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Abstract: This review summarized the studies concerning with the effects of light signaling (such as
light intensity, light quality, photoperiod and circadian rhythm) on Chl accumulation and its
biosynthesis-related genes. The regulation mechanism of Chl biosynthesis-related genes by transcription
factors in the light signaling pathway and histone epigenetic modifications were emphasized, which may
help us to explore effective pathways and target molecules in light-regulation of Chl biosynthesis, and
promote Chl accumulation via genetic engineering and environmental regulation.
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& Tripathy, 1992; Pattanayak & Tripathy, 2011). K, #F7% Chl (A& AR BERE P 0 1E H A=
K S A e b Z A ) 77 B B B B R SO S A
IR, JuxS Chl A& BGEE i AT 78 C7E 0L R T S8 B R A A el Z AR P b U BL2  E Je
(Ilag et al., 1994; Fusadaetal., 2000; Kobayashietal., 2013; Nietal., 2014), ACXI s
W) Chl A=106 BU T ZERE FU kR AT 45, B pd AN s 42 T THI BB X Chl A2 06 B A LA
[ L5065 Chl & B 3R BRI R F%, IRZOGIHAE Chl W& U A B0 1E S F AR 701, B
SR A 2 DR AR AR 4% T BOE (M Chl R R, g s E = S B0 B

1 G EYI M 2R L& K

1.1 MERERERREHEXEMNRFELEER
Y@ S ARG HERBAYEA RIS . Jrm) SREERIE IS5 B2k, ShERIES
A2 AR N, Y SRR B R Chl A RS2 R (Jiao etal., 2007). WFFCKRIL,
27 MRS 15 MES 5P L - % B - t(RNA (GlutRNA)D £ Chla A1 Chlb G2
(Matsumoto et al., 2004; Beale, 2005; K1, £ 1). ASCHHEY) Chl W& EE (B 1D, PLKE
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Fig. 1 Biosynthetic pathway of chlorophyll in plants

The numbered arrows are the enzymes listed in Table 1.
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Table 1 Genes and enzymes involved in chlorophyll biosynthesis in plant
e = IS s
ElR) Enzyme 45 5 Other SRR
Number Abbreviation Gene Locus tag
name
1 B EE - (RNA 145 Glutamyl-tRNA reductase GIuTR HEMAI At1g58290
HEMA?2 At1209940
HEMA3 At2g31250
2 BRI -1 - L8 - 2,1 - "IN GSA-AM GSAl HEMLI At5g63570
Glutamate-1-semialdehyde-2,1-aminomutase GSA42 HEML2 At3g48730
3 8 ~ F KL BRI /K ¥ 6-Aminolevulinic acid dehydratase ALAD HEMBI ALADI At1g69740
(B4 % )5 B Porphobilinogen synthase) HEMB2 ALAD?2 Atl1g44318
4 JiH {5, 2% J 5 2§ Porphobilinogen deaminase PBGD HEMC PBGD At5g08280
(2 5 H .3 J5 4§ Hydroxymethylbilane synthase)
5 JRUMIR BRI & B Uroporphyrinogen III synthase UROS HEMD UROS At2g26540
PRI IR T 3L A B Uroporphyrinogen 111 co-synthase)
6 JRUMIBKBRITIBE 2 5 Uroporphyrinogen 111 decarboxylase UROD HEMEI URODI At2g40490
HEME?2 UROD2 At3g14930
7 Fenh kR4 AL Coproporphyrinogen 111 oxidase CPOX HEMFI CPOXI At1g03475
HEMF?2 CPOX2 At4g03205
8 JE b i A AL Protoporphyrinogen IX oxidase PPOX HEMGI PPOXI At5g14220
HEMG?2 PPOX2 At4g01690
9 Mg - 4 H 1% Magnesium chelatase H subunit CHLH (GUN5) CHLH At5g13630
Mg - &4 1 T3 Magnesium chelatase | subunit CHLI CHLII Atdg18490
Mg - 41 D W2 Magnesium chelatase D subunit CHLD CHLI2 At5g45930
CHLD At1g08520
10 Mg - Ji IR IX R 3 4 s il MgPMT CHLM At4g25080
SAM Mg-protoporphyrin [X methyltransferase
11 Mg — J5E IR DX B 356 s 2R 1k iy MgPMEC CRDI CHL27 At3g56940
Mg-Proto IX monomethyl ester cyclase
12 3,8 - BN 2R R IR 8 - LML ik 5y DVR DVR PCB2 AT5g18660
3,8-divinyl Chlide 8-vinyl reductase
(=38 )5 B Divinyl reductase)
13 JE £ K TR R AL T [ POR PROA At5g54190
NADPH: Protochlorophyllide oxidoreductase PROB At4g27440
PROC At1g03630
14 42 4 B Chlorophyll synthase CHLG CHLG At3g51820
15 4% KNG a N4 HE Chlorophyllide a oxygenase CAO CAO Atlg44446
16 W2k %4 B Ferrochelatase FC FCI At5826030
FC2 At2g30390
17 147 F A AL B Heme oxygenase HO HOI At2g26670
HO2 At2g26550
HO3 At1g69720
HO4 At1g58300
18 SRR JER T FR 366 4 5 il UPM UPMI At5g40850

Uroporphyrinogen [II methyltransferase

1.2 AREEEEHEENEYER

FJEHEA R 52 REY) Chl (2ED) A i, YR 5 S AP AR M, 4] Chl B4 B
R &, 2014). WHFERIL, HEEHRZHAEY) LA K Chl (Duanmu et al., 2013); Y K
WINEYE, o Chl S &ML TR CEZh 25, 2009). X2 DK A SRS FI-K: J3E 2 B R 47 1K) )l &5 Bk
AL IR AR F R BERRIYS 77, 38 B Chl A />, SIEm FrrBgk. MAE e N S 5 310
T, EAEIZRETRE SR, DN Chl W6 U VF 2 RBERE R R A 1 A8k BFFT RN, FER AR Skl
i, ISR EHE - (RNA B JEEF (GIuTR) [ HEMAI MIwtS A &2 - 1 - 2/ - 2,1 - @Il
(GSA-AM) [IANFERR] GSA1 I GSA2 FEH RIS T, i 6 - ZHEELR (ALA) K&K
(Matsumoto et al., 2004; McCormac & Terry, 2004) ; Zwtd & - S FEHH K ER M /KEF (ALAD)
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HEMBI (Tangetal., 2012) %% pRANKSEIII KB (UROD) ) HEME (Mock et al., 1995) H
SN, [ gt Mg - A8 CHLH ., CHLII CHLI2 1 CHLD #%5¢%5 (Stephenson & Terry,
2008) ; RFZAHE IS Mg - JERRRIX L0 (MgPMT) 1 CHLM 1E5% 5 FIfi 2Rk L33
ML, TN MgPMT B G PEBV#E S N (Stenbaek & Jensen, 2010) ; [Migwhs Mg - J&
NRBRRIX 5 B PR ER AL (MgPMEC) [ CRDI TER AL R IA BRI, ALEMY L G0d 2 4 535
i (Yangetal.,, 2015) .

WEFERI, FE) I R I 2R R R R A A IS5 RS (POR) fK#iT% (Yuanetal.,, 2010, 2012) ,
H¥ 3,8 - Z4ImEH LR ERIREE (DV-Pehlide) AN = ZI@MH 48RRI a (DV-Chlide a) B J5 I
4R PRHE a (Pchlide a) AL AM 4 KRS a (Chlide a) - HFIELLET T L4 % E #4wt5 POR
ff) 3 ALK PORA. PORB F1 PORC. Wt K, PORA fEEL b A iR, (HHY WS PORA
HGE N, PORA A REBEMZEN L (Armstrong et al., 1995) ; PORB B YA, HIEH
FVE ATE BB RO N R EPh; PORC 7RIS FAKML WL ARE, HIEREHR TFREK
FEEE I (Masuda et al.,, 2003) o #JNASE G HACE — M EF YD POR &, WFFkiE, K
) POR 3206, %G H 1) POR TEAEMRAZ I FEFRFEAZE (Fusada et al., 2000) , X#&
B POR AFAEWIFPZ2 1, ik S B TR i 42 F FH vT B 2 A 4K

MR R IRIEE a %R (CAO) A LUK Chlide a # b M4 2 R EE b (Chlide b) o BFFUKIM,
FITTH) CAO 722G N RIARIR(K, HIEN T BEWEIN (Espineda et al., 1999) ; /KFEH 1) OsCA01
TESCAT RIS T HIRIE T G0 C40 Rk L, (HKFE OsCA02 RILEHTEETHE T
P& (Lee et al., 2005) , XULHIFE Chl AW& BREEH A, [F—PFi Rl — SR R (1 K98 77 20Ut mT g
R &4 Mg® [l 4 2 488 (CHLG ) Chlide a A1 Chlide b {4k 3 Chl.a 1 Chlb. B3 1) CHLG
7 BRI 556 R #5548 R M E (Schmid et al., 2001) , {HALEFF 5§82 UL CHLG 76 Wt G FKiks &
ZEE AN (Matsumoto et al., 2004) o DL &S5RI, HEESKHHIE AT THED LR, Sl
5 Chl AW & OS2 TP I B L RS2 Chl A& . SR, 7R3N, EEEIEYI, 556808
WEGSE, M Chl &R E Bt in (Nyitrai et al., 1994; SR%E 25, 2005; XIEIF 2%, 2007;
Sui etal., 2012; ZEPAEMIRIK, 2014), H A BE RZ IS5 GRS M 1 omCRHAEY) 661 A1 Chl
IR, RN 55 6 & S R B2, ChLb A1 Chl &8 JH = H Chla/b ELAE G, SEEAFIT
EYIRIRE 2068, RN R MG CAE R 55, 2007).

SEG T, FWEE S ELIPs Cearly light-induced proteins ) s 54 i, i3k 1M #1011 4 2 B - t(RNA
BJERE GluTR 5 Mg - A B A CHLH 1 CHLI, /> H H4 Chl AEME R, Mg A
fLJiE (Tzvetkova-Chevolleau et al., 2007) . Zhang &5 (2016) HIBFFIRIE, 586 T 6| LkifA g
PURITIY 2 3405 /& NADPH/NADP {1 L3R, {23t NADP' - AL E 1 (FNR) S5 SR AR I 4 1) &)
I 62 (Tic 62) KAETHABAE, FMBHAGH 244 E E A 1z, B Chl &/ (41 GluTR.
PBGD.PPOX.CHLH.PORB.CHLG) FH&¢ i & i ) 2 - ik J5 5 GGR ( Geranylgeranyl Reductase)
BN RIS i SZ B, s o Chl AR A G, (S E S8 R (Zhang etal., 2016), DA R45
RRE, VARG FE o 2 @ 45 A A 45 SRR R AR TR AR IS 5, DL Chl & & 24
IRty KR DR ) 28 SR PR 45 A Chl YA A B o

1.3 SERUEIEM R ERNEYE K

XS, AFEDEE TR (i Chl MEHE MR WRBOEE AR, BOLFNLE GRS R
MmN R (RIBedE &, 20100, YL (2005) F A [FIE 6RO BERE HEAT AN R 6 il b3 S
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RIL, BEEM T Chl B A 40 > HE > B > K > B, 3R, Basm. B3,
B E . FHasm SRR, 205 E R T Chl AR, T EEEIHE] Chl MARER, H
WAL FE AT HEE Chla 5 ChLb HUE, ZD0GP PRI ELE Rt %5, 2005; fiizdfe &%, 2009;
VEF] %5, 2010; Mpiefd 2%, 2011; BREEFS 25, 2013). 4R, Fl—FOLRXAREY Chl £&
FHI S R AN . Saebo 25 (1995). Bach A1 Krol (2001) fEWFF A5l AL, W ICAT BEHem
ZH ZURI RS F B 4 23 Chl BITE R, 20640 Chl FFR 2 . Kobayashi 55 (2013) W7ER 7L
RI, WG T AERKKKE S EM i Chl &8 & T 406, {H Fan 5§ (2013) #Ril, WG ER
BESEACTE, ESRIM SRE ARG A B B, X AT RE AN [FRE A AN [E] ' 5T R e S AN [
A 4h, Chla 7F 430.6 f1 660.9 nm Ab75 W UAI4, Chlb 7E 456.9 nm 1 643.8 nm Ab A WG (5 R 25,
20060, HEITELLICAITE SN XA B BRI, [FEROEE LED AT H T e Bl s 25, wf
ReSx 0T HEY) Chl A RIVE AN, BRIk, 75350 Hh B A A B e S vl K 7 A2 e b0 ) R D Bt

HRZARBA H R A6, S5 Chl V& R FE . FFR A, @ emait
HIsZ e E iR A (phyA) FI B (phyB) #JZ5 Chl A& GERE. AT, phyA Fl phyB 41X
L IE 4% POR 1233 Chl Y14 % (Huq et al., 2004), EEEEHE Chla/b 454 %E A CAB HIFH R
%S Chl & (Fengetal., 2014); £00%F, phyB 1E###% Chl FIAEY & (Zhao et al., 2013; Lim
etal., 2018); MM EARIREITZLIE T, phyd RAKRN) Chl WG KFEK (HEMAL. GUN5. CHLM.,
PORB. PORC) W& ZF|40#| (Brouwer et al., 2014; Lim et al., 2018). {HiEZ[ 4 i i Ko
Chl )P f# (Tucker, 1981), IXWHE phyA /™ F@m LG L LA K (Barnes etal., 1996),
AT phyA 155 Fi# TFL2 (TERMINAL FLOWER2) & [11E 4% PORA Al Chl RIAEXI& K, 1112
RAZR PHYA Rik/KF R BT (Valdés et al,, 2012). LA 45K phyA 5 phyB 7E 20 /61
LI A Chl A& i i E ANE, HALHIA SR AT .

WKL, B (CRY) MEDEEE (PHOT) BT ZIE (R R,
2017). CRY F1 PHOT1 /S N5 S Chl SRR CLH2 W3Rk, BEmifedt Chl FI4EY& % (Banas
etal.,2011); i CRY1.CRY2 Fl phyA /5 Y65+ Chl 45 &8 A D2 & psbD 5 5% 305 ( Thum
et al., 2001), HEMAEFFERS M IERIZEIT: PHOT %St E S AEMHEAH I E [ LHCSR3 K
2, B RGIFEEMLE], L5 om e M AIE 15 E (Petroutsos et al., 2016) . 5RZIFIEL /MY UV-C
MRS £x4m) Chl IZEY & (Rusaczonek et al., 2015), {EARSRFEHIELAMERT LIMESE Chl &K
(Dhanya & Puthur, 2017). W} 78 &, # i UV-B 5244k UVRS 1] LLi%5 5 SIGLK2 (GOLDEN2-LIKE2)
HAMAR R, HEmfEdir SRR &K G Chl AR (Li et al., 2018). PLEZ5ERULH, a2k
TEC TR Chl £ & R G EEER . (EES R RURSZ B — K e, BRI — i
NAREA ZAOUZARFEIN 225 Chl ARG HAE PR B AR 0 R M 2815 13— 2o .

1.4 XEAPRREBERDEEEHZEENENER

JEJE B2 8 B A A ' HE AR B A8 B A4k, e B G2 R S I A PR A8 A B 1 HR 1)
Wl 8, %A FE VS e B BN R e IR, 2B X H B A RS AR A  E E R B .
HYELE (20100 LA & A AN A 40 2 S OIS RE, AN TR B K S A T A,
SRR, Chl &RAE TR ZE . B EASCRE (2017) WFFL T 2006 GIC B S50 i BT
PERR S DA RIS, 5 RRIIEL LS —E0T, e Ob/BE) 16 /8 h % 12 h/12 h b FE
FARE TR N Chl FE. S (2018) dEid 3 AR Ok/EE: 14 W/10 he 7 h/5 h.
3.50/2.5h) XPEAEARBEAT B, KBUAEHE (7h/5h A13.50/2.5h) AAERRIER G A LR EEAE
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Wo HA, T MOCFH OE/ME) 12012 h HF 3h/3h F, Chl ARBHE T, (HEBMF A
R0 (Chi, 2003). LA EZEREERM, GEKSEREES[a AT MR Ert i Chl AR R . NI B IR AL
#1, Wang %5 (2017) FE/KREH %5 B —/MEH] Chl & R EH MgPMT BEE T I RIRFEAEAE yall8
(yellow-green leaf 18), KN ygl18 FRA% J5 7K F& Chl & B FEAK, (HREKSE )G ygl18 T2 &K Chl
HREERN. XA YGLI8 B INREAE ygll8 FAA I R e 43e e, K H BN RAS K g = A=
THEZM YGLIS HHIEM—/N5 Mg - BIRRKRIX 3 AL EE LR (MgPMEC) , A ST
Chl VEWE K. F5k, bt 44k NADPH i %814 5K NTRC 1E#% Chl I &R 6 I
M H (8 h/16 h)ZE K H B (16 h/8 hOBT, ntre AR 1 Chl A4 BB A 10 R 2 11 (Lepisto
etal., 2009). TfMi%ih% DPOR [ 1 ANEIEMT chlB 2% H BB F 4% Chl & )% 75§ (Ueda et al.,
2014), AR1, BEITHEEE (2007) FIXIPE (2015) 4 BIAERR R A RN AR 7 b R B, B Y6 R a1
WA, BR R A R B AN BRI B (1) Chl & 2350 I 56 10 Ja vk N R i 3, D DL B A ' RS
WK, SR A TR ETE N, M e, T EE N AT B S RE 2 O E T,
It 7 s B E A BELIE Chl (320 & . (B HFFU R, M2 G S E . 200058, 200
. EEEEE. RS, SENEEE) YRR Ob/mE) SN 12 W12 h I Chl E & T 186 h #124 h/0 h
(Ali et al., 2009; Park et al., 2013), X0 L Z YIRS HBAC, Chl & RZ . 25
b E MO WE Y A E R R, ARITHEY Chl (AEYE& K, EAFEY Chl &
FS I 5 R A TR 22 S v, 4RO IR [ 2R A 3 2 (0 R e 4 v Il AR = ) B 22—

BRI RAR A TGS LA 24 h A A NI AR . RRZRBRIDUE S, 0 SR E ST AmS
AP AT IR, ARG S M E . BEE B ROGRAR, EYIX Chl R SREA
FiANF] (Stenbaek & Jensen, 20100, ALA {ENMEPI VUMM A6 IEE 1 NP9, RAE Y DU ig AR
A OCHEP IR, Retd A Az Chl I & . Kruse 5 (1997) 1 Huang %6 (1989) 5L
R, ALA FIABCEA A BB EME. S M2 A ALA BFIFLRIEF A 12: 00 B b T B ARME,
M4 & (Heme) 7 ML HA BB KM, X2 HT Heme IR B2 S8 ALA (A H3ZBH (Vothknecht
etal., 1988; I L{E 5, 2015); UbAh, MG TEMLRRMREE (Pchlide) AR R FEOZAUHE
FESZFH, MM Heme 7E B2 MF T 21238 I, M) ALA & (Vothknecht et al., 1988; F 3/ {E
&%, 2015); 1fif Mg-proto IXF1 Heme (15 KU 2L H BEyH M KBS, 2R B AR AR Y I itk s A gt
W2 P AEAE S W ISR o5 R (FESLAE 28, 2015). ARFRIEH, Mm% Mg-proto IXHIER
AL 57 Mg-Proto IXUZRALHAAAHL (Golden etal., 1997), BRI B E FH &
ity %% 3L R A A IR R, (BB R . MRS, CHLI. CHLD 1 CHLH W3Rk
HSEA AL B R, SRS RDEIR N, CHLI. CHLD M CHLH Fikis3|mik, (EE g, R
CHLH F CHLI 335 B A MIE T8, (5 CHLD IR IEMENIAE, 618 3] EET (1528 I %0k
FIA Bz =yl% (Papenbrock et., 1999). B TR AT A8 F B SRR R R, EnT Dod s
AP SRR RS ATP RIEE BT IR AF T MR B SR S M B B8 7 B A IR VS %k o oW 98 S0 A SR I B 31
T, GRS BT (Ishijima et al., 2003), 8 FEASEFNH R K
AARK, R TR RS S R ATP 94545667 (Reid & Hunter, 2004), #Emifem 78k
BT EATEYE, (RS R Chl AEYE . ok, B2 LHY 1 CCAL #%
ek alb &5 HEH 2 (CAB2) WEEHRE, Mg Chl FIAEYAE K (Xu et al.,, 2007). LA E#f
FERW, Chl MAEA RZ BB/ TR, B EARE Y& & AR 5 E R
IR U AN 8 4 — 8. WIRAAE IR T XS Chl A9 iU, A R T 78 20 B 3okt e 2%
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IR T B, (Lt M ERMAE

2 GRS S R s AR A R TR AR

2.1 RIESHZFREFRHBERERFLNEN T
2 gy TR REIPIF XS Chl A6 BGE SRS F I e S R SO R BEBE DR )5 3
®2 TEYHEREFHEROERER
Table 2 Regulation effect of transcription factors of different species on chlorophyll biosynthesis in plants
gk xR
=) = o AL
FORET ey R FE A LA TR B%
Transcription Target gene Binding sites in AF L Species Reference
factor promoter Chl
content
HY5 PORC/LHCA4/GUN5T  G-box (CACGTG) i T Arabidopsis Catala etal., 2011;
CABIT Z-box(ATACGTGT 5 Toledo-Ortiz et al., 2014
ACACATAT)
PIF1 PORC? FeChll| G-box (CACGTG) 1 UEIT Arabidopsis Hugq et al., 2004; Moon et al.,
2008; Zhong et al., 2009
PIF3 GUNS/LHCB2.2/PSBQ  G-box (CACGTG) ! T Arabidopsis Shin et al., 2009;
/PSAE1] Liuetal., 2013b
PIF4 PORC/LHCA4/GUNS|  G-box (CACGTG) 1 W TF Arabidopsis Toledo-Ortiz et al., 2014;
NYEIt GLK2)| E-box (CACATG) Song etal., 2014
PIF5 SGRI/NYCI? G-box (CACGTG) 1 I TT Arabidopsis Sakuraba et al., 2014; Zhang
etal., 2015
PIL1 PORB/CAO/GLKI1 G-box (CACGTG) 1 JK#E Oryza sativa Sakuraba et al., 2017
GLK2t E-box (CACATG)
FHY3/FARl  HEMBI/ARCS? FBS-box (CACGCGC) 1 W TF Arabidopsis Ouyang et al., 2011; Tang et
al., 2012
GLK1/2 PORB/CAO/LHCB1/2/  G-box (CACGTG) 1 JK#E Oryza sativa; Waters et al., 2009; Powell et
41 CCAATC &t Solanum lycopersicum; al., 2012; Brand et al., 2014;
LHCB61 G-box (CACGTG) B Capsicum frutescens; Sakuraba et al., 2017
LHCA1/2/31 BT Arabidopsis
RVEI PORA?Y EE-box 1 T TT Arabidopsis Xuetal., 2015
(AAAATATCT)
CCAl PORAY EE-box 1 W TT Arabidopsis Nietal., 2009
(AAAATATCT)
ABI5 SGRI/NYCI{ ABRE-box (YACGT) 1 T FEFT Arabidopsis Sakuraba et al., 2014
ERF13 PPH? DRE-box l "4 Citrus reticulata Blanco  Yinetal., 2016
(G/ACCGAC)
EIN3 NYEI/NYCI/PAO} EBS-box ! AR IF Arabidopsis Qiuetal., 2015
[A(C/T)G(A/T)A(C/T)
CT]
ARF10 GLKI1 ARF-box (TGTCTC) 1 i Solanum lycopersicum Yuan et al., 2018
MYC2/3/4  PAO/NYCI/NYEIt G-box (CACGTG) 1 WFIIF Arabidopsis Zhuetal., 2015
MYB7 SGRI?t GGATG 1 TRk Ampomah-Dwamena et al.,
Actinidia chinensis Planch 2018
NACO016 SGRIt NAC-box ! TWEFT Arabidopsis Sakuraba et al., 2016
(TTGGATXXA)
NAC046 NYCI1/SGR1/SGR2/ NAC-box ! WFSTE Arabidopsis Oda-Yamamizo et al., 2016
PAOT (TTGGATXXA)
WRKY40 LHCB| W-box [TTGAC(C/T)] | T Arabidopsis Liuetal., 2013a

e 1 RRERE RS SREGE LT, | RORER MR GRS B

Note: 1 indicates the upregulation of chlorophyll genes and content; | indicates the downregulation of chlorophyll genes and content.
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T EMEAER S Chl SRS, MESHERXFFEE@RT S Chl AYE MM IER B3+ Lk
(K60 N e (Bl G-box I-box+ GT1-box Al ATCTA-box) &4, #EMi#s s P ERER . FIH
PlantCARE #(#f FE X HE 4 Chl A=) pag e Hp 32 B[R 5 307 i B oA k47 f 7 #r, 45
BRI KHESr Chl A& BRI E 31 B A6 N oot (R 3D, ZiE—B Ul Chl (1)
VGRS NG TR,

% 3 HEFHEREVEREXERE T ERLRA Y

Table 3 Light-responsive elements in the promoters of chlorophyll biosynthesis genes in Arabidopsis

AN S H2f 32 A6 A 554 K] Chlorophyll biosynthesis genes

Core sequence HEMAI GSA1 GSA2 HEMBI HEMEI HEME2? HEMGI! CHLH CRDI DVR PORA PORB PORC CHLG CAO

AAAC-motif 0 0 1 0 0 0 0 0 0 2 0 0 0 0 0
(CAACAAAAACCT)

ACE (ACGTGGA &k 1 0 0 1 3 2 0 2 0 0 2 0 2 0 0

CTAACGTATT &
AAAACGTTTA B{

GACACGTATG)

AE-box (AGAAACA/TA/T) 4 0 0 0 4 0 3 0 1 0 2 1 0 1 1

3-AF1 binding site 2 0 0 0 0 0 0 0 0 0 0 0 0 0 0
(AAGAGATATTT)

as-2-box (GATAATGATG) 0 1 0 0 1 0 0 1 1 0 0 1 0 4 0

ATI1-motif 1 1 0 0 0 0 0 0 0 0 0 0 0 0 0
(ATTAATTTTACA)

ATC-motif (AGTAATCT 0 0 0 0 1 0 0 0 0 0 0 1 0 0 1

o, TGCTATCCA

 GCCAATCC)

ATCC-motif (CAATCCTC) 0 0 0 0 0 0 0 0 0 0 0 1 0 0 0

ATCT-motif 1 1 0 1 2 1 1 0 2 0 2 1 0 1 1
(AATCTG/AATCC/G/T)

Box-4 (CACGTT B 13 1 0 1 1 1 10 2 1 3 0 1 1 2 1

ATTAAT)

Box I (TTTCAAA) 2 3 2 0 1 0 2 2 3 0 2 0 4 2

Box II (TGGTAATAA &, 0 0 0 0 0 1 1 0 0 0 0 0 0

TCCACGTGGC)

CATT-motif (GCATTC) 1 0 0 2 1 0 0 0 0 0 0 2 0 0 2

chs-CMAla (TTACTTAA) 0 0 1 0 0 0 0 0 0 0 0 0 0 0 0

chs-CMA2a (TCACTTGA) 0 0 0 0 0 0 0 1 1 0 0 0 0 0 0

4¢cl-CMA2b 0 0 1 0 1 0 0 0 0 0 0 0 0 0 0
(TCTCACCAACC)

G-Box (CACGTC/G B, 0 8 3 0 4 4 7 5 4 3 7 6 7 11 8

CACATGG 5 TGACGTGG)

GA-motif (AAGGAAGA 5 0 0 1 2 0 1 1 2 2 1 1 2 1 1 1

AAAGATGA &%

ATAGATAA)

GAG-motif 1 1 2 0 1 2 0 1 1 5 3 3 3 1 1
(G/AGAGAG/TT/G)

Gap-box (AAATGGAGA) 0 0 0 0 0 0 0 0 1 0 0 0 0 0 0

GATA-motif 0 0 0 1 1 0 0 1 4 0 1 1 2 0 1
(AAGGATAAGG B,

GATAGGA/G B

AAGATAAGATT)

GATT-motif 0 0 0 0 0 1 0 0 0 0 0 0 0 0 0
(CTCCTGATTGGA)

GTI-motif (GGTTAA 8§, 0 2 5 0 4 1 2 1 0 1 1 3 0 0 1

AATCCACA)

I-box (CTCTTATGCT &% 1 2 3 1 4 1 0 0 2 0 1 1 2 1 1

ATGATATGA B
CCATATCCAAT 5
GATAA/T/GGG/A B
TATTATCTAGA)
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83

ot M4 AW A< 3E R Chlorophyll biosynthesis genes

Core sequence HEMAI GSAl GSA2 HEMBI HEMEI HEME2 HEMGI CHLH CRDI DVR PORA PORB PORC CHLG CAO

LAMP-element 0 0 0 1 0 0 1 0 1 1 0 0 0 0 0

(CCAAAACCA 8,

CTTTATCA)

L-box (CTCACCA/TACC) 0

MBS (TAACTG) 0

MNF1 (GTGCCCA/T) 0
0
0

MRE (AACCTAA)
rbcS-CMA7a
(GTCGATAAGG)
Spl (CCG/ACCC) 1
TCCC-motif (TCTCCCT) 0
3
3

S O O O O
S O O O =
S oo~ O
_0 O O =
S oo oo
S O O O O
(=i -]
S O O O O
o O o oM
S - o o o
(=R i = =)
S oo oo
S O = O O
(=i -]

TCT-motif (TCTTAC)
Circadian (CAANNNNATC)

—_— Ak O N
S = O N
w == o O
N O O O
N O O~
oS O O O
—_— = W
—_ o © =
—_ O NN
W o o =
N O O O
W O O N
Q.
w o oo

22 HIESHREFIMZRRENERRIBIELS
22.1 HY5
HY5 (ELONGATED HYPOCOTYLS) s gt (bZIP) KA+, A T62 44 i,

B 5L R ER JCiF. 7ER] WIER UV-B eI T, HYS fefe s & 21K 5 2R 15 3)
¥ b, (R HERE R ) 2215 (Abbas et al., 2014; Binkert et al., 2014) . /70 &K 3, HYS £ GUN5 (GENOMES
UNCOUPLEDS5) Al 2 11 HSP90 (Heat-shock protein) Fiif2 5 Chl H4EY& i1E (Kindgren et
al., 2012) , TEERIERT AT FAERL B AEHAE (K 2) o 1 HSP90 #& Mg-Proto IX MIEE 45 &
F, H: ATP g3 P 52 21144 4 P Atk i i1 4041 (Kindgren et al., 2012) . HY5 5 PRR5(PSEUDO-RESPONSE
REGULATORS) PRI 55— MExH T C - ERJFHISE &K F CBFA (C-REPEAT BINDING
FACTORS A) f3KiX (Noren et al., 2016; K 2) , 1 CBFA ML REIEHEA HAP (HEME
ACTIVATOR PROTEIN) ¥ G081 1 AN EDhae W3, o] ARt 40 5% 75 SR 3R IA, #7 CBFA
FERIRIASZ R, HALDhRetE N HAP EAMd, FHNAHIIZEERE PHOTOSYNTHESIS-
ASSOCIATED NUCLEAR GENES (PhANGs) , Wl LHCB 13315 (Zhang et al., 2013) . fE
GUNS5-HSP90-HY5 {5 Fifi g, HSP90 Kifiex FEUERK T ol ZTL (ZEITLUPE) #sg/K-F T~
(Noren et al., 2016) , 1fi ZTL #3351 FiH 25T HYS A1 PRRS (K%, #Eimils] CBFA ik,
it PhANGs )15 (B 2) . 2EE T, GUN1 (GENOMES UNCOUPLEDI1) JF{AE 7 15 52t
ABI4 (ABA INSENSITIVE 4) [W3RI&, ABI4 — 7 EES G2 LHCB B3+ b G#UE 5% H
+ GBF M4 &him (CCACGT) , #7iffi] LHCB [1J3R1& (Koussevitzky etal., 2007; B 2) ; H—7Jf
fi, ABI4 Hf454 5] COP1 (CONSTITUTIVE PHOTOMORPHOGENIC1) (A sh+ A2k COPI
2Rk (Xuetal., 2016; K& 2) , E3 {2 #%&i&E4M COPI /544 HYS F4f# (Osterlund etal., 2000) ,
I PRANGs HI3R1E (B 2) o WERRI, YN EREFEEDET, e T HYS EAMKERER,
f8 COP1 25 13237 A M i e B4 B 5t 1, (EOBREWTEA COP1 FHE R B 22 B A M i (Jang et al.,
20100 , 4% COPL 5 ABI4 BAEIIE M (Xu et al., 2016) ; [EIIF, #kRF ¥ HYS 45
8] COPI W)E 2T L3 HRIE (B 2) , A>T COPL Xt HYS 4filfE A, dkmifedt T PhANGS
Al Chl & A RIE R R iL . 524, HYS5. COP1 M ABI4 fE40 M 5 40 M 5 h I Sh A 2,
W42 7 PORA. HEMA2. FC2 %5V 2 VML & Bl i S BEAE ) (Xuetal., 2016) , M2 1 Chl
AP OE R o (H HY'S 3R 7 X T Chl AR 404 R HE 25 TR 1 B 3 R 42 4 G ML AT 48, {8
RN T
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222 PIFs

FEARMENE - I - iR 7 (bHLHD @Y R KN TRk —. YLt R
YEEF (PIFs) J&2 bHLH FKIEH M —RKEA, v HEEMMEA RS S, FOREEYN OGS (Shin
etal., 2009) . HET A, HAMEMENM A 8 4 PIFs (Rosado etal., 2016) , {HHFE Chl Y&
B AR M ANTE 2 . T PIFL A0 PIF3 3% A 24 F 7T 6 4~ PIFs &5 (PIF1. PIF3. PIF4. PIF6.
PIF7 #1 PIF8) i 3 B M R4 54T (Shinetal., 2009) . BFFLKRIL, pifl FAS KT JHI-242%
fig (Pchlide) KEMZE G KANEE. KA PIF1 AR LIS EIN3/EILL & A BAES M 40%] Pchlide
KEMEA (Zhongetal., 2009) . TEMEY) LT ALISFEF, PIFL 7 LAE B CHLH. PORC. CAO-
FC. HO3 %5 Chl & A SR IE R, HEM 520 Chl I2EY& B (Hugq et al., 2004; Moon et al., 2008;
Bl 2) . HEEERNE, R PIF1I fTLLE B S PORC JE5)T L G-box 454, 3% PORC 1E LI
eIk, (HAWTFERIE, PORC AEL N A IHAAEIEE (Moon et al., 2008) , 1fi PIF1 SR HAEG T
BT RERE, R, PIFL v REASZIAHE PORC ik M 8k R 7, BRI 7 F IR A2 S5 1R
Ko BT POR FKIGEERILEA [F W0 S [F A BRI 4AAE Z 460 (Waters et al., 2009) , [@ZHEY)+
AN PIFs 55 21 2 5 F POR FIEH R G FEi— LA .

GIUARNAP > S 0
pch|.de<.Mg -Proto IX<-Proto IX

‘ghllfi(e Mg- PLASTEME Hf%
Chis
auny ; oo

Redox state of the
Chloroplast photosynthehc electron phalna

%
GBF) %
ANGs TRy
ABI4

E2 fESHEYHFREDERERNBIEER
Fig. 2 Model of light signaling regulation of chlorophyll biosynthetic genes in plants

\ PhANGs. CBG3

_I Nucleus

2IE T, PIFs MU ZE B (PHYB) KR (Nietal., 2014) , 1 HEEL AR A
{:W?Lﬁé GLK1 (GOLDEN2-LIKE) X:HWJE2F b, #flE kL (Martn etal., 20165 Kl 2) ,
aszffﬁ%fﬂﬂ%u Chl & i A (CHLOROPHYLL BIOSYNTHESIS GENES, CBGs) [f3Rik; Jti& R, PIFs
W IR PR, (S 5812 GUNI-GLKI1 #05, GLKI1 Fl GLK2 ¥ 5 F - IE %661 A K
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MER (W LHCs Z5) 1 Chl & R3EH (U HEMAI. CUN4. CHLH F1 CAO %5) A3k, st
Chl 4494 B (Waters et al., 2009; Martin et al., 2016) . 4, GUNS T il it i /415 5 X 7 Mg-proto
X454 8 H PAPPS (PHYTOCHROME ASSOCIATED PROTEIN PHOSPHATASE 5) #ifi#% GLK]
A GLK2 [15%1% (Barajas-Lopez etal., 2013; & 2) , #iiffil] Chl (I &R, Bk, #3%HFF GLKs
7E Chl A& b i 5 EEAME R, (H GLKs /& 75 EL#E 1% PORs Rk i AR 25 .
2.2.3 FHY3 #= RVEI

FHY3 (FAR-RED ELONGATED HYPOCOTYL 3) RZ4L(ESHESRAEPHEEL Y, &—
8 BH T 22 A AT AR T R R B e s IR, DA R B S R SR AR TR XU e 5 6 TE T Ui R SR R ()
FBS (FHY3/FAR1 DNA binding sites) o FifFEEE KA (Ouyang etal., 2011) o WFFEKI,
FeuI LA S FHY3 Fl FARI (1315, FHY3/FARI #5¢N ¥ HE4 A 2] HEMBI W8 81 LG H R
ik, {RHEY) Chl KA &R (B 2) 5 fEX/ANEFES, PIF1 2@ 5 FHY3 kA& A AR RIS
HEMBI [J315 (Tang et al., 2012; & 2) , MIMZ4ERFREZAR N T Chl KF, Biikit 2 B BEZE Chl
FEAE SR E . e AR, FHY 3 3@ T HEE ARCS 25 M 84k k& 3212 (Ouyang et al., 2011),

AR, BRI R HAR 2 50615 5% Chl & B EHiEE 2 (Yuanetal.,, 2016) .
HBIEN, RVEI H¥E4563) PORA AT FEiEHRIE (Xu et al,, 2015; B 2) , ik, 7Rt
15 RVEL (AU S HE K PORA (32K 525 El, B0l Pehlide AR 2 (HRIN &I, 115 RVE]
MR GSA2. CHLH. CRDI1 FRik &I T, 1M HEMAL AR KA (Xuetal.,, 2015) , Ft,
RVE! 0] Ggil i A4 ANE 1) Chl A& BUER M Chl BIA . thah, B i ik
#8404y CCA1 (CIRCADIAN CLOCK ASSOCIATED 1) " LL5 PORA J&5 5+ L) EE-box 4 &,
HET 0% PORA (34234 (Ni et al., 2009; B 2) . FHY3 [& T B2 H1% Chl 494 3L HEMBI
4h (Tangetal., 2012; ¥ 2) , LW RE 565 5 HEH R R+ HYS RERTTHEEH 5 CCA1 KAE
HHEAME (Lietal, 2011; KB 2) , ElEAESEILFEFEEY) Chl AEYE K, WXL EA
HARAE G I ZIE Y Chl M6 b BIPE ML S 4% X 28 A A =1 B A 2 s 3

3 JEXS MR AR R DA 1R UL A 1) %

3.1 FTWEEREXBIEHFRERFHIIER

FEHA L B S 5 A E AR SR AE 5 I R R R R IE, XN AR BRI S R A, R
B (DNA FEh, et i EE A R B Wik E EE/ER (Dietzel etal.,, 2015) o
TEJEX) Chl AEW)& B R fE R, RS R g EEER, KA N7 &at, o (E
3) W —ROGEIE RS 5 s R T R B AL AR, HET RN Chl AR & s R 3Rk (TR) 42
TERD ¢ Rotdad 1 R W s AL W K 7 HAEs2 I Chl ZEA BOR R RIE (HEERD 5 =&
TR AT 5 e S PR M ARAB R RIS, s R+ 5 — Lo st % 1) s H 1 (& a
BRI, OB BEE. L OB LR, et i EA ATP BF%) HAE, JLFEEEE Chl S LR K
I TAEX AT R, 2H R ) N-i 5 2 R 9k B (1) FR IR I A 2 1 P e o AL P SR LI A% A8 1 (L
etal., 2012) .

32 BE4MS5ZEHME
321 PHEMLRETER
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3T Chip-chip WF AT &I, YIS N BEEZDE T RFEAE RS, 2 J6m N IEFE A Chl
VARG EHEREAFRAE (W H3K4me3. H3K9me. H3K9me2. H3K9me3.
H3K27me3. H3K36me3 %) FRAEANFFZAMHFIEML (Guo et al., 2008; Lietal., 2015) o 5T
KIL, HA H3K4me3 1E1i1EH S IR FE 55 K7 PTM BEN AR 5 5t ABI4 2R 5 37 E4L & it
1T EAAE M (H3K4me3) , [RINHN ABI4 JE 3+ FAH R H LB (H3K9ac A H3K14ac) [F7KF-,
%53 ABI4 F£IE (Sunetal., 2011; B2, K 3) . Li% (2015) Malmrrr e i 728 MHE
H LR SDGS [ B AR, HA 4 64% 5885 5 80E (Lietal,, 2015) ; #E— 55
KIL, HARR PR FENE SDGS 8T 4% Chl & akE (G HEMAL. PORB 1 CHLM) JA#I+ L
HE A HF R (H3K36) KF, A EAINERIE (Lietal., 2015) o Sbak, HHEFCHEH, SWI2/SNF2
Pt E 4 ATP B BRAHMA (BRM) 5 PIF1 2 ARAE AR (K2, B3 , 443 Chl &
HER PORC 1A 81 b, fofs izt R 240 8 1 B 2540 (H3K4me3) , @i #ii] Chl 14 % (Zhang
et al., 2017) . 1l BRM [a] PORC %Al 45 X 35 (1) SR AR VT Re 2 AE Y0 N 1 ORIEAR N I&E &1 Chl A KM
PRl 5 B EE AL, RONTEAE 2 SRk i FE e, PIFT IE 3% PORC (1315 (Hugq et al., 2004),
N7 GRS G T AR 2 B A Chl, @S BRM S HANH] PORC HFKIE, #EMS
PIF1 JERR T $54901E

Light signals

Light signals
transcript factors

N N Epigenetic
W regulators
D Wethylation N
@ Acetylation > 1 /
4

Chromatin
remodeling

PhANGs/CBGs

3 RABFERBEEPHEREMSRTHER

Fig. 3 Roles of epigenetic modifications in light-regulation of chlorophyll biosynthesis in plants

322 CTEALRETEA
HEEA O A2 OB AL S R Z LR ) RIA £ R EE (Benhamed et al., 2006). Ff#LE
I+ 2R FF GCNS (GENERAL CONTROL NONDEREPRESSIBLE 5) %} 4> 5& (K 2H 3 A |2 3h 7 HE 4T
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ik, AR, GCNS nfLAZE & B S B 1) 3+ b, Hd A HYS (35K (Benhamed et
al., 2008). #E—CHIFLRIL, HYS ATLLS GCNS A EAE, 5 GCNS 2am N EERE (PhANGs)
A1 Chl A A RFER (CBGs) HIJEsh¥ L (Servet et al., 2010; & 2), %5 H3K9ac K H3K27ac
i AR R A K E LB L& (Charron et al., 2009; & 3), HE Mgk £ FE R it 38 125 Sk 184 55 A
¥y Chl AW B (Osterlund et al., 2000; Kindgren et al., 2012; Noren et al., 2016; Xu et al., 2016).
AL, SefE S RHE SR T HYS/HYH 2 3) 71 H3K9ac 17 & 20 1 2 e A& 5 % (Charron et
al., 2009; K 3), XRIIEESAMUATLE AT Chl & R 1) LWk, i Bisw DO 6 (S
G R AT RS, BT R 2 AEY) Chl AEIA . BETIRIE, ISR PIF3
AU EESHE A X OHAR HDALS KAEFEAT/E (K 2. B 3), #i3E HDA1S H[E 454 3 PIF3
(RN b, @I PRI 285 & FH e FE K] (PRANGSs) Al Chl & 3£ K (CBGs) ) AL /KT % RNA
REMMENE (B 3), #tmiis] Chl & AR CBGs (W CRDI. CHLH. CHLD) FtE AR
K PhANGs (40 LHCB2.2) [)#i5 (Liu et al.,, 2013b; B 2. B 3); i HDA1S X $E3EH 12 2
BEACAE A5 T PIF3, WA PIF3 f7{Ei HDA1S 74 1] LA45 & 3] CBGs 1 PhANGs KR sh 1L, Frbh
H RIS FE RGN, BEE YR N PIF3 B L #5 B8 (Nietal., 2014), HDA1S5 A PIF3 f#EJE[F
FAEES (Liu et al., 2013b), SGEMIKIEFFFIHRERIL, FHMIZHEEY Chl FMAEDE K (B 3).

PLEZERRE, RUBEBM SRR LA EEAT KRR, B, WAZIERN LS
MREESG IS Chl W& Beh AR LI, 7843 1 AR C IR S5 R 5 e 284 Chl A& i A K
REBHEBEMNEYFEE L.

4 JEH

A T DG IR SRR S BN e ZAE A KK B B 3. AU AE . RRIEETT L HBRAR T
WO AE AL+ AR B AR S5 PR 3 Bt A D6 IR A BRI . FE et Z 28l i, e
RIASE FAOEH, RIRISE. miRsEeR S ML, AR THEY Chl RAEYER, mEAKKE
AR RISE . Bk, BIOEX R ZHEY) Chl ZEY) & BRI, AR SEBR 1S BUAE it A 1E 2
TSR EAT & B, 0 A7 S bn A 4 25 AN A

BT AAE DR, XY Chl AW & g Ae rh (8 2 3L REAT POl . %0 IREsE, 1Bt
% Chl AP 7 — KAV, BORMHERE 7 AMTRHZSURAIAIR, SR TIEA ¥ 2 A e
. (1) REXN THEYECRH AL RS Chl B& MR EAREFK T #, (x5 T
XG50 KO AL IR B = 208 IR, XL RR BAEE AR R ILE 55 S AR T IR
NBETL; (2) BT Chl WS RN R I%, A S, For AWM. X T2 B e %
PR 6 5 ARG 2 605 S A A7 B (3) DNA FREAK . 2H AR 11 Mt Ao A e £ 7 o 90 5 3 WL st
FRABIRAEIERZM Chl A2V & G FE RS AR 2 AE I S FHLEERR AR T, (4 AR KE
SOBETE N ARSI/ RNA SRR IS X 7 518 5 2 506%t Chl 2B & i A A M ANE 4 (5)
Chl fENEHATC S E R EZ AR, HATAD GRS RER DOy E, e Chl £
AR T, Jo5HMMERER dnmARiR. T5. K8 WREE KNEBRES (W5RE
R LM WVERR . WSEERABRSE) ARG, SRR HeatE . BRI 2K
FEHAEPTRIRABIIL; (60 XS EAE, JeHRMRIE . MM ARG Chl A RS 1%
PRI F~ fR 52 R FL oA FH B R A B 5
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PA_E U5 T RIER AW FEABUR] LIS 2 RAEY e 52 1k L HAE S S A0, NEZEYE Rt
PR 17 EL T DU R R e eI, S ER Y i AR Chl AR E R, R sl 2
TEMREERER . EEHIEZ . SR IO, XA SEhr i A B R B A E
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