHERLEF R 5. PFKAS
rlmonszv Ky 7 ZHIH O S T d 5 FBPase®
MRS AMBT 2 LA2E2 5L, MEEOLFy 7 A
HIE AT O SRR O R I HEE 2% H 2 Rz
LTWwa0hd Lzwy (M20). ok ) RugEkicH
512 1din vittoD A LSRN 7205 TIEIA T TH D, in vivo
L ROV DA FRAE I % ST AL FEN S %2 B

3. UV Ry I XHIEHFRDIN vivoENRE

FHEOLV ¥y 7 AHH OG5 F RO B# 72T T <,
ZNAEB O X 5 HBRBEREICN L THARNTED
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EHTREL T2 WL TH L S HELHR
BMTHL., Tl hn, SHRET HHEOMWE TR
BITRBICE > THESND LW RIIROT, —ERH
JCHAS 7 S ORI % il L 7z BEAR AR R BE O S EER A A L
SICMER LKW T EOFRMEZTRD Lo 2Tk
PHWOLRTE, Lo LERICE, ZERAENpHS < 7
Y7 BREE L o 7O P b BERRAREE R OIS
BB EDVDDoTWEDT, BALEICIREDZELD
AERIELTWD EIZRS 2w, BEOMMMBGED S
PEMECH 2 £ COM, BEEOMILETTIREA MR T &
TVLOREEbLWVWEWV)I LD, HELEN G, o7
METH 5.

BMizbid, EroBEE2ML L CAIEgIZF+— V%
YU A I FRIETEBAIL, JEEITTSDS-PAGERIZY = 2 ¥
vray MENET) 2 & T, HIEEEOin vivod EE{LiE
TIREENY FY7 FPORTHNT 2 FEEHVTNS
(Yoshida and Hisabori, 2019). ZHhIZ & - T, HEOWE
BN E L T LR 2 b fNE Yy 7 VT A2 L%
BIIL, LRy 27 ZH#ZDIn vivoCOREI 2 13- & 0 &
L7 TRy 2 &EAVTE 7 (Yoshida et al., 2014). BLERZE
W LI, WIS I I N B I, BRI TARE
Bz oTw BIZIFATPA R IV EDO T TH R
HWICEICEN, —HTHVE Y - Ry VABOEET
& % FBPaseX*SBPase 7z E I GG BHAR TR ICW - < D) L&
TLEND., TOETHEOENE AR L TW5EERIL
FREWSPICHR o T, HHICEEE L oMIbEIT
B OENTIIFHMS O %W, 1 OOWENEE L CH
AN DO RIEDEN (FF A4 FERESA b 1< R{FED
DEN) BEZSNDLH, TOWFREMIE F ZEBRI SR
I TV (Fukushi et al,, 2022). BWns 2 7R ATPA
TR LW o D & L7z % 78 9 FBPaseX°SBPase T,
HIENZ 2 BT TMRERE C O b O % 2 W HetE b
H5B. Tbb, FBPaseXSBPase® I ITIL AN 191 Fd/Trx
FERRICARAE S 5 — 7, ATPEBUEER O IC I3 R E DT
INMEERE DS L Cwa b Lvewy (k). #Icsh
FOFENORIEIID 55 F A7 = X LD, 4HD
MEDOKREHRPETH S, Tz, TOEMWLREZEFRKITHE
59 LT HMAELLETH L.

TR, FA VBV E T T oA
IV AVNNVTIEH LS sif@EE sh, ThET
L Ny 7 Ao () & LTS Tuwihholz
FEEAOGITIE U TR bR c IR 2325 2 LR
& M7z (Zimmer et al., 2021; Huang et al., 2023; Hou et al.,
2024). T HOMEIE, L Ny 7 ZAHIERDI AT 5 3E

FRAPEREDOBIR 2 S IR T 2 HE LB TH L LT
ZA. G, Lk L7z X9 AR o EALH @I 2 2 b
OFBU LI S N7 EER B0 L TATwY, L Ry
7 AR OG5 T RBEOEKGEHONIIL TN L
WEETH 5.

4. L Ry T RFlfEHEFEFOREEDE

BB ZOL MR TR <, BT oL M 32
FARL Ky 7 ZHZOKE ZR#MTH 5. mid L7z &
I, BRI RTZTTE520% 7547
BEAEL, TN RN T v M % FFONTRC
(NADPH-Trx reductase C), & SIZIITrxDIEMEERALO T 3
J BRFEHIWCGPC & 72 BLsl & RO B O Texkk & ¥ 2% 7
B EbET LI LD 0o Twab,. T OflK
THIL Fy 7 AHHRICBNTED L) ITHEWG1T S
NTIYATLAEERELZ T L0 OMBEI, Bo5H
DEIEHETH 5.

4.1 520TrxB 7947

FA/TrxfEEE A SN TH D 2V, ERAOTxE L
TR EmB OO A DR E ST Wiz, TD201F
Trx¥% 7% 4 T O THIRWIEBEDR S T & 2% (Okegawa
and Motohashi, 2015; Yoshida et al., 2015), ¥ D7/ L 15
WA S PICENDBHIZE DD o TV BB TIE RV
LEZOLND. FO%k, 2004EDT TS XF A FDOEYT
J hfREiE RN L LT, xB, vy 2 BIDSEERMKICRTE
FTHIERHESIN FEEETERVD O, Th
55 2DTx% 75 4 TORRIEDENIZOWTIEDH H 1%
EOMAPER L TW5D, Al Lm#liz Zh ZNFBPasek
NADP-MDH®D# 3 1 2 G AL - & v 9 FREIC DWW T
mHdINi. ZOHROWIEL? S, FAlEmAEIIMW 3 > W
TEALTEREBELT, ANVE Y - N2y VSR ATP
B 7 EXCE S I E R D 5 R O &6 - 6k
LIS TH S LARENT WS (e.g., Yoshida et al.,
2015; Sekiguchi et al,, 2020). iz TmElL, 55 31 N
V— X v ~D3ETEIIEF (Motohashi and Hisabori, 2006) %
YA 7)) v 7 BETAERHE (Okegawa and Motohashi, 2020)
l, FERRBRREEZ o TV A WREELSDH D, v u v R
FAFIZBWT, [ MOERKRTIIEE 2EFHE I
WInZew—77, mBOERKIEFTHEZRT EV)
FFEIL, 20X LmBORRNEREZ XL T
b LNewv., — T, xBEyIIHEBILREEZ~ND
BRICT BRI IR T % (e.g., Collin et al., 2004).



RO L Ry 7 AR

CORBLEEBERLTV202EELESE) LT
s, dil, xBE y BIAVEEET TR kS
RIDT 727y —MORTEZIH L T2 2 EAUREN
72 (Okegawa et al, 2023). z &%, MIFEEIRNAKRY X 5 —
% (Plastid-encoded RNA polymerase; PEP) #A1K12 & % Bk
OB HEBICHED L EWEINTWS (Arsova et al,,
2010). %R, 2B/ v 7T MRIETVE ) OFRBH
R, 7272l ZoORBUMOKKIZ, HIZPEPE AL
OREEHR T & L TOREFEET, L Fy 7 Afl#kE
I VE T W REMEAYd A (Wimmelbacher and Bornke,
2014). —) T, zMOBORToORERMKE T RIS
RNAFRENDL HRIE X L TE Y (Diaz et al,, 2018; Wang
etal,2021), F7ZHNLVTIxEFZ 5.

4.2 NTRC

NTRClZ, [— AR Y X7 F FHNIZNADPH-Trx reductase
FAXAL P ETx R AL Y FFONATY v Ky 28y H L
L C20044E (C [ &7z (Serrato et al., 2004). NTRCIE#&
JEHIR & L CNADPHA H v % 728, Fd/Trxifk s & 134007
LT 2 eMTES. a4 XF X F ONTRCR I
FREOHALE ) EFHEZ/RTOT, FdTriEl Tt
WX TELRVWEELGEENH L L PRIND D, EThiC
Mol EZEON TR, RIS
S NZZNTRCOBERE S, HEikfh O E R L HRILREEE T
& %2-Cys peroxiredoxin (2-Cys Prx) D c A TH %
(Moon et al., 2006; Perez-Ruiz et al., 2006). ZDH%, T 7
V4 (Michalska et al., 2009), 7 a9 7 1 V4% (Richter
et al., 2013; Perez-Ruiz et al., 2014), AN E ¥ - XV U ]A|
% (Nikkanen et al., 2016), ATP4% (Carrillo et al., 2016),
YA 7V v 7 &1z (Nikkanen et al., 2018) 7z & Ol
AR TH A S, NTRCOBERBIZH T 23 kR & L
TR E LR BN TV S,

NI A B DA I @i, 2-Cys Prx~& 0 )
ZHHE LT OMEORILEITL NG ¥ A2 RE, FdTx
B2 IEWICEIrELE V)T ETHAD (Perez-Ruiz et
al,, 2017). Z®Fild, NTRCRIEMRD EKIIEIDS, 2-Cys Prx
ZRFFICRIESEL 2 ETHHELAZZ EIZEDS VTV S,
NTRCK KR TI1E2-Cys PrxIZRIC &2 G T2 2 L5 T&
W72, 2-Cys PrxHhTex BRIt I 28> T L E9H &
& T, M B 3R O AR Y 7 & T - IS
A ELL TR L) T F U FPRESINT. &5
12, NTRC%%2-Cys PrxDALIRIC/NT v A2 RO L) 1
HEIX, WIS D & ¥ o8 7 BRALREEE 0 & e ) nE O H
HilZBWTHREM R 2 R T WRIEYH 5.

BRIEER NADPH ——

T

E“*" —> W A H 0,
(ACHT) —7 20
-2 OO0 -

E?iﬂ:"“ {hDEF ?

R3: LNy I AHIEROEBEALR. Txkk s v X2 BHTH 5
TrxL2 & ACHT 2 EER B Z 2 RIL L, 2\ FHL- 7238071 % 2-Cys
Prx% /it L CMMBAL K EN 5% L THET 5. NTRCIZ,
2-Cys PrxDRALIRICNN T Y A% RiTAH I & T, ¥ VX7 HE
(LRI ORICIHZEDO T L b LR D 5. T2, b
DONTH 5 287 BRI D DD D 5.

4.3 Trx#x9IVINTE
FHRIIEHOTAE Y v 7 x50, 77— R—
ZIENTB & ORTE - SEBURNTIC & & 2 ALK, 20
BREICOWVW TR E AL ORI s T hh ol B
72Hix, 20184EI2ZFD D) B D 1 D TH ATrx-like 2 (TrxL2)
WY N EBALNT L LCHET A L2 WL
(Yoshida et al., 2018). Z O EEfbiRICEEA IZIAINY 7 Trx &
WRTHh %) &L, ENARBEH S TxL2ICbIEREE b
OTHBAD1DOTHA. T/ TrxL20 b 9 1 D DN
ELT, BLALORERICN L TRTEEZ RS Z2v—
5T, 2-Cys PrxiZxf LTI IEH 1T Vg EYﬁTﬁ’%T
. ZOREDPS, TL2A ML DR & 7 B FEFEH
BIL W, ZFE2-Cys Prx%ﬁb“(i@ﬁﬁﬁﬂ(?{?’\f‘:
MLTHEL TR W) RS E LN (M3). %
B, Z O#EEIZin virof R EBR TREAICHE S, £
722-Cys Prx D28 Bk % J W 72in vivoTOMFITIC L > TH
FEhTwab, 2oL Ly 7 ZAH#ERORED
TSy IRy 72 ATHoT28 vy B % FE L,
AN BEA R 2 WM 2 & v ) Fiz o ta g
X B = X L2 HoR$ HIH & 7 - 72 (Jacquot, 2018) .
OFEREmFE LT, BRibidssizy v X7 Bk
ALDORX S =X LD DTV L. ThFETIZ, TrxL2
LIZM DTk >~ 2827 B Td HACHT (Atypical Cys His-
richTrx) 256 9 12D % VN7 B LR T & LT =
(I 3 : Yokochi et al., 2019), TrxL2& ACHTASS: 7z % [ 3
PO & L CTwb I & (Yokochietal., 2021a) 72 &%
WO L TE BIRGEW T & 12, NTRCRIEOEBIR
1, TrxL2RACHTO R RIEIC L o THHET H. 2D

113
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ZA3EdD NADP-MDH

SHSH SHSH
I [ [ ]
N SRR C kil
BES B REH SHER
E{LET A v FEIRIEL /= NADP-MDH

SH SH SH b S
|"| II 4 ) himEt |

X4 : 204 XFZXFONADP-MDHOBILET A1 v FHIE.

DL 7=
Yokochi et al. (2021b) & 1) 22 %.

FHM 1L, 2-Cys Prx~DEEALRICN T ¥ XA % 1> 2
ENVL Ry 2 2R EROEIEE XX D -0ICEEE
W) ETFTNVCTHITESL IHICEZED, TNELFFT
DEBMGIRIZESEZ L. L Fy 7 2HEZ0OBAL
HICBT 28I > 721300 TH Y, T DEKRY
DIDINIE SR BMAEPVLEE SNb.

5. U Ry I AHIHROERNEE

HDH Y 8y ORI T O A B R 2 E
2121, 205 X7 B ORI % H v 7 3T
ThbbLMBEFNEBITBPAERNTHY, L Iy 7 Al
HRDOWIES B TH B TIE RV, 2020468 E TR, ¥
T A X F X F OT-DNAF AR Z W72 2812 & A 8T
HY, TexKH 75 4 7RLNTRCA & OT-DNA AZE Bk,
HHNFENLELRL THOLNLERIBHROEKIR
ML B SN T &7 (e.g, Yoshida and Hisabori, 2016).
NS DOFRBMIZOWTIL, 20184ED H AR EERE
[EABIZE NCER S hTwa (FH - 2018).

A0 I S HAFCRISPR/Cas9l & - T HAE I KW o
BTUENTEDL L) R-oTERLILT, bz
DR TG U CHr 7z e B RARME R & 3k 7. BRI R SR
OBALBICAA v FIL % € U RA ~ b THREREICL
FILVIRATH L. RENGENHEETH Y, ik
25 OBMERITTH OPMICE R ) ¥ TH NV T D8k
[#% T3 HANADP-MDHZ YU ED ¥ — 7 v & LTHEEL
7z (Yokochi etal., 2021b). BARIYIZIE, Y uAf XFXF %
v T, NADP-MDH®DCH Ui fll lZ R A7 & LT % IRAL &
TAA v FEMDY AF A VIRIE1 D& RI & (M4
A). ZOZEEIINADP-MDHIZ, RIEH2AA v F i

(B) EHEORBIM. 7/ AREKRTI,

(A) NADP-MDH® — ¥k ik
FEOMIER., NKIMECKMMD Y AT 4 v 7D L, CRMMDONRT %247 ) Atk X

BIEEE T TOEEHE SN,

TOYANVT A4 FREEDEEPITE LD, BAITH
AR D2 ENTE L. T OLERKOEIH % 7
Wi L7-%5 4%, NADP-MDHO L F v 7 ZHli# (Wi ~5556
TTOREEAL) &, EBT 2085 BWT, ko
NADPHIH# P % HEFr LM O F % MEFE T 2 720 (I HE
THDIEWGho7: (M4B). ZOWZEE, BLEICA
A9 FEMLO A% KT ST 5D 72D ARKEDONADP-MDH
DEREISEEEG AT, TOMEOL Fy 7 Al
WEOH % FMT & 72 m i H 5. UEEATTE 5 E S
Wiz HEEZR LML T A2 9. 5%, [tk
O MOBERIEN T 52 LT, ey OFEREOL Ky
7 AR O LB 2 H 2 KA LI TEZ DL
WfEsha.

70 AR, L Ry 2 ZHIH TR O G 7 R
T HFATrxiE B O EREEDOMRIZH KE S HBL 72
FATxfEBEDHFAEZ DB DIEFEH L S B SN T2 d D
D, ORI NPIHERIC L o> TEELR O IEEN 2
CHBWIZHLRNIC o T oz, ZOHHD 1 D%,
CORBOEELEEITNICHET 2 MEr o722k
WZhb., Fxlk, Y X+ X+ % T, CRISPR/Cas9
I2& 5 TRAETexD B TEILIEZED /T & LTl < Fd-
Trx reductase (FTR) @/ v 7 77 MMEZVE# L 72 (Yoshida
etal.,2022). TD/ v 7T MRS TRWAEFTHEY
AL (MW5), A2 a<x/BETEL Fy 7 2O
BENBEOBRTHIERIIHEI N TV D 0%
2, 1) A MOEEONGITE U2t - LI
ICFA/ T IARTE L, o Tl cE& v L,
2) ZNDHYDEFIREN A 87 P eblebT 2
EERLTWA, BIREWT 12, WNZEEED ) HATP
GWEER 2T IR ERECOEITLEN T [



GO L Ky 7 AR 115

5 hiatEt BFeEix

5 : 04 XFXFOFA/TrxiRBEOee M Ly / L
REMRDEBT ORI, Yoshida et al. (2022) & 1) %

FFIINTRCZ RIES 7256 ThH, FEHHMICZ ORI
IR STz, s oFEIR, ATPEKEER DR
T WAL OB E LR DS BTV A =X L
PEATVDLZEERBLTEY, SHOERBEY I
=5,

6. BHYIC

RO L Fy 7 ZHI#HRE, dy M7 —ZRICEE
IZHIARAE S, BRBEEESCH LTI A FI v 7 I E L
Z L OBE RO HE W O B 2 P 1 2 8 2 R 7
LTWaen) ZeBP LT oMLl hosTEL &
FW2, BZSLHBEDORZ DO E ZESH D
BRI THY, TOEREREIIFIT 5720005
ELSBLBT TR NE R 5w, 7 AEDF)
R 7 U7z AR BRI T, Wb iR & L %: 7 a
T A — AL RVTHZ B BB, M R AL R eIk
ZWHALT 2L T2 v — DR &, Bz R WFJEk
W DFEAR IS AR TN TV RETH D, £LT, L
Fy 7 2R %2 % ORFVPEGT 54y bT—2 &
L THFIRIICEE 2 DD, R4 = BEE A 5 FENICI R Tw»
CTEPHEETHS.

ST

AWRGENL, HARFRARA S RO R MR O Sk %
ZAF TP Ce E 3 (22K19130; 23H02498; 23H04961).
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