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Shunsuke Hirooka'* and Shin-ya Miyagishima?**: Sexual life cycle of the unicellular red alga Galdieria
for elucidating algal and plant evolution and industrial use of microalgae. Jpn. J. Phycol. (Sérui) 71:
93-102, July 10,2023

Sexual reproduction has not been observed in unicellular red algae including Cyanidiophyceae, an early
branching group in Archaeplastida. Galdieria, which belongs to Cyanidiophyceae, is expected to be an
emerging model system for basic and applied research, because of its evolutionary position and high
biomass productivity. However, the cells of Galdieria are surrounded by a rigid cell wall, which prevents
the introduction of foreign DNA and thus genetic modification. The difficulty in developing genetic
tools in Galdieria and the lack of information on the sexual life cycle of Cyanidiophyceae have limited
the use of these microalgae for basic and applied research. We have discovered that the known cell-
walled form of Galdieria is a diploid that generates a cell wall-less haploid. In addition, the newly found
haploids undergo isogamous mating and endoreduplication, generating heterozygous and homozygous
diploids, respectively. The use of cell wall-less haploids has enabled the acquisition of chromosome-
level assembly information and development of genetic modification tools in Galdieria. These toolkits
facilitate the elucidation of the algal and plant evolution and the industrial use of microalgae. Here,
we introduce the importance of Cyanidiophyceae in basic research and their potential for industrial
applications, in line with our recent paper (Hirooka et al. 2022).
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FWHEITHUER FoOR L RERBBICEIG L, —X/EEELE LTE
RER DM L HERHCEERKE Z R LT 5, §27 EIE
ANCRFRERDCERZT) R DOEHTH BT /NI T
7B, HEROEEREE LR EE, ZORKEERE
{EZ Tz ZD%, M17RERNIEST /NI T VT HE
BAEYNCHIRANEAE T 2T 8T, 7= TSI RAF X DM
DIz EMEENGEE L, REE TIChLE, KO8, e
Y e, Be LRV O 3 DD 7V — T RS B E KRR
EixoTW3 (K1A), #itlldd 2500, FLEidHEmit
ARG O LI HI I OB & sk U, B S
WKBWTRVERS MR L, BMHEMZ LS EIRREHE
BERiT EMEamsth bIHLMCIE> TS (Butterfield
2000), A MEASEIE IS 2 U CRIBNIC 2 R il (S 1
EIERL, TNODEET ST & THilzmBE AR Ok
ZEZHHAT, BEREYMDOZRLICEKLIzEEZ 5N T
W3, TOMMAIE, EH<ASEMOBFREICHHIN, AH

GIEZER UM 2T 522 & TAHDOAEEZL AT
Tiz, ULHLENDS, AEBOET T LA T 203 A
Z YA, IR, OO TR LTS
2 TIVREEE VS TERIFEO T OB T, RIZICHMEAH
BENEON>TEST (K 1A, Umen & Coelho 2019, Li
et al. 2020), 7— T 5 AFRICEBT B AL RS AT
BOMRIIA T2 TH 5,

¥z, BEEIIME EREPICLERTEW CO, HEREZ A L, 1
SEAHN T8, Hilzix /) — U REEDZEM & U TORHD R
FENTWS (Chisti 2007), LW LAEDD, EEHO KRR #H
FHREPHEEDAVZIZ—a U REE D, AE
VUF, ral Tk OfkaRE (TIVaY, EiEEx
&) TELEET A LDTEBRSNIETLMKIILT
WEWND 2, TS DOEMTIRLZENRBEINSNES, B
HOEBFRICK2MEREEITA RV, KEREDATRERE
HTH > TEHEERDAITHE - 71525 T BRI HVE
<, BARORINIAMEL X3 LEEDMEICKD, %
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1. AT AEBT BTV 7 OELIINIE DT &, ZOMIEEE, HhEkEX. W) 7—7 I RAF X OZRMKEER. ## (Yoon et al.
2006, Mufnoz-Gémez et al. 2017) LY (Lier al. 2020) O b RaP—I&, TNETOWIRICE DL, FLEE IRTOEDDIGIER S E 72480
METHZH, KRS ) LT— 2D EEOMSE TR, FLENT—7 I AFZOPTREYIICHIE LIz N T3 (One Thousand
Plant Transcriptomes Initiative 2019). RFERHICIE, ZNEND T —T BRI EMAD ZMa D, A AEMEIBIEINTOENIREN
T3, HEOUAIRCNE TOME, FOMNAIRRAIZTICLSE0. £, EODMDOFEERBRIEFOERLTLARINTVS. (B) ATV
7D 2MER Gokk) & 1 ERZENZENOMBIO LM G, REANIREIRERE, KldA 2P v 7 UBildZ ZNZRLT0a. (O 215
K Gohb) & 1 fEhznZhoMidos FEmsiE. (D) 28k 1 HRZNFhotghmkl. Hirooka er al. (2022) X O5[H « &Lz,
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DOEFEIX MIFE L, FAERITEMAREEER, (i
JFRR IR SN TV (Ullmann & Grimm 2021), 5140
HHPEXDHRIEIX TN S OB Z IR T E 2 H TR
BHFICH D> TWVB EFZ %,

A ATFaad ACET 500V T ) 7 OS2 1T
ST, INE THMIALE TE RO > TWiaho7ca
PR RZ R R Uz, 51T, CTOFERDPEELZD, AL
TUT OEREET / LMigi, NI A7V 7 M —LIERO%E
fiif, EARNRERM ORISR, VTV T 2ET IV
ZRELUTHHT 2 700REBHIES T, AETREESHR
EFE LY (Hirooka er al. 2022) ONAEICIH>T, A7
a0 ASEDOREENIZHC I B B & SO FEFEFIHAD
ATREMEZ AT 9 %,

BREBATIOIAX (HHIK) BEEld

A7 ad A% (§, Cyanidiophyceae) (&1 HD &
E5EEETE (pH 0.05-5.0, <56°C) DIRR THESHEET % H
sl —#T, MOENETE 7 a2 Y OF
BN ERGER) ZELOBR TR/, Hhttaz LT
W3 (X 1A, B)o A 72T XHITHEOTTE, LD
YIEA G 14 (E4ER7) I L7z EZ 5N TEHED (Yoon et
al. 2004), BifFOHME, MM 2 0 HTHZA S Y
> (Cyanidioschyzon), TEE7ZHIfAEEZ RS 4 DONARE T
FERRICK D2 227 =7 o4y A (Cyanidiococcus) &
7 =YY I (Cyanidium), REEMAAEE 25 4-32 D
NERFIERIC KO Z 2 5)VT V7 (Galdieria) ® 4 &I
DEEENTWVS (Miyagishima & Tanaka 2021), TS5 DfE
EETIEEEIC K > TOREIET 2 & T, AL EE
WFHROD > TWiaEh oz, A 72D AFONTE, ¥V
3 Z O ED A X, BAREE B X > THlE EA 72 FEE
IEONBTEREND, AIVH T 3EDHLHETEREARS D
ZEICflibN T E T (Kuroiwa 2010), Z DE(LIF KT
RSO B, BREHE LTHID TR/ LIEMROMR
FEN Matsuzaki er al. 2004), ZDBMD A7 10T A%
DT L &S, BERREYOHR TR NE WS/ L
(8.8 ~17.8 Mb), DEDEET (¥ 4,800 ~ 7,800 fi) 7%+
DFRMHETH BT ENHLNITE>TWS (Matsuzaki et al.
2004, Schonknecht er al. 2013, Rossoni e al. 2019, Liu er al.
2020, Hirooka et al. 2022, Cho et al. 2023), £7z, T 5
DT/ INTIFHIE, SHE D SRR K > TR I N
EEZONZREHEISNCHED 3B PO A D> THED
(Schonknecht ez al. 2013, Rossoni et al. 2019), EALEW D
BREEE ISR ARIBIC X 2 BLEE T ORI K E 1%
HERZLUS BT NPT STz, EHITHRENT &
I, AFAaATAEDYT / LI R BC R E I
DBBEETFHI—REINTWBR I ENHSIITED, GHE
SHOTFAEM TS 17z (Umen & Coelho 2019),

HAWVFITE, YV rE2EEZOMDEEIT 10 FEEM E
LRSI LIz EZSNTED, A 72T AHOTTL

& pH, & CO, mdlE, EHRREZEDARLAICHLTOD
M PED R E BN EWVHISN TS (Seckbach 2010), F7z,
FIVT U TIEEARIC KB MR ESETOREMICINZ,
T a0 ASHOHTHE—, Ml O ZREZ RN - i )L a—
JVRZELD AR, JERICHES T L BTN CONtERE
BEIC X A5 FIRETH % (Barbier er al. 2005), TN 5D
K 5, EREEA N L ANDOMIGKR, Yool K&
RO UM Z RS (N7 R LR AR R L) T2 EDIZRIC
Ao TER, IBIC, T77—AVRx—7flioltlEAsE
ERICK > THIREZSEE (100 g @ EER /L) I3 C
EMNTES T LR (Schmidt er al. 2005), fHAEYIDOREAY X
T DRSS TORENARETH D, BT EICK 5%
ENFTE5 T Eh5 (Hirooka er al. 2020), X2 I87'HE
R, @RER, BKNE, L7 A Z)VORIINE VS TR
TR@TOEEMAICHT EENMER TR TITbN TS
(Cizkova et al. 2019, Lang et al. 2020), L LAEDD, Hb
7 U 7R sRE AR HIRE 2 R 5, MR A O IE Y
BN BREDREIC IR 5 2 &, BENRENTERWVERED
BATAHIFI DD O, EEERFSY, EEERIH IS 72RO
IKBWT, TORT Vv )V ZRKRICIENLENTOEL,

BRRSTEAIVT ) 7 OEHETERIREORR

FIVT VU T1E 1899 fRIC A &) 7 DRFEEIC K > THIH T
SN TLLk, mETMasEERb, 4-32 HONERTEE
AR LB 2 I MEAEO A SN Tz (K 1B-D), A4
WANVT VT OB 2GS %8R T, #E XD EE,
pH1.0 TOHFERHIC GHKIE pH2.0), ThETHREIN T,
BOARZIY Y I UREOMBENE T B T L2 BRIC B FHAL
= (B 1B), FT T, ARV ¥ 7 URMa% M T ci
LTz T A (RiEsREIckB), myEmciEe, 7u—
V#k (N1, N2, N3, N4 & N5) BB eNTERk, #ilz
2155 MM BB T EAMEIIC X 2D DlllnEE & Fi 2 9
(X 10), ¥ IR%HEZiEd 2 &, MRRNAEYH BRI
ENB T ENHLEMICE >z (Hirooka et al. 2022), F 7z bl
RN T LIS, ARV 7 IS ERREZ G L TED,
HEFT A N R Z M L, EfiZED KD ICEEE
%, TOD%, LA SADTEHEEIEDS &, HIlEH i
WCRELED, DHREBERD R UIZRICE AR I v 7 U
HRAOHIREOE © ZH 0 SN~ MU 7 A5 TL %
TEMNPHSEMTE-T (K 1D), BREBEICBVL T, 4G
BRI QfEkE 154 DEVT, JlfEE L TIN5
FERGLEERERTEOFET %, TTTHRLAZZNEN
DRI DO DNA Z B g 5 (SYTOX Green) THEL
Ta—Y A b A—R—IZ K> THIHEDEREITS T LT,
HIHEE 2 K DRMIEA 2 AT, Friclc R R E N HifaRE 2 +F
2R VHIlMD 1 ERTHh 5 EESMIC LTz (Hirooka et
al. 2022), EHIC, BBOEREET / LIEWR7ZEIC, SNPs/
indels (—EEZH /FiARK) BN7ZI1TH T LT, JLHEDBN
TH2EKRTHSB T L, BEGGHRHCHBA N EC > TV
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cexEY ) LLR)VTHERE LTZ (Hirooka et al. 2022), THh
Ik, HARALEICBW TS THEMEAERE QR
ICE B 25AD S 1 EARDOFRE) OFEERT T ENTER,

AHIVTFIT7DETIVEEICRIFT
—aAEE T/ LIHROERE L ECHSER T ORMRE—

CNETIS, BRROAIVT I TIZHBNTT /) LIGHA R
MHENTWVWBEDD, 25K ZHNTOMHT DO, T2T
(telomere-to-telomere) DEFREE T/ LIEHRITEFEN TV
Motee BLZHIVT VT OR FRIBZENIENT 2179 728D
Bl e UC, 15RO EREET / Mgz HE LTz, M
flaktZzfifc /e 1A (NLED 254l L7z DNA 2V,
0% ) — REH] (Pachio sequel I ZH{E L, Canu v2.0
(Koren et al. 2017) TOT7 2T IViEfToizs HIVTI T O
77 YA RIGINE L, Bl W Uz 1Ak & Al - T T
DIz, T2T DT/ LERDEAIRFEND EEZEZTOIED,
KUY/ LOKIERLS (segmental duplication) IZ#EK L
AT« JORWNAR TEE T W, £TT, nliEh
Tz = a7V TOEREGDE, nJU—Reva—
FU—=RTORY v a (Z5—DEIE) ZITV, HREIIC
T2T O% / L5 (17.8 Mb, 80 A¥ 7« 5) %33 &
T&e, THIENTZEIZFE (X237 Ha—F) 137,832
fic, ¥V (16.5Mb, 4,775 2878 a— Fi#aT) &
L U CGEIB FEENE W ENHS MR- T2,

E BRSNS E P ORRERRIT, EMc A E
ZNEERETENTIHEHETETH SN, ELEHET
X7 DOFFEDENT WS, EF, 7/ LEEREMOREIC K
D, BEERICEWTEEET RO ME DT RE S A Y
ZDDH BN (Faktorova et al. 2020), Y HKIEIEFDETM
BHBUIRZICRENIZETLY EF VLo ThiRy, 47
AT XD TH 3 Y VIdHIEEEE Rz iz, i
EHDZAM R PEG 1EIC X 2B T EAMNTHET (Ohnuma et
al. 2008, Fujiwara & Ohnuma 2017), HF[EFHHELZIC K %%
LB OME, NRERTFOLENHE R EZRGIAT
ST EMTES (Miyagishima & Tanaka 2021), 4 iZHif
BEZRFFIE IR OANT VT LG hkZHWS T, ¥V L
RGN IE RN T 5T LI Lz (K 2A-E), L
WUEDS, BURERATE2HAIN—h— (TSR A
ViMEET) 1D UhRL, T/ L L OEEERT OfFEE
MIZFRVED, HEGEE T HSVek (BAIANILRADT A VA
HRFIVFF—8) ZRRALEEN~Y—H—DV Y1
IVRZBF Uz (Hirooka ef al. 2022), TDHRTX, —E&7
J LCHBARTER SN 2B N ERETE ST D, T/ L
FOBEBEFOREITINZ, HIVEANFEORGR LR LZN
VT ra—=T Gk 72— AA R R ORI
2 MAERETH %, EHIC, HILT Y 7IdtEREREIC K -
THIlZ S EICHL T C N EER 2, Mfiz 227
B, KEROEAFizidmbic L3 ERAYEDE K
EL Vo T EEREREFANDOERE RA TE

kS

ERERIETEREEEFS>EEFREBRTS

iR & 5 I HIfaBEE KD 2 A 5, BB ENLT
HRBE 2 R 72720 LS E T B T EHLNICE S T2, ¥
W, BEENLTLIEEDD 2GR ELECIEZT ENT
ENUE, LTV T ORMEASEZ S A1 ER 2 R R BRI T
HETERCLICK D, TTT, WEYNEBI 2 EMEHD
RELMEBEICL, MRABEMETORERBZHLIZED
D, BEICELB 2B KREEBEOENEN T, LM LEDNS,
Z O TRARGINC X > THA 2 AL L7z R E 2 5%
132 M TEz, KE 265K 7V )VE O RIS D8
N2, O 1ERE DL DTSR TV E NS F]
MDD, TORD, 1 ERENRICHD 2MHAKEETES
FHiEZHR L, 1 mM OFFEZZT 7 L— b BTN Z il
{TET, ~EDHATHE2H/HIMEENE KK T2,
CTOHERMGES T T, BIRDOX S ITERMNZERD 2 54
(LN EFINRD T L9, 2 EARDIERIN A BEIC /5 - 7z (Hirooka
et al.2022),

KALGEARICK D 2 F5AMF S NEWEIDES RO
TICERT B EDIEEE R, BRI T E 254~ —
=M1 DUV HILTY) 7 TERAMATRER, St
KBEORM 2 A G DR TOERREZE R L (M 2P, £7,
15k (NL#R) D URAI locus (V5 Y IVERICES 3 %8
I5F) ZRREEDEZ 2378 mVenus & 7T A R A Y U
MBIET (BSD) DIy MCEEWX Tz URAI TSRk
(AURAD 7ZA{EBILU 7 (K2F), FEMkIE Y T )V IEELRME
Mo, TSAMNA T VEZNTHZ—/5T, AURALIZT S
VIVESRMDD, TIARTA YV ERT (K26), B
HRkE AURALI BES LIZIGBBICOR, U752 )VIEERED
D, TIRAMTAVVINEERT AT O 2EADEL, T
AN ATV VERR (Y5 YVEEEEY) TEKT ST
EMTEZRTTHD, COFERMBS> T LT, DVICES
K& TECTeNT B 2 f5hz2f3 5 e TE (K 2H-D),
cThicky, HILTUTE2DODREZEER (B4 T 1:
N1, N3; ZA 7 2:N2, N4, N5) ZHL, 8z HEEHM
TOHEETBHTENHLSMNTE>Tz (K 2H, D,

PLED &SI, HEERETHILTY 7 OEEERERT C
EMTEBELIICESTED, TNEDOMRIZEZR VD,
WA HFHERM, BAFMORMEILZED Z0EN D 5,
THIC, N1HEIFHEZSEET (N2, N4 723 N5 #K) O
BT LS B LR T 2 2 & T, MEREEE - A
A AL EOHTNAREIC RS EEZ BN, Tz, AR
MTO TS EH B X URRRFEO 7 + — IV RIAETIZ E D%
HTEHIVTY 7 O 2 EREBIRI NI 1 5RIEESE N
ThotTehd, HIVTV 7R EEBRORESE 2 (5K Ti1@
TU, HARRERICIZT LA TETHEAZITY &5
ZbNb, 5H%DT +—)V FIZRIC X > THARBREMIC BT
BTV T OAETEEROBEENHEL T & 2R LTz,
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A mTP F G = ,:g E
U5 LER M . Ng B2
BS ik I IR Do "8 wr aumar
AURAT o - N 2
wT Fix g7631.t1 mVenys 53D = ATR2fEkK y
N1 # —— ey — B
( ) g7632.t1 <RI URAT > = .
TSZANHAIY (BS) &
mTP-mVenus AU TRRZ T RIR WT (N1~N5) |
Fis 7>z L BS bW IEHIT
U5 VIEERE AT OHEEE 2 EhaER
o BS M - .i
B c D H AURAT (N1 EB3E ) B
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mTP-mVenus I

m
=
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0 e ==
N1 N2 N3 N4

mVenus/ ZEfxiE

AURAT (N1 BI3E ) & DRER

2. ANVTUT 1 EEREHOEBENSZE L, TRaEFHLUEESSER. (A) 2RIy RUTBITY T Ve N RIS ez o8
2’8 mVenus (mTP-mVenus) & 75 A b YA I VHEIET (BSD) O¥FH Aty b7 E n T RIfEER (UG1;¢7632 & 27631 O L HFELES (F
NZN 1kb) THAZTES DNA ZHEE L, PEGEIC X D 15K (N1 KR ICEA Uiz, (B) BMEHSER (mTP-mVenus) %75 A k41 2 (BS)
AT L, REMICERFRRICE Y 7a—UERG Lz, (O SBIEMEEZERKICEHEW T, DNA A DHMOMEICHAINTVS T
L% PCR CHERR LTz, BEMk (WD) arha—)LeLTHHLZ. M BXTE FiGFPHifkEHWA L/ Tay T 17 (D), BXU
HOCBAMBEEEZR (E) 1ICX D mTP-mVenus X /87 EDOHHE I AV R TADREEHEE LUz, Fki& mVenus DHDYE, FRIGIERRAD HSADE.
WTidar ba—)be UTHRA L. (F) FEANHE & REER M2 HA B DR T HERIC K > TEL % 2 {5ADERR. AURAIBS ifth) & WT(
f&tk~7o—> ; N1, N2, N3, N4 £ N5) Z%HL, BSD#EIGTF (AURAI Hik) & URAL Bin¥ (WT f12k) OWifZR>~NT 1 2 {Gk%
w5V L, BS HOEEHITCER TS, (G) WT & AURAI #7752 VB X T BS DIFE FEIZIHMEE FOFNTNOLETCE#E L. (H)
AURAI (N1 %) & WT (1 f5fAZa—>/; N1, N2, N3, N4 & N5) Z%lL, BS A 7 L— NSNS L, ~7 o 2 fEhEEk Lz, D
AURAL £ WT DZNZFNOHAEDLEOEEMER. T —2& 3 BOMAT UL HEFEROFEE, TI7—N\—R3EHFEEE2RST. O #HFEd

B K o T Uz au = —HpROHID Y CAETMES. Hirooka ez al. (2022) KD 5IH « i L.

2 {5ikE 1 BEDRLGIHEEE LS ESEIEFE

AVFU T, RO TR (7,8321) 1&D,
FIREEE 2 R0 2 A & HIfaRE 2 Ry /- 3 EERE 2 69 % 1 5k
EITERTBEFBREREL TN S, EEFRIROYHZ D,
QM TR SRR, HBIRRE ED K S GBI DR
LEICKXDEDEDONEIASNICT BB, 7T/ L b
YAV T b= LIEROEEITo T £, VTV T D
BRI LT Blast2GO (Gotz et al. 2008) 72 FHU N THERENY
7/ Tr—YavzmL, ThchnA TiEERT (161 ff),
WA NTE (357 /), MR (103 f#) %=, ThE
A1 PlantTFDB v5.0 (Tian et al 2019), SignalP 5.0 (Almagro
Armenteros ef al. 2019), dbCAN2 (Zhang et al. 2018) I X -
THERE UTzo F72, 2 f5ANL & N2 ZNZNDRE 2 f5AHK)
& 1fER (N1 EN2KK) DSV AT YT b— LRz o,

HHEETOREE (TPM) OEM, 2 f5AL 1 FABTOH
AR nT oML 2772 (K34,
BRI/ L OB EOHEERIICHE L, BiEF
OFBEEFYE, FIMHT 25 LT, HaxlEmEszll
HWLTWS, EBRFENC &I, HVTU 7oK THREE
WREL B ZEERTFORICE, MR EICBWTIEER
K, ZRETERK, MRS bicERRGEERzTRALT
I 815 T D BELL/KNOX ¥ MADS-box W& ENTWiz (X
3B), HIWTVT DY/ LCiE BELLEETH 1, KNOX
G H 2 M (KNOXRedl & KNOXRed2 it {5 ¥), MEF2
B MADS-box B TH 1 fla— RENTEH (Sharma er al.
2013, Joo et al. 2018), ZD S5, BELL & KNOXRedl i 1
FEARRR RIS, MADS-box & 2 fEAREBRINICHE LTV T
EMBSMICIE o7z (K3B)s BELL/KNOX B ri& 7 —77
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3. ERNSZEZE WV 7 ORERfEN. (A VT U 70 2 5k (NLOKRE 2 S & 14K (ND ot s5 > 270 7 h—
LM (edgeR) O MA 7’1y k. 7,832 HOMO— KRBT DS B, 169 BILFH 2 (SHKF RS, 176 BInFh 1 S RMCHEE FR LT
Wz, RIZEREET (DEGs) 1 FDR < 0.01, log CPM > 2, [log FC| > 2 D&%z TEDE Liz. B) (A) OF ST SEEERT, Dk
ZRUHE, BXUMEGBERZ I— RS2 8ETREZZNENMH LR L. (O WT, ABELL, AKNOXI, XU AMADS-box ® 1 {5{AH
RaoYeruamsats. (D) WT, ABELL, AKNOXI, XU AMADS-box O 1 5RO SR TOBHEHE. T — %13 3 [ OMs7 Lz
FERFEROTVE, T —N\—I3EE RS RS, (EBXTCF) WT, ABELL, AKNOXI, XU AMADS-box O 1 fEAHIE%A 1 mM BifE &4
TL— SRR L, RE 2 5RO an=—ElRERE. (G) 77 F Y UCD), 77 F Uk (ACTL), 24 > (MYO) @inTD¥EE (TPM)
e 2fEARE 1 AT Uz, (H) 2 f5%k & 1 EAROMIICBII BT 7 F 0T 0 5 A2 O CEEMSEHS: ; &3 LifeactmVenus I & O AL E
N7 ZF > FITERKRAREOE. RREDHERZIEST DT 7F >, KRHNZA R D v 7 RO SERO M RIET % 7 7 F =R L
TVa. D 2FE®RBXC 1LEEROY A ATV Y B (T 7FVEAHERD (7£ FTORE. (D WT, ACT, BXU MYO RIBFED 1AM
fa7z 1 mM FEiE A 7 L— MEEHNCREREIL, R E 2 ko an=——gREzHE . 7— 213 3 BIOMNT U7 REHEROFEME, T —/S\—3HE
HEREERT. (K) WARHERTRICHEIT S WT & AMCT2 O 1 fFHAMIRD X A LT T AL, F—0X 2Ty 7 UFElaNZnZniins e
DOITREINTVS. (L) BIEHNZIC K> TEH LTSS EURIERR. WT, ACHLD, APSY, $ XU ACHLD APSY O 1 {&AfliflaZ%, Yk kU
TN A—ADTFE FEZIIEFE FTR#E L. M BXU N) @kl #E Uiz WT, ACHLD, APSY 33X U ACHLD APSY DWW AR ™)L (M)
BXU#EE / ax TS5 70— (N) OfEH. Hirooka et al. (2022) X0 5[H « k2 L.
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75 AT H DIEHSE T TALE BIR X 4Ry 7 B FDHE
BICKDELCTEEZLNTED, HrMPIcBWTIETH
R OHEFF PR ICHE D BT LTEHL A LI E
NTE/z (Bowman et al. 2016), BT LI, HHIIEGE
W7 T I FEFATRERRZHFEMNCRMET (mt+ & me- D
BEHZRT) DERENTZEIC, me+ T BELL (GSPD) A,
mt- T KNOX (GSM1) MZNENHKEL, BEZN LTl
FREHEEC 3L, FNHHINT O - BIEEEK LSBT
TR ET, 2MEARLICEDZEETFORENFEINS T
ERIASMC 5 (Lee et al.2008), TODHIEZEIC, B X
WU H I35 Tl BELL Bk (2 5K OFEICED S
B FOFBEZFHEL (Horst et al. 2016), KNOX2 hEHEL
(1 51K OFEICED B EE T2 5 T & T (Sakakibara
et al. 2013), FIEREAOYIHZ ZHl#d 2 Z &S MMIC
otz A, BEERMYIOTTVEME LTRAD V=T
FHDICERBHEMEATVEZ Y7 ICBVWTR, K1
T BELL %, SRR T KNOX1 BZNZFNFHEL, kLI
BELL & KNOX1 DWN\THZEAZEX LIENBITT S &
T, ZHINOFREZFIGT 5T EMHSE MR -7 (Hisanaga
et al. 2021), TN HIC KXo T, MAOWWICIH S % BELL/
KNOX OIS BREDN R A TE—/5T, fEyLinc
OHRIZZ UL, BiRlcE> TEMEAEAYTE /VIcEn
THFREROYH Z 1B % KNOX EIET (KNOXRedI)
DEESNREENTZDOHRTH > 7z (Mikami ez al. 2019),
MADS-box B F IR EMEYILRIZENTED, 7—7
TS AFRICHWTIE MEF2 # MADS-box {5 FHYEE, K
s, FRERIC, ZO CARIFICHTTZR R AL UMk
U 7z MIKC %! MADS-box {57 A b L 7" My (LA
Y+ HEEEM) IR ES N TV S, MIKC % MADS-box j&
LA AR TIEDH AR LICHED S BT E LT
H M EWMFEEINTER (Thangavel & Nayar 2018), FiTIc
BoT, IBEELR T EDRNE XY A3 I T MIKC !
MADS-box D EHADHINI N K L MHE, HTOWEDH XD
HENCBH % T EAVREN (Koshimizu et al. 2018), Z D%
REREILDHE MR D DDH B, L LS, AL
7 M EYILIIS ORI, KEEE, AL TO MADS-box DFEREIC
MT2HRRZLL, 7775 AFXICEIT % MADS-box
DHEHERRICEI L TIFEEMHEA TR, £2 T,
NEDBIETOHIVTY TICBI BHEEEERHSNCT 728
IZ, BELL, KNOXRedl & MADS-box &N ZNDE{5 T hihs
FREVEBI U fz, BAERRE LERE L C, ZNENDOEE TR
F 1 EATOAET, MilEEICEVZRSNE>2h (K
3C, D), HO 2 Kb 217> Th 2 5Kk LT &
MHALMIE -7 (K 3E, F)o Thickb, BELL, KNOX-
Redl & MADS-box I FHY 1 f5AD 5 2 f5ANDOBITICEE
DB EMWREN, TNSDEERTOT—7 I AFRIC
B ZMENSHERETH S ATREENRB E NIz, L LD
5, 79IREFARE=IOr LA D, BER (N1 &
N2) 1253, BELL, KNOXRedl DWli/5hs 1 5K FIIC

FELTED, RO LR R2 A= X LOIFEDRE
ENTz, 51, IO OB T DRI zN %,

MREBE MY, EEERCICARLN, MEZTY, M
Hukg & 2 4R g 2 7o DIC EE AR E Z R LTV, #ilg
BEOREK D EEIC K> TRELE RS> THD, HILTV
7 OMIBIEECEI L COMRIZZ LWy RV AT U T b—L
fRBT OFE R 5, HIFERES BRICBE D 2 IME iz e LT, 2
fEAREFEIICHRIAT S 11HD FASL (77 271U ) KX
A U EFDBLET L 4 HOMEYNIVAF X —E (dass 111
peroxidase) EIZ TN R DH o7 (K 3B), FASI K X1
BRI DT OTA TV THIWERINIE, T8/ H
SRR VINTE (AGPs) ICEZENTED, AGPs IZHEY)
I B THIFREEREE D REERICBID > TV 5 (Silva et al.
2020), WMV AF R —PI3RE FREY Tl MR O L
FEPICEb > TED, MBS RIC B TEEREE
ERIET, HVTVUTICEBO TSI R R T % X 2%
HO—D2& L THEYINVAF O X—EHREINTED, [H
HOKEENDH % & THEEIND (Oesterhelt er al. 2008), Fid
DA E 2450k, £720d VSRR RSB 50w % 2R
U8, WisBRET O— R 2B RO -7 (K
3B)o TNHDNWER VIS BN IEZRIC K O W
2T, T OREENEREICIR A D S T LT, BIEEREEANS
U7z 2 f5RDHINEEE X 1 S ADMIIEN < MY 7 AZ/EER LT
W3 EEZIEND, 5, TNDOBEET O
=N,

2 OBEMEY T, MIGESPMRE SR BNTT
JFEIFTUNEERRENZES LS NTNS
(Kollmar & Miihlhausen 2017), HIVT V7 D5/ Licid 4
D7 o7 F VI (ACTI, ACT2, ACT3 & ACT4) & 118
DIF T VBIET MYO) ha—RENTED, NSV RY
VT b= LB OFERN DS, ACTI, ACT2 & ACT43 1 1514
RSN, ACT31E 2 fEARRREINIC, MYO & 2 51K, 115k
THREERHEL TS EDNHLEMTE T (X 3G), Tz,
2ERTIZMHEIRD 7 7 F 2V VI HEICERE NS C
e (K3H), 77FVESHELTHEA (%) HHEEFEX
nascens (M3, 77FVEMRESHCEES TR L
WRMENT, —J5T, MEERTEPHRETT 7 F VT
BEBREINT, ARV 7 VRO ZRE D e 7 7 F
VOB EN(X3H), Eiz, 77 F VEAHESNI A (Y
) ZFE Lol (K 3D, X SIS 2175 128
IZ, ACT1, ACT2, ACT3, ACT4 & MYO ZNZF N D&+
R ERI L 72, $00TC, TNZThOBETEkRTHD
2 EHRLAERZF T 5 T & T A, ACT3 WHERRD A D 2 5K T
Ehxholz (3D, Fiz, ThZNO 1SR OEB)FE
BIATAA=I VTR Liz& T A, ACT2 H#fkic
BWTDH, BHEIGEIFMEDEDNSE Z ENHLMI RS T2
(K 3K), ThHOERIE, HILTUTIZBWT ACT2 A 1%
AOFEEIGEIC, ACT3 A 2 fEADMIRE X THAET ST &
ERBLTWVS, BRENC LI, 4 Y ViEETOXRER
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L {EADETIRE, 2 fHAOHMIE IR E LIS B2 5 X 75>
e (3D 7752 7 3HINEEDH 2 2 f5 AR T D
REENDB DT, 77— T I AFRICEBT BHENZT 7
F I T OERENS, 7R TOMIEED GHUCEI S L Tw
BZAREMD DB, TDEKDIC, IA Y VIMRFNEZT 7F
DFBE & T DV D HR EH O IR TIrbns L
S FIRROBIRDFER EN, SROGHIEMIDM NS,

BN ETIEH T 55 Gl

MRS T/ NT TV T OHIREAIEA: THEAE LRI,
WRICFDREEZTE RIBOIULERIES T /NI T
)7 L RO O RN AR RS T e h D, AL
A IR E LRI A 5 D EEM & W (Allen e al.
2011), HERMEICB T ZETNVEMO—DTHBZ 7T
REFRIE, FiBZ BT TIEBREREIC K> TIET
BT ENTEZD, ENBEEEE O RIEZERIAD RN
MWAEETH B (Li et al. 2019), HEIEHKERE TOHEHEMNAHE
BANVTITICBNTE NG RIERZERT 2 N TE
NUE, FLEONEARTRICE > THRRY —ILE R B13T T
BB, iz, MLEROPLEBEICETENZ T cav Ty
(HOONREREOR) T /NI TIVT7O—ETH3AY
W) FHRDE DNFORROIZE LTEXEAMHIN TN
(Eriksen 2008), TEDHIFEN S, HIVTFITDT AT T
ZVBAEIIFDED LT, WA - mBENENC &
MWREN, KOJLOHBNOHHNARFEN TS (Moon et
al 2014), LA LaEM5, HILTU 70O 2 fEAKIZE A
BERAE D8, T 0 a7 =2 ORI YR IR B 25
FWix Sz, FIEORWT 227 =Rl i i3 iHiE
MTRATZMMOME (Faa7 o)L, Aas /A R) O
ETRPREIC IR, MIREEZ 57z SRR B O A A
GV TFUT 1LEET, zuardqg)l (&), hasr /AR
(#) ZEEHRVIEZEIES CENTENZ, ThHORES
HIRTE%EEZ N5,

TNSOMEENEERGET 57200, EEREREEL 115
R (NLFK) ZHWT, 7aa7 0 )VaRIcEET 5T Ry
v L F5 2 —¥ DBIEF (CHLD) thnaT /A RERICH
53%7 ¢ bUAKEREL T (PSY), TNZNOHI
itk (ACHLD & APSY) & —ERi#Fk (ACHLD APSY) 7%
ERIL 7z (K 31-N)o Bk & b LT, ACHLD 13#5 114
MO BHEETH - 72M, APSY IZ X b HFijfald, ACHLD
APSY FFH IR 5T (K3L), NS DBEILTHIERIE, 7
B E (JIVa—RADOBEDORH) TREEEMkKE RFEDL:
BERUD, MR ERERE OLAROH) TRIEETE R
mote (KM3L). —77, EAXREEE Otal+ 7/ Va—X
DEL) Tl APSY DANEET E I o7z (K 3L), T
R, 7I9IRETADPSYERIKORTFERE —BL
(Santabarbara et al. 2013), Y& REEE OIS I3 FkE & L5
THEEZH, REHFThHaT /A RHh&L, ZJaa’ )b
IMAET 5 LA THHMIE R 3 2 & AHLMICE o 72,

kS

TDEIIC, FLEICBWOOEERRBROVER & HER D] HE
MTEMNRENT, 58, TN DHEMDYEARIIZERRE
R T DT &R LI 0,

SbYIc

WY OWZe 2175 1T, BREEOIZL 2 2%ENEKR
T, WYITIEEMSE, KRS EITmA, Mlad
CICELENZEENRE—TH BT Lk EOEMMNED, E
B ZOMREOMMEZH LT 2HERICE>T VD, —F
AT A0 AR GO HMIERE, H-AEM, RE, OB
Wiz LR &G &, FBE TS L THRRR
RO, BHEMMIES REENSBIGOMIICE L
TeHBMEIZEEZ NS, Fiz, /TR, ZO
HELRY, ZEREZZINERA S, FEREWIZT & BRI A 7o
TONGFERBESELRT Vv )V ER>TWVS,

KLWEATAaIACIET 2 0V7 V) 7 OWIZEHR 2@
LT, () AUAEMBROFEE (HiesE 28D 2 5k Ll
BERFFIZ R0 1 SRR ITERT ZATER), (2) HEREREET
DOLTEROHIR BB HIC KB 15K, BEFEEEKA
EINC K% 2 5k, Q) &KbY/ L v SV A7V T h—
LIBEROESE, (4) ZENTEENRERM O, (5) 7
JEREETERIC X AR KRIBROER AT OBIFE & Vo 723t
NI 7oz, ThickD, 7= 75 RAF AL R17
TN TS BELL/KNOX Bfn¥, MADS-box BInt, IA4Y
VIHKTFRR T 7 F > O REREDHEEIC B o T2 515,
INSOFRNTICINZ, 7= TS AFXICBT 3N
A5E, JEEMOEL, REHRXNOUIMZ R O & it
BT E), BEA N L ANDEGERE L EORICE T
EHNVTVVTNETIVIIZERE L TR DEEZDBNS, &
5T, FEEFAmI TR, (O MEANEYOMENES %
1f5ADFIH (2280 HE, @K, CXIY, HigkyExk
EOEFER), () BIVTra—= 7 Ei@3ni s R
OFIH, 3) HIEbEBEMICKLS, AHIEEREREL E
FREDIEMORIHEME, (4) 1AL 2 RO A HD T EE
(HMIZIS U T 115K, 2 {5AD &5 5 DHilaz 5> h iR
WARE), (5) BHEsh=ROBNINtEREREE, FFRANR
#/ER T, BESETTOaY2I—y a3 Y EMZ %
JEREMNTRE L W o Tz, BHCPEEFAI N TV 2 EHICIdx
WEHR BRI AE D, LIeh>T, HIVTU T OREEFIHA
M7 s, SH%EO—EMEL, SEEZOREBICHS
TBHELEILND,

HAE, ALTEENCER Lz ERREZz28E LT
D, A7 AHOWFIITE LU IZRETH B, HERH
FHEFRIGBD M E L THRRENTEBO T VAL W2,
YTV TIREDT =)V FIFEDTORT VY, HARH
THEE SNz A 72 a3 AFHIZENGEREZET (NIES) 0#d
SRR AN (NITE) DA b 72y 2= 7 Eh
HEPOMEHICIREENTVS, ThFET, /F2adX
HOHTOWBRIETIVEME To 2V Y OWIFRIE, A
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R CREKEBEID) D7) — T I 7R O
HNESH, EREHE L THIDTORT ) LSOOG T
bh, Zo%, HbhRESEE GRTRER) OF)V—77%H0
BRGNS LD L SN, VTR T 0H, MifakgshE, R
BISER EDOTICBNTIHAZ Y — R4 2D EZ <17
bNTE, 5%, BLICK > TEEBHEMTDNIZ AL
TV T G IARREDET VAR A T 2.0 0 8D,
SIS, F U CHEERAND —JIROERE2T 5T &2l
FELT2U,

AWEIIBGEER L, — /HZE K, KEZEL BE
szt I FEAKE L, Jong Lin Wei fEit:, &HE 1K,
AR EOHFEMEICE > TirbhE Lz, AR%
TR E 2 S, (LIRS LIcELHE L L
FET, Fio, AREPEOHEZ LT 0 E LEAGRESR
BOBERRICHLB LU LTS,
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