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Abstract

Horticultural plants contain various secondary metabolites (SMs), including flavonoids, terpenoids, and alkaloids. These compounds play a critical
role in plant growth, helping the plants adapt to different types of stress and providing numerous health benefits to humans. Advances in
detection methods, such as liquid phase mass spectrometry and spatial metabolomics, have enabled the identification and characterization of a
growing variety of SMs and their unique functions in horticultural plants. Recent studies have investigated the effects of SMs on horticultural
plants under different biotic and abiotic stresses. This article offers a detailed review of the functions of key representative SMs in horticultural
plants, focusing on their responses to biotic and abiotic stresses and their impact on human health. Furthermore, we explore the potential of
using these compounds to improve the resistance of horticultural plants through future breeding efforts.
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Introduction

Secondary metabolites (SMs) are natural compounds that
play a critical role in plantsl'l. SMs fall into three categories
based on their chemical structure and synthesis pathways:
phenolic compounds (such as flavonoids, phenolic acids,
coumarins, and tannins), terpenoids (such as monoterpenes,
sesquiterpenes, diterpenes, and sesterterpenes), and nitrogen-
containing compounds (such as alkaloids, cyanosides, glucosi-
nolates, and non-protein amino acids). SMs are abundantly
present in nearly all horticultural plants, which primarily include
vegetable, fruit, ornamental, beverage-producing, and herbal
medicinal plants (Fig. 1). These plants produce SMs that play a
vital role in human life by providing food, nutrients, aesthetics,
and medicinal treatments.

Flavonoids are the most abundant and widely distributed
SMs in horticultural plantsi23], Terpenoids, on the other hand,
are the largest class of plant metabolites, with over 40,000
distinct compounds which are widely distributed in medicinal
and ornamental plants®. Alkaloids are primarily distributed in a
wide range of horticultural plants, spanning various families
and genera. These SMs are found in horticultural plants and
play significant roles in contributing to the specific odor, color,
taste, and nutrition of plant parts. Furthermore, they are essen-
tial for the survival of plants under various stresses. SMs actively
participate in potential defense mechanisms, such as chemical
warfare between plants and pathogens, as well as adaptation
to cold/high temperatures, salinity, or drought environments.
This review provides an overview of the classification, distribu-
tion, functions, and accumulation mechanisms of several impor-
tant SMs (specifically flavonoids, terpenoids, and alkaloids) in
enhancing horticultural plants' stress resistance and human
health. The review also provides a direction for future research
on utilizing SMs in breeding horticultural plants.

© The Author(s)

Classification and distribution of SMs in
horticultural plants

Flavonoids

Flavonoids have a common diphenylpropane backbone (C6-
C3-C6) in which two aromatic rings, namely the A ring and B
ring, are connected by a three-carbon chain. The properties of
flavonoids depend on the arrangement of hydroxyl, methoxy,
and glycoside groups on C6-C3-C6. Flavonoids are generally
classified into seven subcategories based on the degree of
oxidation of the central heterocycle: flavonols, flavones, isofla-
vones, anthocyanins, flavanones, flavanols, and chalcones.

Flavonols, also known as 3-hydroxyflavonoids, are characte-
rized by several specific substitutions in the A and B rings,
which are connected by three-carbon chains. Positions 5 and 7
on the flavonol A ring are replaced by hydroxyl groups.
Flavonols contain more 3-OH groups than other flavonoids.
Vegetables and fruits such as cauliflower, onions, asparagus,
and apples are rich in flavonolstl. The chemical structure of
flavones consists of 4H-amino-4-one, which has a phenyl
substituent at position 2. Most flavones are 7-O-glycosides,
found in celery, tea, red peppers, and orangesldl. Isoflavones
differ from other flavonoid classes in having a basic structural
feature where a B-ring attaches to C-3 but not C-2U7). Many
fruits, vegetables, nuts, and grains contain small amounts of
isoflavonesl®9l, The structural characteristic of anthocyanins is
that the C ring of the basic parent nucleus is carbonyl-free, and
one oxygen atom exists in the form of a salt. Anthocyanins are
widely present in flowers, fruits, leaves, stems, and other parts
of plants. They are pigments that give plants their blue, red,
purple, etc. colors and are rich in fruits and vegetables such as
blueberries, red cabbage, tomatoes, purple sweet potatoes,
and eggplants®'9, Flavanones, also known as dihydroflavones,
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Fig.1 Several horticultural plants and their secondary metabolites.
are obtained by cyclo-closure isomerization of 20-hydroxychal-
cone, creating stereogenic centers at carbon C-2["1, Flavanones
are found almost exclusively in citrus fruits, such as oranges
and lemons!'2, Flavanols are characterized by hydroxyl groups
bound to the 3" position of the C ring. Flavanols are abundant
in a variety of fruits, including apples, cherries, plums, apricots,
and berries, especially in fruit skinsl®13l, Chalcones, are natural
open-chain flavonoids that can carry up to three modified or
unmodified C5-, C10-, and C15-isoprene moieties on the A and
B rings. These bioactive products are widely distributed in the
legume family, mulberry family, ginger family, and plantain
familyl'4,

Terpenoids

Terpenoids are derived from the carbon isoprene unit
isoprene diphosphate (IPP) and its allyl isomer dimethylallyl
diphosphate (DMAPP). IPP and DMAPP can be synthesized by
two different pathways: the mevalonic acid (MVA) pathway and
the methylerythritol phosphate (MEP) pathway('>-171, All ter-
penoids are classified according to the five-carbon isopentane

Page2of11

Secondary
Metabolites

- @
R HO.
Ho, O R,
0,
CIO A
ol Flavones

(o]

Stresses in horticultural plants

units of the core structure. These include monoterpenes (C10),
sesquiterpenes (C15), diterpenes (C20), sesterterpenes (C25),
triterpenes (C30) and polyterpenes (> C30)['819],

Monoterpenes consist of two units of isoprene and have the
general molecular formula C10H16. Examples of monoter-
penoids are terpineol (found in lilacs), limonene (found in citrus
fruits), linalool (found in lavender), and myrcene (found in
hops)2%, They are odorous compounds that contribute partially
to the fragrance of many flowers and fruits. Sesquiterpenes
consist of three units of isoprene and have the general molecu-
lar formula C15H24. Examples of sesquiterpenes and sesquiter-
penoids are farnesol, humulene, and farnesenes2'l, Diterpenes
are nonvolatile C20 hydrocarbons derived from four isoprene
units and have a diverse structurel2223], They can exist in linear,
bicyclic, tetracyclic, pentacyclic, or macrocyclic forms. Diter-
penes are characterized by ployoxygenated keto and hydroxyl
groups?4, Triterpenes are derivatives of the C30 precursor
squalene, and there are more than 20,000 known members[2°],
Tetraterpenes are composed of eight isoprene units and have
the formulas C40 and C40H6421], The most extensively studied
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tetraterpenoids are carotenoids, which have more than 750
members26: 271, Terpenoids with more than 40 carbons are
considered polyterpenes. Some plants produce a polyisoprene
with trans double bonds, known as gutta-percha, while natural
rubber consists of polyisoprene with cis double bonds!28],

Alkaloids

Alkaloids are typically synthesized from aliphatic amino acids
and aromatic amino acids, and they follow two synthetic path-
ways: the pyruvate pathway and the shikimic acid pathway!.
The precursors of alkaloids, mainly amino acids, are derived
from metabolic pathways such as glycolysis2l. Based on their
biosynthetic precursors and heterocyclic ring systems, alka-
loids are further classified into different types, including indole,
tropane, piperidine, purine, imidazole, pyrrolizidine, pyrroli-
dine, quinolizidine, and isoquinoline alkaloids!3°l.

Indole alkaloids are characterized by the presence of sero-
tonin, and there are approximately 2,000 compounds asso-
ciated with this type of alkaloid[*'.. Tropane alkaloids contain an
8azabicyclo [3.2.1] octane nucleus, which is derived from the
amino acid ornithine. They can be found in angiosperms
belonging to the Solanaceae, Brassicaceae, Erythroxylaceae,
Convolvulaceae, and Euphorbiaceae families. Several important
alkaloids, such as scopolamine, hyoscyamine, cocaine, and
atropine, belong to this class and have significant medicinal
uses32331, Quinoline and isoquinoline alkaloids are another
important group of heterocyclic aromatic alkaloids formed by
the fusion of a benzene ring and a pyridine ring, commonly
known as benzopyridine. They are found in various horticul-
tural crops, such as poppies (Papaver somniferum) that produce
morphine, cinchona trees (Cinchona spp.) that yield quinine,
and bitter oranges (Citrus aurantium) that contain alkaloids like
synephrinel34., Purine alkaloids are derived from purines, speci-
fically adenine and guanine, and are often referred to as
xanthines. Caffeine, theobromine, theophylline, and amino-
phylline are the most important members of this group of
alkaloidsB539l, Piperidine alkaloids are widely distributed in the
plant kingdom. These compounds are characterized by a satu-
rated heterocycle, namely the piperidine nucleus, and are
known for their toxicityB7l. Pyrrolizidine alkaloids consist of two
five-membered rings known as necine bases, which share a
nitrogen atom at position 4. They can be found in angiosperms
belonging to the Boraginaceae, Compositae, Orchidaceae, Legu-
minosae, Convolvulaceae and Poaceae familiesB8l. Pyrrolidine
alkaloids contain 5-membered rings consisting of the amino
acids ornithine (or arginine in some cases) and lysine, along
with acetate/malonic acid unitsB9. Quinolizidine alkaloids
consist of two fused 6-membered rings sharing a nitrogen
atom and exhibit structural variations from simple to complex.
Notable examples include quinine, obtained from the bark of
the cinchona tree, and quinidine, found in the plant Remijia
pedunculatal®0l,

Other SMs

In addition to alkaloids, flavonoids, and terpenoids, horticul-
tural plants contain a wide range of other SMs. Some examples
of these are glucosinolates, fatty acids, coumarins, and lignans,
each possessing distinct structures and synthesis pathways.
Glucosinolates, which are compounds containing sulfur, are
mainly found in plants from the Brassicaceae family, such as
cabbage, broccoli, radishes, and mustard greens. These meta-
bolites contribute to the unique flavor and pungency of these
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crops. Glucosinolates are produced from amino acids and are
synthesized through the elongation of the amino acid chain
and the modification of the side chainl*'l. Another group of SMs
found in horticultural plants are fatty acids, which are essential
components of cell membranes and are involved in energy
storage and signaling. Fatty acids are synthesized through
biosynthesis pathways, such as the fatty acid synthase complex.
Common sources of fatty acids include olive oil, palm oil,
avocado, and nuts/seeds. Coumarins are aromatic compounds
that consist of a benzene ring fused with a lactone ring. They
are synthesized through the phenylpropanoid pathway and
can be found in various horticultural plants, including citrus
fruits, cherries, and grasses. Coumarins contribute to the
defense of plants against pathogens and pests“2. Lignans, on
the other hand, are complex phenolic compounds that contain
multiple benzene rings connected by linkages. They are
derived from the phenylpropanoid pathway and can be found
in plants such as flaxseed, sesame seeds, and berries. Lignans
have been associated with various health benéefits, including
antioxidant and anticancer properties.

The response and function of SMs in abiotic
stresses

Horticultural plants are susceptible to one or more abiotic
stressors such as drought, low temperatures, flooding, and high
salinity. The impact of these stressors on fruit and ornamental
trees is becoming increasingly severe due to escalating global
urbanization, industrialization, and frequent extreme weather
events. Additionally, the production of vegetables and orna-
mental herbaceous plants not only faces adverse environmen-
tal conditions but also pests and diseases induced by facility
cultivation, leading to a decrease in both yield and quality.
Certain SMs can be induced to help horticultural plants adapt
and resist adverse environmental pressures, which are crucial
for their growth, development, and yield formation (Fig. 2).

Light

Plants rely on solar energy to grow through a process called
oxygenic photosynthesis. However, when the intensity of light
becomes excessive, it can lead to photoinhibition and oxida-
tive stress. These adverse effects can lower photosynthetic effi-
ciency, impair carbon assimilation, and ultimately hinder both
plant growth and yield. Conversely, insufficient light intensity
can prompt shade avoidance responses in horticultural plants,
which can unfavorably affect their overall development, lea-
ding to reduced biomass accumulation and yield. Specialized
molecules, such as flavonoids, have a crucial role in protecting
horticultural plants from the harmful effects of excessive light
and ultraviolet radiation[*3],

Under high light intensity, plants may produce higher levels
of SMs as a protective response to absorb excess light and
prevent damage caused by reactive oxygen species (ROS).
Anthocyanins act as antioxidants, scavenging ROS generated
under UV stress. In response to UV radiation, the fruits of
berries, grapes, and tomatoes usually accumulate more
anthocyaninst4. Apples, particularly their peels, contain proan-
thocyanidins that aid in protecting the fruit from abiotic
stresses such as UV radiation. These compounds act as natural
sunscreens, absorbing harmful UV light and reducing potential
damage to apple cells*®l. Carotenoids act as photoprotective
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Fig.2 Functions of alkaloids, flavonoids and terpenoids in biotic and abiotic stresses and human health.

agents by dissipating excess energy absorbed by chlorophyll,
thus protecting plants from photoinhibition. Horticultural crops
like tomatoes (Solanum lycopersicum) and carrots (Daucus
carota) accumulate carotenoids under high-light conditions.
Anthocyanins act as antioxidants, scavenging ROS generated
under UV stresst®l, They also help maintain the quality and
nutritional value of the fruit by reducing oxidative damage.
Many other horticultural plants, such as roses (Rosa spp.)“7],
petunias (Petunia spp.)“8l, geraniums (Pelargonium spp.), coleus
(Solenostemon spp.), ornamental cabbage, and kale (Brassica
oleracea), produce vibrant flower colors due to the accumula-
tion of anthocyanins. These pigments also act as photoprotec-
tive compounds by absorbing excessive light energy and
preventing photoinhibition in chloroplasts. Moreover, flavo-
noids, including flavones, flavonols, and flavan-3-ols, act as
natural sunscreens in horticultural plants. For instance, tea
(Camellia sinensis) leaves contain flavonoids like catechins,
which protect against photodamage. These compounds absorb
UV radiation, shield the photosynthetic apparatus, and prevent
the generation of ROS. Flavonoids also contribute to the regu-
lation of plant growth and development under light-stress
conditions. Plant flavonoids can function as signaling mole-
cules, UV filters, and ROS.

Terpenoids assist plants in reducing the impact of light stress
by removing ROS and protecting cellular components.
Limonene, serveing as a photoprotective compound, partici-
pates in the dissipation of excess light energy and reduces the
risk of oxidative damage caused by ROS*9l. Under light stress
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conditions, citrus plants such as oranges and lemons increase
the production and accumulation of limonene as a protective
response. Geraniol, a monoterpene alcohol and signaling
compound found in the essential oils of several rose species,
helps the plant adapt to high light intensities(2°l. Certain diter-
penes are known to possess antioxidant and photoprotective
properties, making them crucial for light stress resistance. For
example, the herb Sage (Salvia officinalis) accumulates abietane
diterpenes, including rosmarinic acid, which function as anti-
oxidants and photoprotective compounds, counteracting the
negative impacts of excessive light®. Furthermore, certain
sesquiterpenes exhibit antioxidant and anti-inflammatory
properties, making them potential candidates for safeguarding
plants against light stress. Chamomile (Matricaria chamomilla)
accumulates sesquiterpenes, such as a-bisabolol and chamazu-
lene, which enhance the plant's resistance to light stress by
providing antioxidant and anti-inflammatory activities>'l.
Alkaloids are thought to be involved in antioxidant defense
mechanisms, contributing to the maintenance of cellular
homeostasis and protection against photodamage. Solanine
acts as a protective compound against light stress-induced
damage through its antioxidant and anti-aging properties. In
potatoes, exposure to excessive light triggers the accumula-
tion of solanine, which helps regulate membrane stability,
maintain photosynthetic efficiency, and mitigate oxidative
damage induced by intense light52. Moreover, catharanthine
and vindoline, along with other bioactive compounds in Mada-
gascar periwinkle (Catharanthus roseus), can scavenge ROS
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produced under high light conditions and reduce oxidative
stressl>3l, Caffeine is a well-known alkaloid that naturally occurs
in coffee plants. Under conditions of increased light exposure,
caffeine can accumulate in coffee leaves3>54. Morphine accu-
mulation in opium poppy plants can be stimulated by various
environmental stresses, including light stress(>3),

Temperature

Temperature stress, both high and low temperatures,
induces physiological, biochemical, and molecular changes in
the metabolic processes of plants. This in turn leads to the
production and alteration of SMs. Horticultural plants are parti-
cularly affected by temperature stress, as it causes a decrease in
growth rates and delays in development. As a result, these
plants become more susceptible to specific pathogens and
diseases.

The impact of SMs in horticultural plants is therefore signifi-
cant in the context of temperature stress. The accumulation of
specific flavonoids in horticultural crops under the influence of
high and low-temperature stress demonstrates their crucial
roles in plant defense and stress response. These flavonoids
serve as protective compounds by aiding in antioxidant
defense, photoprotection, and reducing oxidative damage
caused by extreme temperatures. Flavonoids have been
observed to respond to high-temperature stress. For instance,
the accumulation of quercetin in response to heat stress helps
onions resist heat-induced oxidative damage and contributes
to quality preservationl®9l, Similarly, in strawberries, flavonoids
like anthocyanins accumulate under high temperatures, there-
by reducing oxidative stress and maintaining fruit quality®®”. In
alfalfa, flavonoids can alleviate the detrimental effects of heat
stress during fertilization and early seed maturation(8l,
Conversely, cold temperatures stimulate the accumulation of
anthocyanins, resulting in the characteristic deep purple or red
coloration. Catechins are another type of flavonoid that accu-
mulate in the leaves of tea plants under low-temperature stress.
The production and accumulation of catechins are, therefore,
induced as an adaptive response to cold temperatures. During
cold adaptation and freezing, flavonoids effectively remove
ROS and act as potent antioxidants. In freezing conditions,
when water is transferred from cells to intercellular ice crystals,
flavonoids are expected to be more strongly distributed into
the lipid phase of the cell membrane, therefore stabilizing !>,
Reed, on the other hand, synthesizes a substantial amount of
flavonoids, such as daidzin, daidzein, and mglycitin, which miti-
gate the negative effects of heat stress©0],

Terpenoids are beneficial for horticultural plants in mana-
ging temperature stress, as they act as protective compounds
that regulate temperature, reduce oxidative damage, and
enhance resilience. Specifically, terpenoids like carotenoids
function as antioxidants and protect the photosynthetic machi-
nery from heat and light damage. They help dissipate excess
energy as heat, reducing the risk of photoinhibition. In toma-
toes, the accumulation of carotenoids, such as lycopene, safe-
guards the plant against heat stressl6'l. Another terpenoid,
menthol, provides a cooling sensation when applied or
consumed. Menthol activates specific receptors and acts as a
cooling agent. Its accumulation in peppermint leaves helps
regulate leaf temperature and minimize oxidative damage
caused by high temperatures. This alleviates the negative
effects of heat stress on the plant. Furthermore, linalool, which
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is present in basil, serves as a cryoprotectant. It helps regulate
membrane fluidity and prevents cellular damage caused by
cold temperatures. When linalool accumulates within basil
leaves, it improves the plant's ability to withstand and survive
cold stress conditions©2l,

Alkaloids also have a significant role in the resistance of
horticultural plants to high and low temperature stresses. Horti-
cultural plants, like Mentha piperita and Catharanthus roseus,
display an increase in alkaloid levels under heat stress[®3l. Simi-
larly, varieties of narrow-leaved lupine experience a rise in alka-
loid content with increasing temperatures. Heat stress can
induce the biosynthesis and accumulation of solanine in potato
plants as a protective response. Solanine acts as a defense
compound, assisting in protecting against heat-induced oxida-
tive damage, maintaining membrane stability, and scavenging
ROS. However, it is important to note that solanine can be toxic
if consumed in large quantities, so the higher levels present
during heat stress may not be desirable for consumption(©4,
Capsaicin, a well-known alkaloid responsible for the spicy heat
sensation in chili peppers, has been observed to accumulate
more in response to high-temperature stress in chili pepper
fruits. This accumulation of capsaicin is thought to be an adap-
tive response to heat stress, serving as a defense compound
against mammalian herbivores. Although the precise role of
capsaicin in protecting against high-temperature stress is not
well understood, it may contribute to the overall stress tole-
rance of chili pepper plants(®,

Osmotic stress

Osmotic stress, which includes drought and salt stress, has a
significant impact on plant growth and productivity. Plants
respond to osmotic stress by regulating gene expression, ulti-
mately restoring cellular homeostasis, detoxifying toxins, and
promoting growthl¢l, Furthermore, the accumulation of SMs
often occurs when plants are exposed to such stresses. SMs
play a crucial role in helping plants adapt to their environment
and withstand osmotic stress conditions. One specific example
is the buildup of flavonoids, which grant drought resistance to
plantsl®”], Quercetin, in particular, assists in scavenging ROS
generated during drought stress, thus alleviating oxidative
damage. The accumulation of quercetin in tomatoes contribu-
tes to drought tolerance and helps maintain plant health[686],
Pomegranates contain proanthocyanidins in the fruit peel and
arils. These compounds contribute to the fruit's resilience under
abiotic stresses like drought. Proanthocyanidins in pomegra-
nates have been associated with improved plant water rela-
tions, helping to mitigate the effects of drought stress(’%, Addi-
tionally, anthocyanins may accumulate in grapevine berries
under salt stress conditions, resulting in berry pigmentation.
Moreover, in apples, the accumulation and enhancement of
anthocyanin production aid in drought stress resistancel”'72,

Terpenoids also play a significant role in the resistance to
osmotic stress. They aid in alleviating the adverse effects of
drought and salt stress by enhancing antioxidant defense
mechanisms, regulating stomatal closure, maintaining mem-
brane stability, and mitigating oxidative damage. In drought
conditions, the increased production of diterpenoid antioxi-
dants, such as a-tocopherol and isoconnamol, protects Rosma-
rinus officinalis and Salvia officinalis from oxidative damage,
thus enhancing their drought tolerancel”374, The high salviano-
lic acid and tanshinone content improves photosynthesis in
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S. miltiorrhiza under drought stress and safeguards cells against
oxidative damage, thereby enhancing salt stress resistancel’>!,
Sesquiterpene f-caryophyllene can accumulate in tomato
plants under salt stress. It acts as a stress-signaling compound
and contributes to the plant's tolerance against salt stress. Its
accumulation helps regulate ion transport, maintain osmotic
balance, and reduce oxidative damage caused by salt-induced
ROSL7el,

Alkaloids play a crucial role in osmotic stress by contributing
to several important functions. They help maintain osmotic
balance, regulate ion transport, and safeguard cellular struc-
tures from damage caused by salt. Some alkaloids, including
betaine and glycine betaine, accumulate in response to high
salt concentrations in the soil. For example, betaine accumula-
tion in sugar beets is essential for maintaining cellular home-
ostasis and enhancing salt tolerance. Betalains, another group
of alkaloids, act as antioxidants by scavenging ROS generated
during salt stress. This antioxidant activity protects against
oxidative damage and sustains physiological functions in
beetrootl’7l. In mandala plants, salt stress induces the accumu-
lation of alkaloids in young leaves. Additionally, alkaloids are
known to play a role in the resistance of horticultural plants to
drought stress. Proline, for instance, acts as an osmoprotectant
and assists in maintaining cellular osmotic balance. In grapes,
proline accumulation helps improve water use efficiency and
enhance drought tolerancel®®l. Plantlets of Papaver somniferum,
when exposed to drought stress, produce elevated levels of
alkaloids. However, it is crucial to note that research on the
specific roles of alkaloids in drought and salt stress resistance in
horticultural plants is relatively limited compared to other
compounds such as terpenoids and flavonoids. Further studies
are necessary to explore additional alkaloids and uncover their
functions in enhancing stress tolerance in horticultural crops
under drought and salt stress conditions.

Other SMs resist abiotic stresses

In addition to alkaloids, flavonoids, and terpenoids, phenolic
acids and tannins also play a crucial role as SMs in the resis-
tance of horticultural crops to adversity. Phenolics, specifically,
are particularly important in protecting fruits and vegetables
from low-temperature stress. These phenolic acids possess
antioxidant and antimicrobial properties, effectively safeguar-
ding crops from oxidative stress and pathogenic bacteria. By
reducing peroxidation in fruit and vegetable cells, phenolics
maintain their healthy structure and function. Moreover, the
application of exogenous SA treatment can promote kiwifruit
phenolic metabolic processes and enhance its cold
resistancel’8l, On the other hand, tannins are thought to
contribute to defense mechanisms that deter pests and
prevent herbivory. By utilizing tannin biostimulants under salt
stress, changes in the root architecture of tomato plants can be
induced and their salt tolerance can be improved!”9. Overall,
the presence of these SMs in horticultural crops enhances their
resilience to adversity by providing enhanced defense mecha-
nisms, allowing them to thrive.

Functions of SMs in biotic stresses

SMs in horticultural plants play a critical role in resisting
biological stresses. These compounds serve as defense mecha-
nisms against various pathogens and pests, enhancing the
plant's ability to withstand and combat living stresses. SMs like
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alkaloids, flavonoids, and terpenoids can possess antimicrobial,
insecticidal, antifungal, or nematicidal properties. They func-
tion as chemical deterrents that hinder the growth and deve-
lopment of pathogens, pests, and herbivores. Moreover, SMs
can boost the plant's immune response by activating defense
signaling pathways and fortifying cell walls. By effectively resis-
ting biological stresses, SMs contribute to the overall health
and resilience of horticultural plants, ensuring successful
growth, development, and productivity!8,

The defense against biological attacks may be considered
the most important and extensively studied aspect of SMs.
Flavonoids are capable of protecting plants against damage
caused by viruses, fungi, bacteria, and herbivores. They can
disrupt lipid bilayers, leading to bacterial membrane rupture.
They are also able to impede multiple vital processes, including
biofilm formation, cell envelope synthesis, nucleic acid synthe-
sis, electron transport chain, and ATP synthesis, to effectively
combat bacterial infections®'l. Citrus fruits, such as oranges
and lemons, are rich in flavanone glycosides like hesperidin and
naringin. These compounds contribute to the fruit's resistance
against microbial pathogens®2l. In various horticultural crops,
such as tomatoes, onions, and peppers, flavonoids like quer-
cetin and kaempferol have demonstrated insecticidal activity
against pests like aphids, thrips, and caterpillarsi®3l. Flavonoids
in grapes contribute to the plant's defense against herbivores
like insects and mammals. These compounds exhibit repellent
or toxic effects, deterring feeding and providing protection
against damagel84,

Terpenoids can function as elicitors, triggering defense
mechanisms in plants against pests. Marigold (Tagetes spp.) for
example, produce terpenes, including limonene and linalool,
which have insect-repellent properties. These compounds help
deter pests like aphids, nematodes, and whiteflies. Planting
marigolds among vegetable crops can help reduce pest
damage and the need for synthetic insecticides. The terpenoid
compound called farnesene, found in apple fruits and their
leaves, possesses nematicidal activity against plant-parasitic
nematodes!®3], Certain terpenoids also act as chemoattractants
for herbivores, with the hoterpenoid derivative of nerolidol,
known as 4,8-dimethyl-1,3(E),7-nontriene, attracting insect
herbivore predators and further reinforcing plant defenses!8¢l,
Some terpenoids in crops like tomatoes and peppers contri-
bute to their resistance against herbivorous insects by acting as
antifeedants, reducing feeding activity and restricting insect
population growth84,

Alkaloids serve as natural insecticides, deterring herbivorous
insects or acting as toxic agents. For example, nicotine, an alka-
loid present in plants, acts as an insecticidal compound by
affecting the nervous system of insects and resulting in their
mortality!®3l. Pyrethrins, derived from plants like chrysanthe-
mumes, are alkaloids that possess insecticidal properties and are
commonly used in natural insecticide formulations®7l. Alka-
loids can act as deterrents, reducing feeding activity of herbivo-
rous insects and protecting plant tissues. For instance, Harmine
is an alkaloid found in plants such as passionflower (Passiflora
spp.) and certain vegetables. It can protect plant tissues by
discouraging feeding activity and reducing insect damagels8l,
Alkaloids can also provide protection against herbivores by
acting as toxic substances. Plants like nightshades (Solanaceae)
produce alkaloids such as solanine and tomatine, which are
toxic to many insect pests and herbivores(&3],
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Functions of SMs in human health

SMs in horticultural plants play a significant role in human
health. These compounds, such as flavonoids, terpenoids, and
alkaloids, exhibit a wide range of bioactive properties. They
have been associated with antioxidant, anti-inflammatory,
antimicrobial, anticancer, and cardiovascular benefits, among
others. Including horticultural plants rich in SMs in our diet can
contribute to promoting overall well-being and reducing the
risk of chronic diseases. Additionally, these plants are often
used in traditional medicine and natural remedies due to their
therapeutic properties, further highlighting their role in human
health (Fig. 2)[89 901,

Health benefits of flavonoids

Numerous studies have indicated that flavonoids possess
health-promoting properties. Flavonoids are capable of hinder-
ing the entry and binding of viruses into cells, impeding viral
replication or translation, and preventing virus release®®, Addi-
tionally, they exhibit various antifungal mechanisms such as
interfering with plasma membranes, inducing multiple mito-
chondrial dysfunctions, and inhibiting the formation of cell
walls, cell division, RNA and protein synthesis, which are signifi-
cant for human health®'l. Cranberries (Vaccinium macrocarpon)
are recognized for their high flavonoid content, especially
flavonols and proanthocyanidins, which have antibacterial
properties?l. These flavonoids can hinder bacterial adhesion to
cellular. Similarly, green tea (Camellia sinensis) similarly contains
flavonoids, specifically catechins, with epigallocatechin gallate
(EGCG) being the most plentiful. EGCG has shown antiviral
activity against various viruses including influenza A virus,
human immunodeficiency virus (HIV), and hepatitis C virus
(HCV)1931,

Numerous in vitro and in vivo studies have demonstrated that
flavonoids possess antioxidant properties, providing therapeu-
tic and preventive benefits for various degenerative diseases
and disorders such as cardiovascular diseases, neurodegenera-
tive diseases, diabetes, inflammation, autoimmune diseases,
and cancer. For instance, grapes are a rich source of flavonoids,
including resveratrol, quercetin, and catechins. Resveratrol, in
particular, exhibits therapeutic potential due to its antioxidant,
anti-inflammatory, and cardioprotective effects®¥. Several
studies have shown its potential as a cancer-preventative
agent. Similarly, apples, with their diverse range of flavonoids
such as quercetin and kaempferol, serve similar functions.
Numerous studies have investigated the anti-inflammatory and
anti-allergic effects of quercetin. Flavonoids can decrease the
activity of xanthine oxidase, NADPH oxidase, and lipoxygenase
in the human body. They can also reduce the activity of 15-
lipoxygenase (15-LOX) and cyclooxygenase (COX), thus redu-
cing inflammation and platelet aggregation. Inhibiting these
enzymes can also protect LDL against oxidation and regulate
capillary pressure to restore normal functionl®>, Additionally,
flavonoids may induce cell apoptosis, inhibit angiogenesis,
exhibit antioxidant activity, and have cytotoxic or inhibitory
effects on cancer cellsl, It's important to note that while
flavonoids in horticultural crops have shown potential antibac-
terial, antiviral, and human health-promoting effects, their
specific effectiveness may vary depending on factors such as
concentration, bioavailability, and interactions with other
compounds. Further research is still needed to fully under-
stand and harness the potential of flavonoids in these areas.
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Benefits of terpenoids in human health

Terpenoids have various applications in human society.
Hemiterpenes, for example, are being researched as potential
biofuel sourcesl®’l. Monoterpenes are found in essential oil
compounds and contribute to the aroma and flavor of plants,
serving as important components for several agricultural, phar-
maceutical, cosmetic, and food-related uses. Terpenes such as
linalool and linalyl acetate are present in lavender (Lavandula
spp.) essential oil. Peppermint (Mentha x piperita) essential oil
contains terpenes such as pinene, carvacrol, camphor, menthol,
and limonene, which have been widely used in industrial
applications!®8l, Its calming and relaxation properties make it a
popular choice for aromatherapy aimed at stress relief. Men-
thol, in particular, provides a cooling sensation that is refre-
shing and soothing, making it a common ingredient in tooth-
paste and chest rubs. Tea tree essential oil, derived from
Melaleuca alternifolia, contains terpenes, including terpinen-4-
ol, with demonstrated antimicrobial properties. It is widely used
in skincare products and as a natural remedy for skin issues®,
Moreover, glycosylated triterpenes, such as saponins, serve to
protect plants from pathogenic microorganisms and pests,
while select triterpenoids function as signaling molecules and
have substantial implications in the food, health, and biotech-
nology industries!"0%,

Additionally, terpenoids possess pharmacological properties
that promote human health. For instance, pinene found in pine
trees exhibits anti-inflammatory characteristics and has the
potential to improve lung airflow, thus potentially aiding respi-
ratory conditions such as asthma. Furthermore, it has been
shown to possess antibacterial and antifungal effects!'01,
Ginkgolides are natural platelet activation antagonists that
possess neuroprotective and reparative effects, making them
crucial in ischaemic stroke treatment®. Cannabinoids have
been utilized for thousands of years due to their anxiolytic and
anesthetic propertiesl®. Artemisinin is a widely used anti-
malarial medication that protects millions of people from
malaria annually!102],

Benefits of alkaloids in human health

Alkaloids play an important role in humans as they can
increase the activity of the prefrontal cortex, thalamus, and
visual system. They act as competitive inhibitors of muscarinic
acetylcholine receptors, leading to anticholinergic effects.
Alkaloids are also used as agents for sympathetic stimulation by
directly targeting alpha and beta receptors. They have antipsy-
chotic and antihypertensive activities, as well as presynaptic
alpha-2 adrenergic blocking, mild antidiuretic effects, and
antineoplastic properties. Additionally, alkaloids exhibit various
other activities, including anti-inflammatory, analgesic, gang-
lion-blocking, insecticidal, and hepatoprotective effects, as
described by Debnath et al.l'9l For example, berberine, an
alkaloid found in plants such as goldenseal (Hydrastis canaden-
sis) and Oregon grape (Berberis spp.), exhibits these properties.
It has been shown to have antiviral effects against several
viruses, including herpes simplex virus (HSV), respiratory syncy-
tial virus (RSV), and influenza viruses('%4, Pyrrolizidine alkaloids,
found in plants like comfrey (Symphytum spp.) and coltsfoot
(Tussilago farfara), demonstrate antibacterial properties against
bacteria such as Staphylococcus aureus and Escherichia colit'%3),

Alkaloids are also used to enhance immune function, nutri-
tion, and physical performance, and can be found in common
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foods, drinks, and supplements. For instance, caffeine in coffee
offers antioxidant, anti-inflammatory, and stimulatory benefits.
Theobromine and paraxanthines in cocoa act as antioxidants.
Gingerol and gingerol in ginger possess antioxidant, anti-
inflammatory, antibacterial, and antitumor capabilities!06 1071,
Pilocarpine, an alkaloid present in jaborandi leaves (Pilocarpus
spp.), has medicinal properties and is well-known for its effect
in inducing saliva production to treat xerostomia (dry
mouth)U108l,

Plant-to-plant communication

Plants communicate via volatile SMs in response to biotic
stress, with terpenoids being the most widely studied among
them. Terpenoids serve a variety of functions, including acting
as alarm substances, defense emissions, tracking markers, and
deterrent food repellents!®d), Terpenoids as alarm signals that
trigger or induce defense responses in neighboring plants or
tissues of the same plant that have not yet been attacked!'%9,
These alarm signals are not only effective within species, but
also between species. The emission of volatile terpenoids,
specifically glucosinolates, is observed when wild radish
(Raphanus raphanistrum) experiences herbivory or pathogen
attack. The volatile terpenoids act as signaling molecules that
instruct nearby mustard plants to produce defense-related
compounds and enhance their resistance against herbivores or
pathogens. Consequently, this type of plant-to-plant communi-
cation through volatile terpenoids allows mustard plants to
orchestrate their defenses and increase their overall resilience
to biological stress!'9l, Some terpenoids also act as chemoat-
tractants for herbivores. The compound 4,8-dimethyl-1,3(E),7-
nontriene, a hotter terpenoid derivative of nerolidol, acts as an
attractant for insect herbivore. This, in turn, helps strengthen
the plant's defenses. In addition, the shrub known as Artemisia
tridentata, or sagebrush, emits volatile terpenoids, such as
camphor and limonene, into the atmosphere. Sagebrush plants
of the same species can recognize conspecifics by terpenoids
profile and adjust their growth and defense strategies accord-
ingly. When sagebrush plants are exposed to their own volatile
cues, they allocate additional resources to defense against
herbivores and exhibit slower growth, suggesting a form of kin
recognition and kin-directed defensel'l.

Conclusions and future prospects

Horticultural plants have a wide variety of SMs such as
flavonoids, terpenoids, and alkaloids that play an important
role in resisting adversity. These compounds help plants with-
stand heat, drought, salt, UV radiation, and attacks by pests and
pathogens. In addition, these SMs play an important role in
improving human health and treating human diseases. In the
future, there is a growing interest in exploiting the potential of
SMs in horticultural plants. Our goal is to better understand the
function of these compounds under stress and in human
health. In addition, exploring the potential of these SMs for
industrial applications such as biopesticides and pharmaceuti-
cals is an exciting avenue for future research. Overall, under-
standing and harnessing the functions of SMs in horticultural
plants holds great promise for the development of more
resilient and productive crop varieties to meet the demands of
climate change and global population growth.

Page8of11

Stresses in horticultural plants

Author contributions

The authors confirm contribution to the paper as follows:
study conception and design: Li W, Tang H; draft manuscript
preparation: Wang Q, Xie H; manuscript revision: Li W, Tang H;
All authors reviewed the results and approved the final version
of the manuscript.

Data availability

Data sharing not applicable to this article as no datasets were
generated or analyzed during the current study.

Acknowledgments

This work was supported by the National Natural Science
Foundation of China (Grant Nos 31971408 and 32101558), the
Natural Science Foundation of Jiangsu Province (Grant No.
BK20210801).

Conflict of interest

The authors declare that they have no conflict of interest.

Dates

Received 22 December 2023; Revised 21 February 2024;
Accepted 12 March 2024; Published online 3 June 2024

References

1. Ahmed E, Arshad M, Khan MZ, Amjad MS, Sadaf HM, et al. 2017.
Secondary metabolites and their multidimensional prospective
in plant life. Journal of Pharmacognosy and Phytochemistry
6:205-14

2. Dias MC, Pinto DCGA, Silva AMS. 2021. Plant flavonoids: chemical
characteristics and biological activity. Molecules 26:5377

3. Markham KR, Porter LJ. 1969. Flavonoids in the green algae
(chlorophyta). Phytochemistry 8:1777-81

4. Bohlmann J, Keeling Cl. 2008. Terpenoid biomaterials. The Plant
Journal 54:656—69

5. Panche AN, Diwan AD, Chandra SR. 2016. Flavonoids: an
overview. Journal of Nutritional Science 5:€47

6. Wong E. 1975. The isoflavonoids. In The Flavonoids, eds Harborne
JB, Mabry TJ, Mabry H. Boston MA: Springer US. pp. 743-800.
https://doi.org/10.1007/978-1-4899-2909-9_14

7. Iwashina T. 2000. The structure and distribution of the flavonoids
in plants. Journal of Plant Research 113:287—-99

8. Jain N, Ramawat KG. 2013. Nutraceuticals and antioxidants in
prevention of diseases. In Natural Products, eds Ramawat K,
Mérillon JM. Berlin, Heidelberg: Springer. pp. 2559-80.
https://doi.org/10.1007/978-3-642-22144-6_70

9. Heber D. 2004. Vegetables, fruits and phytoestrogens in the
prevention of diseases. Journal of Postgraduate Medicine
50:145-49

10. Harborne FRS JB, Baxter H. 1999. The handbook of natural
flavonoids, 2 Volume Set. Chichester: Wiley. 1838 pp.

11. Terahara N. 2015. Flavonoids in foods: a review. Natural Product
Communications 10:521-28

12.  Agrawal AD. 2011. Pharmacological activities of flavonoids: a
review. International Journal of Pharmaceutical Sciences and
Nanotechnology 4:1394-98

13. Ouyang Y, LiJ, Chen X, Fu X, Sun S, et al. 2021. Chalcone deriva-
tives: role in anticancer therapy. Biomolecules 11:894

Tang et al. Fruit Research 2024, 4: e021


https://doi.org/10.3390/molecules26175377
https://doi.org/10.1016/S0031-9422(00)85968-3
https://doi.org/10.1111/j.1365-313X.2008.03449.x
https://doi.org/10.1111/j.1365-313X.2008.03449.x
https://doi.org/10.1017/jns.2016.41
https://doi.org/10.1007/978-1-4899-2909-9_14
https://doi.org/10.1007/PL00013940
https://doi.org/10.1007/978-3-642-22144-6_70
https://doi.org/10.1177/1934578X1501000334
https://doi.org/10.1177/1934578X1501000334
https://doi.org/10.37285/ijpsn.2011.4.2.3
https://doi.org/10.37285/ijpsn.2011.4.2.3
https://doi.org/10.3390/biom11060894

Stresses in horticultural plants

14.

15.

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

31.

Rodriguez De Luna SL, Ramirez-Garza RE, Serna Saldivar SO. 2020.
Environmentally friendly methods for flavonoid extraction from
plant material: impact of their operating conditions on yield and
antioxidant properties. The Scientific World Journal 2020:6792069
Mostafa S, Wang Y, Zeng W, Jin B. 2022. Floral scents and fruit
aromas: functions, compositions, biosynthesis, and regulation.
Frontiers in Plant Science 13:860157

Huang H, Xing S, Tang K, Jiang W. 2021. AaWRKY4 upregulates
artemisinin content through boosting the expressions of key
enzymes in artemisinin biosynthetic pathway. Plant Cell, Tissue
and Organ Culture (PCTOC) 146:97—-105

Chen H, Lei J, Li S, Guo L, Lin J, et al. 2023. Progress in biological
activities and biosynthesis of edible fungi terpenoids. Critical
Reviews in Food Science and Nutrition 63:7288—-310

Agostini-Costa TDS, Vieira RF, Bizzo HR, Silveira D, Gimenes MA.
2012. Secondary metabolites. In Chromatography and Its Applica-
tions, ed. Dhanarasu S. London: InTech. pp. 131-64.
http://dx.doi.org/10.5772/35705

Turlings TC, Loughrin JH, Mccall PJ, Rose US, Lewis WJ, et al. 1995.
How caterpillar-damaged plants protect themselves by attract-
ing parasitic wasps. Proceedings of the National Academy of
Sciences of the United States of America 92:4169-74

Magnard JL, Roccia A, Caissard JC, Vergne P, Sun P, et al. 2015.
Biosynthesis of monoterpene scent compounds in roses. Science
349:81-83

Kabera JN, Semana E, Mussa AR, He X. 2014. Plant secondary
metabolites: biosynthesis, classification, function and pharmaco-
logical properties. Journal of Pharmacy and Pharmacology
2:377-92

Abdallah Il, Quax WJ. 2017. A glimpse into the biosynthesis of
terpenoids. KnE Life Sciences 3:81-98

Yadav N, Yadav R, Goyal A. 2014. Chemistry of terpenoids. Inter-
national Journal of Pharmaceutical Sciences Review and Research
27:272-78

Ashour M, Wink M, Gershenzon J. 2010. Biochemistry of
terpenoids: monoterpenes, sesquiterpenes and diterpenes. In
Annual Plant Reviews Volume 40: Biochemistry of Plant Secondary
Metabolism, Second Edition, ed. Wink M. Oxford, England: Black-
well Publishing Ltd. pp. 258-303. https://doi.org/10.1002/
9781444320503.ch5

Thimmappa R, Geisler K, Louveau T, O'Maille P, Osbourn A. 2014.
Triterpene biosynthesis in plants. Annual Review of Plant Biology
65:225-57

Sozer O, Komenda J, Ughy B, Domonkos |, Laczké-Dobos H, et al.
2010. Involvement of carotenoids in the synthesis and assembly
of protein subunits of photosynthetic reaction centers of Syne-
chocystis sp. PCC 6803. Plant and Cell Physiology 51:823-35
Domonkos |, Kis M, Gombos Z, Ughy B. 2013. Carotenoids, versa-
tile components of oxygenic photosynthesis. Progress in Lipid
Research 52:539-61

Rohmer M, Knani M, Simonin P, Sutter B, Sahm H. 1993.
Isoprenoid biosynthesis in bacteria: a novel pathway for the early
steps leading to isopentenyl diphosphate. Biochemical Journal
295:517-24

Gutiérrez-Grijalva EP, Lépez-Martinez LX, Contreras-Angulo LA,
Elizalde-Romero CA, Heredia JB. 2020. Plant alkaloids: structures
and bioactive properties. In Plant-Derived Bioactives, ed. Swamy
M. Singapore: Springer. pp. 85-117. https://doi.org/10.1007/978-
981-15-2361-8_5

Singh AK, Chawla R, Rai A, Yadav LDS. 2012. NHC-catalysed
diastereoselective synthesis of multifunctionalised piperidines
via cascade reaction of enals with azalactones. Chemical Commu-
nications 48:3766—68

Kainsa S, Kumar P, Rani P. 2012. Medicinal plants of Asian origin
having anticancer potential: short review. Asian Journal of
Biomedical and Pharmaceutical Sciences 2:1-11

Tang et al. Fruit Research 2024, 4: €021

32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

43.

44,

45.

46.

47.

48.

49.

50.

51.

52.

53.

Fruit
Research

Scholl Y, Hoke D, Drager B. 2001. Calystegines in Calystegia
sepium derive from the tropane alkaloid pathway. Phytochem-
istry 58:883-89

Musk AW, De Klerk NH. 2003. History of tobacco and health.
Respirology 8:286—90

Marella A, Tanwar OP, Saha R, Ali MR, Srivastava S, et al. 2013.
Quinoline: a versatile heterocyclic. Saudi Pharmaceutical Journal
21:1-12

Ashihara H, Crozier A. 2001. Caffeine: a well known but little
mentioned compound in plant science. Trends in Plant Science
6:407-13

Ober D, Harms R, Witte L, Hartmann T. 2003. Molecular evolution
by change of function: alkaloid-specific homospermidine
synthase retained all properties of deoxyhypusine synthase
except binding the elF5A precursor protein. Journal of Biological
Chemistry 278:12805-812

Greger H. 2019. Structural classification and biological activities
of Stemona alkaloids. Phytochemistry Reviews 18:463—93

Majik MS, Tilve SG. 2012. Pyrrolizidine alkaloids pyrrolams A-D: a
survey of synthetic efforts, biological activity, and studies on their
stability. Synthesis 44:2673—-81

Kaur R, Arora S. 2015. Alkaloids-important therapeutic secondary
metabolites of plant origin. Journal of Critical Reviews 2:1-8
Suzuki H, Koike Y, Murakoshi |, Saito K. 1996. Subcellular localiza-
tion of acyltransferases for quinolizidine alkaloid biosynthesis in
Lupinus. Phytochemistry 42:1557—-62

Mikkelsen MD, Petersen BL, Olsen CE, Halkier BA. 2002. Biosyn-
thesis and metabolic engineering of glucosinolates. Amino Acids
22:279-95

Zhu J, Jiang J. 2018. Pharmacological and nutritional effects of
natural coumarins and their structure-activity relationships.
Molecular Nutrition & Food Research 62:1701073

Shi Y, Ke X, Yang X, Liu Y, Hou X. 2022. Plants response to light
stress. Journal of Genetics and Genomics 49:735-47

Li T, Yamane H, Tao R. 2021. Preharvest long-term exposure to
UV-B radiation promotes fruit ripening and modifies stage-
specific anthocyanin metabolism in highbush blueberry. Horticul-
ture Research 8:67

Solovchenko A, Schmitz-Eiberger M. 2003. Significance of skin
flavonoids for UV-B-protection in apple fruits. Journal of Experi-
mental Botany 54:1977—-84

Giuntini D, Graziani G, Lercari B, Fogliano V, Soldatini GF, et al.
2005. Changes in carotenoid and ascorbic acid contents in fruits
of different tomato genotypes related to the depletion of UV-B
radiation. Journal of Agricultural and Food Chemistry 53:3174—81
Bayat L, Arab M, Aliniaeifard S. 2020. Effects of different light
spectra on high light stress tolerance in rose plants (Rosa hybrida
cv. 'Samurai'). Journal of Plant Process and Function 9:93—103
Albert NW, Lewis DH, Zhang H, Irving LJ, Jameson PE, et al. 2009.
Light-induced vegetative anthocyanin pigmentation in Petunia.
Journal of Experimental Botany 60:2191-202

Lafuente MT, Romero P, Ballester AR. 2021. Coordinated activa-
tion of the metabolic pathways induced by LED blue light in
citrus fruit. Food Chemistry 341:128050

Krzeminska M, Hnatuszko-Konka K, Weremczuk-Jezyna |,
Owczarek-Januszkiewicz A, Ejsmont W, et al. 2023. Effect of light
conditions on polyphenol production in transformed shoot
culture of Salvia bulleyana diels. Molecules 28:4603

Singh O, Khanam Z, Misra N, Srivastava MK. 2011. Chamomile
(Matricaria chamomilla L.):an overview. Pharmacognosy Reviews
5:82-95

Okamoto H, Ducreux LJM, Allwood JW, Hedley PE, Wright A, et al.
2020. Light regulation of chlorophyll and glycoalkaloid biosyn-
thesis during tuber greening of potato S. tuberosum. Frontiers in
Plant Science 11:753

Ohashi KK, Fukuyama T, Nakai A, Usami H, Ono E, et al. 2013.
Growth and alkaloids production in Madagascar periwinkle

Page9of11


https://doi.org/10.1155/2020/6792069
https://doi.org/10.3389/fpls.2022.860157
https://doi.org/10.1007/s11240-021-02049-8
https://doi.org/10.1007/s11240-021-02049-8
https://doi.org/10.1080/10408398.2022.2045559
https://doi.org/10.1080/10408398.2022.2045559
http://dx.doi.org/10.5772/35705
https://doi.org/10.1073/pnas.92.10.4169
https://doi.org/10.1073/pnas.92.10.4169
https://doi.org/10.1126/science.aab0696
https://doi.org/10.18502/kls.v3i5.981
https://doi.org/10.1002/9781444320503.ch5
https://doi.org/10.1002/9781444320503.ch5
https://doi.org/10.1146/annurev-arplant-050312-120229
https://doi.org/10.1093/pcp/pcq031
https://doi.org/10.1016/j.plipres.2013.07.001
https://doi.org/10.1016/j.plipres.2013.07.001
https://doi.org/10.1042/bj2950517
https://doi.org/10.1007/978-981-15-2361-8_5
https://doi.org/10.1007/978-981-15-2361-8_5
https://doi.org/10.1039/c2cc00069e
https://doi.org/10.1039/c2cc00069e
https://doi.org/10.1039/c2cc00069e
https://doi.org/10.1016/S0031-9422(01)00362-4
https://doi.org/10.1016/S0031-9422(01)00362-4
https://doi.org/10.1046/j.1440-1843.2003.00483.x
https://doi.org/10.1016/j.jsps.2012.03.002
https://doi.org/10.1016/S1360-1385(01)02055-6
https://doi.org/10.1074/jbc.M207112200
https://doi.org/10.1074/jbc.M207112200
https://doi.org/10.1007/s11101-019-09602-6
https://doi.org/10.1055/s-0032-1316744
https://doi.org/10.1016/0031-9422(96)00195-1
https://doi.org/10.1007/s007260200014
https://doi.org/10.1002/mnfr.201701073
https://doi.org/10.1016/j.jgg.2022.04.017
https://doi.org/10.1038/s41438-021-00503-4
https://doi.org/10.1038/s41438-021-00503-4
https://doi.org/10.1093/jxb/erg199
https://doi.org/10.1093/jxb/erg199
https://doi.org/10.1093/jxb/erg199
https://doi.org/10.1093/jxb/erp097
https://doi.org/10.1016/j.foodchem.2020.128050
https://doi.org/10.3390/molecules28124603
https://doi.org/10.4103/0973-7847.79103
https://doi.org/10.3389/fpls.2020.00753
https://doi.org/10.3389/fpls.2020.00753

Fruit
Research

54.

55.

56.

57.

58.

59.

60.

61.

62.

63.

64.

65.

66.

67.

68.

69.

plants grown under
46:274-77

Park JC, Yoo Y, Lim H, Yun S, Win KTYS, et al. 2022. Intracellular
Ca?* accumulation triggered by caffeine provokes resistance
against a broad range of biotic stress in rice. Plant, Cell & Environ-
ment 45:1049-64

Pandey A, Jena SN, Shukla S. 2018. Impact of abiotic stresses on
metabolic adaptation in opium poppy (Papaver somniferum L.). In
Metabolic Adaptations in Plants During Abiotic Stress, eds Ramakr-
ishna A, Gill SS. Boca Raton: CRC Press. pp. 369-80.
https://doi.org/10.1201/b22206-31

Rodrigues AS, Pérez-Gregorio MR, Garcia-Falcon MS, Simal-
Gandara J, Almeida DPF. 2011. Effect of meteorological condi-
tions on antioxidant flavonoids in Portuguese cultivars of white
and red onions. Food Chemistry 124:303—08

Wang S, Zheng W. 2001. Effect of plant growth temperature on
antioxidant capacity in strawberry. Journal of Agricultural and
Food Chemistry 49:4977-82

Coberly LC, Rausher MD. 2003. Analysis of a chalcone synthase
mutant in Ipomoea purpurea reveals a novel function for
flavonoids: amelioration of heat stress. Molecular Ecology
12:1113-24

Korn M, Peterek S, Mock HP, Heyer AG, Hincha DK. 2008. Hetero-
sis in the freezing tolerance, and sugar and flavonoid contents of
crosses between Arabidopsis thaliana accessions of widely vary-
ing freezing tolerance. Plant, Cell & Environment 31:813-27

Khan AL, Kang SM, Dhakal KH, Hussain J, Adnan M, et al. 2013.
Flavonoids and amino acid regulation in Capsicum annuum L. by
endophytic fungi under different heat stress regimes. Scientia
Horticulturae 155:1-7

Rahmat BPN, Octavianis G, Budiarto R, Jadid N, Widiastuti A, et al.
2023. SIIAA9 mutation maintains photosynthetic capabilities
under heat-stress conditions. Plants 12:378

Rezaie R, Abdollahi Mandoulakani B, Fattahi M. 2020. Cold stress
changes antioxidant defense system, phenylpropanoid contents
and expression of genes involved in their biosynthesis in Ocimum
basilicum L. Scientific Reports 10:5290

Alhaithloul HA, Soliman MH, Ameta KL, El-Esawi MA, Elkelish A.
2019. Changes in ecophysiology, osmolytes, and secondary
metabolites of the medicinal plants of Mentha piperita and
Catharanthus roseus subjected to drought and heat stress.
Biomolecules 10:43

Mufoa L, Chacaltana C, Sosa P, Gastelo M, zum Felde T, et al.
2022. Effect of environment and peeling in the glycoalkaloid
concentration of disease-resistant and heat-tolerant potato
clones. Journal of Agriculture and Food Research 7:100269
Gonzdalez-Zamora A, Sierra-Campos E, Luna-Ortega JG, Pérez-
Morales R, Ortiz JCR, et al. 2013. Characterization of different
Capsicum varieties by evaluation of their capsaicinoids content
by high performance liquid chromatography, determination of
pungency and effect of high temperature. Molecules
18:13471-86

Parihar P, Singh S, Singh R, Singh VP, Prasad SM. 2015. Effect of
salinity stress on plants and its tolerance strategies: a review.
Environmental Science and Pollution Research 22:4056—75

Li B, Fan R, Fan Y, Liu R, Zhang H, et al. 2022. The flavonoid
biosynthesis regulator PFG3 confers drought stress tolerance in
plants by promoting flavonoid accumulation. Environmental and
Experimental Botany 196:104792

Sudiro C, Guglielmi F, Hochart M, Senizza B, Zhang L, et al. 2022.
A phenomics and metabolomics investigation on the modula-
tion of drought stress by a biostimulant plant extract in tomato
(Solanum lycopersicum). Agronomy 12:764

Harrison Day BL, Carins-Murphy MR, Brodribb TJ. 2022. Reproduc-
tive water supply is prioritized during drought in tomato. Plant,
Cell & Environment 45:69—79

red LED. IFAC Proceedings Volumes

Page 100f 11

70.

71.

72.

73.

74.

75.

76.

77.

78.

79.

80.

81.

82.

83.

84.

85.

86.

87.

88.

Stresses in horticultural plants

Hassani Moghaddam E, Esna-Ashari M, Shaaban M. 2018. An
investigation of the secondary metabolites and antioxidant
capacity of some commercial iranian pomegranate (Punica
granatum L.) cultivars under drought stress. Herbal Medicines
Journal 3:14-25

Li Z, Ahammed GJ. 2023. Plant stress response and adaptation via
anthocyanins: a review. Plant Stress 10:100230

Munné-Bosch S, Schwarz K, Alegre L. 1999. Enhanced formation
of a-tocopherol and highly oxidized abietane diterpenes in
water-stressed rosemary plants. Plant Physiology 121:1047-52

Du M, Zhang P, Wang G, Zhang X, Zhang W, et al. 2022. H,S
improves salt-stress recovery via organic acid turn-over in apple
seedlings. Plant, Cell & Environment 45:2923—-42

Munné-Bosch S, Mueller M, Schwarz K, Alegre L. 2001. Diter-
penes and antioxidative protection in drought-stressed Salvia
officinalis plants. Journal of Plant Physiology 158:1431-37

Yu W, Yu Y, Wang C, Zhang Z, Xue Z. 2021. Mechanism by which
salt stress induces physiological responses and regulates tanshi-
none synthesis. Plant Physiology and Biochemistry 164:10—20
Zhang J, Zeng L, Chen S, Sun H, Ma S. 2018. Transcription profile
analysis of Lycopersicum esculentum leaves, unravels volatile
emissions and gene expression under salinity stress. Plant Physi-
ology and Biochemistry 126:11-21

Yolcu S, Alavilli H, Ganesh P, Panigrahy M, Song K. 2021. Salt and
drought stress responses in cultivated beets (Beta vulgaris L.) and
wild beet (Beta maritima L.). Plants 10:1843

NiuY, Ye L, Wang Y, Shi Y, Liu Y, et al. 2023. Transcriptome analy-
sis reveals salicylic acid treatment mitigates chilling injury in
kiwifruit by enhancing phenolic synthesis and regulating phyto-
hormone signaling pathways. Postharvest Biology and Technol-
ogy 205:112483

Campobenedetto C, Mannino G, Beekwilder J, Contartese V,
Karlova R, et al. 2021. The application of a biostimulant based on
tannins affects root architecture and improves tolerance to salin-
ity in tomato plants. Scientific Reports 11:354

Anu A, Sahni S, Kumar P, Prasad BD. 2016. Secondary Metabolites
in Horticultural Crops. In Plant Secondary Metabolites, Volume
One, eds Siddiqui MW, Prasad K. New York: Apple Academic
Press. pp. 221-34. https://doi.org/10.1201/9781315366326-15
Anjali, Kumar S, Korra T, Thakur R, Arutselvan R, et al. 2023. Role
of plant secondary metabolites in defence and transcriptional
regulation in response to biotic stress. Plant Stress 8:100154
Gorniak 1, Bartoszewski R, Kréliczewski J. 2019. Comprehensive
review of antimicrobial activities of plant flavonoids. Phytochem-
istry Reviews 18:241-72

Zahr S, Zahr R, El Hajj R, Khalil M. 2023. Phytochemistry and
biological activities of Citrus sinensis and Citrus limon: an update.
Journal of Herbal Medicine 41:100737

Chowanski S, Adamski Z, Marciniak P, Rosinski G, Buyukguzel E, et
al. 2016. A review of bioinsecticidal activity of Solanaceae alka-
loids. Toxins 8:60

Singh S, Kaur |, Kariyat R. 2021. The multifunctional roles of
polyphenols in plant-herbivore interactions. International Journal
of Molecular Sciences 22:1442

Hooks CRR, Wang KH, Ploeg A, McSorley R. 2010. Using marigold
(Tagetes spp.) as a cover crop to protect crops from plant-para-
sitic nematodes. Applied Soil Ecology 46:307—20

Bouwmeester HJ, Verstappen FWA, Posthumus MA, Dicke M.
1999. Spider mite-induced (35)-(E)-nerolidol synthase activity in
cucumber and lima bean. The first dedicated step in acyclic C11-
homoterpene biosynthesis. Plant Physiology 121:173-80
Saunders JA, O'neill NR, Romeo JT. 1992. Alkaloid chemistry and
feeding specificity of insect herbivores. In Alkaloids: Chemical and
Biological Perspectives, ed. Pelletier SW. Vol 8. New York, NY:
Springer New York. pp. 151-96. https://doi.org/10.1007/978-1-
4612-2908-7_2

Tang et al. Fruit Research 2024, 4: e021


https://doi.org/10.3182/20130327-3-JP-3017.00063
https://doi.org/10.1111/pce.14273
https://doi.org/10.1111/pce.14273
https://doi.org/10.1111/pce.14273
https://doi.org/10.1201/b22206-31
https://doi.org/10.1016/j.foodchem.2010.06.037
https://doi.org/10.1046/j.1365-294X.2003.01786.x
https://doi.org/10.1111/j.1365-3040.2008.01800.x
https://doi.org/10.1016/j.scienta.2013.02.028
https://doi.org/10.1016/j.scienta.2013.02.028
https://doi.org/10.3390/plants12020378
https://doi.org/10.1038/s41598-020-62090-z
https://doi.org/10.3390/biom10010043
https://doi.org/10.1016/j.jafr.2022.100269
https://doi.org/10.3390/molecules181113471
https://doi.org/10.1007/s11356-014-3739-1
https://doi.org/10.1016/j.envexpbot.2022.104792
https://doi.org/10.1016/j.envexpbot.2022.104792
https://doi.org/10.3390/agronomy12040764
https://doi.org/10.1111/pce.14206
https://doi.org/10.1111/pce.14206
https://doi.org/10.22087/hmj.v3i1.704
https://doi.org/10.22087/hmj.v3i1.704
https://doi.org/10.1016/j.stress.2023.100230
https://doi.org/10.1104/pp.121.3.1047
https://doi.org/10.1111/pce.14410
https://doi.org/10.1078/0176-1617-00578
https://doi.org/10.1016/j.plaphy.2021.04.011
https://doi.org/10.1016/j.plaphy.2018.02.016
https://doi.org/10.1016/j.plaphy.2018.02.016
https://doi.org/10.1016/j.plaphy.2018.02.016
https://doi.org/10.3390/plants10091843
https://doi.org/10.1016/j.postharvbio.2023.112483
https://doi.org/10.1016/j.postharvbio.2023.112483
https://doi.org/10.1016/j.postharvbio.2023.112483
https://doi.org/10.1038/s41598-020-79770-5
https://doi.org/10.1201/9781315366326-15
https://doi.org/10.1016/j.stress.2023.100154
https://doi.org/10.1007/s11101-018-9591-z
https://doi.org/10.1007/s11101-018-9591-z
https://doi.org/10.1016/j.hermed.2023.100737
https://doi.org/10.3390/toxins8030060
https://doi.org/10.3390/ijms22031442
https://doi.org/10.3390/ijms22031442
https://doi.org/10.1016/j.apsoil.2010.09.005
https://doi.org/10.1104/pp.121.1.173
https://doi.org/10.1007/978-1-4612-2908-7_2
https://doi.org/10.1007/978-1-4612-2908-7_2

Stresses in horticultural plants

89.

90.

91.

92.

93.

94.

95.

96.

97.

98.

99.

100.

101.

Wink M. 1988. Plant breeding: importance of plant secondary
metabolites for protection against pathogens and herbivores.
Theoretical and Applied Genetics 75:225-33

Lalani S, Poh CL. 2020. Flavonoids as antiviral agents for
Enterovirus A71 (EV-A71). Viruses 12:184

Al Aboody MS, Mickymaray S. 2020. Anti-fungal efficacy and
mechanisms of flavonoids. Antibiotics 9:45

Nemzer BV, Al-Taher F, Yashin A, Revelsky |, Yashin Y. 2022. Cran-
berry: chemical composition, antioxidant activity and impact on
human health: overview. Molecules 27:1503

Steinmann J, Buer J, Pietschmann T, Steinmann E. 2013. Anti-
infective properties of epigallocatechin-3-gallate (EGCG), a
component of green tea. British Journal of Pharmacology
168:1059-73

Sabra A, Netticadan T, Wijekoon C. 2021. Grape bioactive
molecules, and the potential health benefits in reducing the risk
of heart diseases. Food Chemistry: X 12:100149
Majewska-Wierzbicka M, Czeczot H. 2012. Flavonoids in the
prevention and treatment of cardiovascular diseases. Polski
Merkuriusz Lekarski: Organ Polskiego Towarzystwa Lekarskiego
32:50-54

Chahar MK, Sharma N, Dobhal MP, Joshi YC. 2011. Flavonoids: a
versatile source of anticancer drugs. Pharmacognosy Reviews
5:1-12

Zwenger S, Basu C. 2008. Plant terpenoids: applications and
future potentials. Biotechnology and Molecular Biology Reviews
3:1-7

Kang A, Lee TS. 2016. Secondary metabolism for isoprenoid-
based biofuels. In Biotechnology for Biofuel Production and Opti-
mization, eds Carrie A. Eckert CA, Trinh CT. Amsterdam: Elsevier.
pp. 35-71. https://doi.org/10.1016/b978-0-444-63475-7.00002-9
Ali B, Al-Wabel NA, Shams S, Ahamad A, Khan SA, et al. 2015.
Essential oils used in aromatherapy: a systemic review. Asian
Pacific Journal of Tropical Biomedicine 5:601—11

Elshafie HS, Camele I, Mohamed AA. 2023. A comprehensive
review on the biological, agricultural and pharmaceutical proper-
ties of secondary metabolites based-plant origin. International
Journal of Molecular Sciences 24:3266

Yang W, Chen X, Li Y, Guo S, Wang Z, et al. 2020. Advances in
pharmacological activities of terpenoids. Natural Product
Communications 15:1934578X2090355

Tang et al. Fruit Research 2024, 4: €021

102.
103.

104.

105.

106.

107.

108.

109.

110.

111.

Fruit
Research

Shen N, Wang T, Gan Q, Liu S, Wang L, et al. 2022. Plant
flavonoids: classification, distribution, biosynthesis, and antioxi-
dant activity. Food Chemistry 383:132531

Debnath B, Singh WS, Das M, Goswami S, Singh MK, et al. 2018.
Role of plant alkaloids on human health: a review of biological
activities. Materials Today Chemistry 9:56—72

Cowan MM. 1999. Plant products as antimicrobial agents. Clinical
Microbiology Reviews 12:564—82

Schramm S, Kohler N, Rozhon W. 2019. Pyrrolizidine alkaloids:
biosynthesis, biological activities and occurrence in crop plants.
Molecules 24:498

Senchina DS, Hallam JE, Kohut ML, Nguyen NA, Perera MADN.
2014. Alkaloids and athlete immune function: caffeine, theo-
phylline, gingerol, ephedrine, and their congeners. Exercise
Immunology Review 20:68—93

Han MA, Woo SM, Min KJ, Kim S, Park JW, et al. 2015. 6-Shogaol
enhances renal carcinoma Caki cells to TRAIL-induced apoptosis
through reactive oxygen species-mediated cytochrome c release
and down-regulation of c-FLIP(L) expression. Chemico-Biological
Interactions 228:69-78

Santos AP, Moreno PRH. 2004. Pilocarpus spp.: a survey of its
chemical constituents and biological activities. Revista Brasileira
De Ciéncias Farmacéuticas 40:116-37

Xu M, Jiang Y, Chen S, Chen F, Chen F. 2021. Herbivory-induced
emission of volatile terpenes in Chrysanthemum morifolium func-
tions as an indirect defense against Spodoptera litura larvae by
attracting natural enemies. Journal of Agricultural and Food Chem-
istry 69:9743-53

War AR, Paulraj MG, Ahmad T, Buhroo AA, Hussain B, et al. 2012.
Mechanisms of plant defense against insect herbivores. Plant
Signaling & Behavior 7:1306—20

Verdeguer M, Sdnchez-Moreiras AM, Araniti F. 2020. Phytotoxic
effects and mechanism of action of essential oils and terpenoids.
Plants 9:1571

Copyright: © 2024 by the author(s). Published by
Maximum Academic Press, Fayetteville, GA. This

article is an open access article distributed under Creative
Commons Attribution License (CC BY 4.0), visit https://creative-
commons.org/licenses/by/4.0/.

Page 110f11


https://doi.org/10.1007/BF00303957
https://doi.org/10.3390/v12020184
https://doi.org/10.3390/antibiotics9020045
https://doi.org/10.3390/molecules27051503
https://doi.org/10.1111/bph.12009
https://doi.org/10.1016/j.fochx.2021.100149
https://doi.org/10.4103/0973-7847.79093
https://doi.org/10.5897/BMBR
https://doi.org/10.1016/b978-0-444-63475-7.00002-9
https://doi.org/10.1016/j.apjtb.2015.05.007
https://doi.org/10.1016/j.apjtb.2015.05.007
https://doi.org/10.3390/ijms24043266
https://doi.org/10.3390/ijms24043266
https://doi.org/10.1177/1934578X20903555
https://doi.org/10.1177/1934578X20903555
https://doi.org/10.1016/j.foodchem.2022.132531
https://doi.org/10.1016/j.mtchem.2018.05.001
https://doi.org/10.1128/CMR.12.4.564
https://doi.org/10.1128/CMR.12.4.564
https://doi.org/10.3390/molecules24030498
https://doi.org/10.1016/j.cbi.2015.01.020
https://doi.org/10.1016/j.cbi.2015.01.020
https://doi.org/10.1590/s1516-93322004000200002
https://doi.org/10.1590/s1516-93322004000200002
https://doi.org/10.1021/acs.jafc.1c02637
https://doi.org/10.1021/acs.jafc.1c02637
https://doi.org/10.1021/acs.jafc.1c02637
https://doi.org/10.4161/psb.21663
https://doi.org/10.4161/psb.21663
https://doi.org/10.3390/plants9111571
https://creativecommons.org/licenses/by/4.0/
https://creativecommons.org/licenses/by/4.0/
https://creativecommons.org/licenses/by/4.0/

	Introduction
	Classification and distribution of SMs in horticultural plants
	Flavonoids
	Terpenoids
	Alkaloids
	Other SMs

	The response and function of SMs in abiotic stresses
	Light
	Temperature
	Osmotic stress
	Other SMs resist abiotic stresses

	Functions of SMs in biotic stresses
	Functions of SMs in human health
	Health benefits of flavonoids
	Benefits of terpenoids in human health
	Benefits of alkaloids in human health

	Plant-to-plant communication
	Conclusions and future prospects
	Author contributions
	Data availability
	References

