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Abstract: Increasing temperature leads to intensive water evaporation, contributing to global warm-
ing and consequently leading to drought stress. These events are likely to trigger modifications
in plant physiology and microbial functioning due to the altered availability of nutrients. Plants
exposed to drought have developed different strategies to cope with stress by morphological, physio-
logical, anatomical, and biochemical responses. First, visible changes influence plant biomass and
consequently limit the yield of crops. The presented review was undertaken to discuss the impact of
climate change with respect to drought stress and its impact on the performance of plants inoculated
with plant growth-promoting microorganisms (PGPM). The main challenge for optimal performance
of horticultural plants is the application of selected, beneficial microorganisms which actively sup-
port plants during drought stress. The most frequently described biochemical mechanisms for plant
protection against drought by microorganisms are the production of phytohormones, antioxidants
and xeroprotectants, and the induction of plant resistance. Rhizospheric or plant surface-colonizing
(rhizoplane) and interior (endophytic) bacteria and fungi appear to be a suitable alternative for
drought-stress management. Application of various biopreparations containing PGPM seems to
provide hope for a relatively cheap, easy to apply and efficient way of alleviating drought stress in
plants, with implications in productivity and food condition.

Keywords: climate change; drought stress; biopreparations; plant stimulation; plant growth-promoting
microorganisms

1. Introduction

The horticulture system is affected by various abiotic and biotic stresses which directly
and indirectly influence soil fertility, plant health and crop yield [1–3]. These stresses result
in the loss of soil microbial diversity, soil fertility and availability of nutrients [4]. The
condition of the soil under drought strictly corresponds to plant performance, showing
consequences in plant morphology, anatomy, physiology, and biochemistry. With reduction
in seed germination and seedling growth, plant height, nutrition and biomass are weakened
resulting in yield limitation. The huge variety of changes taking place in horticultural
plants and the mechanisms of counteracting stress they produce result from a very wide
range of horticultural plant species, including types of crops such as those distinguished
by the International Society for Horticultural Science (ISHS): (1) tree, bush and perennial
fruits, (2) perennial bush and tree nuts, (3) vegetables (roots, tubers, shoots, stems, leaves,
fruits and flowers of edible and mainly annual plants), (4) medicinal and aromatic plants,
(5) ornamental plants, (6) trees, shrubs, turf and ornamental grasses propagated and
produced in nurseries for use in landscaping or for establishing fruit orchards or other
crop production units [5]. Facing the current, rapid climate changes, the cultivation of
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plants is strongly affected by abiotic stresses, which additionally intensify the influence of
biotic factors such as pests causing serious plant infections [4]. In this dramatic situation,
plant associations with rhizospheric [6,7] and endophytic [8,9] microorganisms colonizing
the rhizoplane, rhizosphere and plant tissues should be considered as the main stress
relievers [10–14]. Three types of effects of microorganisms associated with plants are
distinguished: beneficial, deleterious and neutral ones. Based on the positive effects of
microbes, two main groups are listed, plant growth-promoting rhizobacteria (PGPR) or
more generally, plant growth-promoting bacteria (PGPB) and plant growth-promoting
fungi (PGPF) [14–19]. All mentioned groups of microorganisms can serve as biocontrol
agents, biofertilizers, phytostimulators and phytoremediators [2,12,20–22].

The most frequently described biochemical mechanisms of plant protection against
drought by microorganisms are the production of phytohormones, antioxidants and xero-
protectants [23]. Trehalose can act as xeroprotectant triggering the plant-defense system to
counteract the damage caused by drought. It has been shown that microorganisms with
tolerance to desiccation have the ability to protect some plants from drought. It seems to
be dependent on the microorganism’s ability to regulate the concentration of trehalose in
the plant as a signal of drying damage.

In horticultural production, plant–microbe interactions should be considered the main
factor of plant growth, protection against abiotic stresses and resistance against adverse
conditions [24,25] (e.g., in arid and semiarid areas), and these interactions could also be
beneficial in alleviating drought stress in plants [26]. Profound knowledge about the
mechanisms of plant–microbe interactions can offer several strategies to increase plant
productivity in an environmentally friendly manner [27]. Therefore, in the increasing
market for plant growth-promoting products, it is important to develop a successful
strategy for microorganism screening [28]. Furthermore, the European Green Deal (EGD),
provided by the European Commission in December 2019, is currently focused on the
application of natural products in agriculture and horticulture instead of chemical plant-
protection products. To cope with this idea, new efficient biological ingredients in the face
of changing climate are desired. Nowadays, the most significant consequence of climate
change is drought stress [29].

To deal with severe drought stress in the near future, it is strictly necessary to de-
termine the interactions, mechanisms and signaling pathways responsible for increased
drought tolerance in terrestrial organisms. The concept of drought and water deficit is
difficult to define, but the literature data [30–32] indicate that drought can be defined as a
state of the total water capacity being within the range of 12–20% for a period of 16 days.
Moreover, the drought state can achieve at least two degrees—mild and severe [33]—while
the water deficit [34] refers to the state of water capacity falling below 30%. To handle the
drought effect, plants can be supported by both microorganisms inhabiting the rhizoplane
(i.e., those adhering to the surface of the roots) and rhizosphere (i.e., living at a further dis-
tance within the root secretions) [34,35], as well as endophytic microorganisms inhabiting
the inside of the root [36]. The application of plant growth-promoting microorganisms
seems to provide hope for a cheap, easy to apply and efficient way of alleviating drought
stress in plants with implications in productivity and food condition. The presented review
was undertaken to discuss the impact of climate change with respect to drought stress, and
to emphasize that modifications in microorganisms composition and their traits should
indicate new solutions in the search for efficient compounds of biopreparations supporting
plant growth.

2. Climate Change

Global climate change is expected to be considerably critical over the century, leading
to influences on various parameters of the environment [17]. Not only atmospheric CO2
concentrations derived from natural and anthropogenic sources, but also surface tempera-
tures will be increasing gradually, likely from 1.0 to 5.7 ◦C by the end of this century [37].
Moreover, some regions, such as the Eastern Mediterranean and Middle East (EMME),
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have been classified as a climate “global hot-spot”. In the EMME, the temperature is
predicted to increase from 3.5 to 7 ◦C by the end of the century [38]. Additionally, it is
anticipated that rising air temperatures will increase the frequency of extreme weather
disasters such as heat waves, drought and heavy precipitation occurrence to a level that
has never been monitored before [37]. These strongly temperature-dependent climate
changes, combined with water scarcity, will lead to enhanced drought throughout the
globe, hurting whole ecosystems and different organisms, including the distribution of
plants and microorganisms [17].

In climate studies, calculations concerning crop evapotranspiration are also impor-
tant [17]. For instance, in South East Europe, the mean annual crop evapotranspiration
in the period 1991–2020 reached from 56 mm to 1297 mm, while averages for the future
30 years (between 2021 and 2050), are expected to vary from 59 mm to 1410 mm [17]. These
predictions consider the impact of future climate warming. Global warming increases
water evaporation and consequently leads to drought stress [39]. High temperature is the
crucial factor in melting glaciers and increasing the sea level [8]. The changes in polar and
subpolar climate zones also correspond with climate warming [40–42].

Climate change results in altered environmental conditions and negative effects on
natural ecosystems, which are likely to trigger modifications in plant physiology [43] and
microbial functioning [44] based on the availability of nutrients [4] or signal compounds [2].
It is certain that not only plants, but also plant-associated microorganisms might be remark-
ably changed in abundance, diversity and activity [44,45]. Both increased temperature and
drought may activate correspondent adjustments in plants and microorganisms and their
mutual interactions [17]. The adaptational challenges of horticultural plants are not only
associated with long-term average climate change, but also with the short-term changes
driven by weather extremes and interannual fluctuations [46]. Drought-related cereal
production losses are increasing by more than 3% yr−1 [46]. In the face of the continu-
ous raise of the world population to an estimated nine billion by 2050 [47], withstanding
drought stress according to sustainable agriculture/horticulture is a challenge for the 21st
century [48].

3. Plants under Drought Stress

Drought is an uncontrolled stress which affects almost all stages of plant growth and
development directly or indirectly [43]. Most of the drought effects on plants are associated
with high temperature. Physiological processes occur mostly in temperatures ranging from
0 ◦C to 40 ◦C. However, the optimal temperatures for the different stages of growth and
development are narrower and strongly depend on the species and ecological origin [1,49].

Plants exposed to drought stress develop numerous responses in different areas, from
morphological and physiological mechanisms to anatomical and biochemical or molecular
ones [1,39,50] (Figure 1).

Four types of morphological and physiological response strategies to drought stress
are highlighted, i.e., tolerance, avoidance, escape and recovery [51] (Figure 2). Tolerance is
defined as the plant’s ability to resist dehydration using osmoprotectants [52]. Avoidance is
based on the undisturbed occurrence of physiological processes (such as stomata regulation,
root system development). Escape is the adjustment of the plant’s life cycle by shortening
of the life cycle to avoid drought stress. Recovery is the ability of a plant to restart growth
after the exposure to the extreme drought stress [53].

The morphological features of drought stress include limited seed germination and
seedling growth, reduced size, area and number of leaves, restricted number of stomata,
reduced number of flowers, disturbed stem and root elongation, impaired plant height,
growth, development and yield, and reduced fresh and dry biomass [7,39,50].
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In order to adapt to the adverse environment, avoid drought and improve water
availability, plants increase the root length and their number [54]. Drought significantly
affects the plant’s cell elongation and division, its growth and its development, which is
mainly caused by the reduction in cellular differentiation, plant growth and yield [50]. The
negative effect on the leaf area under the drought condition could be dependent on the
reduction in the leaf number, size and longevity, combined with temperature, leaf turgor
pressure and assimilation rate [55]. The reduction in plant height and shoot dry weight
results in a lower quality of yield [54].

The morphological responses are most frequently combined with anatomical changes
in plants exposed to drought, e.g., thickening of cell walls, increased cuticle layer on the
leaf surface and improved development of vascular tissues [8,56]. Drought stress results
in anatomical changes in the lower and upper epidermis, mesophyll tissue and vascular
bundle diameter of leaves [57]. The negative anatomical effects on the leaves are based on
a shortage of water supply from the soil, limitations in nutrients uptake, and reduction
in photosynthetic rate. Plant hydraulic conductivity is modulated during drought stress
leading to the disruption of water flow in the xylem vessels (embolism) or modifications in
the vessel size and function [58]. Consequently, the reduced water flow from the root to
the shoot causes stomatal closure and transpiration disruption [50].

Drought affects the physiological traits such as the leaf relative water content and
water potential, stomatal conductance, transpiration and photosynthetic rates [59,60].
Reduced water content and water conductivity are responsible for the loss of turgidity and
limited stomatal conductance resulting in restricted gaseous exchange (the rate of carbon
assimilation) [8,61]. Furthermore, climatic conditions, e.g., higher temperature, drought
and soil aeration reduce the movement of nutrients in the soil, their uptake by roots and
transport in plant tissues [62].

Photosynthesis can be disrupted through the modulation of the electron transport
chain and can increase the rate of biochemical reactions catalyzed by different enzymes.
Above a certain temperature threshold, enzymes lose their function, influencing the plant
tissue tolerance to drought [1,63,64]. Drought stress also affects the translocation of nu-
trients and the composition of minerals, antioxidants and proteins [39,52]. Under stress
conditions, reactive oxygen species (ROS) are highly generated [65,66] causing cell damage
and plant necrosis [67]. Additionally, plant hormones and primary and secondary metabo-
lites are modified [1]. Drought is the elicitor that can increase the content of secondary
metabolites in plant tissues such as flavonoids, phenolics or more specific molecules, e.g.,
glycosides and alkaloids [68,69].

Crosstalk between drought and salinity stresses results in secondary stresses such as
oxidative and osmotic ones [66]. Drought stress is a major agricultural problem world-
wide and almost all of the main agricultural lands are affected by drought stress. The
potential mechanisms of drought tolerance include: (1) production of phytohormones
(such as indole-3-acetic acid (IAA), cytokinins and abscisic acid (ABA)) (2) synthesis of ex-
opolysaccharides (3) activity of 1-aminocyclopropane-1-carboxylic acid (ACC) deaminase
(4) induced systemic tolerance [66,70].

4. Mechanisms of Resistance in Plants

Plants are capable of defending themselves against numerous stress factors, both
biotic and abiotic ones, by activating very effective pathways of immunity (Figure 3).
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lyase; TAL—tyrosine ammonia-lyase; ISR—induced systemic resistance, SAR—systemic acquired resistance; JA—jasmonic
acid; ET—ethylene; SA—salicylic acid; PR proteins—pathogenesis related proteins.

The plant might acquire resistance against phytopathogenic infection due to the in-
duction of plant defense responses driven by the very wide range of interactions with
above- and below-ground microorganisms [6,73,74]. Several microbial species have dis-
played plant-priming phenomena. The priming process of plants is typically known in
induced systemic resistance (ISR) and systemic acquired resistance (SAR), and microbe-
associated molecular pattern (MAMP)-triggered immunity. ISR is mediated through the
involvement of phytohormones, e.g., ethylene (ET) and jasmonic acid (JA), and the de-
fense responses against phytopathogenic microorganisms are activated very quickly. SAR
and MAMP-triggered immunity are induced as a first line, and unlike ISR, they utilize
salicylic acid (SA) as signal substance of the plant resistance pathways [6,73,74]. The
nonpathogenic microorganisms and various organic elicitors, mainly derived from mi-
croorganisms, act by inducing systemic acquired resistance (SAR) [75]. To elicit defense
responses in plants, microorganisms secrete several molecules such as antibiotics (i.e.,
2,4-diacetylphloroglucinol, phenazines synthesized by Pseudomonas species, and cyclic
lipopeptides such as surfactin, synthesized by Bacillus strains), volatiles, quorum-sensing
signals (N-acyl homoserine lactone of Gram-negative bacteria), proteins and small low-
molecular weight compounds [6]. Natural bioactive compounds of microbial, Protist or
plant origins with the ability to protect plants against phytopathogens can have fungicidal
effects (can kill pathogens) or fungistatic effects (can limit development of phytopathogens),
as well as being able to induce plant defense reactions as elicitors [71,76]. Every factor
(physical, chemical, biotic, abiotic and their mixture) that induces plant immunity or stimu-
lates the defense mechanisms in a plant is called an elicitor and is defined depending on its
origin and molecular structure [68]. MAMP-type molecules are exoelicitors of microbial
origin. Pathogen-associated molecular pattern (PAMP)-type molecules are exoelicitors of
pathogenic organism origin. Damage/danger-associated molecular pattern (DAMP)-type
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molecules are endoelicitors of plant origin released during phytopathogen infection or pro-
duced under various stresses, [77–79]. Receptor proteins in the plasma membrane-pattern
recognition receptors (PRRs) recognize particular molecular patterns of MAMP/PAMP
and DAMP molecules [80,81]. The priming or PAMP-triggered, (PTI)-type local immunity,
which arises in the absence of virulent pathogens, is due to the rapid onset of intracellular-
signaling-pathway activation leading to a very fast and effective defense responses in the
plant [82].

In plants, a range of abiotic and biotic elicitors can strengthen tolerance to drought
stress, including alginate-derived oligosaccharides, ketoconazole, 2-aminoethanol, ABA,
brassinosteroids, and beneficial microorganisms such as Rhizobium strains, endo- and exo-
mycorrhizal rhizospheric and endophytic nonpathogenic fungi. These elicitors reduced the
content of monodehydroascorbate, prevented the accumulation of ROS, increased activities
of antioxidant enzymes, and maintained fresh and dry weights, grain yield, and relative
water content in a variety of plants in response to drought stress [83]. The term “induced
systemic tolerance” (IST) has been suggested for PGPB-induced physical and chemical
alterations that result in enhanced tolerance to abiotic stresses [70,84,85].

5. Bacteria Supporting Horticultural Crops

The most promising solution for the future of modern horticulture seems to be the
skillful use of biopreparations in the conventional crops and not limiting their use to a
narrow range of ecological or organic farming crops. Biopreparations include at least three
types of products: (1) biocontrol, or biological plant protection inhibiting directly (antago-
nism, competition) or indirectly (defense responses) the growth of phytopathogenic fungi
or bacteria and other pests such as insects and nematodes, (2) biostimulation, positively
affecting the plant development, increasing the plant biomass and yield, and (3) biofertil-
ization, which provides nutrients and enhances plant nutrient uptake [6,29,71], (Table 1).
The components of these biopreparations are very diverse, ranging from various inocu-
lum types of microorganisms (either single or consortia of endophytic bacteria, fungi and
Protista strains belonging to the plant growth-promoting group), through to metabolites,
including phytohormonal and hormonelike substances or parts of microorganism cells,
to various metabolites and structural compounds derived from microorganisms, Protista
and plants often acting as the plant resistance elicitors [6,86]. Interestingly, the components
of biopreparations are composed in such a way that, while performing biocontrol, biofer-
tilizer and biostimulant functions [87–91], they reduce the impact of stresses caused by
the numerous and dynamically changing environmental factors. Among these factors are
rapid shifts in the temperature and humidity leading to the formation of drought, which
reduces the availability of nutrients.

A very common approach is the isolation and application of active microorganisms to
similar or the same plant and conditions, e.g., a Pseudomonas IACRBru1 strain isolated from
Eruca versicaria (rucola) tissues improved Lactuca sativa (lettuce) biomass (up to 30%) [92].
One of the critical steps for the successful application of microorganisms is their survival
and development in the new environment. In drought-stressed soils, the highest efficiency
of this inoculation could be achieved using drought-tolerant bacteria isolated from arid soils
or drought-resistant plants [93–95]. Bacteria classified as Bacillus subtilis, Bacillus altitudinis,
Brevibacillus laterosporus and Bacillus mojavensis were isolated from Cistanthe longiscapa, a
plant native to Atacama Desert in Chile [94]. A consortium of these microorganisms, with
various complementary properties such as phosphate solubilization, the ability to grow on
N-free culture, IAA, ACC-deaminase, and exopolysaccharide (EPS) synthesis, were applied
onto tomato seeds, improving seedlings growth under drought stress.
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Table 1. Selected activities of beneficial bacteria under drought-stress conditions in horticultural plant species; H—higher
level/content; L—lower level/content; GPX—glutathione peroxidase; CAT—catalase; Chl—chlorophyll; RWC—relative
water content; Fv/Fm—quantum efficiency of photosystem II; SOD—superoxide dismutase; MDA—malondialdehyde.

Bacteria Changes in Plants Plants Ref.

Bacillus pumilus

- H total biomass (to 34.9%)
- H antioxidant enzyme activities
- H flavonoids, polysaccharide and glycyrrhizic
acid contents

Glycyrrhiza
uralensis [96]

Bacillus sp. - H roots and shoots fresh and dry weight
- H shoot length

Cucumis
sativus [97]

Azotobacter chroococcum - L GPX activity (to 12.5%) Mentha pulegium [98]

Pseudomonas putida KT2440
(pUCP22:otsAB)

- H trehalose [11-fold vs. P. putida KT2440
(pUCP) without the gen]
- H fresh and dry weight
- H fully turgid weight
- H RWC

Capsicum
annuum cv. Maor [23]

Azospirillum brasilense - L GPX activity (to 14.7%)
- H CAT activity (2.6-fold vs. control) Mentha pulegium [98]

Variovorax paradoxus 5C-2

- H shoot dry weight
- H net photosynthesis
- H relative Chl content
- L proline content

Solanum
lycopresicum cv. Boludo F1 [99]

Rhodococcus sp. 4J2A2 xeroprotectant effect of trehalose
in preventing the biomolecules

Solanum
esculentum cv. F144 [23]

Azotobacter chroococcum
with

Azospirilum lipofrum

- H fresh weight
- H root growth and length
- H total phenolics content in leaves
- H peroxidase activity

Juglans regia [100]

Azotobacter chroococcum
with

Azospirillum brasilense

- H RWC (from 64.6% to 72.1%)
- H Fv/Fm (from 0.56 to 0.75)
- H SOD activity (from 34.7% to 57.2%)
- L GPX activity (to 26.9%)

Mentha pulegium [98]

Microbacterium sp. 3J1 or
Arthrobacter koreensis 5J12A or
Arthrobacter piechaudii 366-5

- H fresh and dry weight
- H turgid weight
- H RWC
- H roots and stems length

Capsicum
annuum cv. Maor [23]

Bacillus cereus AR156 with
Bacillus subtilis SM21 with

Serratia sp. XY21

- H proline content in leaves
- L MDA content in leaves
- L peroxidation in plasmalemma

Cucumis
sativus [82]

It is worth emphasizing that among the most frequently mentioned PGPR strains
of different genera, e.g., Pseudomonas, Bacillus, Klebsiella, Azotobacter, many Pseudomonas
species show a very high diversity of traits stimulating plant growth. For this reason,
many scientific laboratories are looking for such valuable isolates adapted to drought
conditions [101–103] (Table 1). Pseudomonas putida, isolated by Kumar et al. [101], syn-
thetized IAA, siderophore, ACC-deaminase, formed biofilm and solubilized phosphate.
Pseudomonas aeruginosa strain, isolated from North East India, additionally showed HCN
synthesis and endogenous osmolyte accumulation under the drought condition [103].
Sandhya et al. [102] also selected drought-tolerant Pseudomonas spp.: P. monteilli, P. putida,
P. stutzeri, P. syringae from the rhizosphere of crop plants.

Niu et al. [93] isolated drought-tolerant plant growth-promoting bacteria from Setaria
italica (foxtail millet) cultivated in arid soils. The bacterial strains identified in the roots
and bulk soil (e.g., Pseudomonas fluorescens DR7 and DR11, Pseudomonas migulae DR35 and
Enterobacter hormaechei DR16) synthetized ACC-deaminase under drought conditions. All
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the isolates produced EPS, but IAA activity was confirmed only in DR35 culture. Similarly,
Pseudomonas sp. isolated from Californian soil exposed to frequent drought also showed
significant production of EPS in response to desiccation [104].

Belonging to the PGPR family, Azospirillum spp. (Table 1) are a group of free-living
soil bacteria mainly known for their ability to fix atmospheric nitrogen but also for re-
leasing phytohormones, enhancing root growth, water and mineral uptake and plant
resistance to drought stress [105,106] (Table 1). As a microbial inoculant, Azospirillum spp.
could be crucial to improve fruit-tree acclimatization when transferred to the post-vitro
environment [106].

Mariotti et al. [105] revealed that Azospirillum baldaniorum cells and their metabolites
promote Ocimum basilicum cv. Red Rubin (purple basil) growth under the water stress
condition. This action was attributed to the synthesis and transport of phytohormones
that promoted plant growth and conferred tolerance to the abiotic stress. The plant leaves
treated with a relevantly high dose of the filtered culture supernatants of A. baldaniorum
contained significantly higher concentration of chlorophyll a and b, total chlorophyll,
carotenoids, and anthocyanins. In the presence of these bacteria, in the tissues of purple
basil, the concentration of stress-related phytohormones, ABA, JA and SA were higher.
Azospirillum brasilence accompanied by Pseudomonas sp. and Bacillus lentus also caused a
higher level of chlorophyll content in Ocimum basilicum grown under drought stress [107].

Moreover, at the end of the growing season, certain soil species, including soil-borne
endophytic microorganisms promoting plant growth (e.g., including Bacillus, Clostridium
and Sporolactobacillus genera), form endospores capable of remaining dormant in the soil.
It is extremely important that in adverse environmental conditions (e.g., drought, very
high or low temperature or higher amounts of incoming solar radiation) [1,108,109], when
spores encounter the appropriate conditions (for example in the next growing season),
they survive, germinate and the vegetative cells develop in the soil and are able to inhabit
plants [109].

A mixture of three PGPR strains (Bacillus cereus AR156, Bacillus subtilis SM21, and
Serratia sp. XY21) (Table 1) stimulated IST in drought stress in cucumber plants by main-
taining the root recovery intensity, reducing plasmalemma peroxidation, stabilizing the
osmotic potential, increasing photosynthesis efficiency and activities of SOD and cyto-
plasmic ascorbate peroxidase (APX) in the leaves, without involving the action of ACC
deaminase to the lower plant ethylene levels [83].

5.1. Bacillus Species in Drought Stress

Among the features of the soil-aerobic, rod-shaped cells of Bacillus species (Table 1)
contributing to the biocontrol mechanism is the synthesis and secretion of various an-
timicrobial peptides and very diverse antibiotics, enzymes, other proteins and organic
compounds [110,111]. Inoculation of Cucumis sativus (cucumber) with Bacillus cereus and
Bacillus subtilis strains along with Serratia sp. induced systemic tolerance to drought stress
in plants by maintaining photosynthetic efficiency, root vigor, increasing proline content
and enhanced SOD and CAT activities in the leaves [83]. In another experiment, to enhance
Lycopersicon esculentum (tomato) drought tolerance, Bacillus cereus AR156 supernatant was
applied. In the treated plants, chlorophyll a and b contents, as well as the activities of SOD,
POD and CAT were increased markedly after culture supernatant application [112].

Plant small heat shock proteins (sHSPs) act as molecular chaperones that prevent
irreversible aggregation of denatured proteins [85]. During drought stress, pepper plants
inoculated with Bacillus licheniformis K11 exhibited enhanced transcription of Cadhn, VA,
sHSP, and CaPR-10 genes [113,114]. In the study of Lim and Kim [113], the Capsicum
annuum (pepper) seedlings were treated with a Bacillus licheniformis strain originated from
Korean soil. Plants inoculated with drought-tolerant bacteria achieved higher shoot length
and dry weight, and the analysis of gene expression in pepper roots indicated higher levels
of expression of four genes related to drought and cold stresses. Bacillus sp. selected for
high levels of cytokine synthesis was introduced into 12-day old L. sativa grown in dry soil.
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After 3 weeks of seedlings inoculation, the increased amount of cytokinin and higher fresh
and dry weights of shoots were confirmed [115].

At the beginning of vegetative season, higher temperature induces microbial metabolism
(including releasing of inorganic available P to the soil solution by phosphate solubilizing
microorganisms (PSM)) [116]. Gradually, the lack of adequate precipitation, insufficient
soil moisture and high temperature decreased the soil microbial activity and the movement
of nutrients in the soil [62]. Bacillus strains are commonly known to be great phosphate
solubilizers [110]. Ying et al. [18] revealed high phosphatase activity of Bacillus megatherium
and inorganic phosphate solubilization of Bacillus saryghattati strains under drought stress.
Bacillus spp. (B. cultidtuctinus, B. subtilis, B. polymyxa and B. mojavensis) isolated from
the Cistanthe longiscapa rhizosphere grown in the Atacama Desert (Chile) also exhibited
phosphate-solubilizing activity [94].

It is worth noting that the activity of phosphate-solubilizing Bacillus strains support
very energy-consuming processes of nitrogen fixation. Available P is a crucial ingredient of
the energy source ATP. It can also replace conventional fertilization. An effective action on N
and P uptake by the Vicia faba (faba bean) seeds and straws was confirmed after inoculation
with the well-known phosphate-solubilizing bacterium Bacillus megatherium [117]. After
inoculation of the apple trees cv. ‘Topaz’ with ‘Mycostat’ (containing Bacillus subtilis among
strains promoting plant growth) the P root content was the same as in the tissues treated
with chemical NPK fertilizer [89]. In addition, when soil moisture declined, the limited
diffusion rate of nutrients, particularly P, from the soil matrix into the absorbing surface
negatively affected nodulation and biological nitrogen fixation [118].

Plants with symptoms of potassium deficiency show accelerated wilting and lower
yield, causing the loss of control of turgor-driven leaf movements [119]. Bacillus strains can
secrete acidic metabolites (e.g., oxalic, fumaric, lemon, tartaric acids) that dissolve various
minerals. Avakyan [120] demonstrated the ability to produce a thick EPS envelope by the
strain Bacillus mucilaginosus. Secretion of the acidic metabolites by B. mucilaginosus cells
creates a zone of strong acidification at the soil minerals’ surface and allows the dissolution
of mineral compounds. The polysaccharides secreted by these microorganisms additionally
strongly adsorb SiO3

−2 leaving bioavailable K cations for plants in the soil solution [121].
The plant root is involved in the perception and transduction of stress signals via

phytoregulators such as ET [122]. The increased level of ET causes premature aging
of fruits and vegetables; wilting of flowers and leafy vegetables and defoliation of the
mature leaves. Additionally, higher concentrations of ET in the rhizosphere inhibits
arbuscular mycorrhizal fungi colonization and the root nodulation of legumes. A Bacillus
subtilis (LDR2) strain isolated from the rhizosphere of drought-stressed plants, synthetizes
ACC deaminase-regulating ET concentration. In the experiment, a LDR2 strain revealed
protective mechanisms against the low water availability in soil, and improved Trigonella
plants’ weights (by 56%). Barnawall et al. [122] also demonstrated the enhanced nodulation
and arbuscular mycorrhizal fungi colonization in the plants, which caused better nutrient
uptake after inoculation of plants with B. subtilis.

In the face of climate change, certain future adaptations can be predicted by observing
the functioning of organisms in extreme environments. In addition, in natural adverse
ecosystems, except for the ability to form spores, microorganisms support plant growth
and simultaneously provide an optimal environment for the development of plants tis-
sues [111,117,123], e.g., Bacillus mojavensis was isolated from the very extreme environment
of the Mojave Desert in California [111]. All the strains belonging to this group are de-
scribed as endophytic and antagonistic to fungi [124]. The endophytic microorganisms
(including both obligate and facultative species) are microbial symbionts residing within
plants, mostly influencing host physiology [36,111].

The B. mojavensis strain isolated from the soybean plant rhizosphere was a very antag-
onistic strain, effectively controlling Rhizoctonia solani, a pathogenic fungus causing huge
harvest losses of horticultural crops [125,126]. The presence of endophytic microorganisms
with the biocontrol actions of soil-borne pathogens and the ability to stimulate the growth
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of cultivated plants from the early stages of its development seems to be a crucial solution
for plants under unfavorable climate conditions. The inoculation of soybean seeds with the
Bacillus mojavensis PB 35(R11) strain enhanced the growth of plant inoculated with R. solani
(about 30% higher plant fresh weight and over 100% higher plant dry weight) [111]. More-
over, quantitative assays of the PB-35(R11) strain showed HCN, ammonia and siderophore
production, as well as phosphate solubilization and chitinase activity. The treatment of
seeds gives several advantages for the control of pathogenic fungi as a promising alterna-
tive to the use of synthetic pesticides. The endophytic Bacillus inoculants are also known
for controlling Fusarium species, especially Fusarium verticillioides [124,127].

5.2. Actinomycetes Species in Drought Stress

A more advantageous strategy is the selection of microorganisms adapted to function-
ing in the conditions of temporary lack of water, drought, or rapid changes in temperature,
because the metabolically active forms of microorganisms may support the growth of
sensitive horticultural crops. Actinomycetes are Gram-positive, mostly aerobic, saprotrophic
bacteria of diverse phenotypes (from cocci to highly differentiated mycelia).

Tangles of filaments grow similarly to filamentous fungi. This pseudomycelial growth
(surface, plunge or air) provides penetration of a larger soil volume and into pores of
soil, easing access to valuable minerals and simultaneously making them available to
plants [128].

The main place of Actinomycetes occurrence is the soil (warm and humid or dry), but
they are also identified in desert sands, on leaves and in plant tissues [129]. Reproduction
of these bacteria occurs by fragmentation of pseudomycelium and spore formation. This
group of microorganisms are mostly chemoorganotrophs with the ability to break down
difficult decomposing substrates, e.g., cellulose, chitin, steroids, higher fatty acids or
aromatic compounds. These activities allow them to survive and outcompete the native
microflora in various ecological niches [130]. Lawlor et al. [131] revealed a higher number
of Actinomycetes colony forming units (CFU) (about 106 to 107 g−1 of dry weight of soil)
than CFU of fungi (104 to 105 g−1 of dry weight of soil).

Actinomycetes are known to be producers of bioactive compounds (antibacterial, an-
tifungal), exhibiting great potential in promoting plant growth [129]. Sousa et al. [3]
investigated that the Streptomyces strains produce siderophores, phytohormones (IAA),
and solubilizing phosphate compounds, and exhibit chitinase, xylanase, cellulase, amylase
and lipase activities. Additionally, the number of plant growth-promoting Actinobacteria is
1.3 times higher than that of the other bacteria [132].

Khamna et al. [133] identified about 30 Streptomyces isolates in Thai soil samples
collected from the rhizospheres of plants such as Curcuma magga, Zingiber officinale (ginger),
Ocimum sanctum (holy basil), and Cumbopogon citratus (lemongrass). After 3-day incu-
bation, the Streptomyces CMU-H009 strain synthetized the highest concentration of IAA
(about 144 µg · mL−1) and its culture filtrates stimulated Vigna unguiculata (cowpea) seed
germination. El-Tarabily [134] isolated over 60 Streptomyces spp. strains from a tomato
rhizosphere in the United Arab Emirates and some of them revealed ACC-deaminase and
IAA synthesis. The most efficient Streptomyces filipinensis 15, Streptomyces atrovirens 26 and
Streptomyces albovinaceus 41 strains increased Lycopersicon esculentum (tomato) root and
shoot length and dry weight. A higher level of endogenous IAA in the roots and shoots in
these plants was also confirmed. Actinomycetes exhibited great potential in promoting rice,
sorghum [135], tomato [134], maize [136] and soybean seedling growth [137].

It is worth emphasizing that some Actinomycetes (e.g., Frankia sp.) function in a
symbiosis with higher plants, fixing nitrogen, while the plant provides the bacteria with
sugars and minerals [136]. Such a favorable relationship has been observed in soybeans,
peas, Elaeagnus umbellata and Eleangus angustifolia (Russian olive) [138].

A variety of activities improving plant development have been indicated in the Acit-
nomycetes species, and their efficiency obtained by adapting to adverse climatic conditions
enables them to receive commercial products containing PGPA (plant growth-promoting
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actinobacteria), such as Streptomyces lydicus strains. Acitnomycetes species (Streptomyces
kasugaensis, Streptomyces griseus and Streptomyces cacoi var. asoensis) producing antibacterial
and antifungal bioactive compounds are components of biocontrol products applied against
plant pathogens [129]. Actinomycetes synthesize enzymes such as lysozyme, glucanases,
peptide–peptide hydrolases, mannanase and chitinase, which are involved in the lysis of
the cell walls of other microorganisms [128]. El Tarabily et al. [134] investigated the promo-
tion and biological control of seedlings and the mature plants of C. sativus using endophytic
Actinomycetes (Actinoplanes campanulatus, Micromonospora chalcea and Streptomyces spiralis).
Pythium aphanidermatum (oospore-producing soil-borne pathogen) causes seedling and root
diseases of cucumber, causing damage to horticultural crops. This experiment proved that
Actinomycetes colonize the roots of inoculated plants, promoted their growth and reduced
the impact of P. aphanidermatum. Furthermore, El Tarabily et al. [134] compared the impact
of Actinomycetes with chemical fungicide (metalaxyl) and demonstrated the possibility of
replacing fungicide with plant inoculation with endophytic Actinomycetes.

6. Plant Growth-Promoting Fungi in Horticultural Crops

Among microorganisms, fungi can be much more drought-tolerant than bacteria [139]
due to a number of mechanisms to overcome drought stress, including osmolytes, thick
cell walls, and melanin [140]. Yeast cells are encased in a protective cell wall and cells of
filamentous fungi can be connected, allowing water and solutes to flow between them. The
filamentous fungi produce extremally long hypha, enabling the extraction of water from
remote sites in the soil. Fungal abundance in the soil can increase under drought. They can
remain active and even grow under extremely dry conditions. Their resistance to drought
allows them to conduct the basic processes of decomposition of polymer compounds and
the circulation of C and N [139]. Fungi, bacteria, seaweeds and plants are able to accumu-
late osmoprotectants, for instance amino acids (e.g., proline, glutamate), carbohydrates
(trehalose), sugar alcohols (inositol, mannitol), quaternary ammonium compounds (glycine
betaine) and tertiary sulphonium compounds (e.g., dimethylsulphoniopropionate) [141].

Plants use various mechanisms to protect against water deficiency, but some of them
are associated with the presence of fungi with special activities (Table 2). Eukaryotic plant
endophytes belong mainly to the fungi kingdom [142,143] and the most numerous among
these endophytes are Glomeromycota (40%), Ascomycota (31%), Basidiomycota (20%),
Zygomycota (0.1%) and unidentified phylla (8%). The Glomeromycota phyllum includes
only arbuscular mycorrhizal fungi (AMF), whose species protect against phytopathogens,
promote plant growth and counteract diverse stresses (mainly drought and salinity) by
activating stress responsive/induced genes in plants. AMF are able to create a symbiosis
with many horticultural plants belonging to various families, e.g., Alliaceae, Apiaceae,
Asteraceae, Fabaceae, Solanaceae, Rosaceae, and Oleaceae [144–146]. Arbuscular mycorrhiza
(AM) is the endomycorrhizal symbiotic association improving the nutrient uptake and
growth of plants which may protect the host plants from pathogens and the harmful effects
of drought [144,146,147]. Interactions with AMF, through an extensive network of hyphae,
supply the plant with water from distant places. Studies have shown that AMF mainly
use plant-derived carbohydrates in symbiosis with plants, and the plant receives access to
the bioavailable minerals absorbed by the fungus from the soil (especially phosphorus).
Moreover, the hyphae of fungal strains can uptake phosphorus and ammonium ions much
more efficiently than the plant roots [148].

Moreover, fungi may influence the hormonal balance of plants by producing phytohor-
mones (auxins, gibberellins) and through tolerance and resistance pathways, which protect
the plant against biotic and abiotic factors. Both ectomycorrhizal (EMF, e.g., Laccaria spp.)-
and endomycorrhizal-AMF fungi (e.g., belonging to the Glomus, Rhizophagus, Funneliformis
genera) are capable of inducing the ISR resistance pathways involving JA as a signaling sub-
stance, or SAR, in which signaling occurs thanks to the SA molecules [149]. The production
of auxins by the fungal endophytes increases the growth of plants under stress [150]. After
the plant under stress is colonized by endophytes, stress-induced levels of ABA and some



Horticulturae 2021, 7, 390 13 of 21

genes’ expressions (e.g., zeaxanthin epoxidase, 9-cis-epoxycarotenoid dioxygenase 3 and
ABA aldehyde oxidase 3) were decreased. Similar effects were achieved in the promotion of
plant growth and yield under stress conditions, after exogenous phytohormone application
such as gibberellic acid [151]. Sometimes endophytes do not have positive effects on plant
growth during drought, but they improve plant recovery after water shortage [152].

The presence of some fungal endophytes (e.g., in the Nicotiana benthamiana seedlings)
increased the leaf area, chlorophyll content, photosynthetic rate, antioxidative enzyme
activities, accumulation of osmoprotectants (sugar, protein and proline) and enhanced
expression of drought-related genes [153,154]. On the other hand, in drought conditions,
the relative water content in leaves and soluble protein content in the tissues of Cinnamomum
migao did not change after 120-day inoculation with Glomus lamellosum [155] (Table 2).
In drought-suffering plants, after endophyte inoculation, a lower level of biomolecule
degradation was observed as a consequence of the reduced level of ROS production, e.g.,
in tomato [156]. In the face of drought stress, inoculation with Piriformospora indica (Table 2)
mobilized activities of peroxidase (POX), catalase (CAT) and superoxide dismutase (SOD)
in the leaves [157]. The endophytic fungal strains of Ampelomyces sp. isolated from soil
exposed to drought enhanced drought tolerance in tomato [143,158]. Inoculation of tomato
seedlings with Alternaria spp. strains under drought conditions resulted in the maintenance
of the photosynthetic efficiency and effective reduction of ROS accumulation [156].

Table 2. Selected activities of beneficial fungi under drought stress conditions in horticultural plant species; H—higher
level/content; L—lower level/content; Chl—chlorophyll; CAT—catalase; SOD—superoxide dismutase; MDA—malondialdehyde.

Fungi Changes in Plants Plants Ref.

Glomus intraradices

- H content of N in roots and shoots
- H flower and fruit production
- H fruit yield
- H dry root mass

Lycopersicum
esculentum [159]

Glomus mosesseae - slow down the reduction of Chl a+b
- inhibit the decomposition of carotenoids

Fragaria x
ananassa [32]

Glomus etunicatum
- H fresh weight
- H number of leaves
- H content of N, P, Zn in leaves

Juglans regia [100]

Ampelomyces sp.
- H dry weight of root and shoot
- H fruit weight
- H stress tolerance

Solanum
lycopersicum

var. Better Boy
[158]

Phoma spp.

- H proline content, CAT and SOD activities
- H chlorophyll content
- H MDA content
- H water content in leaves

Pinus
tablaeformis [160]

Piriformospora indica
- H root and shoot growth
- H lateral root development
- H peroxidase, CAT and SOD activities in leaves

Brassica rapa subsp. pekinensis [157]

Trichodermaharzianum - H fresh and dry weight of roots
- H osmolyte concentration Theobroma cacao [160]

Glomus mossae
with

Glomus etunicatum

- H height
- H content of N, P, Zn in leaves
- L leaves abscission

Juglans regia [100]

Glomus lamellosum
or

Glomus etunicatum

- H fresh and dry weight
- H stem fresh weight
- H water content in leaves
- L MDA content
- H CAT activity

Cinnamomum migao [155]
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Table 2. Cont.

Fungi Changes in Plants Plants Ref.

Glomus mosseae or
G. versiforme or
G. diaphanum

- H enzyme activity in soil
- L CAT activity in soil
- H hyphal density

Poncirus
trifoliata [161]

Chaetomium globosum
or

Penicillium resedanum

- H shoot dry weight
- H shoot length
- H photosynthesis rate

Capsicum annum [151]

Alternaria sp.
or

Trichoderma harzianum
- H root and shoot dry weight

Solanum
lycopersicum
var. Rutger

[156]

The presence of beneficial fungal strains in soil and plants might specifically induce
resistance by releasing elicitors belonging to fungal-derived compounds, e.g.: chitin, chi-
tosan, ergosterol, β-glucans [151]. Moreover, among the pathogenic microorganisms, the
filamentous fungi are responsible for horticultural crop diseases. It should be also noted
that fungal endophytes belonging to PGP (e.g., Colletotrichum sp., Alternaria sp., Fusarium
sp. and Aspergillus sp.) induce plant resistance and increase plant tolerance to drought, but
may also produce mycotoxins in plants [162]. To increase specificity and enhancement of
the induction, elicitors can be derived from the nonpathogenic fungi belonging to the same
genus as the pathogenic strains causing plant diseases, e.g., Fusarium or Trichoderma [152].
In grapevine with black-foot disease (Dactylonectria and Cylindrocarpon genera), the relative
abundance of the potential biocontrol agent Trichoderma in the root endosphere, rhizosphere,
and bulk soil under drought stress (25% irrigation regime) was significantly lower than
in control conditions (50–100% irrigation regime) [163]. Moreover, enrichment in AMF
Funneliformis during drought was observed.

Recent and particularly promising studies have focused on the determination of the
effectiveness and reliability of a mixture of bacterial and fungal strains (Table 3).

Table 3. Selected activities of beneficial consortia (bacteria with fungi) under drought stress conditions in horticultural plant
species; H—higher level/content; L—lower level/content; CAT—catalase; APX—ascorbate peroxidase; Chl—chlorophyll.

Bacteria with Fungi Changes in Plants Plants Ref.

Pseudomonas fluorescence
with

Trichoderma harzianum

- H growth parameters
- H seedling emergency
- H root and shoot length
- H CAT and APX activities

Cuminum cyminum [164]

Variovorax paradoxus 5C-2
with

Rhizophorus irregularis MULC

- H shoot dry weight
- H net photosynthesis
- no change: relative Chl content vs. control
- H oxidative damage
- L proline content

Solanum
lycopersicum cv. Boludo F1 [99]

7. Conclusions

The EGD emphasizes sustainable food production by the crucial reduction in the use
of pesticides, biocides and chemical mineral fertilizers and increase of organic (ecological)
production. Consequently, in many European countries, continuous research has been
carried out on natural biopreparations (biocontroling, biofertilizers) containing selected
microorganisms with different activities, and/or their metabolites.

The key problems of using biopreparations containing various microorganisms include
limiting the possibility of introducing the microbial inoculum to the appropriate conditions
and the low repeatability of their activities. This might be due to drought stress during the
vegetative period in comparison to microorganisms tested in the optimal conditions.
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The resistance of plants that interact with microorganisms in drought conditions is
enhanced because it is induced by both abiotic (stress factor) and the biotic (microorganism)
elicitors. In drought conditions, many cultivated horticultural plants use their own numer-
ous mechanisms (morphological, physiological, anatomical, biochemical or molecular) to
counteract the negative effects and are supported by endophytes that constantly inhabit
them, and rhizospheric microorganisms existing in the vicinity of roots.

The use of preparations containing fungal strains, which are more tolerant to drought
than bacteria, provides many tolerance mechanisms, and their abundance increases in
water-limiting conditions. Fungi, through their specific growth and traits, allow intensive
soil exploration, water extraction and penetration of plant tissues influencing the plant and
might be more effective compared to bacteria with the same activity.

Studies on the influence of drought stress on horticultural plants have indicated that
the application of various microorganisms allows efficient protection of plants, despite our
restricted knowledge about these mechanisms of action. Due to such a high variability of the
environment, biopreparations should be multicomponent in order to achieve appropriate
levels of microorganism cooperation and the final desired effect. The combination of fungal
and bacterial strains into one preparation gives even better effectiveness and reliability,
allowing us to consider higher crop-specificity, and seems to be particularly promising.

Author Contributions: Conceptualization, A.H.; E.O. and J.J.-Ś.; writing—original draft preparation,
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