[ 224, 2026, 53(7): 1910 - 1928.
Acta Horticulturae Sinica
1910 doi: 10.16420/j.issn.0513-353x.2026-0307; http: //www. ahs. ac. cn

FREAET NERGHEE R E RS X ALH A
FEER
Sk, TRE ERH, FHH, HEE, HEER BRE FAL

o= *
Dl/\%'&

(FF By R R 25 e, 7 S i BRI B 22 TRE i =, ILRFH 266109)

W E: ¥R (Malus < domestica Borkh.) fe BRI R SR, 5920 55 HUid 1t ¥ v o R 2 7
W ATHEE R R o . RS MR RYUE RSt B IR T R U e AR, AR ML
HRT R . A RGigRiE 73R EE b R0 RBHEE R REBE TR B, WK
BWEE S LRWBE ZTREL T AN G RN 2 2RI, BRI T 2R5% b 2@l fuie s v &2
%R (ABA) {55 BB A S HUIL MR 4> F-HLE], g T OSSR K A O R AR, DA 2 LR Py [ %
WHARIEE R E RS N BERE . RORME S RED HE RS M. =R gk R A A R
St o U b ) o R AR AT, DA AT 30 SR IR S U L B g ¥ B AR R 2

KB R R R EG AR U SRR

FEFHS: S661.1 EFEG: A XERS: 0513-353X (2026) 07-1910-19

Research Progress on Carotenoid Metabolism and its Role in Stress
Tolerance in Apple

GUO Xudong, WANG Huimin, WANG Xinyuan, LI Chunyu, MO Meihua, XU Yishu, HAN Xiaoya,
YUAN Yongbing®, and JIA Dongjie"

(College of Horticulture, Qingdao Agricultural University; Qingdao Key Lab of Modern Agriculture Quality and Safety
Engineering, Qingdao, Shandong 266109, China)

Abstract: Apple (Malus x domestica Borkh.) is an important fruit tree resource in the world, and the
synergistic improvement of fruit quality and stress resistance is the key to the sustainable development of
the industry. Carotenoids are crucial metabolites that determine fruit color, nutritional quality, and stress
resistance, and their metabolic regulatory mechanisms are a research hotspot. In this paper, the main
metabolic pathways of apple carotenoids and the functional identification of their key enzymes are
systematically reviewed. The multi-level regulatory network underlying its biosynthesis is reviewed from
the aspects of transcription factors, hormone signals, and epigenetics. The molecular mechanisms of
carotenoids mediated stress response through antioxidant properties and abscisic acid (ABA) signaling
pathway are discussed. The genetic improvement of key genes and the application progress of multi-gene

co-transformation technology in apple astaxanthin synthesis are summarized. Future research focuses on
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the integrated analysis of multi-omics, the construction of efficient gene-editing system, and the synergistic
improvement of fruit quality and stress resistance. These efforts will provide a theoretical basis for
elucidating the regulatory mechanisms underlying fruit quality formation and facilitate molecular breeding
in apple.
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KA b #& (carotenoid) & —FHERRBFMIRIE 7R IR IR BRI AR, 245 0%E
H 1200 25, JZAAE TR B A ESET (Lietal,, 2025a; X 5, 2025). f£
JEERY, K MRS SR, R EEE 2ot SRR i, K
Py EH (Sandmann, 2021; Raoetal., 2024). fEAffkh, HKXEREr DL, B2
2L, BF. G, MRS E SR AR, (R EWE (Yuanetal,, 2015; Sunetal,
2022), R, K MR EHEMBEBRIER (ABA). HHI4ENEE (SLs) UKL ZHE S5 M4
KA R F & BT i&  (Beltran & Wurtzel, 2025; Lietal., 2025¢; Luetal., 2025; Wang et al.,
2026a). ARZHHFRY], KiHE bRAURIZS SRR I, miR AT R4 R E P
TR (Lietal., 2024a, 2025c; Shricharan & Kumar, 2025). 5% NRAEBEYHAERKREKE MYl
Jop I R FEA T AR IE

IR (Malus x domestica Borkh.) JE{H 5 5 BARFE M Pl 2 — (EER 45, 2017). EHHE b EA
T R —PUE A AR " A% O . (P ATV T DR S R R B R, TR
BAS N R A RE R R R AR RBOZ OB R —, SERLPER T S ORIk
o, RS, BERA6, X—IdB5RHY MRNRREYIMEL (Delgado-Pelayo etal., 2014;
KT &, 20165 GBI 55, 2017). 5 danfp R AR B te 2 7 E B R TR0 b P2
BRZESR GR/ANE, 2014; i3, 2017; Dangetal, 2021; Huangetal., 2024). & T,
KB N FEA G R R R S S IR W UK (Ampomah-Dwamena et al., 2015). H7A4E 3 A F
ARG R R E SR bR, MUMPEAN, ERNMEER CREFH 55, 2016,
20170 SR, ZHEEEE MM REHE bR EEANRK, JTHEZRRAE S (Delgado-Pelayo et al.,
2014). dhAh, SEEAS b RAEE R RO ST pE B B BEEAEH, AT AU RSO E A (Chen
etal., 2008). #F#H % (astaxanthin) & H AR BIOCEAREI KL MR R, KHE KRS
ANSER, RS 2 an i BL AR MR RDOE AT (BIARA %5, 20135 Jiaetal., 2019, 2025) . [A
W, EAS MR AREA R ABA FIl SLs WAESE R BT F | i #h &5 AR B B rp R CHEE (Lietal,
2020; Huangetal., 2021; Wangetal., 2026b). [Klt, A% b ZAQEHE A E R OFESR T
PR, R YRR RSB IR S P M R B

FI GRS N RAERN <R —Pil i S AR " X — % 0MES, A E S LR A
BRER: (1) FEREBHD D REDE R RIEIE] (2) KA dZ AT /73 50 R
R S5 EMSLE. £ RGBS IREIAY M FZ RGBSR LI ReEal -, M. ABA
KI5 I IAA W HARMERES . LR B AL RS =N 2 A A& R i e, FEit
— B RIR A N FE I U DL RN ABA A RATARE R S BT H K. TR0
H A PR . A, RS SEREAE N AU OB I TR I R B DR B S i R R, DA R
DRI Wy [7) 2 A A R 7 3R R A B RIEIR TR i Tt e . e, REARSKRSER KRS b
FEW T, DONER SR RS E ML RR it 2%,



Guo Xudong, Wang Huimin, Wang Xinyuan, Li Chunyu, Mo Meihua, Xu Yishu, Han Xiaoya, Yuan Yongbing, Jia Dongjie.
Research progress on carotenoid metabolism and its role in stress tolerance in apple.
1912 Acta Horticulturae Sinica, 2026, 53 (7): 1910 - 1928.

1 SERSEWE PR ERAMIRE

L1 KPE MEARSERIOERRERE

S LA ) v I R R WA OB AR AR R A E B A SR MR, (RS R ZHUEY)
PRI N RAHHE M RS PR 2, 2025). BEE N RS RBURREIE T 5 A b i) B R R B
PEIE e (MEP), ARRIARY & B BT R LR A LR R IR (GGPP), GGPP [A]I 52
Meg . B E Wy HAD HE R AR BT (Welsch & Li, 2022). GGPP # NS F LK &
fiff (PSY) ZHAEMEBR 15 -k - NEAFMLEK, BEE—RIIBER. AR IRENL,
B AL A OHIZEEHE P& (Yuanetal.,, 2015; Beltran & Wurtzel, 2025).

BMARIITER K FEE Lo o - X EBEAERa - A PR EER; p- L EBEAEK
B-tHE ME. T KT, LEFAF P (Rodriguez-Concepcion et al., 2018; Sunetal., 2020;
Ravi Gopal & Wang, 2025). IAh, 2838 i7E S E G A E4LlE (VDE) b fEH N m 44, &
B RGN, S 5EYEIRYT (Kister et al., 2023).

FEHE DRI REAR T BRI KA N RAEXUNARE (CCD) /3 B i 42 Kig M4 (ROS)
51 K AEEEE 1842 2B (Harrison & Quadro, 2018; 758 5, 2021). CCD 4 AWML RE,
— W KN 9 - X - AT N RIUNARF (NCED), %25 ABA BIA# A KA (Hou
etal., 2016). % WK FEAF CCD1. CCD4. CCD7 Ml CCD8, AN[F % G 78 JEE M Stk 5 57 4
Btk EFEZESR (Lietal., 2025a). CCDI1 fil CCD4 £ E & 5P - &% 2 H{ 4555 F W) 104 ik
(Rodriguez-Concepcién & Boronat, 2015). CCD7 f1 CCD8 F= Z [ f@p - % N 245k SLs (Alder et
al., 2012). FiRE plts FEAR 1) e B AR E % LI 1.

1.2 FEREPE NERSFXBEBIOINGEE

SEREEES b F AR DRG0 Th RE CLl I 2 A s AL F AR R BRI (R D 7 Rl & B B
MR PSY FKEEIL 6 i, Hidh MdPSY1 A MAPSY2 B A AL, HIE I RiA B EE R T s
" % 5 (Ampomah-Dwamena et al., 2015, 2022; Dang et al., 2021). 7& ‘& 1+~ # g 2| A~ MdPSY?2
12 AR (MdPSY2 F Fl MdPSY2_CG), HImtSBga e B8 T8 AR (53ERSHER
2H v1.0 #%)—%(, http: //www.rosaceae.org/species/malus/malus_x_domestica/genome v1.0), IX¥H]{g
2 EL Y MRS EMNERE (Cerdaetal., 2020). MdPDS ThfgiEk FHERMAYE MR &
B (Nishitani et al., 2016; Charrier et al., 2019a, 2019b). M3EFR % 5E ) MdZISO Jy % U1 3k
» HoOR B FIHM R IE KR B R b R B9FR R B A B0 E (Ampomah-Dwamena et al., 2012;
Cho et al., 2020, 2021).

1557 SR B MALCYE 5 MALCYD 4390 3 o - S2# 58 - SCEE AR 1 (Wang et al., 2023;
Jiaetal,, 2024). MdCYP97A3 #l MdBCH 73l Z 5t 3 5 5 £ KT A B (Huang etal., 2024;
MR, 2025). MAZEP 7£M E = IEH R ECHEAER (Dong etal., 2024). fEFEMES B A HBY
B, MdCCDI1 #1 MhCCD1 nJ & fEZFEHE b3 (GREFR, 2015). MdCCD4 {E1EH m3Ris I fi )
PEERHE P FEM R (Huang etal., 2024). 5 SLs A CCD7 #il CCD8 1£ 3 R i Dy REfR~F,
{H MdCCD8 f#EThfETU A (Foster etal., 2018). NCED J& ABA & K 24 f@ s . 3¢5 NCED W
FEIL 18 ANELGL , 7E i $hAI T 52 il K 2 B0 R SRR B AR L, (B AEAE DhRE /v 4k, JeH MpNCED?2
Wi )3 - 5 SR L a8, T MpNCEDI X Wi SR FEp e (Xia etal., 2014; Zhang etal., 2014). 3R
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AR N ZAR U DB BRI 4 SRR A B B AR I 25N AT, o PSY. LCYB. NCED %575 i
R THREIGAEBONIR N, IR NG EEFE K 1 MRS MR IRAE T LH BT 7 35 5e 7 F5al, (H
AR S e oAt B R I T RE RN 3 3215 SR LCYE 5 LCYB 35 4t A5 56 2 it — B4R 5.

iR -3- BERR + IR ER
Glyceraldehyde-3-phosphate (GA3P) + pyruvate

, DXS
Isopentenyl phrophosphate (IPP) . Dimethy! (aD K/I Ap%/’rP(,))p osphate A% Gibberollins
4¢3 Chlorophylls
BUHIEE I AR »| AP} Tocopherols
Geranylgeranyl pyrophosphate (GGPP) IH-4%HE Phylloquinones
JRARER Plastoquinones
PSY1/2 1§ Diterpenes
15- Wi - NEFELHE - o __] o
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PDS :
9,15,9" - = - ek ¢ WIE 3 |
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ZISO 1
1
9.9 - = - Jiiisk -C- Wi hF |
9,9’ -di-cis-C-carotene | CCD
R 1 - 1
Carotencs 7997 - PR - BT ' Non-specific enzymes
7.9.9°7" -tetra-cis-C-lycopene ' eEE{REA L
CRTISO 1 Non-enzymatic oxidation
el el 1
A - Eiiike | v
-trans-lycopene 1 PR &
LCYE | LYCB H Apojc;a?(c)tenoids
LYCB v !
a- Y MK B-#i% K@ CCDIM 1 |ceps :
a-Carotene © B-Carotene | EEEEEEEEL S et | SR A B Strigolactone|
1
BCH1/2 !
1
CYPOTAIC FEHREF Q--- P14 1.
Zeaxanthin ! - ; :
VDE ‘ZEP ! B- 1‘]*1‘%@ p-Citraurin
\ i CCD1/4 1 B- 2 d‘ﬂ%ﬁ% B-Cyclocitral
R O Anthe’raxe\ujljﬁino- _________ I P- 5= P-lonone
Lutein 1
voet | yZE CCD1/4 i
Violaxanthin ? B 7B ABA
s S ¥ :
Xanthophylls Neoganthin p

B1 FERAKPE MERIPERE (BE Huang et al., 2024)

DXS: 1 - BLSEREIHE - 5 - BERR &/ A8: GGPPS: M4 )L LELEEREIR G /8: PSY: N\EEMAR SN PDS: NEFEMLL KM AN,
ZISO: 15 - - ¢ - #9% DR B ZDS: (- W% M EMAEE; CRTISO: KA NEFHMEE; LCYE: HMma Fe - ML
LCYB: FALFEP - FLEE: CYPITA/C: 43R P450 K% M EAZIME: BCH: B- A% b E R0
ZEP: TR : NXS: 9l &MA: VDE: S AHIN AR : CCD: A% b3 2L 4 Al
NCED: 9 - s - EFKHE b RN AR
Fig. 1 Carotenoid metabolic pathway in apple (Modified from Huang et al., 2024)

DXS: 1-deoxy-D-xylulose-5-phosphate synthase; GGPPS: Geranylgeranyl diphosphate synthase; PSY: Phytoene synthase; PDS: Phytoene
desaturase; ZISO: 15-cis-(-Carotene isomerase; ZDS: (-Carotene desaturase; CRTISO: Carotenoid isomerase; LCYE: Lycopene e-cyclase;
LCYB: Lycopene B-cyclase; CYP97A/C: Cytochrome P450 carotene hydroxylase; BCH: PB-Carotene hydrolase;

ZEP: Zeaxanthin epoxidase; NXS: Neoxanthin synthase; VDE: Violaxanthin deepoxidase;

CCD: Carotenoid cleavage dioxygenases; NCED: 9-cis-Epoxycarotenoid dioxygenase
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Table 1 Functional identification of key enzymes involved in carotenoid metabolism in apple
iy e LSanX e FE SR SR
Enzyme Gene Validation system Main function and phenotype Reference
INEFEMLERSE MdPSYI, F SER B AL GGPP B4k 15 - ik - NEAFMAEK: dRik Ampomah-Dwamena
oS MdPSY2 KIHT MdPSY1 B E N RBR I A A Gk L etal, 2015, 2022;
Phytoene Tomato, apple Ik MdPSY2 BN\ A FMAENB - A FEPWAEE Dangetal., 2021
synthase callus, Catalyzes GGPP to 15-cis-phytoene; overexpression of
Escherichia coli  MdPSY]I increases carotenoid accumulation and accelerates
chloroplast-to-chromoplast transition to enhance carotenoid
storage capacity; overexpression of MdPSY2 promotes
accumulation of phytoene and B-carotene
INEEMLERM  MdPDS SERBEA ML 15 - it - NEF M FEA N 9,159 - = - izl - Nishitani et al., 2016:
Sl M2 . ER (- 13 M3 CRISPR/Cas9 Filifk MdPDS S8 bk & Charrier et al., 2019a,
Phytoene piegiil CHABE S 31.8%, XUHE S5 84%); miRNA JTEk MdPDS 315 2019b
desaturase Apple rootstock  71% FALFE &R
‘JM2’ , apple Catalyzes 15-cis-phytoene to 9,15,9’-tri-cis-{-carotene;
callus CRISPR/Cas9-mediated knockout of MdPDS results albino
lines (31.8% for single target, 84% for dual targets);
miRNA-mediated silencing of MdPDS results in 71% albino
lines
15- 0 -¢-  MdZISO R (L 169,159 - = - - ¢ - HE M REMN 9,9 - = - Il Ampomah-Dwamena
HAE N R A D) K - ¢~ E MR MAZISO WERIERKT 5 RI LI b etal, 2012; Cho et al.,
15-cis-C-Carotene Apple skin EHEmEIEMS, EBIEE 20d RixERm, HiZRE 2020, 2021
isomerase (expression I X G WIS N R AR R B TANE
analysis) Catalyzes 9,15,9’-tri-cis-C-carotene to 9,9°-di-cis-C-carotene;
MdZISO expression is highly positively correlated with final
carotenoid content, peaking at 20 days after full bloom, and its
expression level at this stage predicts subsequent accumulation
C- W8 MR MdzZDS RGO WE 9.9 - -k - (- I PR 79,97 - UK - Wangetal., 2023
N IEL FAMLLER: S RKIE MdZDS BN Y SREE, W
{-Carotene Apple callus, AP E AR )
desaturase Arabidopsis Catalyzes 9,9’-di-cis-C-carotene to 7,9,9°,7’-tetra-cis-lycopene;
tobacco overexpression of MdZDS increases carotenoid content and
enhances salt-alkali tolerance and antioxidant capacity
K MRFM  MACRTISO SEREG. FR 7,997 - TURR - BALRENNERN - BAL Wangetal, 2023;
[ RB R R MACRTISO 8388 M R#Em 1.4 45, R\ HER %, 2024
Carotene Apple callus, ABA R E KT
isomerase apple skin Catalyzes 7,9,9°,7-tetra-cis-lycopene to all-trans-lycopene;
overexpression of MdCRTISO increases total carotenoids by
1.4-fold and promotes ABA accumulation
FEMsFRe - MALCYE WREM ER SR - BRLREN No - AT bR, dRE Wang et al., 2023
LG P4 MALCYE {2k 52805 M5 ABA AR, THRILRIEN
Lycopene Apple callus, SRR
e-cyclase apple skin Catalyzes all-trans-lycopene to a-carotene; overexpression of
MdALCYE increases total carotenoid and ABA accumulation,
while silencing it produces the opposite effect
FMLLFEB - MALCYb W RE A R - FALRFEANP - 1F PR, TRE Jiaetal., 2024
ad.s Apple callus MALCYb $#T1p - 1% MR HWPIEHHEAE &, IFRIK
Lycopene INEFEMLLER T
B-cyclase Catalyzes all-trans-lycopene to p-carotene; overexpression of
MALCYb increases the contents of B-carotene, violaxanthin, and
neoxanthin, yet reduces phytoene content
QMR PASO  MdCYP9743  SER @A fifbo - BI35 M REACNM IR, 1 RKIE MACYP9743 $#i%  Huangetal., 2024
F ALy Apple callus MR AR, VIR
Cytochrome Catalyzes o-carotene to lutein; overexpression of MdCYP97A3
P450 carotene increases lutein content, while silencing decreases it
hydroxylase
B-#l% bE¥E  MdBCHI, RS ERE AP - I DR TORION; Rk MdBCHI femE MR, 2025
A ity MdBCH?2 1 KIE R, BT RS S a g
B-Carotene Arabidopsis, Catalyzes B-carotene to zeaxanthin; overexpression of
hydroxylase apple callus MdBCH] increases zeaxanthin content and improves tolerance

to drought and osmotic stress
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gkl
B S A LB R 2% ik
Enzyme Gene Main Function and Phenotype Reference
System

KA NREW MACCD4 KGR SR RAER - W% MRS - P 2, 1RKIE MdCCD4 4k Huang et al., 2009,
RYSIERN. ot KWL bREE, VBT 2024

Carotenoid Escherichia coli, Cleaves B-carotene to form B-ionone; overexpression of

cleavage apple callus MdCCD4 decreases carotenoid content, whereas silencing

dioxygenase increases it

KLY PREM MdCCD7, WRTT. A 2B - A MR, S 5MNE&ABEE M MACCDT Foster et al., 2018
PUGIIIEEN MdCCD8 73 MdCCD8 1] 43 B IR I IF max3 (CCD7 i) Fl max4

Carotenoid Arabidopsis, (CCDS8 8kbE) RAKEI I BERIG: HITER MdCCD7 Mk

cleavage apple plant B RN, Ik MdCCD8 RE R MATIETNRETUR

dioxygenase Cleaves B-carotene and participates in strigolactone

biosynthesis; MdCCD7 and MdCCDS$ can rescue the branching
defects of Arabidopsis max3 and max4 mutants, respectively;
silencing MdCCD7 markedly increases lateral branch number,
while silencing MdCCDS8 shows mild phenotypes due to
functional redundancy

9 - iz - % MANCEDI, A IT ZUNR AR TNUET R AR B ABA RiMA: MANCED3 %Kik 5 &M %, 2014; Xia
FKiAE MR MdNCED3, Arabidopsis ABA & IEM K MpNCED2 fERSERE TR MIAAME etal., 2014; Zhang et
AU MpNCEDI, BB T RESRIE, i MpNCEDI AW N B AR S al., 2014; 3KERES,
9-cis-Epoxycarot MpNCED2, i FIk MANCED3 $&1 ABA &, Hsmili2iEME. Cd** 2015; Lietal, 2020;
enoid MhNCED3 JiriE A CL- i bt R S, 2025
dioxygenase Cleaves violaxanthin and neoxanthin to produce ABA

precursors; MdNCED3 expression is positively correlated with
ABA content; MpNCED? is continuously expressed during fruit
development and under drought, high and low temperature
stresses, while MpNCED] only responds to high and low
temperature stresses; overexpression of MhINCED3 elevates
ABA content and enhances resistance to osmotic, Cd*" and CI
stresses

2 RIS DRI DL

2.1 HRETFIFE

211 BHERHERRTRFEER

TESERREHE N 2R IE R A Mg, Bl oS e e S R T3 5 R R .
AP2/ERF KGR 1 MdAP2-34 E 5] B4 G IS MdPSY2-1 Ja 8+, 1EmEIERAE b RA
Y& (Dangetal.,, 2021). M EH G EA ‘Beni Shogun’ R (F L) H4 %K Rl B MYB
7 MdMYBS1 )R IE R 3 5T Yanfu 37 CF 4 ZEA8) FT A €0 5 P S R < B 7537 s MAM Y BS
REf® B 42455 B0E MdPSY2-1 A1 MALCYb )53 bZIP ¥ 5% [K-F MdABIS /£ MdMYBSI ) |
W T, A0S MdMYBST 5%, —EH R “MdABIS-MAMYBS1” # 5 00k, 1E R AR
A% NRE (Jiaetal, 2024). bZIP #5%[KF MAHYS5 B B 45 & MdPSY JA 311 X34 G-box
B T/G-box JufF, it Y A5 5T N AR W S R G S, AN AR JE 20 8 N R A 2 (Henry-Kirk
etal., 2018). FHILZ &, TEBRMERK. MG BRI R A S P RHY bR IERENS W R
MADS-box. bZIP. NAC. bHLH % £ K xH v, HudidE&Ea BE,. BEREGSERE 31
LB AAS 5 Y P [R) U 42 A e 55 Oy sOB0E AR DGR IR, S IR R S R R 5 AUE T R I Rl
(Chen et al., 2024; Sunetal., 2024; Songetal., 2025; Zhangetal., 2025). J&:n]#t— 03
SER AR R S R RIS R, B R LR SR SRR N R AR R T RE, AT e S SR
BN IE AR
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2.1.2 ApH A RR TR EER

ERIAY P RXARW RN, OF 2 MR T FER A RES S5 g, B, MG
W, CrMYB6S i@ i ] CrBCH2 1 CrNCEDS 315, ffl#%Ea - KB - 03K MR W FiiFE(Zhu
etal., 2017); 7% AP2/ERF. #i%j PIF. % WRKY 25 5% % 51 i@ i B B ) 20 8 b KAk
FEPR B A 55 2 2 WAk Bl % 35 OIS ME ] (Cai etal., 2023; Zhuge etal., 2023; Lietal, 2025d). 7E
A, R2R3-MYB #5% [FF MAM Y B44 8 %5 & N e s, v B3 45 & MdCCD4 A1 MdCYP9743
SR BT I L 5, R RE AR L EL SIS R T MATPR1 JE R A, i3k — 25 48 i o 30 35 DR 1) 4170 1)
VERD, AT FEARSE SR sz A% N R 2 (Huang etal., 2024). AREIVEY)rh & S8 51 1k
Z 505 MR A, o MYB SOGRTESE R b R IE SCHIMHIEH, RIS @A 3 51 b 3L
Tl R SR TR SR S, G T W SE RIS b &R G R N4 .

22 HEFESHE
22.1 ABA /369 Rt 3%

K RN G E R OFESERMA, 8 ABA &Y. CHMAERT
KRS b RAU S ABA G IR B2 B CHK. W, 34 ‘Chuanzhihong” 5 H 14 ‘Dabaixing’
B - B PREHHCERRE LR EZE R, RARLORRRERIFFEHEGRSESE: Af
W NCED 1Kk BEG 58, (REKIHE M ZE KRR ABA G HUBE, RASHHB - AY NEHEE
T34 (Jiang etal., 2019), SEF e [FREAELE NCED A1 S ABA W4 2 B, SRl « 2%
AR N RGP —ABA G AR R E AR IR PE. [FRT, ABA 23ERKIHE b RZAH
RIS RE S 2 —. ABA il I MdABI5 - MAMYBS1 ¥ st i, il MdPSY2-1 F1
MANCEDI )31k, U “ABA {5 5—H 3B T—45 M EE 7 gk, EmEEE R KT b
RUEF ABA AR (Jiaetal., 2024). UM IE A FELE LAY Fhp G HR3E, KRS AN
ABA W53 OsPSY3 ) OsNCEDs ik U I+ Wit ABA e L PSY HE KI5 K-F (Welsch et al.,
2008; Ruiz-Solaetal., 2014). &R F MdAP2-34 45 MdPSY2-1 KL (Dangetal., 2021),
T SE S v BEAFE7E AP2/ERF G AL 2, RIS PSY 5 NCED W3Rk, WA BT 583 ABA
SHIEHE DR . 25, ERT ABA — 7 @ IE R E S AR, 55l
REAFIEREASY W AL RS, —FILFEM S T ABA A RS b AR 4%
222 ABA— UM EAFEH

ABA 5 22 RSl FE R W R E B MR S, A @ P R B B 3R R R 2R
BN FARU o A R IR R A Y B S rb I SO AR A R SRR D AR TR AR AL SR T
BHESF, Prb 205E T PpERF3 4% PpNCED2/3 (335, MIEZE ABA 44 K (Wang et al.,
2019); Fhith, FHU SIERF6 ZiEv] B 32 TH RS K% bR A LMK, #2758 SIERF6 £ R 58
A R AR, 2SO ERAE P REREBIEZET A (Leeetal.,, 2012). B
R ABA FLRIEE BT 240G R, M ABA AFE] 15T L0 G B G R 3R I,
BEMIAR I 20 A ORI S il T A0 ABA & RO AESE 205 A2 R A st fE, HEM ABA RTREME N
FiEEAME S, Wi CIREIEARTBOR R SR R A SR, TR SR N R IR R 5 A

(Zhang et al., 2009). #jli SNAC4 5 SNACY BIREFHUE LM & ek K2 MR R, HAT#H
WM ABA Whid, JE#FELLIGERE (RfE ABA BB AHIHE]D (Zhou et al., 2023). FE3ERH,
BIRKT ABA 5 2RI FERERAS bR AW BEERE D, HEAEHAKM, £ ‘Opal’” Al

‘Royal Gala’ R, MAGGPPS. MdPSY 3355 AR £ 1IEM I FRE it B, (HH %
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NEEERERK: FREE AR ABA KR B, $R 20T geil it 42 ABA & 51,
(A= 5 m 2R P R FRE (Fernandez-Cancelo et al., 2025) . XibsE R 5 FRHAED F HIHL
Hil A — @AM, PR SER TR RN DR R, BN T OGS 5 ABA &k, 3
[ RS N AW B, SR, SR RIS bR IR T 20615 SR8,
BT RE A M TE 2 3 A @ B ABA S I TR MR MTERE . JFEE TR R IR
Jt ERF. NAC S5k R F Ui 84 ABA FI ZJ@1E 5, MRS R ABA— 20 BAF 8%
N FRARH I 45
223 ABA-IAA EfFif¥E

ERSLR GRS, FEMERHE PRWERSEM, RE ABA 5 1AA fAEERMES BAE
S22 O, (HEBESEA R, JAREY 8 79T R ABA-TAA HAEC R IEHE
THBESHE., EFMT, SME IAA LB SMEIF ML RFR, FRE 8B - ARG (B-LCYD)
B - B2 D EERALEF (CRTR-B1) 3HME, #5 JAA ARSI T HA% &2 oAl s HA 2
(Suetal., 2015), FHERSLHATIES, ABA MEGEHAS MR R Kok K DXR 1 PSY (3
ik, 10 TAA JUAPHIERIE, 3 FR AL E M ACRHGE, HE ABA 5 TAA 7E& 8 R L ad ]
REE I F5 BV A 2R 2 N R A R R RIE, IR m s ® (Luetal., 2018). LRI
KRN, TAA Fl ABA 368 B 4rD27 ik, (Rt kAp - #HE RN 9 - nikp - HE
N2, HESHKEAE N &I SLs S BN AtD27 X AHE4ERF WU ABA /K°F, X328 IAA. ABA
E5EH N EAR 2% 2 18] AT REAEAE S X% (Abuaufetal,, 2018). iXE645 FNARHTIE R ABA
5 IAA BAEREREAE b EZ M R0 FEAMRME T BEEAERKYE, RRFEFERPLRAF IAA 21
RS F R MRS SR, DLk ABA 5 1AA 2 B AEERSPLEih FEER .

2.3 RUIEEFE

Ak, ERIEHHEE b RAU IRV EAL ISR AT AT . £ AR, RN AL
W2 5HE b AR A B, FAEH AR AR SILH2AZ BRkiE 2 5 RS st fi i 2
A% N AW G S SR R R %, 7R Gt BUIRAS N T I P61 v] e A7 £ T AN [F)
(Yang et al., 2021, fE3F A1, MADS-box ¥ %K+ MAMADS6 w5415 % 446 A MdHDA19
BAE, PhE R R A S N RR R RS E R, 3 st 2 A it MdCCDI
Fik; MIERELRE G, BEE MdMADS6 RiE/K VIt , ZEAGMME, MERRX RS M &
FIZEE R 3MA] (Lietal,, 2022). %4, MdMYB44 8453810 EAR 3548 55 36406 K - MdTPR1
AN &Y, FrREss & MdCCD4 R MdCYP9743 a5 7 X8, 5 & PR R G 30 1
MZH & A H3 OB /KF (H3ac), MITHIGIERERIE, BOREAE b RIBEMRS 5 SARGHEFRE, &
AR R L s RS N RFL R (Huang et al., 2024). &R TR, SERFRIHYE NRE
MBI N2 CHP B, AREFiH— P AEOBM. ROFREY, BRLBMN. 22N
B REE o, Lo AR N AR R R AR L .

3 KA MERESERPULER I

3.1 XHE MEIOMENMFESAE LT
SRR, Wik, TREESEME T, HiERHSOCERg, FEROS TERE,



Guo Xudong, Wang Huimin, Wang Xinyuan, Li Chunyu, Mo Meihua, Xu Yishu, Han Xiaoya, Yuan Yongbing, Jia Dongjie.
Research progress on carotenoid metabolism and its role in stress tolerance in apple.
1918 Acta Horticulturae Sinica, 2026, 53 (7): 1910 - 1928.

RGBS I IR ML . R N AR E A T BRI & 5 R4 KRR A BT R), %
KA, TERR H B2, S 37 FAHRE AU P 1 55 224 57 2 Al (Chen et al., 2008; Fernandez-Cancelo
etal., 2022).

SERR R REAE P R LR MR, B - B MR K EKFNE (Hernandez et al.,
2014). fERROGHMNET, FREZMEE M RIER” SR FEBOIROGEE: K TE VDE L T
R A E KB, J5#H 7 BB KRR SHEZEM, FKERAENE (ZEP)
AT %1k (Chen etal., 2008). WFLEE R B, HERLF LAY MR/MERIVERER S,
M8 LI RN SR EARES (A+2Z) BEWN, RIS RIS, Wi sm AFE SOk
NP IEEAG R s SR, B - BHE D ERAF R S R R E L, LA R IE R KRR SR
T ORE T R, BB IR AL B B, (EATS A R DL DG A 353457 (Chen et al., 2008).

SRR R R b RO RR e R T HAE AR AL E . X Antonovka’ SEIR [T
TR, FEIRST, UHRERRHE NERANT 2.5~3.0 B, FERIRER I EIAE 2 5 &= 1) 2K
& NE, AR 03 UFR, RS M RZRIH ARG e, K R 5 55 SR AN
20%; oK, SHaREELSEMRAE MRS RAECEMN, AT RN R 2R
2 N RFRILE ROt E tE, A A R AR, FURNERRETE IR R, iR
SERROE T RRE G RY A Z . (Merzlyak & Solovchenko, 2002).

3.2 HPE NRAREBERIN AV NINEIREM

SERELMZEBES. iR TRWESI KA SERE, ZO0FERZ AT 53 ROS
o EMR AR, BRI RSN . SR N A SR S R R SN H A BB
PN AE BRI SERIR e, PSY 1 PDS JE[RIF5E 3% i, 1 LCYB M LCYE ToW 2484k,
#&75 PSY A1 PDS 52 H P i 3858 bR LR M OCH RN (Livetal., 2018).

FESRIGIATN, FRSLH L2 8 3h 2 PP EALE] DU SE A 545 . 9 2R e i Ot
HREJING, 2R AGHNHIA ROS Bk, i 5l &k H I H . R K, ANE R EE A HE R I
AR S, R USRS MRS ENRE, MR RIS N, X AT R A R S RO R R
FIMEEJ LS (Ma & Cheng, 2003; Torres etal., 2006; Chen etal., 2008; Tartachnyk et al.,
20120 M3 R RA Sy B INA By Tl o M s RAEMFEHOL /DG RE, LS KRG HOGE LT, B
b 10 80473 3 PR A A A

ANTE]SE S Ao J R RAFAE ZE S, TR T 2 ARG IRAP AL . BL “Granny Smith” AR
F ) ER oM B R AR SR R B E A B, AU A I, AR H PR R R R
Fer R R B RIS, B REERE A R R R EOLRTIL SR E R R, K MRAEIFARE
FHEIN, HREAE bR/ R T R R B T s R BE M (Hernandez et al., 2014). 52 AHK,
B3 3 R U S AR SRR D R RCRII H X (Merzlyak et al., 2002). 54k, KA b
FARNT & RS HR B UIAEOC, BT KBA#E % [sun index, SI, MH4E# a 7E 430 nm Al 662 nm 5
B N AE 454 nm A 549 nm AT FEELAE, SI= (Raso+ Res2) / (Rasa+ Rsao) 1, X HPIRKG S5
R0 I HET R T5 83% ~ 93% (Mogollon et al., 2024a, 2024b). X Fh S0 43 51 DL AR G BEFH 3K
W sR By 2R PR O + AR MR R RIE b E . sRA M R IEIM R IGERLT N
Zol, RSERBUHBIRE S B aomh 22 e it 1 A2 T AR
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3.3 ABA—ERE NERUHEIEIEAIE RS

ABA IMUAKHET-2REHEE R, ICRE AT 800 N R R, TR 241 P [R5 M
% (Jiaetal., 2024), 1X—XU A PpFE RIEMREPIA R T2 milR . SR6EU e R 5 E 2 6.
£ “ELE ERAFEFRMARY, KHE bERSESN S RN ABA KRG, —F2IEM
KFZFH (Jiaetal, 2024).

R1 & MYB #3[K-7 MAMYBS1 2K HE N3R5 ABA & CHIAERE T, Bl B
PG RTAE N R AL N MdPSY2-1. MALCYb {)§55%, 23R - 0 2RE MR O\AE L
F.B-BIAE bR p-REAS MR NREEERG ABA A RO R MANCEDI 1R iA,
iR it ABA A i - ABA 15 5 1l 15 5 ABA i B 5% 5% K- MAABIS 1315, MAABIS fig EL#E 45 & MdMYBS |1
JB ST H ) ABRE o FH80E Hfe 5%, T RIE R IFIE AR, (Jiaetal., 2024)., 4ME ABA AbHEn]
FHFRIAY N RARAHKRERRE, H—BIEs 7 & 2 m R IER PR R

TESERH, NCED FEK 7 BRI RE /A, X5 AN [F) 10 B i 7 55 SR AHIE B o 3 37 oo 443
MR, MpNCEDI WS35 ¥ &4 GCN4 motif. RY-element 25 Fh 1 & B ML 0, i MpNCED?2
(1) )5 11N & 2 HSE.CGTCA-motif\ TGACG-motif ¥ 3% I i 0 {4 ( Xia et al., 2014). K| t, MpNCED2
TESR SR B WRFELRA I B 5 L IR S 2 i BE il , 11 MpNCED1 X M B il B 38 (Xia et al.,
2014; SKEEER, 2015). M4k, iRIE MANCED3 W B E R E M I ABA &8, FFIREMkx i3
g Cd> ran Cripia st GRERE, 2015).

zi b, ABA Mid %S MAABIS 33k, 3t i MAABIS 0% MdMYBS1 #35%, TERE [ iR 7 28
¥, HEHALERE T (1 MdAP2-34) HhIEMEH, HEFEMGTRGES . MEA RS G R R %R
Hro MBI MENT I S BT 5 SRR SRR o TR A TR, oRiE S E R
R SRS i S g YRR A TR AN

4 SERSEHE AR AL i R 5 M H

41 HEEREUR

SEREIHE DR B R BT T I R A SRR RS . ESSMER T, A
I B MdPSY (R I R I SE, WA SUR TR AR . 25, rhd 9 AN YRR
FABE N 2B AR S IE R [ 3R IE KT, IESE MdPSY (R385 b AR R IBRIEEH (Gk/NEE, 2014)
BB R, ARG T Rk MdPSY2-1, TIEEGH ARG AR, BRHE PR, A
TR NAFMARLB - HE MRS ELERS (Dangetal,, 2021). fEHEHF R,
c4 w2 A iAER T I RIE R A MYB # 3% H 7 MAMYBS1 & &R EHHL. R
S AR S MR B - IS MR B - BRIE. RER, S ABA S UIBZ
FER N R AR (Jiaetal., 2024). R2R3-MYB %% 3% 401 MAMYB44 45 EAR #Iil| 55, w4l
FIT WIS NP MM SRR R IE, MdMYB44 {23 R 40, Bs J 3 bk b i %A
BERSTR-HE MR, B- B, FRERMEETSE B- 3K\ MRMEG R, AR
BEAR T WA 2 T BZE R U R BUA ) R Y (Huang et al., 2024). AP2/ERF F ¥ 3K 1
MdAP2-34, RIERFZR S TEREHALURN RIMNFR REPp-HE bR, NEABHLRS
&, MAERPERNFEE &S (Dang etal., 2021).
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42 ZEEMEREURRENERERFRITE

IR 22— M R A b E I R N3, RO RBAEA0, 400K 2 50w S5 1 ) Rl s
ZB- WS M EMLEE (BKT) S8 CHEEE I ok KRR G B (Cunningham & Gantt, 2011; Aneesh et al.,
2022). RARUNTE 2 FERIE T WAL EREE (Haematococcus pluvialis) (Fan et al., 2019). T 5.2k
DR AR 3 DA SR 75 2R 0 im0 0 1, 2 6 R [ 2 A 32 VTl o ) 2 v 35 5 B R 1) B B i 4

SR 7S T B T BN SR I R I B Ak o B SRR TN AR LD ER RN bhe BRI T NTESE R R
Bl ‘Brookfield Gala”, 7E4% RS AR Fr b B DA I BMRH R AR, HEES AT 2.85
M 179 pg - ¢ FW, VPEGSLEL T R FIFE RN G R (BIARAD 55, 2013). fEptHEat B, #E—D%
bkt 5P - HE b RGBT crtR-B AN RIS SER ‘Brookfield Gala’, 3k45 1 [F] I Rk 4>
FEBER LR RE, IR RS EIRIIE 1206 pg - g FW, A5 BIRITE 638 pg - g FW, [
BB - #A% MRS EREF AR N BE 45.25%, RUSMNIEEFE IR H M IER - 1% MR AR TIFE R
(Jiaetal.,, 2019). NiE—DHREUFE =6 KR, WERES 4 MIRE RARB R 1 1Y oE Y
Fik# 4k BBPC (BHY-BKT-PSY1-CrtD), H:ot PSYI F Crel 43 54wt )\ R B 20 & & e A )\ A &
A RMEN, BHY 1 BKT St 2L BEFIER LR iz A ta e SR Tk @A Ls, ¥
BRI R A A AR RS B F) 404 pg - g DW,  (HEEHAE MR 53.5%: BRI AL A AR
B AR E RS R 732.8 pg - g DW, (HEEIEY N ERT 18.2%; SAKERIRS TR, 1%k
AR R BN E AR (38,3°S) LKA, HoN R A R S AR 5 R )AL
N7, s R0 %2 451 (Liu et al., 2023; Jia et al., 2025) . Bk, 765573 A ifs & v+ (20 mL - L)
MEAE Myt (30mg - LD SRAENINE RA B AMNERT AR 78, Al — D Airs R Eit s 1.7 5,
BOUE T R TAR + ARUAT AR R A T T (Jiaetal., 20250, FIRHFFTE S TN LI
DRI 2 BE R . A 7 B @A IR T 2 s A e AR &, SR R ot el 2R B 2R b = AR
TN R T EERAREE. H4h, wFEd IR TREEA, HIFE R SRR PSYI.
Crtl. BHY Fl BKT # N RE A, @ MR as g H e SIE 20 E R e mHs, HiE
A DA A = s PR o 2 O k), R mT DA B Tk ol T SRR 2R AR A N 4 1 )
il K T 3% 7 SR 2 AT E B 4e 5 = SO A = N A H

W RAE A — PR RPUE T, HPUE 2B - Y MR, FRFAERHE MR 10 fiF
(Higuera-Ciapara et al., 2006). F|HAQH TREFERAFR T ERINE R, 1A SERTHEKDUE K
o BRICRIL, FLINE RN RV RE R R, 11 - R0 - 2 - SR EEE (DPPHD HHH
FERRBE P EL 1.8 £5 (Jiaetal., 2019). #E—BRAIG, FHEFER ML DPPH 12,2 -
PREW (3 - ZFEARIFBEMEME - 6 - PR —4kh (ABTS) HHIIEERAE VIR 2~4 %, HiZlk AR
G RN 2R R BN AEYEER) (3S,3°S) WAL, HAHERE E R KEE ) (Jiaetal, 2025),
R 25 IR 2R BRI T e 0 o S R IR P A A RE 7, SRAARR X SR A 45343 TR B Bk R

SEROCFR AR 7 175 R 1t A B AR, TG BOG R E . RIE B SR R AR, IFE R
T B AR E AL G . ESEE A (500 pmol - m? - s R, BIE RO EAL B B
PETF, ETBEEER ., LR (Dps) HEZE 5 TARFERE G [N, H IR V;
(RBEQa- R BEMML, Plass BT 5, RIPDLRS B NREF 7 HIF M IIERIRES Jia et
al., 2019), XRPIRE R EMPUENIEH R G LM, BE G R EBIR, BERT A3E R
FRARAL  HAR E B AL BRSSO H, ol R b 2 AR R o RS R BT R AR AL R AT K
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4.3 EEMRERIIUEMY S @RI R

KAE PR AR EEW ORI, E2 5060 PrE SRR, HACH SR AT g st
PRPTI M. Hob, §2m ABA & N NCED B:R & &8 (o R AU 5 HUili vk 1) SCHE R 7 MSEIRAG K
W FLRE I MANCEDI TERACKE A 1 (3R IA 7K 5 B AR FE B IEAH G, 478 HnT GRid il i 4% ABA
GRS SMEAERKBRET GEER %, 2014 . WFEFZE P EBER MAINCEDS % T 5. &I
;K CEZ R AE B AT, ERIR I P RIS IZE R TR R S ABA &R, HSRERIE S
FERIE K CAT M a N AT R S A KEE T, FIBTIECD K o Bk FAA R %, 378 MANCED
5 MRNCED & o§ B 35 SR PT 5 VR AN 3 Pk 1) E ZLH0AR (Zhang et al., 2014). [FFE, 3EF MdCRTISO
BRI RIAZ 2 BAVIGIE M B E 7S, BOR AR AR AR Y M e B 2 P iR E R (B
&, 2024). £ ABA 30 BT SR 0 2, RSN R EEOCEER, 13RIk MdMYBSI 1)
SERRSL, EARAEGAHL T ABA FEEE BT, 1 ABA fE N EZE WSS RNEER, HAKE
A BT vk T R RE SR E FE N (Jiaetal., 2024).

T R 7T, 8 W28 38 b 2 ARG DG 3 3¢ R 7 B OG B I 119 3R 08 W DA 1) o A8 S s v
FAEHE DR B RO & &2, o0 R SR S AV % 5 . 4, 1 R0k AP2/ERF % 5% Kl MdAP2-34,
W B MdPSY2-1 W5k, R ER S L @ H SV RS R R KA MR B- A bR
MNEFAL RS ERZNN, RAEMERA G, S35 7 RERIPM R (Dang etal., 2021).
AR, i FE R A MYB B K 7 MAMYBS1 [FIFEREMEBER - 703058 PRI R,
HHRE ABA &8, Holid EHB0E MdPSY2-1. MALCYb F MANCEDI (321K S23, M i 5
SRS R (Jiaetal., 2024). fHR, VIER MdMYB44 Wn] L8 MdCYP97A43 [F)3Rik, 3EHN
MR AR R, T R R ORI R B BB 9R R (Huang et al., 2024). [FJRY,
MAMYB44 {235 R A it Rk vl AR CER R & &, AT e Rk (Jiaetal.,, 2021). &
TRSERMR A, A MdCCD4p B2H ()23 R 528008 MR E LR MAHIE, 3R 0@ I 4]
RSB R R N ) RIS e RIS MRS ERNERNCRIE CRIFS 55, 2017). A, &
i Fl ‘Mishima” F1 ‘Beni Shogun’ ' MdZISO [ L3815 & IRHAE N H A B0 58 1) G 8 4 1 JE il
(Ampomah-Dwamena et al., 2012; Choetal., 2020, 2021),

5 WHEESARKI

51 DMAMRHBERME

JUE AR RIS S 2RO 7 O R E R, B2 /R, Aims 2 7t
X — B IRMIR RN T 5 S AR . A2 & T A B D MO S5 L R 5 R, 6k
Z R 2 ) RGUENT . SERRIE N RAMEE R R KRR A A%, SRR T EE 5 T
KHLHEIIAH (Dang et al., 2021; Ampomah-Dwamena et al., 2022; Jiaetal., 2024). X T E%&
P A 3 DR ARG B IS S B ELAR SO TR U B RS HE TR AR LRI A FHR AR R . KiE b
FARUIEA IR RS UL R, FN S5 Rt . A, IO 7 28 R S
TR AN ST T [ 43 ) T R S Z 5 T A N TR R A R AR 1 R SR T (2R &,
2014; Xiaetal, 2014; 7KFEE:, 2015; Jiaetal, 2024; BREEFD 2, 2024). b, MEELSHEERE T
SR RS 5P, S IE U R N E AR BT N R 43T B N B
. WA FBREMEMEIEHRFRR. SFERIEAARRREN, BEBEamaEuK. 308K, B2k
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BRI W SR IE R AL, RS RS R B SR R PP, CRISPR/Cas9 5%
FE DN G R AR AR AR, (HAESER PR 5 PR DA AT 70 2 S v T T T L AR ot ol 2D
B GA, XM TR E R R K . RWBL R MIZ AL, BRI S AR S RNA
IR RILA AT Ak T D25 R R B B

52 RRMARER

— 71, A R — BRI B B W A, MR AR SR AL R A EEEAH AR
ML) 2 4 A I 2% o L AR P A R SR AL S RTVRHOR , E4E 5 A ZUK- b @t
AR BE PR I 2 IR 2, FR 4 ) B S SRR DR S0 B R I D Re Ak S5 TU AR bILR] g A PR R v i 425 B
EH R 3EAL (Martinez-Rivas & Fernie, 2024; Dongetal., 2025; Lietal., 2025b; Xuetal., 2025;
Xue etal., 2025). [FINF, PRI T0EE SR IR 58 R 175 it JS% -5 o me) 52 o (R 00 A, SR AR
ZA5 SIS IR S EIRAER 1, R i T AE S S S AR PR S RS S L . Rk — P
FEHE N ZACUE AR AL QT ik R U R SR AR T N . A AE S R —
VA — AR — AR B S R SSRGS i o B e (R A AL PR R B AT

H—J71H, FEEANAEET CRISPR/Cas9 (3R gn’E R4, JT K ICTH A 235 77 K POd T g ek 4
R, HEEGERBHHAL KRS AL B B RS, DIBREX SR RIAH, 1T DhRE SRR
HERTE 5 20% (Gujjar etal., 2026). 7EMLEERE E, BF 70 SE0E N /D BB B 5 Fh 0 i 25 2 R 135 SRR
SRR, & BhEE R AL 52 5 AR A G T, REZIR AR bR L Pud PR ) B R4
TR, AR AR S PR RE B M TR B AR DRI, AT 43 A A B 7 b A A R S g B U
¥ (Lietal, 2024b, 2025b). Bb4bh, BEFEALA 5 AN K P SE A 22 30 o) % 5 ROV AL = 1
RAMHTIES S RNA | 418 (1181 & DNA HEAL . BRRRAB IR SENLHIAESREA S b AR ke A,
I SEAR BT 18 264 N RS 1 3 25 17 2 B (Wu et al., 2023; Martinez-Rivas & Fernie, 2024 ).
2, SLARSEBRRIE, R A BT S U B R BRI B A vt B MRS, E i SRR R 45 TR R
HEGm R, B A8 75 FL S b e S YR A B I [ By 30 9 0 0 7 1 PR s A A ), AE4ERF AR TR
SEAR R AT el iR S E P st R (Xue etal., 2025; Yuanetal., 2025), N3ER K
AIRFEE R R IR ML G R R S H¥
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