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Abstract: Soil deterioration has led to problems with the nutrition of the world’s population. As one
of the most serious stressors, soil salinization has a negative effect on the quantity and quality of
agricultural production, drawing attention to the need for environmentally friendly technologies to
overcome the adverse effects. The use of plant-growth-promoting bacteria (PGPB) can be a key factor in
reducing salinity stress in plants as they are already introduced in practice. Plants having halotolerant
PGPB in their root surroundings improve in diverse morphological, physiological, and biochemical
aspects due to their multiple plant-growth-promoting traits. These beneficial effects are related to
the excretion of bacterial phytohormones and modulation of their expression, improvement of the
availability of soil nutrients, and the release of organic compounds that modify plant rhizosphere and
function as signaling molecules, thus contributing to the plant’s salinity tolerance. This review aims
to elucidate mechanisms by which PGPB are able to increase plant tolerance under soil salinity.

Keywords: plant-growth-promoting bacteria; salinity; halotolerant; phytohormones; nutrients;
sustainable agriculture

1. Introduction

Global food needs are growing significantly, in line with population growth, raising a number of
nutrition issues as well as the need for new approaches and actions. Climate change raises a number
of questions for the coming decades and furthers uncertainty on how to deal with these questions and
how to provide food. Rising temperatures, declining freshwater supplies, and the increasing frequency
of extreme events such as floods, fires, and drought, require an integrated approach, joint action,
and indepth research to overcome and adapt. As one of the most important factors, soil salinity occurs
all over the world, causing diverse effects on soil biota and soil properties. Salinity is a major problem
in agriculture, reaching about 20% of cultivated lands and more than 30% of the irrigated ones [1].
Crops have a very diverse response to soil salinity, which is basically related to their ability to survive
and to produce a satisfactory amount of yield while growing in salinity conditions. Soluble salts
aggravate soil fertility, causing diverse negative effects on plant health [2]. Soil electrical conductivity
(EC) concentrations of up to 0.7 dS.m−1 do not lead to damage in crop plants, but when it is more than
2.5–3 dS.m−1, the yield decreases dramatically [3].

Soil microbes possess the ability to modify the rhizosphere and thus can ameliorate its deleterious
effects on plant growth and development under stressful conditions. The field method is the most
acceptable method to justify the ability of a population or consortium to improve plant development
in real conditions. Nowadays, the introduction of selected microbes in soil and, especially, in soil
rhizosphere is often found as an approach for field application [4,5]. It is clear that rhizosphere bacteria
interact with the plant roots, exchanging different molecules. Plant roots excrete exudates and signal
molecules until 40% of their carbon is fixed photosynthetically; thus, plants select or modify the
microbial consortium in the rhizosphere. Exudates are very diverse, and their type depends on the
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specific plant species and ecosystem, stage of development, or soil biota. [6]. Previous studies have
demonstrated that PGPB alleviated the negative effects of salinity on the growth of tomato, pepper,
canola, sunflower, and cotton [4,7,8].

Problems related to the cultivation of agricultural crops, expressed as stressors, have led to a
number of scientific developments. Publications related to this area in one of the major abstract and
citation databases worldwide, such as Scopus, have shown increasing research work done during
the last few years. Those devoted to general stress have reached more than 3000 documents in the
last decade, and publications specifically targeting salinity and the use of PGP microorganisms are
also growing, albeit at a slower pace, reaching about 32% of the total (Figure 1a). At the same time,
the distribution of the type of documents shows an increase in reviews, books, and book chapters
dealing with soil salinity and the use of PGP microorganisms (Figure 1b).
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Despite the gradually increasing number of review papers dealing with the role of PGPB in the
attenuation of salinity stress to plants [5,9–17], the need for these kinds of documents has increased
due to the rapid development of knowledge in the field. Most of the papers discuss the damage
produced by salinity to plants and the general mechanisms that describe the bacteria as plant-growth
promoters. There are not many documents summarizing the exact mechanisms by which PGPB
alleviate salinity stress.

This review focuses on the recent scientific findings on the role of PGPB in alleviating plant growth
and development under soil salinity.

2. Soil Salinity—Induced Harmful Effects on Plants

Fertile agricultural soil is able to offer the plant all the necessary environmental and nutritional
conditions for its growth and successful development, having, as a result, sustained and consistent yield
of high quality. In contrast, in saline soils, the concentration of soluble salts increases to certain levels
that deteriorate plant growth through diverse adverse effects. The definition was given in the middle
of the 20th century by Richards [18], and it says that the saline soils are those that have an electrical
conductivity higher than 4 dS.m−1 at 25 ◦C. The presence of different kinds of soluble salt ions in the
soils (anions: chlorides, sulfates, nitrates; cations: sodium, potassium, magnesium, calcium) is called
salinization [19]. The salinization occurs in two ways: naturally or primary, when the soils are supplied
by salts as an innate characteristic, including salt lakes or scalds formation, seawater influence, and the
release of soluble salts of rocks and minerals, and artificially or secondary, by anthropogenic activities such
as chemical contamination, inappropriate crop rotations, excessive irrigation, flooding, and inadequate
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drainage [20]. Soil salt concentration also depends on the soil type: there is low accumulation capacity
in sandy soils and high affinity in clay loamy soil because sodium ions bind to negatively charged
clay particles. Generally, saline stress is considered one of the most severe stresses affecting living and
nonliving environments, aggravated by climate change as salinity and water are very closely linked.
It can be exacerbated as a consequence of drought, especially in arid and semiarid areas, representing a
quite important and widespread problem [9,21].

The effect of soil salinity depends on plant sensitivity, salt kind and concentration, agronomic
practices, and the existence of additional stressors. Crops such as the horticultural (tomatoes, potatoes,
lettuce, spinach) and cereals (rice, maize, wheat, legumes) are known to be sensitive to salinity [22–24].
They suffer from soil salinity stress, resulting in the reduction of yield of up to 50–70% in rice (Oryza
sativa L.), chickpea (Cicer arietinum L.), barley (Hordeum vulgare L.), maize (Zea mays L.), soybean
(Glycine max L.), and wheat (Triticum aestivum L.), although deleterious effects are recorded even at
the beginning of seed germination [25–28]. Plants exposed to elevated salt concentrations are shorter,
with smaller leaves and pale color. The response of plants to salinity is a reduction in growth and
yield as a consequence of osmotic adjustment and salt-specific response. The first is related to the
reduction in the ability of the plant to absorb water, while the second is connected to changes in
enzyme activity and metabolism, in general, and hormonal imbalance, including membrane transport
of nutrients and water [29,30]. Salinity stress to plants is associated with water shortage and related
to a decrease in photosynthesis, oxidative and osmotic stresses, ion toxicity, and nutrient balance;
thus, the concentration of some ions increase and they became harmful [31]. The K+/Na+ ratio is very
important for plants, and salt stress causes disturbances in the balance between these ions, reducing
this proportion and decreasing nutrient availability [4,10]. In addition to the above effects, the stress
can lead to the generation of reactive oxidative species (ROS), leading to DNA damage and protein
metabolism [32].

3. Plant Response to Salinity Stress

Many plants are susceptible to soil salinization, the result of which their turgor, quality, and quantity
of harvest decreases and the rate of growth and development slows down. Some of them, however,
tolerate certain concentrations of soluble salts in the soil solution throughout their life cycle, which is
the tolerance of plants to salinization. It depends on many factors, but the main one is the biology of
the specific plant species and variety. There is a huge diversity in salinity tolerance among species.
Some of the species are glycophytes and are sensitive to salinity, while others are halophytes and
“need” salt [33]. In this sense, they have both built different strategies to exist in such an environment.
The first type of plant tries to exclude the salt from their root cells in order to survive and ameliorate the
stress effect, while the second accumulate the salt in their tissues, mainly in the leaves via xylem flux.
While sensitive plant species do not have many mechanisms of their own to adapt to this abiotic stress,
some halophytes tolerate up to 1 M of NaCl in the soil due to genes that are activated in response to
salinity [34], which lead to the formation of specific proteins [11].

Halophytes use different mechanisms to adapt to salty environments [5,11,33,35–37]. The basic
mechanisms include sophisticated changes at physiological, molecular, and biochemical levels:
(i) modulation of hormone levels together with associate enzymes [11,38]; (ii) production of
solutes and osmoprotectants [11,37,39]; (iii) modulating the K+/Na+ relationship at high values,
as potassium is vital for stomata and enzyme functioning, regulating toxic ion accumulation
and nutrient status [5,37,40]; (iv) selective intake or extrusion of ions [41]; (v) synthetizing
polyamides that take part in ROS modulation [11,42]; (vi) antioxidant compound production [11,43];
(vii) regulation of salt overly sensitive (SOS) genes as a response to salinity-produced stress [37,44];
(viii) nitric oxide generation, which activates diverse gene expression and antioxidant enzymes [11,45];
(ix) changing photosynthetic activity [12,34,46]; (x) regulation of salinity tolerance gene expression [13].
The halophytes can be classified into three major groups: obligate, facultative, and habitat-indifferent.
The obligate halophytes (Chenopodiaceae) require salt to live and complete their biological cycle, and some
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of them are assigned as extremophiles [11], whereas the facultative halophytes tolerate certain salt
concentrations and can grow in salty soils, achieving maximum yield and growth in salt-free soils.
Some authors have established another called habitat-indifferent halophytes that are not affected by the
salinity in their own habitats [5,33,35].

4. Bacteria and Salinity Stress

Microorganisms, as well as plants, have developed diverse mechanisms to adapt to salinity
stress. They can be characterized as halotolerant and halophilic depending on the attitude towards
salinity. The first can grow in the case of high concentrations of NaCl in the medium or without it;
thus, they do not “need” salt, they just tolerate it. In contrast, halophiles are widely spread around
the world in salt-rich ecosystems and habitats, representing natural communities. They require Na+

for their metabolisms and development, so they need it to live [47]. In that sense, the halophiles
can be divided into three categories according to their optimal NaCl concentration in the medium:
slight halophiles, 1–3% of sodium chloride; moderate halophiles, 3–15% of sodium chloride; extreme
halophiles, who love to grow at 15% to 30% of NaCl. Physical or chemical properties are involved in
the bacterial perception and tolerance to the abovementioned concentrations, such as temperature,
pH value, and nutrients [48]. In the present study, it can be summarized that the most common
bacteria that tolerate elevated concentrations of NaCl (1–15%) are Ochrobactrum intermedium, Bacillus
subtilis, Pseudomonas fluorescence, Kocuria rhizophila, consortium, Bacillus amyloliquefaciens, Bacillus firmus,
Azotobacter chrooccocum, Ps. stutzeri, Az. brasiliense, Az. lipoferum, Pseudomonas putida, Curtobacterium
flaccumfaciens, Arthrobacter sp., and B. safensis (Table 1). These strains were found to improve plant
growth and enhance the tolerance to sodium chloride in maize, wheat, barley, rice, soybean, sunflower,
and tomato.

Soil salinity affects the structure, activities, and biodiversity of rhizosphere bacterial
communities [49], which is not a well-explored area. Wang and collaborators found that the
EC of soils was the most influential driving force of bacterial community composition (20.83%),
while the second most important factor was sodium content (14.17%), suggesting a clear separation of
bacterial communities in accordance with the EC. The dominant bacterial groups were Planctomycetes,
Proteobacteria, and Bacteroidetes among different salty soils. As the salt concentration increased,
the indicators changed from Planctomycetes and Bacteroidetes to Proteobacteria and Firmicutes [49].
One factor that indirectly affects the structure of bacterial communities in the rhizosphere is the quality
and quantity of root exudates being influenced by the salinity [50]. In addition, halotolerant bacteria
have built mechanisms to survive in salinity-rich environments. The main mechanisms are related
to cell-wall construction and the capacity to pump ions out of the cell, as follows: (i) generation of
extracellular polymeric substances (EPSs) that support biofilm formation, limiting the salt import
into the cell [14,37,51]; (ii) soluble salt production through protein and enzyme adaptation [5];
(iii) optimizing the intracellular concentration of Na+ ions using the Na+/H+ antiporter of the cell
membrane [51–53]—the vital function of this “pump” is to maintain the elevated values of the K+/Na+

ratio in the cytosol compared to the low value in the surrounded habitat; (iv) avoiding the entry
of high salt concentrations through the cell membrane because of the specific structure of the cell
wall (structural and integral proteins, lipid composition, polysaccharides, between others) [15,52,53];
(v) endogenous synthesis of amino acids and solutes [37,51,54].

5. Role of PGPB in Alleviating Salinity Stress to Plants

Some PGPB are able to alleviate the negative effects on plants caused by salinity [4,11,27,36,38,54–56].
There is evidence of the application of these mechanisms to promote growth and enhance the salinity
tolerance of plants (Table 1), and, in most cases, more than one mechanism is involved.
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5.1. Phytohormone Signals

Phytohormones are very important for plants as they use them to regulate their own processes [57,58].
They are involved in plant interactions with their environment. The synthesis of phytohormones
is precisely regulated by the plant, but bacteria are also able to produce phytohormones and to
release them out of the cell, either in the rhizosphere (rhizobacteria) or in plant tissues (endophytes).
The excretion of these molecules by bacteria affects plant behavior under salinity stress, as, in some
situations, plants do not generate sufficient quantities for optimal development [59,60].

5.1.1. Auxins

The auxin is a phytohormone that affects several plant processes, including root hair and stem cell
formation and elongation, and has a momentous function on plant growth under salinity stress [59,61].
One of the most common and studied auxins is indole-3-acetic acid (IAA), also produced by PGPB,
functioning as a signaling molecule. The level of endogenous IAA in roots can be defined as optimal
or suboptimal, so PGPB excreting that phytohormone could change the level and, thus, promote or
suppress plant growth [62,63]. IAA is synthesized by different pathways that use tryptophan released
from root exudates as a precursor. Most of the PGPB synthesize that phytohormone through the
indole-3-pyruvate pathway, while the biosynthesis in plants is inducible [55,64]. Thus, the ability to
generate IAA seems to be a common trait for halotolerant PGPB [59].

In a study, the halotolerant strain Kocuria rhizophila Y1, isolated from maize rhizosphere and
tolerating up to 10% NaCl, presented two growth-promoting traits: phosphate solubilization and
IAA production [65]. The inoculation of the strain showed it could protect maize from salt stress by
regulating plant hormone (IAA and ABA) levels and improving nutrient acquisition. This resulted
in significantly improved growth, photosynthetic capacity, biomass production, antioxidant levels,
relative water content, seed germination rate, and chlorophyll accumulation in maize under saline
conditions compared to the noninoculated plants. The inoculated maize also showed higher transcript
levels of genes encoding antioxidants (ZmGR1 and ZmAPX1) and genes involved in salt tolerance
(ZmNHX1, ZmNHX2, ZmNHX3, ZmWRKY58, and ZmDREB2A) than in noninoculated plants.

In the present review, most of the authors reported IAA production by the beneficial bacteria,
tolerant to salt (Table 1). This ability is expressed even in salinity stress conditions, which is a beneficial
effect and a valuable result of the environmental adaptation [4,16,17,66,67].

In an investigation, Sulla carnosa, an important legume for animal feed grown in salt-affected
areas, was positively influenced by PGPR Bacillus subtilis, with or without coinoculation of the
actinomycorrhizal fungus Rhizophagus intraradices [16]. The authors suggested that the efficiency of
B. subtilis was due to the high IAA production by this strain under salinity stress. An isolate, identified
as rhizobacteria Arachis hypogaea, was able to stimulate the growth of peanuts by producing IAA and
siderophores and reducing the nitrate to nitrite. The authors stated that the strain was also able to adapt
to the tested saline environment through phospholipid and fatty acid (to the degree of unsaturation)
modifications; that is, the most important mechanism for maintaining the physical properties of the
plasma membrane [68].

Inoculation of a Bacillus firmus SW5 population that exhibited the production of IAA and
siderophores, and phosphate mobilization increased the growth and biomass yield of salinity-stressed
soybean plants, expressed as chlorophyll content, nutrient uptake, osmolytes levels, total phenolic
and flavonoid contents, and antioxidant enzyme activities [69]. The antioxidant enzyme-encoding
genes and stress-related genes exhibited the highest expression levels in soybean plants inoculated
with B. firmus SW5 and treated with 80 mM NaCl. Generally, the authors suggested that B. firmus SW5
bacteria play an important role in the amelioration of adverse effects of salinity on soybean, improving
root system architecture, stimulating the antioxidant systems, and expressing stress-responsive genes.
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5.1.2. Cytokinins, Gibberellic Acid, and Abscisic Acid

Both cytokinins and gibberellic acid play important roles in plant physiological processes in the
regulation of protein synthesis, seed germination and cell division and elongation, and chlorophyll
accumulation, among others [11,60,70]. They are generated by PGPB but have not been studied in depth
under salinity stress [58]. Bacillus, Pseudomonas, Rhizobium, Azotobacter, and Azospirillum are reported
to synthesize cytokinins and gibberellic acid and to promote plant growth [58,71]. There is evidence
that cytokinin levels generated by PGPB are lower than those from phytopathogens; thus, the effect
on plants is inhibitory in the case of the pathogens, while it is stimulatory in the case of PGPR [72].
Egamberdieva (2009) reported wheat growth stimulation of about 50% under salinity stress conditions
when Pseudomonas strains, producing cytokinins, were presented in the rhizosphere [27]. The role of
gibberellins under salt stress is also associated with the mitigation of the harmful effects of salt shock
by increasing water availability to plants [5,73].

Globally, wheat is one of the most important crops, and a lot of studies are directed to the use of
PGPB to increase the yield of wheat and alleviate the environmental stresses to it [17,74–77]. In one
of them, four rhizobacteria that produced different phytohormones, such as IAA, gibberellic acid,
cytokinins, and abscisic acid, were isolated in in-vitro experiments under salt stress. Bacillus sp.,
Azospirillum brasilense, Azospirillum lipoferum, and Pseudomonas stutzeri, applied together as a consortium,
improved plant biomass and relative water content significantly. At the same time, wheat plants
exposed to salinity stress of 150 mM NaCl showed tolerance-reducing electrolyte leakage and
increasing production of chlorophyll a, b, and total chlorophyll, and osmolytes such as soluble sugar,
proline, amino acids, and antioxidant enzymes (superoxide dismutase, catalase, peroxidase) [74].

A confirmation of the promotion effect that PGPB hormones render to plants is the application of
P. putida H-2-3 in soybean rhizosphere [78]. The strain ameliorated the stress effects, enhancing shoot
length, fresh weight, and chlorophyll content of the plants. Plants under salinity stress shown a higher
level of superoxide dismutase and total polyphenol, but, at the same time, the radicals’ formation was
decreased. Finally, P. putida H-2-3 was able to induce tolerance to abiotic stress by a reduction of Na+

in plants [78].

5.1.3. Modulation of Plant Ethylene Levels

The ethylene is generated endogenously by the plant for the regulation of plant growth
(roots, stems, leaves, flowers). It is associated with environmental stress, so when the plant is stressed,
it synthesizes ethylene, thus increasing the endogenous concentration of that phytohormone [79].
This response to an environmental stress, including salinity, drought, and toxic elements, decreases
the plant’s own root elongation, alters the root structure, decreases biomass, and reduces whole plant
development [80]. This is done by the activation of plants’ precursor of ethylene, called S-adenosyl
methionine, which is further converted to 1-amino-cyclopropane-1-carboxylic acid (ACC) by the
ACC-synthase pathway, followed by conversion to ethylene by the enzyme ACC-oxidase [81].
In addition, PGPB are able to use the ACC, thus preventing the ethylene synthase. Some PGPB
may produce the enzyme ACC-deaminase that splits the ACC molecule into α-ketobutirate and NH4

+,
which is the most widely found mechanism among PGPB. Thus, the concentration of endogenous
plant ethylene decreases, affecting the expression of the genes encoding the enzymes ACC-synthase
and ACC-oxidase [82].

This trait of PGPB is well known under different stressful conditions, such as heavy metals,
drought, and salinity. The expression of ACC-deaminase under salinity results in the induction of
plant growth, alleviating the adverse effects of ethylene by the modulation of ACC accumulation and
ACC-oxidase and ACC-synthase activities [83]. The Bacillus sp. consortium, presenting halotolerant
species and applied in maize rhizosphere, also induced a plant response for protection enzymes,
proline, chlorophyll, and soluble sugars, in a salt stress environment (100 mM NaCl).

Rice is a very important crop all over the world, especially in Asia. In a salinity stress study,
Bacillus amyloliquefaciens NBRISN13 confers salt tolerance in rice by modulating the response of
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transcription in a set of 14 genes [84]. The study was conducted in hydroponic and soil conditions,
expressed in the inoculation of a bacterial population in such a salty environment, thus increasing plant
growth and tolerance. The authors suggested that this is a stimulation of osmoprotectants, utilizing
microbial populations as a mechanism of inducing salt tolerance in rice, and it is possibly due to
increased root colonization, ACC-deaminase activity of B. amyloliquefaciens, maintained chlorophyll
content, and enhanced proline accumulation [85].

In another project, the effect of PGPB P. fluorescens biotype A, containing ACC-deaminase maize
under salt stress, showed more than a 3-fold increase in root length at the EC of 9 dS.m−1, and an
increase in plant height of 2.3-fold after the inoculation of a P. putida biotype A population at the
EC of 12 dS.m−1 [86]. In addition, P. fluorescens and Enterobacter spp. expressing ACC-deaminase
increased maize yield under salinity, but also improved NPK nutrition and the K+/Na+ ratio [87]. In a
recent study, several Bacillus isolates showed high ACC-deaminase activity, siderophore production,
and phosphate solubilization, besides extracellular enzymes such as lipase, amylase, and cellulose,
among others [88]. The isolates were able to promote the growth of pepper seedlings, alleviating the
harmful effects of salinity and inducing the plants to accumulate proline. Some of the strains also
induced plant antioxidant enzymes.

5.2. PGPB Support Nutrient Acquisition in Plants

Plant nutrition is one of the most serious issues that excite researchers, agronomists, nutritionists,
technologists, and plant protection specialists. It is related in the first place to the quantity of the
crop yield, but also to its quality, especially under environmental stress. Salinity stress is one of
the most damaging stresses in terms of quality and quantity of production because it affects the
transport of nutrients and water to the roots. Low levels of some important elements, such as
nitrogen, phosphorus, and potassium, are some of the main reasons for reduced growth and crop
quality. Soil salinity causes a reduction of essential nutrient uptake because of ion toxicity and
osmotic pressure. There are micronutrients that are essential for the plants, although they are
needed in small quantities [37,54,89]. These microelements, such as copper, zinc, iron, magnesium,
sulfur, an molybdenum, are very important as they participate in the composition of various proteins,
DNA, enzymes (nitrate reductase, catalases, hydrogenases), amino acids (methionine, tryptophan,
threonine), and photosynthetic processes [89]. At the same time, soil bacteria can improve plant
nutrient status under salinity stress through different ways using the proper traits that define them as
plant-growth promoters [42,54,90].

5.2.1. Nitrogen Fixation

Nitrogen is one of the most important elements for life on Earth, and it is an integral part of
proteins, nucleic acids, and chlorophyll. It is a limiting factor in terms of production from agricultural
plants. Although 78% of the Earth’s atmosphere is nitrogen, it cannot be used by organisms other than
microorganisms that bind and molecules that convert it to organic and mineral forms. In salinity-rich
environments, access to N is restricted by its availability, but the same process of nitrogen fixation is
negatively affected through low access to soil ammonium salts, nitrates, and sulfates. [42,91]. As N
availability is an important obstacle for yield production in salinity, lots of farmers excessively use
agrochemicals in their agricultural practices, thus resulting in increased contamination (eutrophication
and acidification) and financial costs [92]. The excellent ability of N-fixing bacteria to convert
atmospheric nitrogen into easily accessible mineral compounds is a substantial help in the growth of
plants and their nutrition under salinity stress.

The ability to fix soil nitrogen is a vital characteristic of two kinds of microorganisms, symbiotic
and free-living, which contribute to the global nitrogen load of about 180 × 106 t.y−1, divided
into 80%/20% [93]. Organic inputs in the rhizosphere from the roots modify microbial diversity,
resulting in an enormous number of free-living N-fixing bacteria (diazotrophs) that colonize plant
roots of nonleguminous plants. They are mainly from genera Azotobacter, Azospirillum, Pseudomonas,
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Agrobacterium, Erwinia, Bacillus, Serratia, Klebsiella, and Burkholderia, among others [94,95]. Because of
elevated energy requirements and low metabolic activity, the intensity of N-fixation in diazotrophs
is limited, and their contribution to the nitrogen nutrition of plants can reach 20 kg.ha−1.y−1 [96].
Undoubtedly, salinity affects the activity of N2-fixing bacteria as some of them are sensitive, but others
are tolerant to salt. PGP diazotrophs may ameliorate the osmotic-stress-producing osmolites that
permit plants to maintain their metabolisms at acceptable levels [37]. Authors have suggested that
halotolerant PGP diazotrophs can be found and easily isolated from the rhizosphere of halophytes [97];
thus they can be useful as biofertilizers in salinity-inhibited crops [54].

Investigators have reported that salinity inhibits nodule formation in mutualistic legume–rhizobia
relationships [98]; thus, the nitrogen nutrition of legumes is negatively affected. Inoculation of
PGPB, together with Rhizobium, helps in the increase in nodule numbers under salinity in various
cases [99–102]. In addition, the plant secretes flavonoids from the root that provoke the Rhizobium
bacteria to secret a Nod-factor, initiating nodule formation [103]. These Nod-factors may also act as
stress-response signals of salinity stress in legumes, especially when they are generated by PGPB.
In that sense, Bradyrhizobium japonicum significantly improved nodule formation and the biomass of
soybean (more than 20%) under salinity stress, and such positive effects become more evident with
time [104].

5.2.2. Phosphate Solubilization

Phosphorus (P) is an essential plant nutrient that limits plant growth and, in many agricultural
lands, is of low bioavailability. This nutrient is required for diverse metabolic processes such as
respiration, biosynthesis, photosynthesis, energy transfer, and signal transduction, so plants need it in
proper amounts. There are two forms of P compounds: organic and inorganic phosphates. Soil bacteria
are capable of converting insoluble forms into bioavailable forms; thus, plant growth and development
is promoted [105,106]. Generally, the concentration of soluble P in soil is quite low, usually at levels of
0.001% or less. Plants can take up diverse forms of P, but of the greatest importance is absorption in
the forms of HPO4

−2 or H2PO4
−1, while the state of the compounds in the soil depends on pH and

soil type [107]. Apatite is a common mineral form of P that is characterized by low solubility [108],
while the most common organic forms are phytate and phosphomono(di-, tri-)esterase, being mostly
bioavailable to plants [5,109].

Phosphate-solubilizing PGPB involve the genus Arthrobacter, Bacillus, Beijerinckia, Burkholderia,
Enterobacter, Pseudomonas, Erwinia, Mesorhizobium, Flavobacterium, Rhodococcus, and Klebsiella, among
others [9,37,54,59,110]. Some of them may fix soluble P in their cells or convert P from organic to
inorganic forms using different phosphatases [91,111]. In saline soils, the bioavailability of nutrient
elements is low because the salt modifies the balance of ions. However, halotolerant PGPB are able to
mitigate, on a certain level, some of the deleterious effects of salinity, improving plant growth, biomass
accumulation, and yield [2,111]. Achromobacter piechaudii ARV8 had a quite positive influence on the
growth of tomato plants under salinity, improving P uptake and water balance [112].

It is clear that halotolerant PGPB improve plant nutrient status, but the effect in most of the studies
cannot be attributed to only one trait, e.g., P-mobilization or production of IAA and siderophores, or
ACC-deaminase activity. The application of beneficial bacterial populations results in multiple positive
results on the whole plant. Salt-tolerant bacterial strains expressing PGP abilities were found to produce
EPS, auxin, and proline, reducing sugars and total soluble sugars, and to solubilize phosphate [17].
These abilities of the native isolate of the wheat rhizosphere are associated with plant growth and
biomass enhancement in saline soil. Plant-growth-promoting strains support the restriction of Na+

uptake by the roots caused by a decreased quantity of the apoplasmic flow of sodium ions. The authors
also informed us that the use of a consortium of four strains, two Bacillus sp. increasing EPS production
and two Enterobacter sp., was the most efficient way to reduce cation uptake by plants in soil salinity
environments. Populations of two isolates determined as Azotobacter chroococcum alleviated the saline
stress in maize through the integration of several mechanisms that improve plant growth and mineral
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nutrition. These mechanisms included Na+ exclusion and K+ uptake in maize, thereby increasing their
K+/Na+ ratio, enhancing polyphenol and chlorophyll content, and decreasing the proline concentration,
increased by the salinity, in leaves. At the same time, both Az. chroococcum isolates possessed several
PGP traits such as nitrogen fixation, phosphate solubilization, and auxin synthesis [113].

5.2.3. Iron Mobilization

Iron is an essential micronutrient for all living cells, in particular plant cells, because it is
involved in plenty of processes, proteins, and enzymes and is a cofactor in photosynthesis, N2-fixation,
and respiration, including the reparation processes of RNA and DNA. It is one of the most common
elements on Earth (second or fourth, according to different sources) [5,114–116]. Despite the
above, iron is not widely accessible in soils forming complexes of hydroxides and oxyhydroxides;
thus, its bioavailability decreases below 10% in loamy soils [117]. In soil matrix, iron exists in
two convertible states as Fe2+ and Fe3+, depending on pH, oxygen, and organic matter content.
There are reports that soil salinity is an additional negative factor for plant iron nutrition [5,118];
thus, growth, development, and yield suffer. Plants respond to such limitations through excreting
organic molecules by the root, acidifying the rhizosphere and resulting in a certain increase of iron
availability. An additional toll is the synthesis of some compounds that bind Fe3+ by the plants to
make it more accessible to the roots [119], but even that is not sufficient to satisfy the plants’ need for
iron [38].

Different PGPB, such as Pseudomonas, Bacillus, and Serratia, possess the ability to synthesize low
molecular weight (<1000 Da) compounds named siderophores, having a high affinity to Fe3+ and
forming complexes with them. They act as solubilizing agents for many more ions (with less affinity)
from minerals or organic compounds such as Al, Cd, Pb, Cu, and Zn. Although the siderophores are
very diverse, the iron-chelating group of the siderophores includes three types: hydroxycarboxylic
acid, catechol, or hydroxamic acid [120]. These complexes are taken up by the same PGPB, but in the
rhizosphere, the bacterial population is numerous due to the specific conditions created by the root
secretions, so the concentration of siderophores becomes significant. This leads to the mobilization
of available iron, which is largely absorbed by the plant roots. [121]. Table 1 presents the different
studies on how PGPB-producing siderophores mitigate some of the salinity stress effects. In one study
with sunflower plants and maize, improvement in growth was reported [122]. A similar investigation
was made using wheat plants and PGPR populations isolated from halophytes, presenting multiple
PGP traits, including siderophores. That investigation confirmed the utility of PGPR in saline soils
as the plants had enhanced salinity tolerance, increased growth and K+/Na+ ratio, and reduced
endogenous ethylene production. Moreover, diverse genes were reported to be upregulated in the roots
of salt-stressed plants [77]. In other studies on iron-deficient soil, the growth of Arabidopsis thaliana was
induced by the inoculation of siderophores producing a Pseudomonas fluorescens strain [123]. Researchers
suggested that siderophore production could even be preventive in response to environmental stress;
thus, Azospirillum brasiliense produced siderophores in the iron-rich rhizosphere of cucumber [124].
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Table 1. Studies showing the application of plant-growth-promoting bacteria (PGPB) to alleviate plant growth and salinity tolerance.

Plant Beneficial Effect(s) Halotolerant PGPR PGP-Traits Conditions Source

Phaseolus vulgaris enhanced growth, yield, and
biochemical activity

Bacillus subtilis MTCC 441 and
Pseudomonas fluorescence MTCC

103T
- greenhouse, pots, soil, and

vermicompost, 150 mM NaCl [125]

Arachis hypogaea shoot and root growth promotion Ochrobactrum intermedium IAA, siderophores
growth chamber, pots,
sterilized nitrogen-free

vermiculite
[68]

Zea mays

increase of growth, seed germination
rate, photosynthetic capacity,

antioxidant levels, relative water
content, chlorophyll

Kocuria rhizophila Y1 (10% NaCl) P solubilization, IAA
greenhouse, pots,

soil:vermiculite:perlite
(2:2:1), 100 and 200 mM NaCl

[66]

Sulla carnosa improved growth, nutrition, and salt
tolerance Bacillus subtilis

IAA, urease, alkaline
phosphatase, β-glucosidase

and dehydrogenase

greenhouse, pots, soil/sand
mixture, 200 mM NaCl [16]

Hordeum vulgare improved growth Curtobacterium flaccumfaciens E108 IAA, phosphate mobilization
greenhouse, tonsubstrat ED
73 substrate, 4.4% or 4.8%

NaCl
[66]

Triticum aestivum increased biomass 11 isolates, 8% NaCl EPS and auxin production,
phosphate solubilization

growth chamber, pots, soil,
1% NaCl [17]

Oryza sativa increased growth and tolerance to salt Bacillus amyloliquefaciens
NBRISN13, 50–2500 mM NaCl

ACC deaminase, root
colonization

hydroponics and soil,
100–300 mM NaCl [84]

Glycine max plant growth and performance Bacillus firmus SW5, 500 mM NaCl IAA, siderophores, phosphate
mobilization hydroponics, 80 mM NaCl [69]

Zea mays improved plant growth and mineral
nutrition

Azotobacter chrooccocum C5 & C9,
5.8% NaCl

N fixation, phosphate
solubilization, auxin

greenhouse, pots, soil, 0.58%
NaCl [112]

Helianthus
annuus plant biomass, improved K+/Na+ ratio

P. fluorescens biotype F, P.
fluorescens CECT 378 T, 50 mM

NaCl
IAA, siderophores growth chamber, pots,

soil:peat (1:1), 100 mM NaCl [4]

Lycopersicum
esculentum

increased salt tolerance in tomato,
enhanced plant biomass, shoot and

root length,

Sphingobacterium sp. BHU-AV3,
0.85 M NaCl

IAA, siderophores, phosphate
solubilization

growth chamber, pots, soil,
200 mM NaCl [126]
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Table 1. Cont.

Plant Beneficial Effect(s) Halotolerant PGPR PGP-Traits Conditions Source

Triticum aestivum
induced salinity tolerance, increased

plant biomass and relative water
content

Bacillus sp., Ps. stutzeri,
Az.brasiliense, Az.lipoferum, 2–15%

NaCl

IAA, gibberellic acid,
cytokinin, abscisic acid

greenhouse, pots, soil,
150 mM NaCl [74]

Glycine max,
Zea mays

improved seed germination, root and
stem length

Pseudomonas putida KT2440, 0.5 M
NaCl

phosphate solubilization,
indoles and siderophores

growth chamber, pots, soil,
sand, 80 and 100 mM NaCl [127]

Zea mays
improved growth, induced plant

response for defense enzymes,
chlorophyll, proline, soluble sugars

B. subtilis, B. subtilis, B. safensis,
1 M NaCl

ACC-deaminase, IAA,
P-solubilization, EPS

greenhouse, pots, soil,
100 mM NaCl [83]

Lycopersicum
esculentum

improved fresh and dry biomass,
chlorophyll contents, and a greater

number of flowers and buds

P. fluorescens YsS6 and P. migulae
8R6

IAA, siderophores, phosphate
solubilization,

ACC-deaminase

greenhouse, soil, pots, 165
and 185 mM NaCl [62]

Glycine max length, shoot biomass, chlorophyll
content Pseudomonas putida H-2-3 gibberellins, abscisic and

salicylic acids
greenhouse, pots, peat
mixture, 120 mM NaCl [78]

Oryza sativa dry matter, chlorophyll content,
K+/Na+ ratio,

B. tequilensis, B. aryabhattai,
Providencia stuartii

glasshouse, pots, soil, 4 g.L−1

NaCl (EC = 8 dS.m−1)
[128]

Zea mays increase K+/Na+ ratio, plant growth Arthrobacter sp., Bacillus sp. auxin, abscisic acid,
cytokinins, gibberellins

greenhouse, pots,
sand:vermiculite, NaCl

(EC = 12 dS.m−1)
[129]

Triticum durum Growth promotion, chlorophyll
content, K+/Na+ ratio Pantoea agglomerans, 1 M NaCl auxin, ACC-deaminase,

phosphate solubilization
growth chamber, pot, soil,

100 and 200 mM NaCl [75]

Zea mays

improving growth and salt stress
tolerance, regulating ion homeostasis,

redox potential, leaf gas exchange,
stress-related genes expression

Serratia liquefaciens KM4, 450 mM
NaCl

IAA, siderophores, phosphate
solubilization

growth chamber, pots, soil,
160 mM NaCl [76]

Lolium perenne

enhanced growth and salt tolerance
and K+/Na+ ratio, chlorophyll, root

volume and activity, leaf catalase
activity, soluble sugar and proline

Pseudomonas sp. M30-35, phosphorus solubilization,
auxin

greenhouse, pots, soil,
300 mM NaCl [130]

Triticum durum

increasing light absorbed by PSII
antenna, PQ ratio and total quenching
of chlorophyll fluorescence, increased

yield of grains

consortium (A. pittii, A. oleivorans,
A. calcoaceticus,

Comamonas testosterone)

Phosphate, K, and Zn
solubilization, N2 fixation

greenhouse, pots, soil,
150 mM NaCl [131]
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5.3. Contribution to Osmolyte Accumulation in Plants

Plants accumulate osmolytes to maintain osmotic balance in the cells. The most widely
used osmolytes by the plants are oligo- and disaccharides, alcohols, proline, and glycine [132].
In addition, some of these compounds are used by the PGP endophytes [133]. Some sugar
alcohols are, in fact, signaling molecules, or they participate in osmoregulation under salinity stress.
Beneficial bacteria can regulate water potential and stomatal opening in plants by the accumulation
of diverse organic compounds, such as sugars, amino acids, alcohols, and glycerol, via hydraulic
conductivity [14,134]. There is evidence that betaine and proline, such as mannitol and sorbitol,
function as osmoregulators of plants in such deleterious environments [132]. In maize rhizosphere,
B. megaterium, a capsule-forming microbe, support plants by improving root hydraulic conductivity
under salinity [135]. Similarly, the B. amyloliquefaciens strain, in the presence of 200 mM of NaCl,
stimulated salt tolerance in rice plants by the upregilation of expression of some genes in the soil
environment, while in hydroponics, other genes were downregulated [84].

5.4. Plant Ion Homeostasis

The excess of Na+ results in an imbalance of nutrients due to the elevated uptake of this element,
so the K+/Na+ ratio decreases, which reduces plant growth in this circumstance. Some plants have
mechanisms to compensate for this imbalance by controlling the Na+ influx through the roots and the
xylem flux back [136]. Halotolerant PGPB increase K+ uptake by upregulating one K+ transporter and
decreasing the accumulation of Na+ in leaves; thus, the K+/Na+ ratio increases. Azotobacter populations
were able to decrease Na+ uptake and to stimulate the K+ influx, which resulted in increased chlorophyll
content and plant stress response mechanisms [113]. Other studies have reported that the inoculation
of PGPB (P. fluorescens biotype F, P. fluorescens CECT 378T, B. tequilensis, B. aryabhattai, Providencia
stuartii, Pantoea agglomerans, or Arthrobacter sp.) in plant rhizosphere under salinity stress resulted in
an increased K+/Na+ ratio [4,76,128,129]. All PGPB presented various PGP traits, the combined action
of which leads to the amelioration of salinity stress to plants.

5.5. Extracellular Polymeric Substances (EPSs)

Different biopolymers are secreted by the microbial cell (polysaccharides, polyesters, polyamides)
into its surroundings. The bipolymers play an irreplaceable role in plant–microorganisms relationships,
especially in the alleviation of plant salinity stress [17,36,55,137], as they are excreted out of the cells and
bind cations like Na+ in decreasing bioavailable concentration, but also serve as signal molecules for the
defense response to infections. These EPSs help PGPB to survive in saline environments; thus, most of
the halotolerant bacteria possess the ability to extrude this kind of compound [5]. Moreover, they are
an instrument that permits microorganisms and plant roots to communicate, establishing a number
of interactions. In that sense, EPSs are very useful to microorganisms in order to survive in root
surroundings and benefit from the exudates. Of course, the composition of the EPSs excreted by
the PGPB cells differs among genera and species and change with time, environmental conditions,
and circumstances. There are data that EPSs improve nutrient uptake and water potential in the
rhizosphere [138,139]. PGPB gently adhere to plant roots, secreting EPSs and forming biofilms against
desiccation [137].

Particularly, exopolysaccharide-producing Enterobacter sp. and Bacillus sp. have been found to
improve water balance in roots of quinoa under the saline stress of 400 mM NaCl [140]. Many of
the EPS-producing PGPB play a vital role in soil fertility and agricultural sustainability, such as
Azotobacter vinelandii, Rhizobium sp., Enterobacter sp., Agrobacterium sp., Xanthomonas sp., and Bacillus sp.;
thus, they indirectly improve soil structure and aggregation in the rhizosphere [55,138].
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6. Conclusions

Plants respond to salinity stress in different ways, but most of them are susceptive to increased
salt concentrations and suffer from reduced growth and development. Soil microbiome and especially
halotolerant PGPB possess plenty of mechanisms by which to promote plant access to nutrients or
improve their growth. These tools are diverse, including phytohormone generation, the dissolution
of phosphate compounds, and the production of siderophores, among others. Special attention
should be paid to the modulation of plant ethylene levels by utilizing the ACC as the sole carbon
source of nitrogen, due to its overall impact on plant growth and development. Regulation in plant
phytohormone signaling by PGPB is a promising way to boost the yield. In addition, the combined
possession of different traits has the most noticeable positive effect on plants when subjected to the
stress of salinization.

The studies over the past few years have demonstrated the ability of some halotolerant PGPB
to improve plant existence under salinity and also in nonstressful conditions. Most of the trials
were conducted in controlled conditions or even in vitro, while when they were applied in the field,
the promoting effect dramatically decreased. The main reason is that PGPB come from different
environments than the one in which they are inoculated. Nevertheless, a consortium of PGPB
presents multiple traits and may have more success in real conditions as different mechanisms can be
applied. Moreover, fundamental studies of the interactions between different populations and different
communities and plants need to be deepened by moving more and more to studies at the molecular
level. Further studies should be directed to reveal all intimate mechanisms of plant-growth promotion
under salinity stress and adjust the PGP biotechnology to be applied in real field conditions, as the
most important goal of this area of science is related to agricultural production.

Funding: This research received no external funding.

Acknowledgments: This research was funded by the Bulgarian Ministry of Education and Science under the
National Research Programme “Healthy Foods for a Strong Bio-Economy and Quality of Life”, approved by DCM
#577/17.08.2018.

Conflicts of Interest: The author declares no conflict of interest.

References

1. Food and Agricultural Organization. Available online: http://www.fao.org/global-soil-partnership/resources/
highlights/detail/en/c/1208623/ (accessed on 2 August 2020).

2. Munns, R.; Tester, M. Mechanisms of salinity tolerance. Annu. Rev. Plant Biol. 2008, 59, 651–681. [CrossRef]
[PubMed]

3. Ayers, R.S.; Westcot, D.W. Water Quality for Agriculture; FAO of UN: Rome, Italy, 1985.
4. Shilev, S.; Sancho, E.D.; Benlloch-Gonzalez, M. Rhizospheric bacteria alleviate salt-produced stress in

sunflower. J. Environ. Manag. 2012, 95, S37–S41. [CrossRef] [PubMed]
5. Etesami, H.; Glick, B.R. Halotolerant plant growth–promoting bacteria: Prospects for alleviating salinity

stress in plants. Environ. Exp. Bot. 2020, 178, 104124. [CrossRef]
6. Guttman, D.; McHardy, A.C.; Schulze-Lefert, P. Microbial genome-enabled insights into plantmicroorganism

interactions. Nat. Rev. Genet. 2014, 15, 797–813. [CrossRef] [PubMed]
7. Glick, B.R.; Liu, C.; Ghosh, S.; Dumbrof, E.B. Early development of canola seedlings in the presence of the

plant growth-promoting rhizobacterium Pseudomonas putida GR12-2. Soil Biol. Biochem. 1997, 29, 1233–1239.
[CrossRef]

8. Kang, H.L.; Rae, H.K.; Song, H.G. Enhancement of growth and yield of tomato by Rhodopseudomonas sp.
under greenhouse conditions. J. Microbiol. 2008, 46, 641–646.

9. Etesami, H.; Noori, F. Soil salinity as a challenge for sustainable agriculture and bacterial-mediated
alleviation of salinity stress in crop plants. In Saline Soil-Based Agriculture by Halotolerant Microorganisms;
Springer: Singapore, 2019; pp. 1–22.

http://www.fao.org/global-soil-partnership/resources/highlights/detail/en/c/1208623/
http://www.fao.org/global-soil-partnership/resources/highlights/detail/en/c/1208623/
http://dx.doi.org/10.1146/annurev.arplant.59.032607.092911
http://www.ncbi.nlm.nih.gov/pubmed/18444910
http://dx.doi.org/10.1016/j.jenvman.2010.07.019
http://www.ncbi.nlm.nih.gov/pubmed/20685030
http://dx.doi.org/10.1016/j.envexpbot.2020.104124
http://dx.doi.org/10.1038/nrg3748
http://www.ncbi.nlm.nih.gov/pubmed/25266034
http://dx.doi.org/10.1016/S0038-0717(97)00026-6


Appl. Sci. 2020, 10, 7326 14 of 20

10. Reich, M.; Aghajanzadeh, T.; Helm, J.; Parmar, S.; Hawkesford, M.J.; De Kok, L.J. Chloride and sulfate salinity
differently affect biomass, mineral nutrient composition and expression of sulfate transport and assimilation
genes in Brassica rapa. Plant Soil 2017, 411, 319–332. [CrossRef]

11. Etesami, H.; Beattie, G.A. Mining halophytes for plant growth-promoting halotolerant bacteria to enhance
the salinity tolerance of non-halophytic crops. Front. Microbiol. 2018, 9, 148. [CrossRef]

12. Lamattina, L.; García-Mata, C.; Graziano, M.; Pagnussat, G. Nitric oxide: The versatility of an extensive
signal molecule. Annu. Rev. Plant Biol. 2003, 54, 109–136. [CrossRef]

13. Nakashima, K.; Tran, L.S.P.; Van Nguyen, D.; Fujita, M.; Maruyama, K.; Todaka, D.; Ito, Y.; Hayashi, N.;
Shinozaki, K.; Yamaguchi-Shinozaki, K. Functional analysis of a NAC-type transcription factor OsNAC6
involved in abiotic and biotic stress-responsive gene expression in rice. Plant J. 2007, 51, 617–630. [CrossRef]
[PubMed]

14. Ilangumaran, G.; Smith, D.L. Plant Growth Promoting Rhizobacteria in Amelioration of Salinity Stress:
A Systems BiologyPerspective. Front. Plant Sci. 2017, 8, 1768. [CrossRef]

15. Klein, W.; Weber, M.H.W.; Marahiel, M.A. Cold shock response of Bacillus subtilis: Isoleucine-dependent
switch in the fatty acid branching pattern for membrane adaptation to low temperatures. J. Bacteriol. 1999,
181, 5341–5349. [CrossRef]

16. Hidri, R.; Metoui-Ben Mahmoud, O.; Debez, A.; Abdelly, C.; Barea, J.-M.; Azcon, R. Modulation of C:N:P
stoichiometry is involved in the effectiveness of a PGPR and AM fungus in increasing salt stress tolerance of
Sulla carnosa Tunisian provenances. Appl. Soil Ecol. 2019, 143, 161–172. [CrossRef]

17. Upadhyay, S.K.; Singh, J.S.; Singh, D.P. Exopolysaccharide-producing plant growth-promoting rhizobacteria
under salinity condition. Pedosphere 2011, 21, 214–222. [CrossRef]

18. Richards, L.A. (Ed.) Diagnosis and improvements of saline and alkali soils. In Agriculture Handbook; USDA:
Washintong, DC, USA, 1954; Volume 60, p. 160.

19. Rengasamy, P. World salinization with emphasis on Australia. J. Exp. Bot. 2006, 57, 1017–1023. [CrossRef]
20. Rengasamy, P. Transient salinity and subsoil constraints to dryland farming in Australian sodic soils:

An overview. Aust. J. Exp. Agric. 2002, 42, 351–361. [CrossRef]
21. Abrol, I.P.; Yadav, J.S.P.; Massoud, F.I. Salt Affected Soils and Their Management; FAO Soils. Bulletin 39;

Food and Agriculture Organization of the United Nations: Rome, Italy, 1988.
22. Shannon, M.C.; Grieve, C.M. Tolerance of vegetable crops to salinity. Sci. Hortic. 1998, 78, 5–38. [CrossRef]
23. Ashraf, M.; McNeilly, T. Salinity tolerance in Brassica oilseeds. Crit. Rev. Plant Sci. 2004, 23, 157–174.

[CrossRef]
24. Meng, R.; Saade, S.; Kurtek, S.; Berger, B.; Brien, C.; Pillen, K.; Tester, M.; Sun, Y. Growth curve registration

for evaluating salinity tolerance in barley. Plant Methods 2017, 13, 18. [CrossRef]
25. Joshi, R.; Mangu, V.R.; Bedre, R.; Sanchez, L.; Pilcher, W.; Zandkarimi, H.; Baisakh, N. Salt adaptation

mechanisms of halophytes: Improvement of salt tolerance in crop plants. In Elucidation of Abiotic Stress
Signaling in Plants; Springer: New York, NY, USA, 2015; pp. 243–279.

26. Al-Mutawa, M.M. Effect of salinity on germination and seedling growth of chick pea (Cicer arietinum L.)
genotypes. Int. J. Agro. Biol. 2003, 5, 227–229.

27. Egamberdieva, D. Alleviation of salt stress by plant growth regulators and IAA producing bacteria in wheat.
Acta Phys Plant. 2009, 31, 861–864. [CrossRef]

28. Essa, T.A. Effect of salinity stress on growth and nutrient composition of three soybean (Glycine max L.
Merrill) cultivars. J. Agron. Crop Sci. 2002, 188, 86–93. [CrossRef]

29. Hasegawa, P.M.; Bressan, R.A.; Zhu, J.-K.; Bohnert, H.J. Plant cellular and molecular responses to high
salinity. Annu. Rev. Plant Biol. 2000, 51, 463–499. [CrossRef]

30. Prakash, L.; Parthapasenan, G. Interactive effect of NaCl salinity and gibberellic acid on shoot growth, content
of abscisic acid and gibberellin like substances and yield of rice (Oruza sativa). Plant Sci. 1990, 100, 173–181.

31. Zhu, J.K. Regulation of ion homeostasis under salt stress. Curr. Opin. Plant Biol. 2003, 6, 441–445. [CrossRef]
32. Islam, F.; Yasmeen, T.; Ali, S.; Ali, B.; Farooq, M.A.; Gill, R.A. Priming-induced antioxidative responses in

two wheat cultivars under saline stress. Acta Physiol. Plantarum. 2015, 37, 153. [CrossRef]
33. Munns, R. Salinity, Growth and Phytohormones; Springer: Berlin, Germany, 2002.
34. Flowers, T.J.; Colmer, T.D. Salinity tolerance in halophytes. New Phytol. 2008, 179, 945–963. [CrossRef]

[PubMed]

http://dx.doi.org/10.1007/s11104-016-3026-7
http://dx.doi.org/10.3389/fmicb.2018.00148
http://dx.doi.org/10.1146/annurev.arplant.54.031902.134752
http://dx.doi.org/10.1111/j.1365-313X.2007.03168.x
http://www.ncbi.nlm.nih.gov/pubmed/17587305
http://dx.doi.org/10.3389/fpls.2017.01768
http://dx.doi.org/10.1128/JB.181.17.5341-5349.1999
http://dx.doi.org/10.1016/j.apsoil.2019.06.014
http://dx.doi.org/10.1016/S1002-0160(11)60120-3
http://dx.doi.org/10.1093/jxb/erj108
http://dx.doi.org/10.1071/EA01111
http://dx.doi.org/10.1016/S0304-4238(98)00189-7
http://dx.doi.org/10.1080/07352680490433286
http://dx.doi.org/10.1186/s13007-017-0165-7
http://dx.doi.org/10.1007/s11738-009-0297-0
http://dx.doi.org/10.1046/j.1439-037X.2002.00537.x
http://dx.doi.org/10.1146/annurev.arplant.51.1.463
http://dx.doi.org/10.1016/S1369-5266(03)00085-2
http://dx.doi.org/10.1007/s11738-015-1897-5
http://dx.doi.org/10.1111/j.1469-8137.2008.02531.x
http://www.ncbi.nlm.nih.gov/pubmed/18565144


Appl. Sci. 2020, 10, 7326 15 of 20

35. Hasanuzzaman, M.; Nahar, K.; Alam, M.; Bhowmik, P.C.; Hossain, M.; Rahman, M.M.; Prasad, M.N.V.;
Ozturk, M.; Fujita, M. Potential use of halophytes to remediate saline soils. Biomed. Res. Int. 2014, 2014, 589341.
[CrossRef]

36. Etesami, H.; Maheshwari, D.K. Use of plant growth promoting rhizobacteria (PGPRs) with multiple plant
growth promoting traits in stress agriculture: Action mechanisms and future prospects. Ecotox. Environ. Saf.
2018, 156, 225–246. [CrossRef]

37. Kumar, M.; Etesami, H.; Kumar, V. Saline Soil-Based Agriculture by Halotolerant Microorganisms; Springer Nature:
Singapore, 2019.

38. Ferreira, M.J.; Silva, H.; Cunha, A. Siderophore-producing rhizobacteria as a promising tool for empowering
plants to cope with iron limitation in saline soils: A review. Pedosphere 2019, 29, 409–420. [CrossRef]

39. Sanchez, D.H.; Siahpoosh, M.R.; Roessner, U.; Udvardi, M.; Kopka, J. Plant metabolomics reveals conserved
and divergent metabolic responses to salinity. Physiol. Plant. 2008, 132, 209–219. [CrossRef] [PubMed]

40. Takahashi, T.; Kakehi, J.-I. Polyamines: Ubiquitous polycations with unique roles in growth and stress
responses. Ann. Bot. 2009, 105, 1–6. [CrossRef] [PubMed]

41. Mahajan, S.; Tuteja, N. Cold, salinity and drought stresses: An overview. Arch. Biochem. Biophys. 2005, 444,
139–158. [CrossRef] [PubMed]

42. Shilev, S. Soil rhizobacteria regulating the uptake of nutrients and undesirable elements by plants. In Plant
Microbe Symbiosis—Fundamentals and Advance; Arora, N.K., Ed.; Springer: New Delhi, India, 2013; pp. 147–167.

43. Wang, X.; Chang, L.; Wang, B.; Wang, D.; Li, P.; Wang, L.; Yi, X.; Huang, Q.; Peng, M.; Guo, A. Comparative
proteomics of Thellungiella halophila leaves from plants subjected to salinity reveals the importance of
chloroplastic starch and soluble sugars in halophyte salt tolerance. Mol. Cell. Proteom. 2013, 12, 2174–2195.
[CrossRef]

44. Sairam, R.K.; Tyagi, A. Physiology and molecular biology of salinity stress tolerance in plants. Curr. Sci.
2004, 86, 407–421.

45. Stepien, P.; Johnson, G.N. Contrasting responses of photosynthesis to salt stress in the glycophyte Arabidopsis
and the halophyte Thellungiella: Role of the plastid terminal oxidase as an alternative electron sink.
Plant Physiol. 2009, 149, 1154–1165. [CrossRef]

46. Kushner, D.; Kamekura, M. Physiology of halophilic eubacteria. In Halophilic Bacteria; Rodriguez-Valera, F., Ed.;
CRC Press: Boca Raton, FL, USA, 1988; Volume 1, pp. 109–138.

47. Bowers, K.J.; Mesbah, N.M.; Wiegel, J. Biodiversity of poly-extremophilic bacteria: Does combining the
extremes of high salt, alkaline pH and elevated temperature approach a physico-chemical boundary for life?
Saline Syst. 2009, 5, 9. [CrossRef]

48. Wang, S.; Sun, L.; Ling, N.; Zhu, C.; Chi, F.; Li, W.; Hao, X.; Zhang, W.; Bian, J.; Chen, L.; et al. Exploring
Soil Factors Determining Composition and Structure of the Bacterial Communities in Saline-Alkali Soils of
Songnen Plain. Front. Microbiol. 2020, 10, 2902. [CrossRef]

49. Nelson, D.R.; Mele, P.M. Subtle changes in the rhizosphere microbial community structure in response to
increased boron and sodium chloride concentrations. Soil Biol. Biochem. 2007, 39, 340–351. [CrossRef]

50. Ruppel, S.; Franken, P.; Witzel, K. Properties of the halophyte microbiome and their implications for plant
salt tolerance. Funct. Plant Biol. 2013, 40, 940–951. [CrossRef]

51. Oren, A. The order Halobacteriales. In The Prokaryotes, 3rd ed.; Dworkin, M., Falkow, S., Rosenberg, E.,
Schleifer, K.-H., Stackebrandt, E., Eds.; Springer: Singapore, 2006; Volume 3, pp. 113–164.

52. Whatmore, A.M.; Chudek, J.A.; Reed, R.H. The effects of osmotic upshock on the intracellular solute pools of
Bacillus subtilis. Microbiology 1990, 136, 2527–2535. [CrossRef] [PubMed]

53. Shahzad, R.; Khan, A.L.; Bilal, S.; Waqas, M.; Kang, S.-M.; Lee, I.-J. Inoculation of abscisic acid-producing
endophytic bacteria enhances salinity stress tolerance in Oryza sativa. Environ. Exp. Bot. 2017, 136, 68–77.
[CrossRef]

54. Shilev, S.; Azaizeh, H.; Vassilev, N.; Georgiev, D.; Babrikova, I. Interactions in soil-microbe-plant system:
Adaptation to stressed agriculture. In Microbial Interventions in Agriculture and Environment; Singh, D.P.,
Gupta, V.K., Prabha, R., Eds.; Springer: Singapore, 2019; Volume 1, pp. 131–171.

55. Kidd, P.; Barceló, J.; Bernal, M.P.; Navari-Izzo, F.; Poschenrieder, C.; Shilev, S.; Clemente, R.; Monteroso, C.
Trace element behavior at the root-soil interface: Implications in phytoremediation. J. Environ. Exp. Bot.
2009, 67, 243–259. [CrossRef]

http://dx.doi.org/10.1155/2014/589341
http://dx.doi.org/10.1016/j.ecoenv.2018.03.013
http://dx.doi.org/10.1016/S1002-0160(19)60810-6
http://dx.doi.org/10.1111/j.1399-3054.2007.00993.x
http://www.ncbi.nlm.nih.gov/pubmed/18251862
http://dx.doi.org/10.1093/aob/mcp259
http://www.ncbi.nlm.nih.gov/pubmed/19828463
http://dx.doi.org/10.1016/j.abb.2005.10.018
http://www.ncbi.nlm.nih.gov/pubmed/16309626
http://dx.doi.org/10.1074/mcp.M112.022475
http://dx.doi.org/10.1104/pp.108.132407
http://dx.doi.org/10.1186/1746-1448-5-9
http://dx.doi.org/10.3389/fmicb.2019.02902
http://dx.doi.org/10.1016/j.soilbio.2006.08.004
http://dx.doi.org/10.1071/FP12355
http://dx.doi.org/10.1099/00221287-136-12-2527
http://www.ncbi.nlm.nih.gov/pubmed/2127802
http://dx.doi.org/10.1016/j.envexpbot.2017.01.010
http://dx.doi.org/10.1016/j.envexpbot.2009.06.013


Appl. Sci. 2020, 10, 7326 16 of 20

56. Kumar, A.; Singh, V.K.; Tripathi, V.; Singh, P.P.; Singh, A.K. Plant Growth-promoting Rhizobacteria (PGPR):
Perspective in Agriculture under Biotic and Abiotic Stress. In New and Future Developments in Microbial
Biotechnology and Bioengineering; Prasad, R., Gill, S.S., Tuteja, N., Eds.; Elsevier: Amsterdam, The Netherlands,
2018; pp. 333–342.

57. Lugtenberg, B.J.; Chin, A.W.T.F.; Bloemberg, G.V. Microbe-plant interactions: Principles and mechanisms.
Antonie Van Leeuwenhoek 2002, 81, 373–383. [CrossRef] [PubMed]

58. Dodd, I.C.; Zinovkina, N.Y.; Safronova, V.I.; Belimov, A.A. Rhizobacterial mediation of plant hormone status.
Ann. Appl. Biol. 2010, 157, 361–379. [CrossRef]

59. Yadav, A.N.; Sachan, S.G.; Verma, P.; Tyagi, S.P.; Kaushik, R.; Saxena, A.K. Culturable diversity and functional
annotation of psychrotrophic bacteria from cold desert of Leh Ladakh (India). World J. Microbiol. Biotechnol.
2015, 31, 95–108. [CrossRef]

60. Egamberdieva, D.; Wirth, S.J.; Alqarawi, A.A.; Abd_Allah, E.F.; Hashem, A. Phytohormones and beneficial
microbes: Essential components for plants to balance stress and fitness. Front. Microbiol. 2017, 8, 2104.
[CrossRef]

61. Pilet, P.E.; Saugy, M. Effect of root growth on endogenous and applied IAA and ABA. Plant Physiol. 1987, 83,
33–38. [CrossRef]

62. Ali, S.; Charles, T.C.; Glick, B.R. Amelioration of high salinity stress damage by plant growth-promoting
bacterial endophytes that contain ACC deaminase. Plant Physiol. Biochem. 2014, 80, 160–167. [CrossRef]

63. Shilev, S.; Naydenov, M.; Sancho Prieto, M.; Sancho, E.D.; Vassilev, N. PGPR as inoculants in management of
lands contaminated with trace elements. In Bacteria in Agrobiology: Stress Management; Maheshwari, D.K.,
Ed.; Springer: Berlin/Heidelberg, Germany, 2012; pp. 259–277.

64. Albacete, A.; Ghanem, M.E.; Martínez-Andújar, C.; Acosta, M.; Sánchez-Bravo, J.; Martínez, V.; Lutts, S.;
Dodd, I.C.; Pérez-Alfocea, F. Hormonal changes in relation to biomass partitioning and shoot growth
impairment in salinized tomato (Solanum lycopersicum L.) plants. J. Exp. Bot. 2008, 59, 4119–4131. [CrossRef]

65. Li, X.; Sun, P.; Zhang, Y.; Jin, C.; Guan, C. A novel PGPR strain Kocuria rhizophila Y1 enhances salt stress
tolerance in maize by regulating phytohormone levels, nutrient acquisition, redox potential, ion homeostasis,
photosynthetic capacity and stress-responsive genes expression. Environ. Exp. Bot. 2020, 174, 104023.
[CrossRef]

66. Cardinale, M.; Ratering, S.; Suarez, C.; Zapata Montoya, A.M.; Geissler-Plaum, R.; Schnell, S. Paradox of
plant growth promotion potential of rhizobacteria and their actual promotion effect on growth of barley
(Hordeum vulgare L.) under salt stress. Microbiol. Res. 2015, 181, 22–32. [CrossRef] [PubMed]

67. Shilev, S.; Babrikova, I.; Babrikov, T. Consortium of plant growth-promoting bacteria improves spinach
(Spinacea oleracea L.) growth under heavy metal stress conditions. J. Chem. Technol. Biotechnol. 2020, 95,
932–939. [CrossRef]

68. Paulucci, N.S.; Gallarato, L.A.; Reguera, Y.B.; Vicario, J.C.; Cesari, A.B.; García de Lema, M.B.; Dardanelli, M.S.
Arachis hypogaea PGPR isolated from Argentine soil modifies its lipidscomponents in response to temperature
and salinity. Microbiol. Res. 2015, 173, 1–9. [CrossRef] [PubMed]

69. El-Esawi, M.A.; Alaraidh, I.A.; Alsahli, A.A.; Alamri, S.A.; Ali, H.M.; Alayafi, A.A. Bacillus firmus (SW5)
augments salt tolerance in soybean (Glycine max L.) by modulating root system architecture, antioxidant
defense systems and stress responsive genes expression. Plant Physiol. Biochem. 2018, 132, 375–384. [CrossRef]
[PubMed]

70. Tanimoto, E. Regulation of root growth by plant hormones-roles for auxin and gibberellin. Crit. Rev. Plant Sci.
2005, 24, 249–265. [CrossRef]

71. Pertry, I.; Vereecke, D. Identification of Rhodococcus fascians cytokinins and their modus operandi to reshape
the plant. Proc. Natl. Acad. Sci. USA 2009, 106, 929–934. [CrossRef] [PubMed]

72. Glick, B.R. Plant growth-promoting Bacteria: Mechanisms and applications. Scientifica 2012, 2012, 963401.
[CrossRef] [PubMed]

73. Colebrook, E.H.; Thomas, S.G.; Phillips, A.L.; Hedden, P. The role of gibberellin signalling in plant responses
to abiotic stress. J. Exp. Biol. 2014, 217, 67–75. [CrossRef]

74. Noshin, I.; Roomina, M.; Humaira, Y.; Wajiha, K.; Sumera, I.; El Enshasy, H.; Dailin, D.J. Rhizobacteria
Isolated from Saline Soil Induce Systemic Tolerance in Wheat (Triticum aestivum L.) against Salinity Stress.
Agronomy 2020, 10, 989.

http://dx.doi.org/10.1023/A:1020596903142
http://www.ncbi.nlm.nih.gov/pubmed/12448736
http://dx.doi.org/10.1111/j.1744-7348.2010.00439.x
http://dx.doi.org/10.1007/s11274-014-1768-z
http://dx.doi.org/10.3389/fmicb.2017.02104
http://dx.doi.org/10.1104/pp.83.1.33
http://dx.doi.org/10.1016/j.plaphy.2014.04.003
http://dx.doi.org/10.1093/jxb/ern251
http://dx.doi.org/10.1016/j.envexpbot.2020.104023
http://dx.doi.org/10.1016/j.micres.2015.08.002
http://www.ncbi.nlm.nih.gov/pubmed/26640049
http://dx.doi.org/10.1002/jctb.6077
http://dx.doi.org/10.1016/j.micres.2014.12.012
http://www.ncbi.nlm.nih.gov/pubmed/25801965
http://dx.doi.org/10.1016/j.plaphy.2018.09.026
http://www.ncbi.nlm.nih.gov/pubmed/30268029
http://dx.doi.org/10.1080/07352680500196108
http://dx.doi.org/10.1073/pnas.0811683106
http://www.ncbi.nlm.nih.gov/pubmed/19129491
http://dx.doi.org/10.6064/2012/963401
http://www.ncbi.nlm.nih.gov/pubmed/24278762
http://dx.doi.org/10.1242/jeb.089938


Appl. Sci. 2020, 10, 7326 17 of 20

75. Cherif-Silini, H.; Thissera, B.; Bouket, A.C.; Saadaoui, N.; Silini, A.; Eshelli, M.; Alenezi, F.N.; Vallat, A.;
Luptakova, L.; Yahiaoui, B.; et al. Durum wheat stress tolerance induced by endophyte Pantoea agglomerans
with genes contributing to plant functions and secondary metabolite arsenal. Int. J. Mol. Sci. 2019, 20, 3989.
[CrossRef] [PubMed]

76. El-Esawi, M.A.; Alaraidh, I.A.; Alsahli, A.A.; Alzahrani, S.M.; Ali, H.M.; Alayafi, A.A.; Ahmad, M. Serratia
liquefaciens KM4 improves salt stress tolerance in maize by regulating redox potential, ion homeostasis,
leaf gas exchange and stress-related gene expression. Int. J. Mol. Sci. 2018, 19, 3310. [CrossRef] [PubMed]

77. Safdarian, M.; Askari, H.; Nematzadeh, G.; Sofo, A. Halophile plant growth-promoting rhizobacteria induce
salt tolerance traits in wheat seedlings (Triticum aestivum L.). Pedosphere 2020, 30, 684–693. [CrossRef]

78. Kang, M.; Radhakrishnan, R.; Khan, A.L.; Kim, M.-J.; Park, J.-M.; Kim, B.-R.; Shin, D.H.; Lee, I.-J. Gibberellin
secreting rhizobacterium, Pseudomonas putida H-2-3 modulates the hormonal and stress physiology of
soybean to improve the plant growth under saline and drought conditions. Plant Physiol. Biochem. 2014, 84,
115–124. [CrossRef] [PubMed]

79. Swain, T. Ethylene in Plant Biology; Academic Press: New York, NY, USA, 1974.
80. Glick, B.R. Bacteria with ACC deaminase can promote plant growth and help to feed the world. Microbiol. Res.

2014, 169, 30–39. [CrossRef]
81. Glick, B.R.; Penrose, D.M.; Li, J. A model for the lowering of plant ethylene concentrations by plant growth

promoting bacteria. J. Theor. Biol. 1998, 190, 63–68. [CrossRef]
82. Glick, B.R.; Todorovic, B.; Czarny, J.; Cheng, Z.; Duan, J.; McConkey, B. Promotion of plant growth by

bacterial ACC deaminase. Crit. Rev. Plant Sci. 2007, 26, 227–242. [CrossRef]
83. Misra, S.; Chauhan, P.S. ACC deaminase-producing rhizosphere competent Bacillus spp. mitigate salt stress

and promote Zea mays growth by modulating ethylene metabolism. 3 Biotech 2020, 10, 119. [CrossRef]
84. Nautiyal, C.S.; Srivastava, S.; Chauhan, P.S.; Seem, K.; Mishra, A.; Sopory, S.K. Plant growth-promoting

bacteria Bacillus amyloliquefaciens NBRISN13 modulates gene expression profile of leaf and rhizosphere
community in rice during salt stress. Plant Physiol. Biochem. 2013, 66, 1–9. [CrossRef]

85. Numan, M.; Bashir, S.; Khan, Y.; Mumtaz, R.; Khan Shinwari, Z.; Khan, A.L.; Khan, A.; AL-Harrasi, A.
Plant growth promoting bacteria as an alternative strategy for salt tolerance in plants: A review. Microbiol. Res.
2018, 209, 21–32. [CrossRef]

86. Kausar, R.; Shahzad, S.M. Effect of ACC-deaminase containing rhizobacteria on growth promotion of maize
under salinity stress. J. Agric. Soc. Sci. 2006, 2, 216–218.

87. Nadeem, S.M.; Zahir, Z.A.; Naveed, M.; Arshad, M. Rhizobacteria containing ACC-deaminase confer salt
tolerance in maize grown on salt-affected fields. Can. J. Microbiol. 2009, 55, 1302–1309. [CrossRef] [PubMed]

88. Wang, W.; Wu, Z.; He, Y.; Huang, Y.; Li, X.; Ye, B.-C. Plant growth promotion and alleviation of salinity stress
in Capsicum annuum L. by Bacillus isolated from saline soil in Xinjiang. Ecotoxicol. Environ. Saf. 2018, 164,
520–529. [CrossRef]

89. Sandmann, G. Consequences of iron deficiency on photosynthetic and respiratory electron transport in
blue-green algae. Photosynth. Res. 1985, 6, 261–271. [CrossRef] [PubMed]

90. Jaiswal, D.K.; Verma, J.P.; Prakash, S.; Meena, V.S.; Meena, R.S. Potassium as an important plant nutrient in
sustainable agriculture: A state of the art. In Potassium Solubilizing Microorganisms for Sustainable Agriculture;
Meena, V.S., Maurya, B.R., Verma, J.P., Meena, R.S., Eds.; Springer: New Delhi, India, 2016; pp. 21–29.

91. Noori, F.; Etesami, H.; Najafi Zarini, H.; Khoshkholgh-Sima, N.A.; Hosseini Salekdeh, G.; Alishahi, F. Mining
alfalfa (Medicago sativa L.) nodules for salinity tolerant non-rhizobial bacteria to improve growth of alfalfa
under salinity stress. Ecotoxicol. Environ. Saf. 2018, 162, 129–138. [CrossRef]

92. Vimal, S.R.; Singh, J.S.; Arora, N.K.; Singh, S. Soil-plant-microbe interactions in stressed agriculture
management: A review. Pedosphere 2017, 27, 177–192. [CrossRef]

93. Graham, P.H. Principles and Application of Soil Microbiology; Prentice Hall: Upper Saddle River, NJ, USA, 1988.
94. Gray, E.J.; Smith, D.L. Intracellular and extracellular PGPR: Commonalities and distinctions in the

plant-bacterium signaling processes. Soil Biol. Biochem. 2005, 37, 395–412. [CrossRef]
95. Yadav, A.N.; Sachan, S.G.; Verma, P.; Saxena, A.K. Bioprospecting of Plant Growth Promoting Psychrotrophic

Bacilli from the Cold Desert of North Western Indian Himalayas. Ind. J. Exp. Bot. 2016, 54, 142–150.
96. Dobbelaere, S.; Vanderleyden, J.; Okon, Y. Plant growth-promoting effects of diazotrophs in the rhizosphere.

Crit. Rev. Plant Sci. 2003, 22, 107–149. [CrossRef]

http://dx.doi.org/10.3390/ijms20163989
http://www.ncbi.nlm.nih.gov/pubmed/31426312
http://dx.doi.org/10.3390/ijms19113310
http://www.ncbi.nlm.nih.gov/pubmed/30355997
http://dx.doi.org/10.1016/S1002-0160(19)60835-0
http://dx.doi.org/10.1016/j.plaphy.2014.09.001
http://www.ncbi.nlm.nih.gov/pubmed/25270162
http://dx.doi.org/10.1016/j.micres.2013.09.009
http://dx.doi.org/10.1006/jtbi.1997.0532
http://dx.doi.org/10.1080/07352680701572966
http://dx.doi.org/10.1007/s13205-020-2104-y
http://dx.doi.org/10.1016/j.plaphy.2013.01.020
http://dx.doi.org/10.1016/j.micres.2018.02.003
http://dx.doi.org/10.1139/W09-092
http://www.ncbi.nlm.nih.gov/pubmed/19940939
http://dx.doi.org/10.1016/j.ecoenv.2018.08.070
http://dx.doi.org/10.1007/BF00049282
http://www.ncbi.nlm.nih.gov/pubmed/24442924
http://dx.doi.org/10.1016/j.ecoenv.2018.06.092
http://dx.doi.org/10.1016/S1002-0160(17)60309-6
http://dx.doi.org/10.1016/j.soilbio.2004.08.030
http://dx.doi.org/10.1080/713610853


Appl. Sci. 2020, 10, 7326 18 of 20

97. Mukhtar, S.; Zareen, M.; Khaliq, Z.; Mehnaz, S.; Malik, K.A. Phylogenetic analysis of halophyte-associated
rhizobacteria and effect of halotolerant and halophilic phosphate-solubilizing biofertilizers on maize growth
under salinity stress conditions. J. Appl. Microbiol. 2020, 128, 556–573. [CrossRef]

98. Zahran, H.H. Rhizobium-legume symbiosis and nitrogen fixation under severe conditions and in an arid
climate.Microbiol. Mol. Biol. Rev. 1999, 63, 968–989. [CrossRef]

99. Tilak, K.V.B.; Ranganayaki, N.; Manoharachari, C. Synergistic effects of plant-growth promoting rhizobacteria
and Rhizobium on nodulation and nitrogen fixation by pigeonpea (Cajanus cajan). Eur. J. Soil. Sci. 2006, 57,
67–71. [CrossRef]

100. Egamberdieva, D.; Berg, G.; Lindström, K.; Räsänen, L.A. Alleviation of salt stress of symbiotic Galega
officinalis L. (Goat’s Rue) by co-inoculation of rhizobium with root colonising Pseudomonas. Plant Soil. 2013,
369, 453–465. [CrossRef]

101. Figueiredo, M.V.; Burity, H.A.; Martınez, C.R.; Chanway, C. Alleviation of drought stress in the common bean
Phaseolus vulgaris L.) by co-inoculation with Paenibacillus polymyxa and Rhizobium tropici. Appl. Soil Ecol.
2008, 4, 182–188. [CrossRef]

102. Khalid, R.; Zhang, X.X.; Hayat, R.; Ahmed, M. Molecular characteristics of rhizobia isolated from Arachis
hypogaea grown under stress environment. Sustainability 2020, 12, 6259. [CrossRef]

103. Oldroyd, G.E. Speak, friend, and enter: Signalling systems that promote beneficial symbiotic associations in
plants. Nat. Rev. Microbiol. 2013, 11, 252–263. [CrossRef]

104. Miransari, M.; Smith, D.L. Alleviating salt stress on soybean (Glycine max (L.) Merr.)—Bradyrhizobium
japonicum symbiosis, using signal molecule genistein. Eur. J. Soil Biol. 2009, 45, 146–152. [CrossRef]

105. Rodríguez, H.; Fraga, R.; Gonzalez, T.; Bashan, T. Genetics of phosphate solubilization and its potential
applications for improving plant growth-promoting bacteria. Plant Soil 2006, 287, 15–21. [CrossRef]

106. Anand, K.; Kumari, B.; Mallick, M.A. Phosphate solubilizing microbes: An effective and alternative approach
as bio-fertilizers. Int. J. Pharm. Sci. 2016, 8, 37–40.

107. Goldstein, A.H. Involvement of the quinoprotein glucose dehydrogenase in the solubilization of exogenous
mineral phosphates by Gram negative bacteria. In Phosphate in Microorganisms: Cellular and Molecular Biology;
Torriani-Gorni, A., Yagil, E., Silver, S., Eds.; ASM Press: Washington, DC, USA, 1994; pp. 197–203.

108. Fernández, L.A.; Zalba, P.; Gómez, M.A.; Sagardoy, M.A. Phosphate-solubilization activity of bacterial strains
in soil and their effect on soybean growth under greenhouse conditions. Biol. Fertil. Soils 2007, 43, 805–809.
[CrossRef]

109. Khan, M.S.; Zaidi, A.; Wani, P.A. Role of phosphate-solubilizing microorganisms in sustainable
agriculture—A review. Agron. Sustain. Dev. 2007, 27, 29–43. [CrossRef]

110. Babalola, O.O.; Glick, B.R. The use of microbial inoculants in African agriculture: Current practice and future
prospects. J. Food Agric. Environ. 2012, 10, 540–549.

111. Etesami, H. Enhanced phosphorus fertilizer use efficiency with microorganisms. In Nutrient Dynamics for
Sustainable Crop Production; Springer: Berlin/Heidelberg, Germany, 2020; pp. 215–245.

112. Mayak, S.; Tirosh, T.; Glick, B.R. Plant growth-promoting bacteria confer resistance in tomato plants to salt
stress. Plant Physiol. Biochem. 2004, 42, 565–572. [CrossRef] [PubMed]

113. Rojas-Tapias, D.; Moreno-Galván, A.; Pardo-Díaz, S.; Obando, M.; Rivera, D.; Bonilla, R. Effect of inoculation
with plant growth-promoting bacteria (PGPB) on amelioration of saline stress in maize (Zea mays).
Appl. Soil Ecol. 2012, 61, 264–272. [CrossRef]

114. Hu, X.Y.; Page, M.T.; Sumida, A.; Tanaka, A.; Terry, M.J.; Tanaka, R. The iron-sulfur cluster biosynthesis
protein sufb is required for chlorophyll synthesis, but not phytochrome signaling. Plant J. 2017, 89, 1184–1194.
[CrossRef]

115. Kobayashi, T.; Nishizawa, N.K. Iron uptake, translocation, and regulation in higher plants. Annu. Rev. Plant Biol.
2012, 63, 131–152. [CrossRef]

116. Puig, S.; Ramos-Alonso, L.; Romero, A.M.; Martínez-Pastor, M.T. The elemental role of iron in DNA synthesis
and repair. Metallomics 2017, 9, 1483–1500. [CrossRef]

117. Falkowski, P.G.; Lin, H.Z.; Gorbunov, M.Y. What limits photosynthetic energy conversion efficiency in
nature? Lessons from the oceans. Philos. Trans. R. Soc. B Biol. Sci. 2017, 372, 20160376. [CrossRef]

118. Abbas, G.; Saqib, M.; Akhtar, J. Interactive effects of salinity and iron deficiency on different rice genotypes.
J. Plant Nutr. Soil Sci. 2015, 178, 306–311. [CrossRef]

http://dx.doi.org/10.1111/jam.14497
http://dx.doi.org/10.1128/MMBR.63.4.968-989.1999
http://dx.doi.org/10.1111/j.1365-2389.2006.00771.x
http://dx.doi.org/10.1007/s11104-013-1586-3
http://dx.doi.org/10.1016/j.apsoil.2008.04.005
http://dx.doi.org/10.3390/su12156259
http://dx.doi.org/10.1038/nrmicro2990
http://dx.doi.org/10.1016/j.ejsobi.2008.11.002
http://dx.doi.org/10.1007/s11104-006-9056-9
http://dx.doi.org/10.1007/s00374-007-0172-3
http://dx.doi.org/10.1051/agro:2006011
http://dx.doi.org/10.1016/j.plaphy.2004.05.009
http://www.ncbi.nlm.nih.gov/pubmed/15246071
http://dx.doi.org/10.1016/j.apsoil.2012.01.006
http://dx.doi.org/10.1111/tpj.13455
http://dx.doi.org/10.1146/annurev-arplant-042811-105522
http://dx.doi.org/10.1039/C7MT00116A
http://dx.doi.org/10.1098/rstb.2016.0376
http://dx.doi.org/10.1002/jpln.201400358


Appl. Sci. 2020, 10, 7326 19 of 20

119. Gargallo-Garriga, A.; Preece, C.; Sardans, J.; Oravec, M.; Urban, O.; Peñuelas, J. Root exudate metabolomes
change under drought and show limited capacity for recovery. Sci. Rep. 2018, 8, 12696. [CrossRef]

120. Raymond, K.M.; Denz, E. Biochemical and physical properties of siderophores. In Iron Transport in Bacteria;
Crosa, J.H., Mey, A.R., Payne, S.M., Eds.; ASM Press: Washington, DC, USA, 2004; pp. 3–17.

121. Kloepper, J.W.; Leong, J.; Teintze, M.; Schroth, M.N. Enhanced plant growth by siderophores produced by
plant growth-promoting rhizobacteria. Nature 1980, 286, 885–886. [CrossRef]

122. Masalha, J.; Kosegarten, H.; Elmaci, Ö.; Mengel, K. The central role of microbial activity for iron acquisition
in maize and sunflower. Biol. Fertil. Soils 2000, 30, 433–439. [CrossRef]

123. Trapet, P.; Avoscan, L.; Klinguer, A.; Pateyron, S.; Citerne, S.; Chervin, C.; Mazurier, S.; Lemanceau, P.;
Wendehenne, D.; Besson-Bard, A. The Pseudomonas fluorescens siderophore pyoverdine weakens Arabidopsis
thaliana defense in favor of growth in iron-deficient conditions. Plant Physiol. 2016, 171, 675–693. [CrossRef]
[PubMed]

124. Pii, Y.; Marastoni, L.; Springeth, C.; Fontanella, M.C.; Beone, G.M.; Cesco, S.; Mimmo, T. Modulation of Fe
acquisition process by Azospirillum brasilense in cucumber plants. Environ. Exp. Bot. 2016, 130, 216–225.
[CrossRef]

125. Kumar, V.; Kumar, P.; Khan, A. Optimization of PGPR and silicon fertilization using response surface
methodology for enhanced growth, yield and biochemical parameters of French bean (Phaseolus vulgaris L.)
under saline stress. Biocatal. Agric. Biotechnol. 2020, 23, 101463. [CrossRef]

126. Vaishnav, A.; Singh, J.; Singh, P.; Rajput, R.S.; Singh, H.B.; Sarma, B.K. Sphingobacterium sp. BHU-AV3 Induces
Salt Tolerance in Tomato by Enhancing Antioxidant Activities and Energy Metabolism. Front. Microbiol.
2020, 11, 443. [CrossRef]

127. Costa-Gutierrez, S.B.; Lami, M.J.; Di Santo, M.C.C.; Zenoff, A.M.; Vincent, P.A.; Molina-Henares, M.A.;
Espinosa-Urgel, M.; de Cristóbal, R.E. Plant growth promotion by Pseudomonas putida KT2440 under saline
stress: Role of eptA. Appl. Microbiol. Biotechnol. 2020, 104, 4577–4592. [CrossRef]

128. Shultana, R.; Zuan, K.Z.; Yusop, M.R.; Saud, H.M.; Ayanda, A.F. Effect of salt-tolerant bacterial inoculations
on rice seedlings differing in salt-tolerance under saline soil conditions. Agronomy 2020, 10, 1030. [CrossRef]

129. Tchuisseu Tchakounté, G.V.; Berger, B.; Patz, S.; Becker, M.; Turecková, V.; Novák, O.; Tarkowská, D.;
Fankem, H.; Silke, R. The response of maize to inoculation with Arthrobacter sp. and Bacillus sp.
in phosphorus-deficient, salinity-affected soil. Microorganisms 2020, 8, 1005.

130. He, A.-L.; Niu, S.-Q.; Zhao, Q.; Li, Y.-S.; Gou, J.-Y.; Gao, H.-J.; Suo, S.-Z.; Zhang, J.-L. Induced salt tolerance of
perennial ryegrass by a novel bacterium strain from the rhizosphere of a desert shrub Haloxylon ammodendron.
Int. J. Mol. Sci. 2018, 19, 469. [CrossRef]

131. Yaghoubi Khanghahi, M.; Strafella, S.; Crecchio, C. Changes in photo-protective energy dissipation of
photosystem II in response to beneficial bacteria consortium in durum wheat under drought and salinity
stresses. Appl. Sci. 2020, 10, 5031. [CrossRef]

132. Suprasanna, P.; Nikalje, G.C.; Rai, A.N. Osmolyte accumulation and implications in plant abiotic stress
tolerance. In Osmolytes and Plants Acclimation to Changing Environment: Emerging Omics Technologies; Iqbal, N.,
Nazar, R., Khan, N.A., Eds.; Springer: New Delhi, India, 2016; pp. 1–12.

133. Norwood, M.; Truesdale, M.R.; Richter, A.; Scott, P. Photosynthetic carbohydrate metabolism in the
resurrection plant Craterostigma plantagineum. J. Exp. Bot. 2000, 51, 159–165. [CrossRef] [PubMed]

134. Ciulla, R.A.; Diaz, M.R.; Taylor, B.F.; Roberts, M.F. Organic osmolytes in aerobic bacteria from mono lake,
an alkaline, moderately hypersaline environment. Appl. Environ. Microbiol. 1997, 63, 220–226. [CrossRef]
[PubMed]

135. Marulanda, A.; Azcon, R.; Chaumont, F.; Ruiz-Lozano, J.M.; Aroca, R. Regulation of plasma membrane
aquaporins by inoculation with a Bacillus megaterium strain in maize (Zea mays L.) plants under unstressed
and salt-stressed conditions. Planta 2010, 232, 533–543. [CrossRef]

136. Chinnusamy, V.; Zhu, J.; Zhu, J.-K. Salt stress signaling and mechanisms of plant salt tolerance. Genet. Eng.
2006, 27, 141–177.

137. Gupta, J.; Rathour, R.; Singh, R.; Thakur, I.S. Production and characterization of extracellular polymeric
substances (EPS) generated by a carbofuran degrading strain Cupriavidus sp. ISTL7. Bioresour. Technol. 2019,
282, 417–424. [CrossRef]

http://dx.doi.org/10.1038/s41598-018-30150-0
http://dx.doi.org/10.1038/286885a0
http://dx.doi.org/10.1007/s003740050021
http://dx.doi.org/10.1104/pp.15.01537
http://www.ncbi.nlm.nih.gov/pubmed/26956666
http://dx.doi.org/10.1016/j.envexpbot.2016.06.011
http://dx.doi.org/10.1016/j.bcab.2019.101463
http://dx.doi.org/10.3389/fmicb.2020.00443
http://dx.doi.org/10.1007/s00253-020-10516-z
http://dx.doi.org/10.3390/agronomy10071030
http://dx.doi.org/10.3390/ijms19020469
http://dx.doi.org/10.3390/app10155031
http://dx.doi.org/10.1093/jexbot/51.343.159
http://www.ncbi.nlm.nih.gov/pubmed/10938822
http://dx.doi.org/10.1128/AEM.63.1.220-226.1997
http://www.ncbi.nlm.nih.gov/pubmed/16535487
http://dx.doi.org/10.1007/s00425-010-1196-8
http://dx.doi.org/10.1016/j.biortech.2019.03.054


Appl. Sci. 2020, 10, 7326 20 of 20

138. Arora, N.K.; Fatima, T.; Mishra, J.; Mishra, I.; Verma, S.; Verma, R.; Verma, M.; Bhattacharya, A.; Verma, P.;
Mishra, P.; et al. Halo-tolerant plant growth promoting rhizobacteria for improving productivity and
remediation of saline soils. J. Adv. Res. 2020. [CrossRef]

139. Naseem, H.; Bano, A. Role of plant growth-promoting rhizobacteria and their exopolysaccharide in drought
tolerance of maize. J. Plant Interact. 2014, 9, 689–701. [CrossRef]

140. Yang, A.; Akhtar, S.S.; Iqbal, S.; Amjad, M.; Naveed, M.; Zahir, Z.A.; Jacobsen, S.-E. Enhancing salt tolerance
in quinoa by halotolerant bacterial inoculation. Funct. Plant Biol. 2016, 43, 632–642. [CrossRef]

Publisher’s Note: MDPI stays neutral with regard to jurisdictional claims in published maps and institutional
affiliations.

© 2020 by the author. Licensee MDPI, Basel, Switzerland. This article is an open access
article distributed under the terms and conditions of the Creative Commons Attribution
(CC BY) license (http://creativecommons.org/licenses/by/4.0/).

http://dx.doi.org/10.1016/j.jare.2020.07.003
http://dx.doi.org/10.1080/17429145.2014.902125
http://dx.doi.org/10.1071/FP15265
http://creativecommons.org/
http://creativecommons.org/licenses/by/4.0/.

	Introduction 
	Soil Salinity—Induced Harmful Effects on Plants 
	Plant Response to Salinity Stress 
	Bacteria and Salinity Stress 
	Role of PGPB in Alleviating Salinity Stress to Plants 
	Phytohormone Signals 
	Auxins 
	Cytokinins, Gibberellic Acid, and Abscisic Acid 
	Modulation of Plant Ethylene Levels 

	PGPB Support Nutrient Acquisition in Plants 
	Nitrogen Fixation 
	Phosphate Solubilization 
	Iron Mobilization 

	Contribution to Osmolyte Accumulation in Plants 
	Plant Ion Homeostasis 
	Extracellular Polymeric Substances (EPSs) 

	Conclusions 
	References

