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Autumn leaves and chlorophyll degradation
Hisashi Ito'

The autumn color of trees is caused by the degradation of chlorophyll. In autumn, deciduous trees degrade
chlorophyll as temperatures drop and photosynthesis is no longer possible. Thus, chlorophyll degradation is
a process seen at the end of the plant developmental stage. Therefore, chlorophyll degradation itself may not
have a physiological role. However, when chlorophyll degradation is suppressed or accelerated, the amount of
photosystems changes. Chlorophyll degradation also affects the progression of senescence. Thus, chlorophyll
degradation itself also affects cell function and plant growth. Here we summarize the mechanisms of chlorophyll

degradation and discuss their physiological roles.
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Rz o0 CLEI»BRNNH L. 22T, MRzTS7
DIZhbohrLvrun s vEGFLTBL. £, 7
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sUBT7 4N IR EBRAEERIE, sua T4 vy s H
Wk 7Tasr 7 —EhnbFoTnh7d, Fuasr7—ETidsn
MENZW. ZD2Hraa7 4 )IVE 287 AR SRIZ,
FT 0074 VOGEPLIGEE S B—ER). Zun7 4
ValZMgliiiEs:, s au 7 4 Vbidr uu 7 4 VbETEEEIC
o TREsh, BRI ONANDL. ZOMESY V7 TG
7T 7 —ERT IR ATEL LR, 787 Gk
DRSS (BB, ¥R EPT I JBETHMER
e, 0TI MR LA SRS (F=BR).

ML, T Z2XOMARIHKET 27012z oo
TANEFHLTNE, B, UEICHLVEZELH
FRETREBHIAK Tl R CHEICEI NG, EOEG ZH
27205 2 HER LVWEOBEICERT 5720 T
5 (KIB). F7z, HIEBCTH > THRICHII AL L
BREYUBWEDITHETEZIVINY ) FRETIE
TR NET, MOOFTFTHEEL D (KIO).
DFD, EOEGEZRINTL2LENR VYA, 7007 4
WEGRTLLES v, EPMhbs L& Eoron T 4
VOGIRIHEENICHEETH 525, 7007 1 VR
MO THITbNTVE, ERENTIETRTHO 70
TO740MEE U7 EEREALTrZeR T4 V8 V%Y
BEAGHREBEL CTwb. lEfio s oa 7 4 VIEEEL
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X3 : /007 1 VAR

TIVEI VISR E o7 uu 7 4 VAR ua T 4
NVaT5RT A, 27087 4 VaD—EAH 7 a1 7 4 Vb2 H#H
NS HZIorun s 4 ek Zana 7 4 VbENGA A
FELTHHLTWS, zuag74bidzan 7 4 Valllg s
nNTHhoruu7 4 VakFURETHEEINE. sun 74
VDB RETMeh 5 Z L id e v, TORITR LA KISIET
NTHEMMRNTITDIL TV 5.

v, O vO T 4 VIERINL 72T ROV ¥ — %5k
BWANAED ZEATET, WWHREZELTLI) 2D
Thb FOld, 7au74 VEEETLE V7Y
KR LTrZuu 7 4 VSBEICAK I NgG, sun
TANEGHELRTUE R S Rw. T2, fPLHVLG
XS ENBEENRE 7O 74 VEBADEEE. 20
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2. 7007 « LD FREE

suu 74 VOERIEIIVE I VENPSHET Y, TEE
ORI EHETr7a0 7 4 Va3 G S5, raa 74
Wbz aa 7 4 va®D 7D A FIVEED T + v I )VIEIZ
BILENDZ LIZL > THAEENS (Bryant et al. 2020).
rana7 4 VbR, FF7-vrkuFy xS
T7 4 )Vall@EILIN, o270 7 4 Valli@icdh
THhb, 7aa7 4 vak WUREECHMEESNS. sun
7 4 VaDSHRERANHOER O 74 ¥ A (Mg) A%}
BN, WICBOUKEOMBD 7 4 F VDMK IFEI & -
ThrNnb., ZOH72F 7+ VE FaFELRHEICL -
T7 b7 ¥R — VERMFHERL, #ITHG% K TRERMEI
WETH SN S, RIS E I E A
N5 (M3) (Tanaka and Ito 2024). 7 @1 7 4 Lo fERIC
BWT, 7O - VR L 72%O5FIZmE a3
Wz &b, BBRR O RGER O M A 2 1A
ENTWVE. BREOENTZED2S, HERLZSFI5%
TLE3ND EHEZWRIMLL THIEEMRELZ A LI RD,
FREE L V) BN SIERLR S FTIREVwEEZ LR
TWwa. F7z, HBRLZAHEY I IERAE,» HEH S
N=0b, Kiat%zED 2 - OREONINAR &M%
5. TOXSICILTrZ a7 4 VGBS LR
LRTWEBIINTSNS, 28, WERLAZT M-
VOGIREZEND EHED#EELVEEZ LN TV,
ZOOYU—VRICEETNZEFELRL, 7uu 740
OB EFES & LTINS e v E FiRiaicsky,
HERHICICL > ThbRDZEEZONTVWA. LD
rau 74 NERTHEEDOANLEED. TOANLD BB
BIESMAET T, YUY L LTHHE S EIR
Sz,

7 aua 7 4 VA ROEIEE T VR, Flicyaf
FAFEMS>TTTOOLNLHGTHEL V. BIEFNTE
ERHLRLTVWAOTHS. 7 MU — VRO L
ZHUTHE S RITCUR E T TRCoOfY cLEBL T2
LlEbhs, LaL, TRLUBEORHRIZONTIEZE
THY, REWZEIL V. 7aa 7 4 VoS HEw
FREEFR S S FRBAEDE VG T TR TSR S &,
ML o TS ESERDMERNZAELLLELTY, 2D
TOOFMEMIZLTWAIRTTHL. Ml ruu T 4
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7272 & 72> (Kuai et al. 2018; Tanaka and Ito 2024) . A5 T3,
yuau7 A NVak 7007 4 VbDHIEIZONTIRRS,
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3.1 REERRFD MR

TRTCOMEBEUONEGREB I ) EWEsan
74 VaxkFo, BELEHWOZ a0 7 4 Vad GG
SEROMgHHNND Z LT 5. ZORUGAFE LR
orua 74 VROEREETH L. OB B
074V oMgZBHES 2 LR DT, 2 ORIG % fill i
FTHMR MR R LI CTn5. B, yu07 4
NaDFREIMeBHNLENC 70T 7 4 5 —F LTINS
BHRIZL o TT7 4 FVEDPINKIGHS I, ZDHEMgh S
NHZEVIHIMEEEDH D, Lo LERKRORIT 2 8595,
HALEBEClarun 7 4 5 —BIZB 53, MelbinkRgsk
WEoTZ7ua 7 4 ValdHHENTVWEEEZEZLNTY
5.

Mglid Bl 5% 35 13 Stay-Green (SGR) & FFIE L % 512
I— FEN TS, SGREEFIIMNLZENIZR > TH
okt % HEFF (stay green) L CWBERMEKD S FE S N7z
DDLDBOITHNT WS (Park etal. 2007). 7B, A v
T BIEOENEIET 2 L I 2R~ A0
JE AL T-HSGRTdH 5 (Sato et al. 2007). Mglfi B4 13
FTRTOZ a7 4 vak 70107 4 Vb FH0EBADE
GERAEWIZROD > TW5DH, BRI 7Z2 A8 5 IZStay-
Green Like (SGRL) L WHEIN %85 1 7 % FEo

Mgl o RIEkRIZ, 7007 4 VHHET X 25w
729, MNBEHMICZ > TOENROOETETHL (M
4A) (Chen et al. 2021). LA L, #ifixE1t L, Rubisco
ELWALTVLLDHERIIIT > T,
TANE YR EEAERIZONTIE, LERIO T T H
HRET T AR, BMLFERIOT ¥ 7 FHEEKRITE
LLCTHHBENTIRAEL T D, 7087 4 VA5
REInene, ¥R LM TERVWIDTH
5 (H2). 727201, WLERUO a7 HEAHRIMENS.
CoHERIIoroa T 4V Uy BEAKE TR
% B HETHRIBFIH S TWwS EBbhs. MR
FEBRHEMT DL, z0a7 4 VSRS, FEPED
{ 7% % (Shimoda et al. 2016) ([X|4B). Mgliifif¥&iZ 2 0
74 Va2l F 2L, Z7uu 7 4 VhIGETE R,
Z D7z, MgliHifER BRI TIZ I oa 7 1 bl
SRINTIHRD LB FHRINL. Lo L, Mellbkss
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Mgl alERE % % 572 7 WE BRI ZAL2SHE AR N B I 2 -
THr7ana 7 4 V&5 TE W2kt % HEFF (stay green) L
TWwa (A). 72721, BEBRIIIT- T, s, Mglli#ERz
FERBEEB LWL, 7007 4a V25 HLTLE D 720,
FEDHRAONZ R B R\ (B),

MR L-2EICLD o T 4 vadiinfEsih s b
VX AEVEERIZF L UHEHKENS (Tto et al. 2022; Ono
etal. 2019). ZOFEHR s OO 7 4 Wbk 5HET B BETFH
FEINTrzua 7 4 Vbbb (Sato et al. 2018).
RERIIZ, MelifERER BB BT 7um 74
a, 7AW T 4 )Vbe SRS TG IREEE D HE
ns.

3.2 BmRoME
rau74VOMglR¥ O — VEOREFELERMVESLT
Wb, ZORMAEAIZEEL, Ta b oS EBE S BEAET
TIE7O by BEREMHEEL, MgidstncTLE). oF
D Z7uaua 74 b OMgD BB T C© b IERER
BT S8 Tdh 5 (Saga and Tamiaki 2012). FD7zHMg
PHOTEER ML E W E W) EZ b H o 2. SGR
DBIETFAFEENNEDL, Iz au 7 4 Voo
Db LBIETTHILI EIGMENZN, zaa7 1)V
IR DR & H b5 o 72 (Park et al. 2007).
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®5 : MgiisfERAI OO 7 ¢ DS L=F1ER

JREE TR LTV AREESMEE#ET, FydrryIal—varilkhktaoroa s 4 Vi
SRHTCVD. AR EAEEEZ THOMAOHMNIZILRL TS, Ly I, #if, fkaoRko
W& 13D34, H32, D62CTH 5. D3MIMIEIBMOA D NIH D BB L Twb. ZoFERNTIE, KT
RENTVE 70T T 4 VOMgH L AT T Y OEEFEENM L, D34, H32, D62& 71 b 5%k b, D62
PHT MU= VEROERICTE b UHPESNERHERL TN 5.

ERE WP ARV E Y OEREK L EORIZIE, san 7 g
NEGHETERNDDDH D, RALMITIZISGROH A
RYURZENRZOT T 4 VHhSMgE BT 5 2 L aUR
&N, SGRAMglifEEk CTdHh 5 Z L HMfEE L7z (Shimoda
etal. 2016). Mgl #iZ 7 v 7 4 Vah SMgZ k¥
CENTELD, yuu74ubRerun7 4 adA K
HiEkACTH L 7R 7 1) FOMgZINTZ LIZTE LW,
B TR 720 A3SGRL & WX % SGR & A [ 72 i A5 1 % 4§
L, FOMAZ Y 7 FiZruan 7 4 ) FoMgd it
FILENTES.

iRt ORI TO 7 aa 7 4 VOEK, SR
B B HEFE DBART O o TMgIFEBERE K A3 2 (2 [/ S
NIBETTHADH. 7007 4 VEKRT, MgdidiA &
N5 ETOBESIANLDERRZERAETHY, K
W7 EIBEA A O WAEET OB IHH T & 7.
Mgl ALLBE D 7 01 7 4 vad TIRGAIME & S HGRA
FLTHhY, SAEBRMEZFH L CRIZ A HE S .
yuau 7 A NVGHROEBRTIE Zaa 7 4 Vo EE
ReEZERLtREZ R LT WERKLZ 2R LT
FEESN TV, 9 Lz, Mgl o EET o
FENRBEICE>TCLESTDE, MAMRZ Y V87 ]
ZAH L7 EEEOMM SR 5722 L BB O —

DCTHA. BAETH, WMPWOMeBEREROMAIMEZ 5~
NI B RBRNTREIEBT 5 Z LI L Twi
W,

SGREAMFMED F AL T2, FRERPY 2T TIE% <,
MERREDONZFIVTOFr ) AL A2 oTw5
(Obataetal. 2019). 7272L, INHONNZ T TIIHBAK
ZET7OOT 4V EFSTWRY. EEEME D 513
INETHOEIASGREMFALBIEZTF IR O o T
V. NS T T OHTSGR E A R @R T O ENIAF T
HbH. LhL, TONZT)TOMAREZ ¥ 7 HIX
ryuau7 4 )VoOMgk BT 2G2S, KR % FIH
LTREICHBT 22 L05C& % (Dey etal 2022). Z0D
7e, N7 7)) T OFOBIAT (I 2 TIEMgl RS A€
07 LIER) O AR Z & ¥ 287 & & FIH L CMglbilins %
DOVEEDTARSNT2. AnaerolineaeD FDOSGRA E 1 7 A%
N7 FYTOSGREETZOHRTHAME 7 I B
OB E D o 72728, TDN2 5 7 DOSGRAED
AR S N7z Xhh S S AT 12 & ) MBI 3% €
O 7 OREEIZ 522 7% 5 Twb (PDB Code: 7Y5Y). =
V¥ a— 4 —%FH LR oMl HERE S O F MR X
N7 5T OMeEi#EE AT 7 L IFIE—H L TW5,
772U, EEUREMIIAY OMeBiEERES & 3R 5. Al
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WoMglisiBFiz 7 au 7 1 vad A xHEE L L, SGRL
Zesllrzuu 7 4) FadbEHET S, 2RI LTA
7 7)) 7 OMglilBiEFE R E T Z1Z NS 0BG 1T TR
Zlzuaaz4vberua7 4 hebIHEIZTESL. AT
EE AL CHRERREZ MR A, BH
WCETWSEOMPE A D 5 L BERGEEPRT T2 2 L8
HH 5227 572 (Sato et al. 2024). F 7K & fllgH % E A
LCHBEHEOREI DA, ABREIRTBRICKX 2
BHA AT B LRGSR T LI LWL LD,
COREPS, BEROIT ) PMBLEAICE L A2 & HEN
SNz, TOX) BRIVERERMEORBIIFE L EEO K
FUrVIalL—YarofEREL—BL.
SGROELZT-HED T I/ BEOBRAFE & S IR 7% 2 R
LC, Mg ETPREINET I/ BOLEREEE
YERL L 72, Z Dk Fdnaerolineae DMglEERE K R ET 7 D
H32% 75 =12, D34, D62% 7 AN FVIZ@EIRT 5
EEERRDNDL I ENDMD, ThEDT I/ BAM
B Hh2b b Z LA RENT (Dey etal 2022) ([X5). Mg
Bt R s — oo 7a b r 2535281085 T, Mg
DOPBEIRE 5 L FHENTW2DT, Mglilfks »
Ou74 VDR Frr7yIalb—yaryofEbEE
AT, 7a bt rofth5ike LTD62E H20 M & L T%
F oz DIMEMBETEAL O A D TELICH S 720, TRk
KR TEBR7a b AbshTnwT7ra b ri5EICE %
NGEVEEZOHNL. FNITHLTHRIESY Y37 HOW
i, DO2IX & HIZHIZH A, H32, H B\ IID62AEE- 9
570 b i3D34% 4 L THEEP S AF T BT HE
WA b, 512, EOZ a7 4 )V % fEEERAL I
DALBET, INO6DT I BAMgNORALT-& LT
BRELCVW2WRELD L. 2B, ~N205MERKICE
WTHHLEROSDHEREST 2B BB H L. LrL, ~
LADOGRTIIEERA LIRETT b ¥a— VB
BRL, TOMEEPERET L. Zo72082hTEwn)
R SOS IR E L. Zhicy LYo T I ¥
O— VERZHERT 58K (7 o4 7 4 V¥ FafRFKALEER)
EMgan b D22 E T 46720, yuu7 4L
DREZRTIZH 50 LdOMgZ /L THEL LERD B,

4. 7007 « JLbD 53k

4.1 2007 « JLbDETT

7 aua7 4 IVbDSRREEICBWT 7 aa 7 £ vbld .
BROBICIIGERTZ BT 7 4 VallEY), Z0Hkrn
074 Vak W URBTHHEING. 7007 4 vbhsn

e

07 4 Vall RENLHHIE, 7007 4 VoFHE oS %L
MEFR L 70 E, AR P ClkEoTCLE) 720
Td % (Hortensteiner et al. 1995). HAKRYIZIX, a7«
NalIMeli B IC & o TMehHk 720 b 7 4 F VD
By, BLRICBIBRS NA DY, ZORS% 2 7 «
F 7 F WY FaFALES 7 a0 7 1 WbD X H 127 hils
7 ANV INERFOGTIRHT LI ENTE RV, 20
7o a7 4 bR MET A7201iE 7 u a7 4 VallR
TUHERHL. T, ruu 7 4 ekt CTruu 7 4
WbDFFHHLOMgHT b ¥ a— VERIZH < FfL L CTw
L7z v, FDzdraa T 4 Vall G I
Lo TMlEER DM & R T2 5.

ryuau7 4 VbR IE, BlLLruw 7 4V & 5
THEMICR-THr a0 7 4 VbEGHMTE R VWERE
DN & 5T (Non Yellow Coloring 1; NYCI) & LTl &
N7z (Kusabaetal. 2007). X512, 7007 4 Vb ol
\21E, NYCl-Like (NOL) EWHEND F )V 0 7 DBFIET 5.
FREE D OB LR F T, TRTOREBEW DT O
fZF%2H>. 4 FTIENYCIENOLO— i ARIAT B & 7
T a7 A VDRI S 15 (Sato etal. 2009). ZALiZ
WLTyaf XFXFTEINYCIORBEKRIZZ OO 7 4L
bOSHRANHE S B 25, NOLOKRIEIZZ a7 4 )VbD
SIRICIEH F D EBE S 2 2\ (Horie et al. 2009). F 7z,
a4 XF X TRENYCHIEALE RS CHEIZF ORI
MEN LD LT, NOLOE(ET OFBIE 3 EH WM
ZHMLTREZEHEIZV. 200204 XFXFT
INYCIPEALERE ClEEE 7w 7 4 Vbik 5T 5
BHETHHEEZONTWA. HALRKMICIZEED A
AETUAL RFAFTHEZD L) HEEBED LA &
TVLIPAHTH S, fEhLoron 7 1 VbiRItEE
WCOWTIREZZRRLEN TV R,

s uu 7 4 Vbt OKIEKRIE, BILERETL 2
0u 74 VbESRTE RV OENNET VT A
(LHC) A% & 12585 (Kusaba et al. 2007). J&{La#
ROATEAEIEZ BT T A VPR L TV Wnizd R
EHRTLAMENS, LHCUZIZZ a7 £ Wbhkia LT
WBY, ATHEEERIHEE L TV WIREE TR EIAE
HTELRWOMRENS., zan 7 4 VEETHZEDK
HBRIZLHCUAS K % 728, BAL L 7 3Effk & B TS ©
BT L7 5FADRASY v F v ARG S
N5, i, ron7 4 VbiRieEEEORKIEKTIZIEGIC
XL ENWO I aa T 4 VbOSMES PS5 (Sato et
al. 2015). 7007 4 VbR OMFFKIMGITI 7 oo
7 4 VbDER R L, LHCHH KA LT 5 (Jiaetal.
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2015). TNH DRIy T a7 1 VbiEICEEFEASLHCIIO
BOHRMEIZ»boTWEI LEEZRLTWAS.

rana 7 4 VhiE LI ONYCLE NOLOHE i I o5
X, NYCIZSEEGE B A £ ¥ &5 DO DI L TNOLIZ 72
BV THD, BWEHE AL YDA T I BRESIEH
FPED R 72, [ USSR IC L ) 7 oo 7 4 vb
ERILLTWA EEBDbNRDL. NYCUIEY v X2 TH A
720, KW aRfH LAz s v 87 OERHT
&\, ZORONOLOMAMZ ¥ 87 HaFH LT
BEZ O AR 5N T W5 (Horie et al. 2009). NOLIZ &}
LCidzuu 74 w7y cidedrzuu 741 Fbd Ik
H127% D, NADPH2SETLAIE LCHIHENT 5.

4.2 7-e ROF I XF)L70O0O7T « JLadiETT

70a7 L NVODTHRNDT + NV INVENRZ7TET 4 )VD
BITBHFICLVBETINLE L FOF Y AF VIR D,
Forzuaz 4 Vid7-e FaFyAFrrana 7 4 ak
HiEhTwas, o FoF v 2FVIRIEE51C7- P
FURFN BB T 4 VaRITCEERIZL > TAFVEITE
LEND., TOX)REEICEY7O00 T 4 VhiZs B R
TANVallRZDL., T-e FuUF I AF V7 a7 4 Vvaig ol
Fid7-e FaF I AF L0 T 4 Vark BT L 04
X F A > OEEMEDSFEE NIz (Meguro etal. 2011). 7-
L ROF T AF V007 4 )VaiCEER IZERRIE 7 5 A
F—L 758 RMERE LTHED. KBS L) /ER
L7z AMZ 7 VXV EDONHL 72V FFR T V&R
FTHIE LTHAT A2 EDBW SR o TV DS,

T-e FaF Yy AF V7 ana 7 4 Va0 IX
FRIEWEDH S, 7007 4 Vb ERT LT TOR
B FAMIEZOBEE 2R o TWab. Z oK LM
GEIETFVYT /N7 T ) TICHHEEL, TO#EMET I
707 4 Va0 o Twb  (Ito and Tanaka 2014;
Suehiro et al. 2021). BAKMIZIZ, 7 0T 7 1 VatrEeE
THgoOE = VEErZFVIEICETL TS, TN
7 7)) T OSERAEYIE L CIERRICRY, zun Ty
WbERGRLZITNE R 6% ko, 7uu7 4 vafy
Bllfio TWizlEr 7 aa 7 4 VbDMEIEER L7z &
Bbhd, 9 LTIOREIMTo TV VENS
L FVEEANDETT RS EHFEPED 22 VRl O AT T —
FENTBEZEIT) & 912% 572 (Nagata et al. 2005). %
B, 37 /N F) 7O VR DT VIR ILT S
B#RIZT-e FeF I AF Vo uu 7 1 vak@nd 5k
LFoTWwWh, EBWYTINITYTORRIIASY
FEANME OFOF420 FarF—EEaRE T I

N

i

)
w

BCH R DT W B (Vittetal. 2014), 7 I N7 5T
B ZOBETEAY YEESHENLOMYAATI OO
TANERIFH LzEEZE2 0L, 2F), X5V
AHMEOBETZYT /N7 7)) THMYAATZ B
07 4 VAR, iYL oBRFE s T 4
VATRCHEH L7z 2 b b.

5. 70074V D5 EH{EHEZ DEBFIGRE]

51 ¥, RBX, FcooO07 1 IL5E

MW EBRCEE s an 7 4 VA 5MRT 28 H
Hob. —DOHIEEOULERCTH L. InPRDHIZOE
suu7 4 VOGRELTIEED IO T 4 VO LGFE
METHIEDNE W, “OHBREEDOZTT T L VDG
BChHsb. M PRNFFLE, BELOFHEOBIN
POREDZ BT T A VHROWMEDEATH L. =D
OiFEorsraa 7 4 VOSHETH L. ZHIZHIZDO EIC
CWHIRZD, HMToOMBEICKEREEYS5 2%, W
T ZAEHORF AP ICERE LR E ISR T 5. Ko
BHEDDIZIILEOLINF—PLET, ZOTRL
F—H L GRWETERr S SNE DS, TRz
Wl & - CTHiR LATPZ KT % 720 DEER AR D %o\
COEmFELOICHRTI AR EZBI > TWnbE
#% 25N Tw5h (Rolletschek et al. 2002). Fli+ o RGEE
ThRozaa7 4 VRGHIntwe, ToMTIEmE
A FEIER DT A5 (Li et al. 2017; Nakajima et al. 2012).
Ml MR R IBRIZSE, RFE, R, IXTorun 74
VO BHE SN BBGRAR L HETZ a0 7 4 V&5
RLTWDEEZOND. L LEks 2ERKE R
RS, TEEMIZHN, RFEOZ7TT T 4 VT T 4
FNEDOBRFTOFH Fe MO L 3822 2 L 2IRIE
ENTW5D (Guyeretal. 2014). F 7z, FBALFRUO Ko H
DEFECHHEREZRY)BELTVEO—ERD I O
O7 4 VPG EN RN SR, SOk, SIS
N ERIA LM SN0 T 4 V2D F 1
FHINZOTIERL, T4 FVEICSTZARD B
h, @BEOz7au7 4 VERRERUHETHRIZEK
ENzrun 7 4 VHPLFERINIWY) AEhb L §56%
AHDH B (Linetal. 2016). TD X H 2, FFHT L2012
suua7 A NVEGRTLEEEE, BIELAELIEIR RS
rdikcruu 7 4 VaEGELTW S IREEND 5.

5.2 7007 1 LRBERDEE
Bk DF 7 a4 FEMEE, 79537, vx—V >,
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AMBRIATICHETE L. 7T aT7I0MEFERIL
ML LA MBT T AFTITLERIDPZVWEZZ LT
H. 2uua7 4 Vi RBROBERIIY— Y VIS HFEL
Tw? (Fukuraetal 2021). F5 24 FEAEHL TV
oo, MEPEBIESER TV Ly, F
72z a7 4 VIR OBEFEREDE U lAF RS 5 2
LT, SRR ER P ICROBEICET LD TE,
RV E LS L EDbNSE, 2007 1 VERR
DOEFZEDY—Y VICRET A LAVRENT WS (Wang et
al. 2016). v~ — v a3z uana 7 4 VRO DO ThIIL,
EDEHITLTY— Y VICHER LIRS 2 03 fF
NI e 6w,

5.3 7007 1 VDS EELDEITORIR

ryuan 7 4 VBB TOIN G720, zun 74
VA RRIEEC L s TEMfbE s L EZHN D, B
DEALZED L HIZE L Z BT CDL A LB D 5.
AW E VI P 5IE, BERERR, EREONEY
2 L T 3R TR LIAD 5 & BALDSIRE 5 72 &
ABTIENTEL. 722L, ZogGdEDLHIZLT
BALDIEE 2 DD OWTH T % EREAY % A%
W, FDXEIBHT, Yy AEVBRIFL ViR &AL
FAEHEST BRI ARV E VDS 10 T 4 VRO I A
Ao T B DIHEN W & b5 (Kuai etal. 2018).
7074 IVSRROBETORT, Meliifidk, 7o
07 4 Vb i, BLUT7 24 74 VY FaBH# LEER
PR THLESINLIRENLZEETTHY, LD
Y= —@BETLELTOHbLR TS, IS OEET
B ANVEZIZL > TEOREAPHBMEN T L, 7
Ta7 4 vak 70807 4 VbiZFNENMLEEREE, ~
a7 4 VhRIGHEIC L > CTHMRs I E 2720, #h*®
NOGFITRL - 72 HEATETH L. Lo L,
T A NaD RN FEIND L2007 4 VbD RS
BIND, 70074 VahlZgfFahd ey v ZEVBR
IFLUYDPFEEN, TNHOMMAVE Y Rr7aa 7 4
VbR TCHE R DML T DB HET 2720 TH S (Ito et
al. 2022; Ono et al. 2019). 7 T 7 4 V53 & Kl & v €
YOERIZLFICHARS L) R RO LEZ TV S,
70874 VadS RS G EOULEREE RS SRS
TF 734 FEOGRS MR, Z D5 Td IR
WEHEL CINZERFHI VY ATV BEAIRTE L. /2,
BAUE N0 BT 7V Y YD R SR
POl LA a7 24 bR TEA. ZDLHIC
70u7 A VGIRICE o THI &R SRZEAREED

ryuau

e

SIRDS, KRV E Y OMEERBEL TWD I EITh .
raua74nblEZan 7 4 VallBRENTH S5 S
NBZERFLHbE, 7007 4 VA HOHE % P
T 5720121, MglHEERIC X 2 7 0a 7 4 VaD5fRH
HEI % 5. Mgl R OER = ORIEIE, BIZTFO%
B o7z cidze {, Mglll#REE~oHEs > 7 Y
OFEEIC L BB 2 E FF VLIC X 2 5 AT
ZENT WD (Wang et al. 2020; Wei et al. 2023).

6. HENIERRE

WBIZ, 27007 4 VRIZOWTHRINHEZ %
Tz,
6.1 HERERINDT A T4 FDER

BEHEFATIOE R E B T %) BT T CORbERI
ORIEHLICT 2 F T4 F U EF->TWAE, 7ot 74
Fridzaa 74 v SMghINL Z EickoTES R
5. LHPLYT /N7 7)) TIESGREMEAEED & 2% #1in
FraFo i, SLERMER, ALHE, HE B
ELSGREMEED & 2 BIZF A F VI b b
MgDHLY e N7 70U F) 724 7 4 F ¥ & HLF
ROWHELTHSTWE, ZDT 2T T4 FVHRED
Il LTESNIEZ2AHTH L., Mo raa 7 4
BB OMEZOMEEEZ D L, Mgrs—EbAS I
52Oz aa 7 4 v GRS HP ORI T
TxA T4 FURERENDLEFEELDOL V., KB
DR T 2D15 78 7 B AMg& LY B i H g
KIEHLD7 2+ 7 4 F 2 OEEDVFHHTE L. Lal,
et BOH T % & CTROBHIME 7 3/ BRIE AR 72 & % fil
W HWIZHRONTEX 222 0bod, 7474
FUERBRNIIERTE 2 WERKZI SN TV,
F72, DI% 82 FIZidMga T oo 7 a b o ith4k
ERDEBET I VBRSNS RV, FD72HDLY V%
JEDBT 2K T 4 F AR TR Bbh
. MMEFRIOT =4 74 F Y OFHIE, 70074V
SIEEVIPHICE EF 5T, BLEROMSE L W) B
HrHh, RENLCEELRBETH L.

6.2 #EO2IOO7T 1 VDR

fkEE 2 7 3 FEF R IMFiBERE & 0 B2 F-SGR & HIH]
LBIAFERL, TOMBIEZ & 237 BIIMgl S T
ZoRL, WWIEAT L MM aa 7 4 V&GRS
% (Matsuda et al. 2016). L2*L, 79I FEFADID
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BIZTOWBEHRTERZRZICEY) 7007 1 ViR %EH
WLz Zn, zuu7 4 VIZIEFIZHHE Sz (Chen et
al. 2019). Tz a7 4 VHRIZh DD T 2 F T+
V¥ Fal# R ORI IIFHE I N TV B A5, Melbink
BEOBEFIFEINTV RV, Z0ZEF, 753
FEF ZAOMgiBiEERE S 7 0 1 7 4 VAIRIZIE b -
TOVWARWIEERBL TS, ZOERMIBLERI)S
Bl T72FTAFVORBD NI ENS, 7F3IF
EF A TREMgEERE R IS RID 7 =4 7 4 F U &
BAZ b o TnD I EARBEE N ZOYE, ki
TIRNOBERP7 00 74 VEGHL TSI LIlh 5.
HELREIBELMICE>TraR 7 4 VSR END
A, Lo X9 IZSGREMFEED & 5 BARTF 13- T e
W, 2 aa 74V ESRT D720 OMeliBERE#E ASSGREL
AHUCHELEV R SHEET 5 LB b DA, ZOEKIAH
Thb.

6.3 LHCH®DOZO0O7 « L7 HEDRG

FiloiEy, vaAf xF X FOMelilERERE AR, 2
O a7 (VbR R KR & 5128 W T HLHCIIE
SRS ey (Chen et al. 2021; Horie et al. 2009). LHCIIAS
SREND72DIiEraa 7 4 VIR TE Yo E 5
fREEZEDSLHCHO R ) RTF FICHMTE 2 X)Xk b8
ERH DD THAH (K2). ZORF, MeliidimE K EkiE
JUUT A VhiRIEREFO), LHCIo 7 uw 7 1
WOIAENTHBN L. LarL, Z7uurz4 v
a3 TR 7 aua 7 4 Vbd AR S NT, LHCINZZ &
\ZBRAET 5. 2un 7 4 VhETGHZERIBHROFE L TH 5.
7087 4 Vb ICEER RIBHRIIM I BERE R & Fpo 7z —
HOr7EET 4 ValIFHRENTVLIETTHS. Ihbd
DRERMPS, Ehonrzaa 74 Voo 7 4 Vs
SRENwEZRY IZraa 7 4 VoSHEIEE R
WEWI AL EEDLND. b ok b WM,
LHCII®Z a a7 4 vak 707 4 Wbhs—419 D5
ENZWELZTESICr70a 7 4 VOGRS HES E WD D
DTH 5. MEFEROZREEL VI BlE»r 5, by
REorzau 7 4 VoS EOELT RO BT S 7
WETHAH., FInEBEL, Zaa 7 4 VR
b bE L OBRIKEED Y Y2 THD. Ihb
DY ST EAPPOKNREIRIZH HHEEICED L HIZT
IR AT ENPAHTH S, FRICMgliiffifgz L 7 oo 7 4
VbR EOEE THH 7 ua 7 Vak 7007 4 Vb
BLERD S X7 IR RHAEL, FREAKROR
WCHLNTWE, 2007 4 VG hb 5 EEHE O

BRI D E BRI 2 7 3V BA% L, Bk %
BB LIEEIIT 72 A LR T wEEbI s (Andoetal.
2024). LAL, 5152 O/BIY 7 KT BB A58
FEWEOMEMEH 2 RHEL TW B REEDD 5.

6.4 NTFUTFRTOMBBEESRKEDOT DIEE

T DML B O fn T138 7 7)) 7 0 5 KPR
L7zboZe NI TG, F2857 79 7 OMgliEk
WHEREOQ 7 OMAIZ 5 V87 HIZFEN ICMgE 7 00
7 4 N HAVTIETEE RO (Obataetal. 2019). LrL, 2
77 T TOMgliMERER KT T 7 DRREEA 5 H > T
v, COBETEHFOLORINZTYTOHRTE
DHIDITTET, ZhoonNy 7 7ICdlm L 228
BU=5%w. 7277 5 LTI OBEETFOHBDEE
FERMRZZEZH, R i@l 2Bz FRIO
BIZTOREEZRET Z2BET IR TRV, N
TV THHE LT AAZZ TR T 4 VAR SHRLT
WA RN D B DS, N2AOGHEEFR L LT FSE
O— VEREZRRLCLE 2 IEMglZ BB S, 20
72 ®OMg & A4 7230 DR 75 B % HE A 3 S AGAE I 7.
N7 7 T NTOMgFBERE S & E 1 7 O REREE IR
Dy an T4 NVGHRROELDHFIZ S ORH DB LMD
LARFIOMETH 5.

7. ¥EH

suaua 74 VOGRIZzaa T 4 vy o8N BE AR
Dy TR ESRLTT I BERINT 572012
DETHDH. $72, ran7 4 Vo EHEI Y RV E
YOG EN L THRALDETITEREE G2 T EER
bhad, TOEIHC, ruu 74 VEAREI 205
GIRENDZTTIERL, 7zaa 7 1 VosrEEKDE
HAERREEZHS Twad, BERENTOZoa 7 4 1
IR Db b BIATIETRCTHEESNBIE son
T 4 WATROWIEEZF ORI ER I B> TWwE, Th
FToLIAHrOOT 4 VGIREDT 4 — KNy 7 EHI#NIE
WHENTWEW., 72, U2 B0 YRR L Ky
7 AHIH, B 5VIZEAROTEIZ X 2 iIHEHEIIZO W
THEERMIMON TRV, BBLRQABEETOH
L oCTrua 7 4 VMRRIIHIHM SN THE L%
ZHNTWAD, La LAY 2Bk 0B %N
TR I & PO U 72 40 fR A AS 5 5 Bl S M2 2 2 W e D
Zrohd, Fi2, ruan 74 VHRIZES O EE
L CHIOREIZ S b o TWAHIZT 7S, a7 4
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VR LRI DR 2 Dk SIFZEIR T ICIZEA TW
W, SRIIINSEEDTARMN R 700 7 4 VIR
Wige % #esd 2 N H 5.
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