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Abstract: Sodium salinity negatively affects and reduces yields in international agricultural systems.
This stress decreases crop growth and development, causing tissue death, flowering abortion, and
senescence of the fertilized embryo, and negatively affects enzymatic activity, protein synthesis,
among other processes. Rice is a cereal of great international demand for its nutritional properties
and its productivity is affected by the presence of salts in agricultural surfaces. The objective of
this article is to review the main effects of sodium salinity on morpho-physiological characteristics
in rice cultivation. For the design and strategy of the information search, a methodology was
followed to compile and summarize the existing studies on the effects of sodium salinity on this crop.
The results of this search showed that sodium salts cause poor root growth, chlorosis, leaf curling
and leaf scorching in this cereal; it also induces stomatal closure, inhibits photosynthesis, alters cell
metabolism, causes oxidative stress in the crop, influences spikelet sterility and grain yield, among
other effects.
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1. Introduction

Salinity is one of the main abiotic factors; it is caused by different factors, including
planting agricultural crops near coastal areas. It has a direct impact on the quality of
agricultural soils and significantly affects the agricultural potential of crops [1,2]. Ap-
proximately 6% of the world’s arable land is affected by salts, representing more than
800 million hectares, with monetary losses amounting to 12 billion dollars in agricultural
production [3–5]. Agricultural land is classified as saline when the electrical conductivity
(EC) is 4 dS m−1 (approximately 40 mM NaCl) or more [6].

There are two types of salinization: natural (primary salinization) and anthropogenic
(secondary salinization). The first is closely related to the water table with marine origins
and the effects of sea intrusions in coastal areas, the primary minerals that form the
rocks, the deposition of salts transported by the wind, seepage, upward capillary flow
due to evapotranspiration [7–9]. On the other hand, secondary irrigation is due to poor
management and use of poorly adapted soils, with drainage problems and unsuitable for
irrigation, incorrect use of irrigation depths and their irregular distribution due to poor
irrigation management, as well as excessive and intensive use of amendments or fertilizers
and the use of industrial wastes or the use of wastewater for agricultural irrigation [10–12].

In addition, the intensive exploitation of groundwater resources, with special emphasis
on coastal aquifers, induces saline intrusion through the developed artificial canals, the
densely meshed system of rivers and/or natural reaches, resulting in the loss of water
quality used for irrigation [13,14].
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Under conditions of salt stress, plants absorb a large amount of salts, which are
transferred from the soil solution to the outer cells of the root system, to the xylem vessels
located in the radicle, and in turn, is transported from the roots to the shoots; then to the
transpiratory flow through the leaves, which finally inhibits the absorption of nutrients
by the plant [15–17]. Other effects caused by the presence of these salts on agricultural
surfaces are a reduction in plant expansion, root vigor, inhibition and the retardation of
growth and development, accelerated wilting, inhibition of the photosynthetic process, loss
of turgor, cellular pH instability, accumulation of reactive oxygen species (ROS), membrane
damage, ionic toxicity, osmotic imbalance, water imbalance, among others [18–20].

The main cause of salinization is sodium chloride (NaCl), which is abundant in most
agricultural soils and is highly soluble; it limits the productivity and quality of areas
devoted to agricultural cultivation internationally. Excessive concentrations of these salts
and the deficit of water resources are factors that cause the conversion of fertile fields
into marginal ones. The Food and Agriculture Organization of the United Nations (FAO)
estimates that the impact of salinity on agricultural land amounts to more than 33% [21,22].

Various physiological, biochemical and molecular processes, water relations, transpi-
ration, photosynthesis, cellular homeostasis, hormonal and enzymatic activities and gene
expression patterns in plants are negatively affected by sodium salt stress. An accumulation
of sodium salt causes an increase in soil pH and alkalinity, which in turn leads to osmotic
stress and nutrient deficiency in plants due to its interference with the uptake of nutrients
such as phosphorus, manganese, zinc, iron and copper [23,24].

Besides the osmotic and ionic stress induced by NaCl salt stress, this in turn causes
other secondary stresses, for example, nutritional imbalances and oxidative stress cause
the creation of reactive oxygen species (ROS) in plant radicles, such as hydrogen peroxide
(H2O2), superoxide (O2) and hydroxide (OH) [25]. In addition, several biological processes
are modified by the influence of high salt concentrations, such as germination, seed vigor,
vegetative growth, flowering and fruit development [26].

Rice (Oryza sativa L.) is currently the main source of food for millions of people as the
second most cultivated cereal in the world. Unfortunately, the poor management of soil
resources, an increase in the presence of pathogens and the accumulation of phytotoxic
substances affect the productivity of this crop, which still does not meet the existing
demand [27,28].

Sodium salt stress is one of the factors that cause the greatest damage to crop growth,
development and yield. Especially in the rice crop, this factor represents the main limiting
factor in its productivity; the vegetative, reproductive and grain-filling stages are the most
prone to this stress. Among the main symptoms caused by NaCl on O. sativa are the white
tips of affected leaves, a decrease, retardation and irregular growth of seedlings, a reduction
in tillering and, in severe cases, the death of this crop. This stress causes a significant
reduction in the number of stems per plant, the number of spikelets per panicle, fertility,
length and the number of panicles [29,30].

The complex mechanism of salt tolerance in soils involves responses at both the cellular
and molecular levels. Therefore, it is necessary to urgently develop and investigate different
methods and strategies for the elimination of the toxic effect of this stress [31].

Cuba has an agricultural area of 8709.3 million hectares and nearly 1 million of these
have salinization problems, which represents 9.1% of the country’s surface area [32].

Therefore, it is necessary to review the main morphophysiological effects of salinity
and specifically of sodium salinity on agricultural crops and especially on rice cultivation;
as well as some alternatives which are currently being investigated in the mitigation of the
negative effects of salt stress. This article aims to review the effects of sodium chloride on
morphophysiological characteristics in rice cultivation.

2. Materials and Methods

The objective of this work is to review the main effects of sodium salinity on O.
sativa. For the design and strategy of the information search, a methodology for literature
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review and information management of scientific topics was used, through its structuring
and systematization, to compile and summarize the existing studies on the effects of
sodium salinity on rice cultivation [33]. Using the keywords “sodium salinity” “rice”
“sodium stress” “sodium chloride stress” “NaCl salinity” “NaCl stress” “NaCl-induced
salinity” “NaCl salinity stress” “NaCl salinity stress” “sodium chloride-induced changes”
in databases recognized by the scientific community, such as Springer (Spr), ResearchGate
(RG), Sciencedirect (SD), Oxford Academic (OA), Google Scholar (GS) and Scielo (Sc).
Publications of scientific articles in the international, regional and national contexts were
analyzed. The bibliographic references of the selected articles were researched to recover
other studies that could potentially be included in the review, which yielded a volume of
information of 500 documents (Figure 1).
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Figure 1. The final work selection process. The arrows indicate the process of selection and reduction
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represent the articles analyzed in each database or scientific journal used at each stage of the review.

Subsequently, the inclusion criteria made it possible to determine the most relevant
articles for this research. By focusing on articles detailing the effects caused mainly by
sodium salinity on some biochemical, physiological and morphological processes, such
as cell death, flowering abortion, senescence of the fertilized embryo, decrease in root,
shoot and stem growth; in structural and anatomical changes in the crop, in the effects on
enzyme activity, cell elongation and division, protein synthesis, DNA, RNA, chlorophyll
and carotene content, crop yield, cell homeostasis, water, ionic and hormonal balance,
nutrient transport and availability, carbohydrate synthesis, seed germination inhibition,
photosynthetic rate decrease and stomatal closure in agricultural crops, specifically in
rice; it was possible to narrow the search to 133 papers. Then, attention was focused
on the influence of sodium salt stress on Morphological changes (poor root growth, leaf
rolling, leaf tillering, chlorosis, leaf burning, and stunted plant growth), Physiological
changes (inhibition of photosynthesis, stomatal closure, decreased water content, the
higher concentration of osmolytes and lower osmotic potential), Biomass and grain yield
(salt stress, spikelet sterility, fewer florets per panicle, less grain weight, less grain yield,
and low harvest index), Biochemical changes (oxidative stress, altered metabolism, high
Na+ transport to shoot, lower K uptake, and lower Zn and P uptake); leaving 117 papers of
interest (Figure 1). The results of the literature review are presented below.
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3. Results
3.1. Morphological Effects of Sodium Salinity

The main factors that trigger the decrease in growth under salt stress are adverse
changes in morphological structures, which undergo physiological changes due to salinity.

3.1.1. Effect of Sodium Salinity on Plant Height and Root Length

Plant height is a fundamental morphological parameter that under any abiotic and/or
biotic stress condition undergoes modifications, which indicate changes in growth and
development in the crop. The stomatal closure caused by salinity stress leads to an increase
in temperature and a reduction in leaf elongation [34,35].

When the rice crop is exposed to sodium salinity concentrations, cell elongation
and cell division are affected, which induces a significant reduction in the growth and
productivity of roots and leaves [36,37].

Such stress induces a high uptake and accumulation of sodium (Na+) in the root zones
of rice and, in turn, a low uptake, translocation and antagonistic accumulation of potassium
(K+), which reduces the ability of the plant to perform osmotic adjustment and maintenance
of turgor by suppressing plant growth or inhibiting metabolic activities. Direct competition
between K+ and Na+ in the plasmalemma, impairment of the K+ transport process in xylem
tissues due to Na+ and/or root leakage of K+ induced Na+, are some of the main causes of
decreased tissue K+ concentrations [38].

Apoplastic leakage is the most important pathway in the cultivation of O. sativa
because, being an aquatic species, it has limited control over water (H2O) loss from cell
to cell. Large gaps develop in the cortical parenchyma of the root zone of this cereal to
ensure oxygen transfer H2O from cell to cell. In the cortical parenchyma of the root zone
of this cereal, large lacunae develop that ensure the transfer of oxygen. The entry of Na+

through the roots and the movement of Na+ to the leaves causes competition in the crop
for K+ uptake and thus induces K+ deficiency in the plant, which activates the transport
system for ions that have high affinity for K+ and low affinity for Na+ [39].

3.1.2. Effect of Sodium Salinity on Seedling Growth

Plant cells under the influence of sodium salt stress induce a reduction in shoot
development and elongation due to dehydration and shrinkage. These modifications result
in the development of symptoms in the form of visual lesions, especially in salt stress-
sensitive rice genotypes. With general crop growth over a period of weeks and months,
lesions and reduced lateral shoot development become clearly visible in those plants under
the influence of sodium stress compared to those under non-saline conditions [40].

The seedling stage in the growth cycle of the crop in question is the most sensitive to
the effects of salinity; there are several reports in which it is expressed that in this stage there
is a significant reduction in the growth of shoots and roots. A prolonged saline exposure
of rice cultivars induces a more rapid senescence of the leaves; the visible symptoms of
this process begin 3–4 days after the crop is exposed to the effect of salts as yellowing and
necrotic lesions on the tips of the oldest leaves [41].

The most critical stage in seedling establishment is seed germination, as it determines
successful crop production. At these stages, it is particularly important to understand plant
responses, in order to elucidate the mechanisms of plant resistance or sensitivity to salinity
and its super-survival. There are reports of salt-sensitive cultivars of O. sativa, in which
concentrations of 100 mMol NaCl or higher affect the germination of this cereal [42].

3.1.3. Effect of Sodium Salinity on Rice Leaf Growth and Mortality

The anatomical characteristics of leaves, such as the thickness of the leaf and mes-
ophyll tissue, undergo significant changes when exposed to different concentrations of
salt. The histological characteristics of the bundle, such as length, width, the thickness of
phloem tissue and the diameter of the metaxylem vessel also undergo modifications due to
the influence of this stress [43,44].
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Salt stress changes in plant structural components, including leaf structure, are closely
related to the physiological and biochemical activities of the leaves. Decreased photosyn-
thetic rate, ultrastructural and metabolic damage and sequential leaf death are closely
correlated with salt accumulation in expanding leaves. In rice plants subjected to sodium
salt stress, leaf cells can also be damaged by transpiration and thus lead to growth inhibition
in the crop [45,46].

There are reports that a greater increase in salt stress in the early seedling stage
increases leaf mortality in rice. Leaf mortality at this stage varies from 0 to 100% when
exposed to sodium salts for more than one week, causing in a short time, a reduction in the
growth and development of the crop [47].

NaCl stress may be the reason for low leaf number by inhibiting leaf primordium
formation. In the tillering stages of some rice varieties, leaf area indices and leaf area are
also inhibited due to the effects of sodium salinity [48].

Several studies report on growth damage and leaf mortality due to the inhibitory effect
of salinity, where a reduction in the growth and longevity of seedling leaves is appreciable
after exposure to concentrations of 50 mMol NaCl [49].

3.1.4. Effect of Sodium Salinity on Vegetative and Reproductive Phases

In the morphophysiological parameters of the rice crop, the main effects of salinity
stress are the inhibition of seed germination, a delay and reduction in root and shoot
growth, a reduction in the number of stems per plant, in the number of grains per panicle
and pollen viability, delays in seed establishment and the appearance of sterile spikelets, a
reduction in total dry matter accumulation, poor leaf area development and direct effects
on the establishment of the crop surface [50].

The most sensitive stages to NaCl stress in rice correspond to the early seedling growth
and reproductive stages. Severe stress (NaCl > 100 mM) causes plants to die before reaching
maturity. While in less severe conditions (NaCl < 50 mM), the delay in panicle initiation and
flowering is appreciable, which causes a reduction in pollen viability and thus poor seed
set. The presence of different Na+ concentrations in the panicle negatively affects O. sativa
yield parameters such as tillering, number of spikelets, sterility and grain weight [51–54].

An increase in salt stress of 5 to 7.5 dS m−1 decreases the growth and fresh weight
of rice seedlings. Several physiological parameters such as photosynthesis and plant
growth are affected within a few weeks, depending on the salinity concentrations to which
they are exposed. The main causes are changes in the osmotic and ionic state of the cell, a
considerable increase in plant growth regulators and organic osmolytes such as abscisic acid
(ABA), a loss of membrane permeability, a decrease in the partial pressure of intercellular
carbon dioxide (CO2), a reduction in the turgor and stomatal conductance of the protective
cells, direct effect on the efficiency of the photosynthetic process, and a reduction in the
photosynthetic process [55–59].

If the tolerance mechanisms are not high enough to exclude salt from the transpiration
flow, those leaves with longer transpiration time accumulate high levels of salt to toxic
levels, triggering the death of the plant. In rice cultivation, the growth of new leaves is
supported by the export of carbon dioxide from mature leaves; a correct balance between
the rate of death of mature leaves and the production of young leaves is what sustains the
life of the plant [47,60].

The root disposition of O. sativa is damaged by the presence of Cl− and Na+ salts.
The damage of these salts in this cereal is easily recognizable since the damage generated
by Cl− is recognizable by the wide-cut edge of the leaf that indicates burning; Na+ causes
mottling and curling of the leaf [61].

3.2. Effects of Biomass and Grain Yield under Sodium Salt Stress
3.2.1. Effects of Sodium Salt Stress on Shoot Length

The growth and development of shoots are usually more affected than that of roots
under salinity conditions. Reduced cytokinin concentrations in the root and an induced



Sustainability 2023, 15, 1804 6 of 18

basipetal transport of auxins from the shoot to the root are some of the crop physiological
mechanisms involved in the change of photosynthetic partitioning under the effect of NaCl.
Thus, a reduction in productivity and yields occurs from the reduction in photosynthetic
rate and growth [62,63].

In rice cultivars, sodium salts are capable of causing an ionic imbalance in shoot and
root tissues. K+ is an essential nutrient in the plant as it is able to activate key enzymatic
reactions, regulate cell membrane polarization and participate in osmoregulation. Therefore,
a direct decrease in shoot length in O. sativa cultivars occurs as a result of K+ release or
uptake. Moreover, this element has the same positive charge as Na+, but both have different
functions in the cell. The presence in the roots of a low concentration of Na+ positively
stimulates plant growth, maintains osmotic balance and, to a certain extent, replaces the
function of K+ when it is deficient in the crop. It is widely known that the presence of high
levels of Na+ in the cytosol is toxic [51,64].

3.2.2. Effects of Sodium Salt Stress on Seedling Biomass Production

Morphological and anatomical characteristics and physiological responses are affected
by the influence of high concentrations of sodium chloride and sodium sulfate on agri-
cultural surfaces. In the presence of these salts in the soil, water stress is the main effect,
reducing plant growth and cell elongation as a result of the loss of crop turgor [21,65].
Branching in several herbaceous species is an important parameter to determine the total
dry biomass capable of accumulating the crop, but it is easily modified by the effect of salt
stress [66].

It is known that salinity directly influences the capacity to accumulate and produce
biomass in rice. This is due, firstly, to the osmotic effect caused by high salt concentrations
in soils, which increases the water retention capacity of the soil and, in turn, increases
the accumulation of specific ions in the plant and, secondly, to the effect of NaCl on the
photosynthetic rate by reducing carboxylation in the chloroplast and thus directly affecting
the plant’s ability to generate the reducing group, electron transport and the synthesis of
adenosine triphosphate (ATP) in the thylakoid of the plant [21,46].

The fresh and dry biomass of rice is significantly reduced under sodium salt stress. In
rice plants, growth is reduced when exposed to sodium salt stress [67]. This is due to the
decrease in water potential in the cells, which induces stomatal closure and thus limits the
assimilation of carbon dioxide (CO2). There are reports of scientific investigations in which
a decrease in biomass is appreciable in the first 21 days up to the stage of development of 6
leaves in tolerant and resistant rice varieties grown under the influence of concentrations
of 0 and 100 mM NaCl. At the same time, decreases in total rice biomass were reported
under sodium salts, due to the inability of the plant to absorb water and the influence of
osmotic stress [68,69].

3.2.3. Effects of NaCl Stress on Rice Grain Development

Salinity in the root zone seriously affects the final components of rice grain yield. In
O. sativa grains, starch is the main reserve substance, representing 50–90% of the grain’s dry
weight, while protein concentration is 5–12%. There are reports in which the total protein
content of this cereal grain increased with sodium salt stress. The response of this crop
to salt stress directly influences the significant increase in protein content, since this type
of stress induces the synthesis of more than 40 polypeptides that are influenced by NaCl
concentrations in rice [70].

In the developing grain, starch synthesis activity (1-4-glucan glucosyl transferase)
is inhibited by salinity, and this abiotic stress in turn induces a decrease in the average
weight of 1000 kernels. Amylose content, grain elongation and grain filling are usually
reduced and inhibited at moderate to high salt concentrations. Grain filling in this cereal is
influenced by the carbohydrate supply of the organs of origin, and those photosynthetically
active leaves that are severely affected by NaCl [71,72].
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A number of minerals such as calcium, magnesium and phosphorus, and trace ele-
ments such as iron, copper, zinc and manganese are the main nutritional constituents of rice
grain. The vitamins thiamine, riboflavin and niacin, which are also affected by salt stress,
are also found in this grain. The acquisition and absorption of macro and micronutrients
are directly affected by this abiotic stress, according to several reports [73].

3.2.4. Effects of NaCl Stress on Sterility of Spikelets and Spikelets per Panicle

Under salinity conditions, there is an important problem regarding rice grain yield,
which is the sterility of the panicle, and it is in the pollination and fertilization stages where
this problem is most frequently observed, as a result of some genetic mechanisms and
nutrient deficiencies under NaCl stress [74].

Several authors have postulated that Cl is a crucial component of the pollen tube.
Therefore, the viability of the pollen grain can potentially be impaired by a sudden change
in Cl upon exposure [75].

Several studies report a drastic decrease in the number of spikelets per plant in rice
plants subjected to hydroponic conditions with different concentrations of sodium salts.
This is detrimental to the grain yield of this cereal by reducing the development of the
spikelets, especially the lower ones [73,76].

3.2.5. Effects of NaCl Stress on Grain Yield and Harvest Index

The null transformation of carbohydrates in the vegetative growth stage and spikelet
development due to sodium salt stress currently represents the main cause of the decrease
in grain yield of O. sativa [77]. According to some reports, different NaCl concentrations
cause negative effects on several of the main yield components in this cereal, such as the
number of spikelets per panicle, the number of tillers per plant and the percentage of sterile
flowers. In turn, the translocation of soluble sugar content to the upper and lower spikelets
and the inhibition of starch synthesis during grain development are other effects on the
rice grain under sodium stress [78].

Salinity by NaCl significantly reduces the morphological variables of rice plantations,
such as grain weight per plant, the total number of spikelets per plant, spikelet fertility,
the average weight of 1000 grains, plant height, panicle length, tillering and number of
panicles per plant. For each unit increase (dS/m−1) in soil electrical conductivity in the root
zone greater than 3 dS/m−1, the yield of this cereal decreases by more than 10% [76,79].

3.3. Effects of Sodium Salts on Physiological Processes
3.3.1. Effects of Sodium Stress on Water and Nutrient Uptake

Osmotic stress, nutritional imbalance and ionic toxicity are the three main effects
of sodium salt stress on plants [8]. The stomatal closure caused by this stress directly
influences the loss of turgor in plant cells. In turn, this closure modifies the ability of
leaves to fix carbon and facilitates the production of ROS, among which superoxides,
hydrogen peroxide and singlet oxygen stand out. Scavenger enzymes are responsible for
preventing the oxidation of membrane proteins, lipids or deoxyribonucleic acid (DNA) by
ROS, including catalase, superoxide dismutase and ascorbate peroxidase. Photorespiration
caused by high salt concentrations causes more than 70% of H2O2 production in the rice
crop [21,80].

This abiotic stress, being in direct contact with the root, affects root growth and
development. The symplastic, apolastic and transcellular pathways are responsible for the
entry of H2O and solutes into the roots; however, in rice cultivation, the transport of water
and solutes through transpiration is extremely important [81].

Different authors report that in rice cultivars subjected to different types or concen-
trations of salts, the exchangeable Na+ and water-soluble K+ contents are not affected. An
increase in sodium levels in soils increases the contents of water-soluble Ca2+ and Mg2+

elements [70].
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3.3.2. Effects of Osmotic Stress

In O. sativa cultivars, the influence of salt stress in early stages causes osmotic stress
and decreased leaf development, while the plants of this cereal subjected to such abiotic
stress over a long period of time, can experience ionic stress (Na+ and Cl−) and the early
senescence of their older leaves [53].

The continuous exposure of rice plants to osmotic stress not only slows plant growth
but also induces an accelerated increase in ABA, which is correlated with an increase in soil
and leaf water potential. Therefore, stomatal closure in plants is closely influenced by in-
creased ABA concentrations, which in turn, acts as a signal in mediating plant physiological
responses to salt stress [82].

Stretch-activated channels, cytoskeleton-related mechanosensors, stretch-dependent
ion (calcium) channels, redox-mediated systems and transmembrane protein kinases are
the main detectors of osmotic stress as reported by several authors [65].

3.3.3. Effects of Ionic Toxicity by NaCl

Excessive accumulation of Na+ and Cl− in plant tissues and soil represent the most
damaging effects of NaCl stress. The ionic imbalance in the plant and soil caused by the
entry of these ions into the plant cell and the excessive absorption of Na+ and Cl− by the
silver causes various alterations in the different physiological parameters of the plants [83].

The decrease in water absorption capacity in the root zone (phytosiological drought)
is an effect entirely related to high salt concentrations in the soil profile [50], which in turn
alters cellular metabolic functions due to salt toxicity and reduces the osmotic potential of
the plant [53,84].

3.3.4. Effects of Sodium Stress on Water Relations

Due to the modifications in the water balance by the influence of different salinity con-
centrations, the opening and closing of the stomata and the water content in the plant are
directly affected [43]. At the same time, as the availability of water in the soil decreases for
the plants due to the effects of salts, the effort they must make to extract water from the envi-
ronment increases. In order to maintain turgor in their cells, crops require an internal water
potential close to 0. Among the metabolic adjustments that plants make to alleviate water
stress conditions are the accumulation of various compatible osmolytes/solutes, such as
sugars, amino acids, polyamines, betaines, polyhydric alcohols and quaternary ammonium
compounds, as well as dehydrins, which are some of the water stress proteins [85].

3.3.5. Effects of Sodium Salinity on Nutrient Transport and Nutrient Availability

When Na+ concentrations are excessively high, it causes inhibition in the absorption
and transport of calcium (Ca2+), which induces a calcium deficiency in plants by modifying
the Na+/Ca2+ balance [78]. The presence of salts in the arable surfaces of rice plantations
causes a nutrient imbalance in this crop. As the diffusion and mass flow of nitrates (NO3−),
sulfates (SO4

2−), Ca, magnesium (Mg), and silicon (Si) decrease due to the effects of salt
stress, the transport and availability of nutrients are affected. The uptake of nutrients,
mainly K and Ca by plants is affected by the presence of sodium ions in the root zone. This
ion negatively modifies cell enzymatic activity, as Na inhibits the absorption of K. The latter
plays several important roles within the plant, such as the production of plant enzymes,
the maintenance of cell turgor, the improvement of photosynthesis and the enablement
of sugar and starch transport through the phloem, making it an essential element for the
growth and development of plants [86].

High salinity produces a reduction in nitrogen (N) uptake in plants. There are reports
showing the antagonistic effect of Na on phosphorus (P), K+, zinc (Zn), iron (Fe), Ca2+ and
manganese (Mn), but in rice cultivation, it shows a synergistic effect on N and Mg [87].
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3.3.6. Effects of NaCl Salinity on Stomatal Closure

The initial response of the plant to sodium stress is stomatal closure. The closure
of stomata and the decrease in photosynthetic rate under stress conditions are due to
the low capacity of plants to assimilate carbon dioxide. Additionally, increasing NaCl
concentrations decrease transpiration, root water potential and ABA transport from the
root zone to the stem, which induces stomatal closure, which is of vital importance in crop
survival under salt stress, in order to avoid dehydration of leaf tissues [88].

3.3.7. Effects of Sodium Salts on Photosynthesis

The level of toxicity of adult leaves in rice crops increases when exposed to a high
concentration of salt, which induces premature senescence in the leaves and thus decreases
the photosynthetic leaf area available in this cereal [89].

Several authors report that the influence of salt stress directly affects photosynthetic
capacity and chlorophyll synthesis in crops, which causes a reduction in the activity of the
photosystem II (PS-II) reaction center, in turn blocking electron transfer, limiting carbon
assimilation and even the per-oxidation or dissociation of the thylakoid membrane [48].

Concentrations of photosynthetic pigments in the leaves of salt-stressed plants de-
crease as a result of the reduction in water potential in the crop. The absorption of N, a
vital element in the composition of chlorophyll, is hindered by the presence of NaCl on the
cultivable surfaces, which in turn prevents the absorption of another important element in
chlorophyll biosynthesis, Mg; it also causes a reduction in the production of photosynthetic
pigments by modifying the specific activities of the enzymes responsible for this process
and, by subjecting the precursors of chlorophyll, hinders the biosynthesis of chlorophyll
in the plant. Under salt stress the uptake of CO2 is directly affected; this stress primarily
affects the growth process, and thus decreases the expansion capacity of the leaves and this
in turn hinders the ability to capture photosynthetically active radiation [90,91].

The process of carbon reduction by the Calvin cycle is decreased by the limited
uptake of CO2 due to the occurrence of salt stress, and this in turn decreases the oxidation
of nicotinamide adenine dinucleotide phosphate (NADP+) which serves as an electron
acceptor in the photosynthetic machinery. During the photosynthetic electron transfer
process, an excessive reduction of ferrodoxin enables the transfer of electrons from PS-I to
oxygen, which triggers the Mehler reaction by forming superoxide radiochannels, and this
in turn triggers a large number of chain reactions that end up generating more aggressive
active oxygen species (AOS). Oxidative stress is considered to be the slightest imbalance
in cellular redox homeostasis, resulting in the production of AOS from the reduction of
univalent oxygen. The rates of AOS production, such as superoxide radical, hydrogen
peroxide, hydroxyl radical, alkoxyl radical (AR) and singlet oxygen formation through
electron leakage to oxygen are intensified under the influence of salt stress. Cytotoxic AOS
generated from various metabolic processes in mitochondria and peroxisomes through
oxidative damage of lipids, proteins and nucleic acids destroys the proper functioning of
cellular metabolism [92].

Several studies have reported the ability of plants to create a complex defense sys-
tem against AOS damage. This antioxidant system consists of carotenoids, ascorbate,
glutathione, a-tocopherols and various enzymes such as superoxide dismutase, catalase,
glutathione peroxidase, peroxidases and others that are closely linked to the ascorbate-
glutathione cycle, ascorbate peroxides, dehydroascorbate reductase, monodehydroacorbate
reductase and glutathione reductase [30].

The decrease in photosynthetic rate in O. sativa crop due to the influence of salt stress is
mainly due to stomatal closure, reduction of rubisco efficiency, and the dislocation of essen-
tial cations in the multiple membrane structures of the leaf; all this leads to modifications
in permeability, swelling and inefficiency of the granae [93].

There is research that reports on the photosynthetic capacity exhibited by the panicle
in the rice crop, which contributes to grain filling and, in particular, the spikelets, which,
such as the flag leaf, have a high photosynthetic capacity [72].
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3.3.8. Effects of NaCl Stress on Hormones

Nowadays, several phytohormones play a decisive role in the daily interactions
between the plant and the surrounding environment, in this case, the influence of salt stress.
These plant hormones are the main coordinators between the ability of the crop to respond
to stress and plant growth [74,94].

(a) Abscisic Acid (ABA)

Cellular factors and environmental stimuli are the main regulators of plant growth
and development [95]. One of the most important regulators is ABA. Various physiological
processes, among which are, semilayer development, bud dormancy, seed germination,
vegetative growth, water scarcity, osmotic regulation, xylem fiber differentiation, and envi-
ronmental stress responses, among others, are directly influenced by this phytohormone.
Under drought and saline stress conditions, it is released in the root zone and transported
to the leaves. Therefore, it plays a key role in responses to these stresses. Plants can tolerate
these stresses by decreasing the availability of H2O by closing the stomata and accumulat-
ing osmoprotectants and proteins for osmotic adjustment when high concentrations of this
phytohormone are present. It is closely linked to reactive oxygen species, such as H2O2,
which, by increasing the concentration of ABA in guard cells, induces stomatal closure [96].

In rice crops under sodium salt stress, ABA levels increase considerably in the root
zones, which causes a decrease in the concentrations of zataine and zeatin ribosides in
leaves and root exudates. Grain filling in the crop in question is directly influenced by this
hormone, which is why sucrose transport to the grains and starch synthesis capacity in
intact grains is negatively affected by high concentrations of this hormone [97].

(b) Auxins

It is now known that the ratio between stimulant and inhibitory substances decreases
drastically under stress conditions, a variation in plant growth regulating substances
directly affects the growth phases. Auxins are phytohormones that act mainly on cell
division mechanisms and gibberellic auxins on differentiation or elongation. This growth
hormone is also responsible for regulating gravitropic responses in plants. In roots closer
to the gravitropic stimulus, a greater lateral accumulation of auxin occurs, resulting in
directional growth toward the gravity vector. The opposite occurs in halotropism, where the
greatest lateral auxin concentrations are higher in the root zone farthest from the influence
of salt stress, leading to root growth away from the areas with the highest NaCl stress
concentrations [95].

(c) Cytokinins

The main hormone directly involved and playing a key role in shoot and root growth,
apical dominance, as well as in responses to different biotic and abiotic stresses is cytokinin.
In multiple agricultural crops, yields are greatly improved by overexpression of the IPT gene
(encoding isopentenyl transferase), which is directly involved in cytokinin biosynthesis,
and down-regulation of the CKX gene (encoding cytokinin oxidase), which is responsible
for cytokinin degradation. In the cultivation of O. sativa, the presence of this phytohormone
is essential throughout its vegetative cycle; it is responsible for various processes such as
root development, the meristematic activity of the shoots, vegetative and reproductive
branching, the number of spikelets per panicle and in the final grain yield [98].

(d) Gibberellins (GA)

Seed germination, cell and shoot elongation, leaf expansion, transition to the flowering
stage, flower and fruit growth and development are regulated by GA. Being an antago-
nist of ABA, it enables seed germination under stress conditions by employing various
mechanisms, such as the induction of enzyme synthesis and stimulation through the tono-
plast of the plasma membrane protons pump (H+-ATPase). Under salt stress conditions
it is possible to increase the growth and development of cultures by treatment with this
phytohormone. The ability to decrease ribonuclease activity, increase reducing sugars, the



Sustainability 2023, 15, 1804 11 of 18

antioxidant activity of enzymes and protein synthesis, are some of the many positive effects
GA has on rice and other crops [99,100].

(e) Ethylene

The hormonal imbalance triggered by salt stress induces a high ethylene biosynthesis,
which negatively affects crop growth and development. The hormonal sensitivity of this
phytohormone to salinity depends largely on the agricultural crop, the growth stage of the
crop, the concentration of ethylene in its tissues and the duration of exposure. The growth
and development of spikelets, mainly the lower spikelets in rice plants, are affected by high
ethylene production. The decrease in growth and development of O. sativa plants under
stress conditions is due to the high production of 1-aminocyclopropane-1-carboxylic acid,
which is induced by the accumulation of ethylene [101].

Excessive ethylene production in plants significantly decreases plant growth and
development, leading to the premature death of the crop. Therefore, in order for rice
plantations to be able to survive under salinity stress, it is of utmost importance to maintain
ethylene homeostasis within the rice crop. Currently, the use of ethylene inhibitors is very
popular, as well as the chemical control of ethylene biosynthesis in crops subjected to
different levels of salinity. Some allow crops to maintain good grain yields, such as the
inhibitors aminoethoxyvinylglycine (AVG) and 1-methylcyclopropene (1-MCP) [102].

Several authors report a positive effect on starch content in upper and lower spikelets,
spikelet fertility, grain yield and harvest index of rice cultivars with the application of
1-MCP [76].

3.4. Salinity Tolerance Mechanisms

The salt shock that occurs due to the action of salts modifies gene expression. In sudden
exposures of 150 mmolL−1 NaCl concentrations in rice plants, the genes present in the
roots after 15 min under salt stress differs from those present after one week [103].

There are cellular costs that various cultures must incur to achieve survival under
sodium stress conditions; these are the cost of salt exclusion, intracellular compartmen-
talization and salt excretion through salt glands. Relative to the cost required to perform
osmotic adjustment, the above cost is relatively small. For the plant to be able to use one
mole of NaCl as osmotic, the number of moles of ATP needed is 4 in root cells and 7 in leaf
cells, while the number of moles needed to synthesize an organic compound is an order
of magnitude higher. The tolerance mechanisms adopted by plants to cope with sodium
stress are mainly of two types: those that minimize the entry of salts into the plant and
those that reduce salt concentrations in the cytoplasm [104,105].

The mechanisms by which salt is excluded from leaves are the following (Table 1):

Table 1. The mechanisms by which salt is excluded from leaves.

Loading in the Xylem Intracellular
Compartmentalization Elimination

In stele cells that are under genetic
control, there is preferential

loading of K+ rather than Na+, as
reported by various authors.

This is a mechanism known as
tissue tolerance to Na+. This

tolerance process allows “foliar
sodium-inclusive” genotypes to
reflect reduced damage under

sodium toxicity.

The elimination in the upper part
of the roots, stem, petiole or leaf
sheaths of the salt present in the
xylem: in many species, in the

upper part of the radical system
or in the lower part of the shoots
Na+ concentrations are retained;

this favors the cells lining the
transpiratory stream to exchange

Na for K.

3.4.1. Osmotic Adjustment

The limit of tolerance that the rice crop can withstand to deal with the different
concentrations of toxic ions is determined by the osmotic adjustment. One of the best
strategies used by the crop to cope with Na salt stress is the reduction of NaCl accumulation
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in the cell cytoplasm and/or the compartmentalization of these ions in the vacuoles, as
well as the accumulation in the cell cytoplasm of compatible compounds such as organic
solutes, free sugar, glycinabetaine and proline. In rice, carbohydrates or trehalose are more
essential than proline under osmotic stress conditions [106].

The activation of mechanisms that have a direct impact on cellular dehydration,
protein denaturation (including those of PS-II) and destabilization of cellular structures is
due to the presence of high Na+ concentrations in the apoplastic solution. In order to adjust
the osmotic potential between the cytosol and the apoplastic solution, compatible solutes
(non-toxic metabolites) are stored in the cell cytoplasm. In plants, various sugars (fructose,
glucose and sucrose), complex sugars (trehalose, raffinose and fructans) and amino acids
and their derivatives (proline, glycine-betaine and proline-betaine) are responsible for this
indispensable function. Proline is the most compatible solute with O. sativa and has an
essential role as a protector against hyperosmotic stress, increasing its concentrations in rice
subjected to NaCl stress, especially in tolerant genotypes. The equilibrium of the osmotic
pressure of the ions inside the vacuoles (where Na+ and Cl− are also located) is made
possible by the accumulation of these compatible solutes in the cytoplasm [107,108].

3.4.2. Mechanisms for Alleviating and Strengthening Stress Tolerance in Crops

Currently, there are several alternatives that seek to mitigate and strengthen the
mechanisms against stress in crops, among which the following stand out:

(a) Salt stress relief using microorganisms

In order to reduce the toxic effects of salinity on plant growth and development,
several mechanisms and strategies are currently available, such as genetic engineering and
the application of plant growth-promoting bacteria (PGPB). Several studies report how
a highly specialized group of PGPB, specifically plant growth-promoting rhizobacteria
(PGPR), facilitates plant nitrogen acquisition and fixation, phytohormone production,
siderophore synthesis and phosphorus solubilization by directly stimulating plant growth
and development processes. To improve the conditions of plants under abiotic stress it is
advisable to apply PGPR; this promoter causes physical and chemical changes in plants as
a result of the systemic tolerance induced by it [109,110].

There are several studies that report the improvement of rice productivity under saline
conditions with the application of rhizospheric soil microbes, such as Bacillus pumilus and
Pseudomonas pseudoalcaligenes [111,112].

The effect of salt stress on various agricultural crops is currently being investigated.
For example, there are reports on the application of PGPB, specifically the bacterial strains
FD48 and RABA6 in the cultivation of O. sativa under sodium salt stress conditions, where
there was a significant increase in the dry biomass of shoots and roots [113]. In turn, other
authors reported significant benefits in rice growth parameters, chemical properties and
soil biological activity with the application of Pseudomonas multiresinivorans, Microbacterium
steraromaticum and Bacillus subtilis individually and/or in combination with manure [110].

On the other hand, the application of arbuscular mycorrhizae (Claroideoglomus etu-
nicatum) at different salinity concentrations in the rice crop reported an increase in aerial
dry biomass. This increased the colonization of arbuscular mycorrhizae by 36–43% and
reduced the negative impact of NaCl concentrations of 75 and 150 mM to which the crop
was subjected [111].

Other authors investigated the capacity of tolerance to Na salt stress of this cereal
through the application to rice seeds of 24-epibrasinolide and two analogs of spirostannic
brassinosteroids; where Biobras-16 in concentrations lower than 0.01 µmol·L−1 was the
most effective in stimulating the growth of rice seedlings in a saline medium [112].

(b) Application of silicon to reduce salt stress

Although the ability of silicon to activate an induced reduction mechanism in Na
uptake in rice is still inconclusive, the main action of silicon is its ability to reduce leaf
transpiration rates and thus reduce Na uptake by the plant. A large part of rice species
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is sensitive to salinity due to the accumulation and translocation of Na and Cl that occur
during transpiration, which in turn involves the loading of the xylem through the symplast.
Therefore, it is necessary to promote and/or devise any strategy aimed at reducing the
incidence of the negative effects of Na and Cl inside the plants. The expression of silicon
transporters in rice for radial transport and xylem loading is able to accumulate silicon
in more than 10% of dry matter and, in turn, shoots accumulate twice as much as roots.
Therefore, the translocation of Na and Cl from the roots to the shoot is able to be limited
by silicon application, and silicon in turn strengthens the cells, prevents root oxygen loss,
maintains membrane integrity and maintains leaf water status [113,114].

(c) Tolerance to manganese-induced salt stress

Plants require this essential and important micronutrient for the various metabolic
functions in which it plays a determining role, such as the processes linked to photo-
synthesis and respiration, the synthesis of ATP, fatty acids, amino acids, lipids, proteins,
flavonoids and hormone activation. There are reports where this micronutrient rejuvenates
the accumulation and translocation of Na ions in the growth and development stage of
O. sativa under the influence of NaCl stress [114].

The 133 articles consulted, study the effects of salinity on growth and physiological
changes, which represents a solid, proven and consistent source of information on the main
effects of sodium salinity on the O. sativa crop. This review allows summarizing in a single
document the physiological and morphological changes in the metabolism of the rice crop,
which determine the subsistence, as well as the productivity of rice under the influence
of this abiotic stress; due to which plants and specifically this cereal developed tolerance
mechanisms. There is a field in this review that is not studied in all its depth, such as those
related to biochemical processes, since these generate physiological and morphological
modifications in plants subjected to stress by sodium salts.

From the bibliographic review carried out in the preparation of this article, it is possible
to take different paths with the objective of reducing the incidence of this abiotic factor in
this crop. This review serves as a window to deepen future research related to this topic
and the processes and mechanisms affected by NaCl, such as biochemical, hormonal and
cellular changes.

4. Conclusions and Future Prospects

Salt stress negatively affects crop growth and development by causing tissue death,
flowering abortion and fertilized embryo senescence. It also affects enzyme activity, pro-
tein synthesis, DNA, RNA and mitosis in plants. The factors affecting salinity in recent
years have focused on the biochemical and physiological mechanisms of plants and on
obtaining more genetically tolerant varieties, without taking into account the importance
of the rhizosphere-associated microbiota of rice plants, linked to their nutrition and induc-
tion of tolerance to salinity stress. Future studies should also focus on PGPR, and their
influence on stress-relieving mechanisms, including host root architecture alternations,
biosynthesis and metabolism of phytohormones, osmoregulation, production of extracel-
lular polysaccharides (EPS) that can serve as humectants, production of antioxidants for
reactive oxygen species (ROS), enhancement of nodulation, soil fertility and regulation of
salt stress-responsive genes.

A clearer understanding of the mechanism that causes PGPR to interact with the plant
will provide an essential insight into the practical use of these bacteria through agronomic
applications to the soil. Similarly, the study of the microflora existing in the rhizosphere of
halophilic plants may constitute a valuable resource in the tolerance of rice crops to salinity.
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