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Abstract

Intracellular potassium (K+) homeostasis is an essential requirement for the
optimum processing of plant metabolism and overall functioning of plants. It is
regulated by K+ ion uptake, efflux, and intracellular and long-distance transloca-
tion, which is arbitrated by a great amount of K+-selective and nonselective
channels and transporters placed at both plasma and vacuolar membranes. Vari-
ous abiotic stresses like drought, salinity, water-logging stress, etc. led to drastic
deterioration of intracellular potassium homeostasis. These stresses aggravate a
K+ channel and transporter expression along with the posttranslational control of
their actions and optimization of K+ absorption and consequently cause
programmed cell death. Though there are certain specialized approaches which
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regulate the action of K+ channels and transporters by membrane potential,
cytosolic Ca2+, reactive oxygen species, polyamines, plant growth regulators,
and gasotransmitters are related to the adaptive plant responses to the unfavorable
environment. Therefore, this chapter mainly provides an insight into the molecu-
lar strategies associated with the potassium uptake and homeostasis during
different abiotic stress conditions.

Keywords

Potassium homeostasis · K+ channels and transporters · Plant growth regulators ·
Reactive oxygen species

3.1 Introduction

Oxidative burst caused by various abiotic stresses, for instance drought, salinity,
temperature, heavy metal stress, etc., caused severe loss to plant productivity
globally, and plant response to a combination of different environmental stresses is
unlike to the response developed by the plant to individual stress (Fahad et al. 2017).
These abiotic stresses in combination or alone caused imbalances in the redox cell
homeostasis due to the generation of a plethora of reactive oxygen species (ROS)
such as hydrogen peroxide (H2O2), superoxide (O2

•�), and radicals (Kaur et al.
2018). For the normal functioning of the plant metabolism and their survival, plants
require water (H2O) and essential mineral nutrients; however, to maintain the
cellular homeostasis under stress conditions, plant genome stimulates expression
of different sets of genes to ensure availability of nutrients and H2O (Mitra 2018). In
this context, level of intracellular potassium (K+) homeostasis is altered by various
abiotic stresses. K+ after N and P is the third most required essential macronutrient
by plants for their healthy life span (Srinivasarao and Kundu 2017).

Plants contain 2–10% of K of their dry weight, and cytoplasmic K+ amount is
approximately 100 mM; however, vacuole may have 20–200 mM of K+ (Gierth and
Mäser 2007), and apoplastic amount of K+ may vary between 10 and 200 mM and
may increase up to 500 mM (White and Karley 2010; Wang et al. 2013). Several
cellular proteins especially membrane proteins which are often called transporters
and channels are beneficial in K+ uptake from the outer environment and transport it
to various plant tissues, and the upregulation of the K status decreases the ROS
generation in plants. K decreases the activity of nicotinamide adenine dinucleotide
phosphate (NADPH) oxidases and regulates the photosynthetic electron transport
activity which helps to reduce ROS (Hasanuzzaman et al. 2018). There are two types
of K+ transporters on the basis of their affinity for K+: one is high-affinity
transporters which are active at low concentration of external K+, and the other
one is low-affinity channels which are active at high concentration of external K+

(Wang and Wu 2013).
Intracellular K+ homeostasis is recognized as a beneficial essential macronutrient

for the normal functioning of plant metabolism ultimately, overall plant productivity
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and its essentiality are related to its multiple roles in plants like enzyme activation,
osmoregulation, maintenance of cell turgor pressure, regulation of membrane polar-
ization, and cytoplasmic pH regulation (Barragán et al. 2012), some others are
regulation of cell elongation, stomatal movements, tropisms, phloem solute trans-
port, ion balancing, photosynthesis process functioning, protein synthesis, carbohy-
drate translocation, and metabolism, and as most of these processes are directly
involved in plant adaptation to hostile environment, K+ uptake, transport, and
homeostasis play a vital role in strengthening plant tolerance to abiotic stresses
(Shabala and Pottosin 2014). Over 50 different cytoplasmic enzymes are regulated
by K+; therefore, impairment of the K+ homeostasis caused by different stresses
results in severe damage to plant metabolism both in root and leaf tissues (Almeida
et al. 2017).

3.2 Potassium Uptake and Transport Under Abiotic Stress
Conditions

Potassium (K+) is an essential macronutrient for the growth, development, and
metabolic processes of plants. It is an obligatory element and rich cation in plant
cells which plays a prime role in physiological processes, viz., photosynthesis,
transportation, and stomatal and signal regulation (Clarkson and Hanson 1980). It
also has a modulatory function in key biochemical channels related to carbohydrate,
sugar, and energy metabolism and protein and enzyme activation (Marschner 2012).
Potassium is a chief fertilizer complex in physiological, biochemical, and
metabolical vibrant processes to augment plant growth, physiology, development,
yield, quality, and environmental adversity tolerance. Furthermore, these cations
play principal osmotic functions, i.e., cellular turgor, maintenance of cytosolic pH,
and membrane potential along with the proton motive force in plant system
(Maathuis 2009; Marschner 2012). Potassium is also considered as a foremost
macronutrient in tolerance to abiotic stresses, i.e., osmotic, drought, salinity, tem-
perature, etc. Thus to maintain a resistance against adverse stresses, plants advance
energy for the uptake of K+ ions and their distribution throughout the plant
(Amtmann et al. 2008; Sharma et al. 2013).

Potassium is predominantly absorbed through roots into the xylem sap and
transported aboveground to plant parts by transpiration-driven mass flow process
(Wegner 2015) (Fig. 3.1). Plants take up potassium either in the form of a cation (K+)
or salt form, viz., KNO3, KCl, K2CO3, etc., from soils. Among these, KCl is the most
routinely used for agronomic crops (Kafkafi et al. 2001). The uptake of K+ by root
system depends on the properties of the soil like texture, pH, organic, alkalinity, and
moisture content of soil. A few soluble forms of K compound, namely, K silicate
minerals, also exist in certain soils at a very low concentration. Thus,
microorganisms like fungi and bacteria accelerate solubility of K and play a key
role in transformation to soluble forms via exchange, acidification, and chelation
methods (Masood and Bano 2016). However, in sandy soil circumstances, potas-
sium is given in the form of foliar spray. But, the efficiency of the foliar application is
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dependent on the absorption, penetration, and sufficient leaf area capacity into leaves
(Ling and Silberbush 2002; Hasanuzzaman et al. 2018).

Potassium is taken up from the soil through xylem and translocated to different
cellular compartments from the external surroundings which requires many proteins
called transporters and channels which are present at the surface of the cell mem-
brane (Fig. 3.1). Potassium is highly mobile in plants, and its translocation takes
place through both xylem (root to shoot) and phloem (from source to sink). In the
whole translocation process from the soil to the different plant organs, K+ transverse
numerous tissues cell membranes via specific K+ membrane transport systems
(Fig. 3.1). For the effective transportation and uptake of K+ via various plant tissues
to cellular compartments, a coordinated molecular mechanism of sensing, signalling,
and protein channels are primarily processes.

Potassium ion uptake in different plant parts shows dual-affinity mechanism on
the basis of their affinity for K+. It can be classified as high affinity where K+ uptake
is mediated by K+ transporters at a low concentration of external K+ and low-affinity
K+ uptake mechanism facilitated mainly by K+ channels that are active at a higher
concentration, usually at more than 0.3 mM external K+ (Wang and Wu 2013;
Cherel et al. 2014) (Fig. 3.1). Over the past few years, progression in molecular
approaches and their advanced implementations enhanced the understanding and
involvement of high-affinity and low-affinity transporters in diverse crop species
includingOryza sativa,Hordeum vulgare L.,Capsicum annuum L., and Arabidopsis

Fig. 3.1 Overview of potassium uptake and transport in plants under the influence of various
transporters and proteins
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thaliana (Pyo et al. 2010; Wang and Wu 2013; Nieves-Cordones et al. 2014;
Hasanuzzaman et al. 2018).

Therefore, K+ uptake from soil and translocation into cellular compartments are
accomplished through numerous membrane transporter proteins and channel
families, viz., Shaker family channels include the tandem-pore K (TPK), voltage-
dependent, and two-pore channels (TPC) (Hedrich 2012), cation-proton antiporter
transport families include CHX, NHX, and KEA antiporters (Sze and Chanroj 2018),
and the carrier transport families are KT/HAK/KUP, HKT uniporters, and
symporters (Hamamoto et al. 2015; Li et al. 2018a) (Fig. 3.1). All these transporters
and channels have difference in their energetic coupling, affinity, and selectivity for
uptake and transport of K+ in plant cells (Ward et al. 2009; Sharma et al. 2013). The
pH and voltage potential gradients caused by H+-ATPase gated energy for K+ influx
across the cell membrane of root cells in apoplasmic solution are appropriate at less
than 1 mM K+ (Maathuis and Sanders 1994). H+/K+ symporters, such as NHXs and
CHXs, mediate this process and play an important function in K+ homeostasis in
vacuolated plant cells (Leidi et al. 2010; Barragán et al. 2012). The efficiency of K
channels and transporters might be enriched by overexpressing their underlying
genes or enhancing their protein activity. The increasing expression of genes
encoding high-affinity systems plays an important role in K+ influx when K+ is in
short supply (Shin and Schachtman 2004; Wang et al. 2015).

It is important to uphold normal growth of plants by taking an optimal amount of
K+ via high-affinity K+ transporter uptake system in roots from the soil (Cherel et al.
2014; Ragel et al. 2019). So, K+ carrier transporters might be grouped into four
major families like KT/HAK/KUP, CHX, Trk/HKT, and KEA (Liang et al. 2020).
These channels and transporter proteins play a vital action to strengthen tolerance
mechanism in plants to various abiotic stresses, viz., salt, temperature, drought,
heavy metal, etc. (Bose et al. 2014; Song et al. 2015). The KT/HAK/KUP-gated
transporters are the leading potassium ion transporter families. These plasma mem-
brane transporter proteins mediated K+ uptake over a broad range of concentrations.
For the homeostasis maintenance of ions in plants, numerous K+ transporters have
been recognized in relation to their functions either influx or efflux from the cellular
compartments and within the whole plant (Grabov 2007; Liang et al. 2020).

Over a few years, KT/HAK/KUP membrane transporters have been enumerated
in diversified annual crop species like barley, rice, maize, weeds, tomato, pear, and
Arabidopsis (Vallejo et al. 2005; Zhang et al. 2012; Song and Su 2013; Han et al.
2016; Li et al. 2018b). In Arabidopsis thaliana comprehensively 71 K+ membrane
transporters and protein channels have been documented for the distribution of
potassium ions (Wang and Wu 2013; Sharma et al. 2013).

The transportation of potassium ions from soil to cellular compartments is carried
out via enormous genes. These genes are virtually grouped into different transporter
and channel families, viz., Shaker-type K+-gated channels, antiporter K+/H+ genes,
pore K+ channels, KUP/HAK/KT transporters, HKT transporters, cyclic nucleotide-
gated channels, and glutamate receptors (Anschütz et al. 2014). Thus, the interplay
of biomarker genes has a putative role in K+ influx and K+ efflux in plants.
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Wang and Wu (2013) confirmed that channels and transporters encoded by
different genes have diverse functions to redox homeostasis in plants. At root
level, the K+ uptake is primarily mediated by two proteins, AKT1 and HAK5,
since these two proteins are expressed in the roots which have high-affinity
transporters to mediate adequate K+ uptake for plant growth (Pyo et al. 2010; Li
et al. 2014; Yang et al. 2014) (Fig. 3.1).

These K+ transporters and channels are considered not only as the major
components for uptake and translocation of K+ but also as potential K+ sensors for
plant responses to K+ deficiency. Still, the regulatory mechanisms of many K+

transporters and channels remain unknown. Hence, forthcoming investigations
should give consideration to functional characterization of these membrane channels
and transporters and to the regulatory mechanisms of these components. Analyzing
the molecular approaches among various channels and transporters to potassium
uptake is also an important task, one that would benefit our understanding of the
complex signalling network for plant responses under abiotic stress.

3.3 Potassium Homeostasis Under Abiotic Stress Conditions

Potassium (K+) is an essential plant nutrient, and despite of the fact that most of the
soils are rich in potassium, yet the demand for K fertilizer is increasing owing to the
lesser amounts of bioavailable forms of K+ to plants and the leaching and runoff
from the upper soil layers, contributing to K+ deficiencies in agricultural soils.
Potassium is one of the vital structural elements in plants as well as it regulates
several physiological and biochemical processes in cells and organs like carbohy-
drate metabolism, photosynthesis, protein synthesis, enzyme activation, and stoma-
tal movements.

3.3.1 Potassium and Abiotic Stress Tolerance in Plants

Recent research outcomes credit potassium to provide abiotic stress tolerance in
plants. K helps to regulate the osmotic balance under salt stress conditions and also
maintains the ion homeostasis. It helps the plants to adapt themselves to water
deficiency by regulating the stomatal opening under drought stress conditions. K
has also been reported to enhance antioxidant defense system of plants, thus
providing them oxidative stress protection under various environmental adversities.
Potassium retains the photosynthetic electron transport activity by reducing the
activity of nicotinamide adenine dinucleotide phosphate (NADPH) oxidases leading
to ROS alleviation. The molecular mechanisms of K-induced abiotic stress tolerance
in plants might include an insight into the cellular signalling provided by this
element alone or in association with other signalling molecules and phytohormones
(Hasanuzzaman et al. 2018).
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3.3.1.1 Salinity Stress
A high concentration of soluble salts in the soil refers to as high soil salinity where
NaCl is the most soluble and widespread salt. Saline soils show an electrical
conductivity (EC) of 4 dS/m (corresponding to approximately 40 mM NaCl) and
significantly reduce the growth and yield of most crops. Salinity is often considered
as an intrinsic problem in coastal areas and river deltas, but excessive use of
irrigation with poor-quality water and insufficient drainage in inland areas lead to
the buildup of secondary salinization of the soil surface (Thomson et al. 2010).
Salinity poses two major threats to plants:

1. Osmotic stress due to excess solutes outside the roots that reduces the soil water
potential and hence water absorption affecting cell turgor and expansion, promot-
ing biosynthesis of ABA, lowering stomatal conductance, hampering carbon
assimilation and biomass production, and thus decreasing the yield (Munns and
Tester 2008)

2. The ionic stress due to excessive influx of sodium ions (Na+) and/or chloride
(Cl�) ions into the plant leading to interruption of metabolic processes and
inducing tissue necrosis and early leaf senescence (Roy et al. 2014)

Salinity stress inhibits plant root growth due to osmotic effect and ion toxicity
which decreases nutrient uptake and translocation, especially that of potassium K+

(Wang et al. 2013), which is a vital macronutrient that plays essential functions
related to cellular metabolism like osmotic regulation, turgor maintenance, enzyme
activation, regulation of the membrane potential, protein synthesis, and cytoplasmic
homeostasis (Almeida et al. 2017). Decrease in K+ content was observed in the roots
and shoots of Vigna subterranea (L.) Verdc due to salinity stress, while increase in
Na+ concentration has been reported by Taffouo et al. (2010).

Sodium exhibits a strong inhibitory effect on K+ uptake by cells via inhibiting K+

transporters, i.e., AKT1 (hyperpolarization-activated inward-rectifying K+ channel)
(Fuchs et al. 2005) and HAK5 (carrier-type HUP/HAK/KT transport) (Nieves-
Cordones et al. 2010), that are present in the plasma membrane of root cells. Further,
K+ leakage occurs due to salinity-induced membrane depolarization and decreased
membrane integrity. Na+ competes with K+ for major binding sites in enzymatic
reactions and cellular metabolism like protein synthesis and ribosome functions due
to similarity in their physicochemical properties, i.e., ionic radius, ion hydration
energy, etc. (Marschner 1995; PPI 1998). Activity of over 50 different cytoplasmic
enzymes that require K+ for functioning is inhibited by Na+ ions. Hence, the
disruption of the K+ homeostasis and higher Na+ concentrations are toxic for cell
metabolism and lead to severe metabolism impairment, both in root and leaf tissues.
However, exogenous potassium application has been shown to positively affect the
plant root and shoot growth during salinity stress (Saida et al. 2014). Fayez and
Bazaid (2014) found that the shoot fresh weight and height of the Hordeum vulgare
plants under 150 mM NaCl stress improved when treated with potassium. Similar
results have been reported by Amjad et al. (2016) in Solanum lycopersicum under
75 mM NaCl stress, Merwad (2016) in Beta vulgaris cultivars, and Chakraborty
et al. (2016) in peanut (Arachis hypogea L.) under salt stress. Thus, maintaining the
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cytosolic K+ contents at a constant level is important for plant metabolic processes
(Flowers et al. 2015; Shabala et al. 2016).

Maintaining the cellular K content above a certain threshold and maintaining a
high cytosolic K+/Na+ ratio are crucial for plant growth and salt tolerance. Mansour
(2014) has associated the increased P-ATPases activity with salt stress tolerance and
has attributed this to the repolarization of the NaCl-induced depolarized plasma
membrane. This significantly reduces Na+ influx via depolarization-activated
NSCCs and through depolarization-activated outward-rectifying K+ channels (e.g.,
GORK) (Adams and Shin 2014) and also NSCCs (Sun et al. 2009), which help to
restore higher K+/Na+ levels (Sun et al. 2009). The higher P-ATPase activity under
salt stress also energizes the active transport that excludes Na+ from root cells, a
process dependent of the SOS1 Na+/H+ antiporter (Gaxiola et al. 2007). High-
affinity potassium transporters (HKT) have been shown to mediate Na+-specific
transport either channel-like Na+ uniport (class I or HKT1 group) or Na+-K+ symport
(class II or HKT2 group) which have vital roles in plant Na+ tolerance (Su et al.
2015). Generally, dicot species have only a few HKT genes in their genomes
preferably encoding class I HKT proteins, whereas monocots have multiple HKT
genes of both classes (Suzuki et al. 2016; El Mahi et al. 2019). Figure 3.2 represents
the integrative model of action of various factors involved in potassium homeostasis
(Assaha et al. 2017).

3.3.1.2 Drought Stress
Drought stress is one of the main factors limiting yield in many crops. Preserving K+

homeostasis and maintaining a high cytosolic K+/Na+ ratio are important strategies
of the plants for coping with drought stress (Scoffoni et al. 2017). H+-ATPase in the
plasma membrane of mesophyll cells maintains membrane potential to regulate K+

transmembrane transport (Falhof et al. 2016). Lower drought resistance has been
observed in transgenic Arabidopsis (plasma membrane H+-ATPase mutants aha1–6
and aha1–7) due to membrane depolarization-induced higher K+ efflux (Yan et al.
2015). Increased root hair cell plasma membrane H+-ATPase was associated with
drought stress tolerance in oats (Avena sativa L.) (Gong et al. 2010) and wheat
seedlings (Liu et al. 2005). The exogenous supply of potassium however provides
drought stress tolerance as has been observed in olive (Benlloch-González et al.
2008) and sunflower leaves (Benlloch-González et al. 2010). An external supply of
K2CO3 has been reported to significantly increase shoot potassium content and
improve drought resistance in the drought-tolerant variety SN16 relative to the
intolerant variety JM22 (Wei et al. 2013). Presence of potassium in adequate
amounts in plants facilitates in improving the ability of plants to tolerate drought
stress by maintaining high turgor pressure and low osmotic potential through
osmotic adjustment (Egilla et al. 2005) Plasma membrane-located AKT/KAT K+

uptake channels like Os-AKT1 (Li et al. 2014) and AtAKT1 are activated by plasma
membrane hyperpolarization (Daszkowska-Golec and Szarejko 2013). Drought
stress management requires the hydraulic uncoupling of guard cells from the
surrounding mesophyll cells (Becker et al. 2003), and Shaker-like
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depolarization-activated outward-rectifying K+ (GORK in Arabidopsis) channels at
the guard cell plasma membrane plays a crucial role in this process.

The organic osmolyte production especially proline is also increased by exoge-
nous supply of K under drought conditions. Pro accumulation plays a highly
protective role in the plants exposed to drought stress, and it is involved in osmotic
adjustments (Teixeira and Pereira 2007). Several studies have revealed an increase in
Pro through K application, e.g., in Oryza sativa (Pandey et al. 2004), Brassica napus
(Din et al. 2011), Triticum aestivum (Jatav et al. 2012), Zea mays (Zhang et al. 2014),
and Gossypium hirsutum (Zahoor et al. 2017) under drought stress conditions. The
external application of potassium has also been found to enhance root growth that
increases the root surface area under drought conditions, which ultimately enhances
the water uptake by plant cells (Römheld and Kirkby 2010). Under drought
conditions, excess ROS production in plants leads to excessive cellular lipid peroxi-
dation, leading to an increase in the cellular membrane permeability followed by

Fig. 3.2 PM H+-ATPases are at the center of K+ uptake under salt stress and low-K+ conditions.
The activity of SOS1 (salt overly sensitive 1), SA (salicylic acid), HO (heme oxygenase), and ROS
(reactive oxygen species) contributes in stabilizing the membrane potential, by regulating the
activity of H+-ATPase. This stable membrane potential is favorable for K+ uptake by HAK and
AKT1 which are sensitive to membrane depolarization. Membrane depolarization by ROS will lead
to K+ efflux through NSCCs (nonselective cation channels) and KORs (K+ outward-rectifying
channels), but application of exogenous Ca2+ and the activity of SOS1 can alleviate this condition.
In the vacuole, the tonoplast two-pore K+ channels (TPK1) are important in replenishing lost
cytosolic K+ from vacuolar pools, while in the chloroplast, thylakoid localized TPK3 is essential in
regulating membrane potentials and protein gradients that drive ATP synthesis and the dissipation
of excess energy during light photosynthetic reactions, thus enhancing plant fitness. Red lines
indicate inhibition, while black arrows indicate activation (modified after Assaha et al. 2017)
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enhanced electrolyte leakage (EL) and malondialdehyde (MDA) content (Fazeli
et al. 2007). Soleimanzadeh et al. (2010) reported significant decrease in MDA
content under water shortage conditions in sunflower (Helianthus annuus L.) on
adequate supply of K which clearly indicates the role of K in mitigating oxidative
stress. A relationship between the aquaporin activities and the K channel/transporter
has been demonstrated by Kanai et al. (2011). The results of the study showed K
deficiency to significantly alter the K+-channel activity, resulting in a variation in the
root hydraulic conductance and signal transduction with consequent changes in the
aquaporin activity. Thus, the reduction in the root hydraulic conductance and water
supply for transpiration was suppressed under K deficiency. Guo et al. (2007)
observed a positive correlation between water uptake and K absorption in their
work on common bean (Phaseolus vulgaris L.). Potassium was found to mediate
the xylem hydraulic conductance resulting in maintenance of cell turgor, stomatal
movements, and sufficient gas exchange as part of the drought adaptations as these
events helped to maintain water balance in plants (Oddo et al. 2011). Drought-
stressed plants commonly experience xylem cavitation, and increased K+ availability
has been observed to reduce its occurrence (Trifilò et al. 2011). Figure 3.3 illustrates
the involvement of K in plant tolerance under drought stress.

3.3.1.3 Extreme Temperature Stress
Plants suffer from extreme temperature stress at the temperature more than the
optimum temperature for plant growth and development. Extreme temperatures
disrupt various biochemical reactions and plant metabolisms (Hasanuzzaman et al.
2013). K plays a significant role in coping with temperature stress as it helps to

Exogenous K+

Increase root and shoot 
growth

Increase 
aquaporin 

activity

Maintain 
Osmotic 

adjustment and 
cell turgor

Transfer 
photoassimilate

Elevate internal K+

Decrease ROS 
level

Maintain membrane 
integrity and stability

Induce solute 
accumulation

Increase water uptake

Increase drought 
tolerance

Fig. 3.3 Role of potassium under drought stress (modified after Hasanuzzaman et al. 2018)
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activate the various physiological and metabolic processes such as photosynthesis,
respiration, and nutrient homeostasis.

High Temperature Stress
Potassium plays a significant role in increasing the tissue water potentiality that
assists in high temperature stress tolerance. It has been observed that plants accumu-
late various types of osmolytes to overcome the damage caused by the heat stress,
and potassium is suggested to work as an osmolyte that helps to maintain stomatal
conductance and prevent damage (Azedo-Silva et al. 2004). K-deficient plants
produce ROS under stress conditions, and such plants have been found to be
benefitted by supplementation with adequate amounts of K that helps plants by
supporting protein synthesis, stimulating various enzymatic reactions, assisting in
carbohydrate production, and increasing the WUE (Cakmak 2005). Foliar applica-
tion of K has been shown to alleviate the heat stress in wheat plants by preventing
leaf damage, increasing the photosynthetic ability, and enhanced translocation and
accumulation of photosynthates (Dias and Lidon 2010).

Chilling/Freezing Stress
Chilling/freezing stress causes dehydration and loss of apoplastic water and
downregulation of K-regulated mechanisms such as photosynthesis and carbon
assimilation, metabolism, and phloem activity. Such freezing-induced dehydration
can be ameliorated by adequate supply of K that adjusts the osmotic potential (Wang
et al. 2013) and leads to better ROS defense ultimately resulting in greater stress
tolerance (Farooq et al. 2008).

3.3.1.4 Stress Due to High Light Intensity
High light intensity causes photooxidative damages and rapid leaf chlorosis leading
to impaired photosynthesis (Choi et al. 2002). In cases of severe stress, the photo-
synthetic ability, RuBisCO activity, quantum yield, and electron transport are
disrupted (Lu et al. 2017). The damage to plant system in terms of enhanced leaf
chlorosis, decreased photoassimilate utilization, and phloem translocation has been
correlated with the insufficient amounts of K in plants facing high light intensity
stress (Schumann et al. 2017). Hence, plants receiving high light intensity show
requirement of K in a great quantity to utilize the absorbed high light for CO2

fixation, and source-sink relation.

3.3.1.5 Stress Due to Waterlogging
At least 10% of the global agricultural land has been affected by waterlogging which
is an important barrier for crop production as the root zone of waterlogged plants
faces a severe shortage of oxygen supply (hypoxia or anoxia). This disrupts the
respiration process in roots leading to energy shortage in the cells. Plants growing in
waterlogged soils face a “physiological drought” that causes reduction in stomatal
conductivity by severalfold (Ou et al. 2011, Polacik and Maricle 2013), thus
affecting nutrient delivery to the shoot. Increase in the xylem sap osmolality during
prolonged flooding and root growth arrest due to hypoxia result in a significant
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reallocation of root K+ toward the shoot. Due to reduced root capacity to take up K+,
the roots experience a severe K+ deficiency. Shoot potassium content also decreases
severalfold in plants exposed to prolonged waterlogging (Smethurst et al. 2005,
Board 2008).

Hence, the key mechanism to save the plants growing in waterlogged condition is
avoiding K loss, at the time of hypoxia or anoxia (Teakle et al. 2013). Several
researchers have reported the effect of exogenous K application for ameliorating the
adverse effects of waterlogging. Higher application of K to soil or foliage has been
found to increase plant height, photosynthetic capacity, chlorophyll content, and
greater nutrient uptake in cotton plants (Ashraf et al. 2011) and improvement of
nonstructural carbohydrates (NSC) contents, photosynthetic pigment content, and
higher antioxidative activity as well as lower lipid peroxidation in rice plants
(Dwivedi et al. 2017). It also results in a temporary upregulation of H+-ATPase
activity reducing K+ loss via KOR channels.

Elemental soil toxicity due to the changes in the soil redox potential also
contributes to the negative impact on root K+ homeostasis under flooded condition
(Khabaz-Saberi and Rengel 2010; Shabala 2011). Zeng et al. (2013) observed a
massive increase in the amount of available Mn and Fe in the soil solution often to
above toxic levels within a few days of onset of waterlogging. Other reports also
show similar patterns of soil elemental toxicity, e.g., a fivefold increase in Fe content
in waterlogged Eucalyptus nitens plants reported by Close and Davidson (2003), and
fivefold increase in root Fe level in waterlogged lucerne reported by Smethurst et al.
(2005). Elemental toxicity leads to production of ROS species, causing lipid peroxi-
dation, damage to DNA and proteins, pigment breakdown, and impairment of
various enzymatic activities. Hydroxyl radicals, the most reactive and detrimental
among ROS, activate both K+-selective outward-rectifying (Demidchik et al. 2010)
and nonselective K+ permeable (Zepeda-Jazo et al. 2011) channels, resulting in a
massive K+ leak from the cytosol. In addition to elemental toxicity of waterlogged
soils due to inorganic phytotoxins like Fe2+, Mn2+, and H2S, the organic substances
like ethanol, acetaldehyde, various short-chain fatty acids, and phenolics have also
been found in significant abundance in waterlogged soils as a result of anaerobic
metabolism in both plants and rhizosphere microorganisms (Armstrong and
Armstrong 1999, Shabala 2011). These secondary metabolites have detrimental
effects on K+ uptake and accumulation, both at the whole plant and cell-specific
levels (Pang et al. 2007). TEA+, a known blocker of voltage-gated Shaker-type K+

channels, has been found to strongly inhibit net K+ efflux induced by physiological
concentrations of hydroxybenzoic and acetic acids in barley roots (Pang et al. 2007).
Although the K+ leakage in flooded roots is certainly detrimental for overall plant
nutrition and is responsible for K+ deficiency in crops grown in waterlogged soils, it
might also play a possible beneficial role in aerenchyma formation by eliminating
cortical cells via PCD mechanism (programmed cell death) that seems to get
triggered by the increased caspase-like activity in K+-depleted cells (Shabala and
Pottosin 2014).
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3.3.1.6 Heavy Metal Stress
Rapid industrialization has led to increase in the heavy metal contamination of
agricultural soils worldwide (Hasanuzzaman and Fujita 2012). The plants growing
in such soils experience deleterious effects on their growth and development. Heavy
metal toxicity causes major disturbances and alterations in the physiological and
metabolic processes like uptake of essential nutrients, stomatal mechanism, mem-
brane functions, photosynthesis, activities of various enzymes, and reduction of the
water potential and generation of excess ROS (Emamverdian et al. 2015). Hence,
remediation of these contaminants in soils or increasing plant tolerance or resistance
to heavy metal stress is a matter of utmost concern for plant scientists. Among
various other strategies implied for enhancing plant stress tolerance, using K as a
plant protector against metal toxicity is quite promising as K plays a crucial role in
the activation of several enzymes, synthesis of various proteins, photosynthetic
activity, osmoregulation, stomatal movement, transfer of energy, phloem transport,
cation-anion balance, and stress resistance (Wang et al. 2013). Potassium has been
reported to play a significant role in ameliorating Cd-induced oxidative damage in
broad bean (Vicia faba L.; Siddiqui et al. 2012). Song et al. (2015) have also
provided the evidence that K helped in mitigating the Zn toxicity in peach plants
by improving the photosynthesis and antioxidant defense system and maintaining
plant nutritional balance.

3.3.2 Potassium-Induced Abiotic Stress Signalling

The K content of the soil does not remain constant over the growing period of a crop
due to the varying environmental conditions. Fluctuations in the K+ availability are
sensed by plant roots, and when they sense K deficiency, a series of events occurs in
the plant at the molecular level to cope with this condition. Under K-deficient
conditions, two distinct Ca2+ signals get induced that are read by CBL1/9. The
calcium sensors CBL1 and CBL2 regulate CIPK23 (a protein kinase) that activates
the K+ transporter AKT1 by phosphorylation (Behera et al., 2017). Potassium
channels such as NSCC and GORK are very sensitive to ROS, and this is the
primary reason for the K pool reduction in the cytosol under stress conditions
(Demidchik 2014). Phytohormones such as ethylene, auxin, cytokinin, and JA are
also involved in low K-induced signalling processes involving the regulation of
high-affinity K+ transporter HAK5 transcription and expression (Schachtman 2015).
The involvement of microRNAs in plant nutrient homeostasis has also been reported
in many studies, and the gene chip overexpression of OsmiR399 has been found to
increase the plant nutrient contents including the contents of K+ (Hu et al. 2015). It is
suggested by various authors that a complex pathway induced by K signalling might
be involved in ensuring the optimum K level in the plants. Figure 3.4 depicts the
signalling components including the Ca2+ signalling, ROS, microRNA, membrane
potential, and phytohormones involved from signal perception to adaptive responses
(Wang and Wu 2013; Wang and Wu 2017).
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Cytosolic potassium homeostasis and the ability of various tissues to retain
potassium under stress conditions are considered important for stress tolerance in
plants, but recent studies suggest that stress-induced K+ efflux might also mediate
growth and development under various adverse environmental conditions and can be
further considered as a switch between metabolic and defense responses. The
physiological rationale behind it is that K+ is known to be an activator of a very
large number (>70) of metabolic enzymes (Anschütz et al. 2014). Under control
conditions, when cytosolic K+ concentrations are high, the major bulk of available
energy is directed toward cell metabolism as the enzymes regulated by K are active.
When plants are confronted by stress conditions, the available energy diminishes as
ATP production declines, and a large pool of ATP is redirected toward defense
reactions. With stress progression and increase in stress severity and stress duration,
the amount of energy available for defense is quickly reduced to zero, and the cell
dies. To avoid or delay the cell death, cell metabolism needs to be shut down to
prevent the competition for energy between metabolic and defense responses. It is
suggested that the cell uses K+ efflux as a metabolic switch and decreases the
cytosolic [K+] to subthreshold levels to inactivate numerous metabolic reactions,
allowing a redistribution of the ATP pool toward defense responses (Fig. 3.5).

Low K+

ROS Ca2+ 
Signalling

NSCC

Phytohormone

HAK5

AKT1

Activation of 
endonuclease 
and protease

Cytosolic K+ 
decrease

K+ leakage 
increase

Cell 
death

CBL 1/9
CBL 1/9

CIPK23 CIPK23

Fig. 3.4 K-induced signalling in the plants. ROS reactive oxygen species; NSCC nonselective
cation channel; HAK5 and AKT1 K+ transporter; CBL1/9 calcineurin B-like proteins; CIPK23 A
protein kinase (modified after Hasanuzzaman et al. 2018)
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GORK channels—guard cell outward-rectifying K+ channels (Véry et al.
2014)—play an important role in stomatal closure, and disruption of GORK K+

efflux might be viewed as the “metabolic switch” inhibiting energy-consuming
anabolic reactions and saving energy for adaptation and repair (Demidchik 2014).
The whole process seems to be tightly controlled. K+ efflux from the root must be
confined to a relatively small root region so that the overall root potassium
nutritional status is not compromised. The root apex is the most appropriate zone
for this role as the cells in this zone are metabolically active and show much higher
sensitivity to stress factors. It has an overall rate of K+ loss 10 -30 times higher
compared to mature zone cells, and have less negative membrane potential. More-
over, it reflects lower H+-ATPase activity, thus depending more on K+ efflux as a
means of restoring membrane potential. However, underdeveloped xylem tissue in
this region and changes in the radial K+

fluxes will have no implications for long-
distance K+ transport to the shoot and the overall volume of cells in the apex being
much smaller as compared with the bulk of the root, hence such signalling by K+ loss

Fig. 3.5 K+ as a metabolic
switch for plant defense under
stress conditions (modified
after Shabala 2017)
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will not affect the overall K+ nutrition (Shabala et al. 2016). The correlation between
potassium and PCD events implies that a prolonged decrease in the cytosolic K+

level may be detrimental to cell viability, and, hence, signalling via K+ efflux should
only be transient along with addition of brief cytosolic K+ spikes and Ca2+ and ROS
messengers that would signal and shape plant adaptive stress responses. Figure 3.6
represents a model for cytosolic [K+] signalling (Shabala 2017). The three phases
depicted include:

Fig. 3.6 Cytosolic [K+] signalling (modified after Shabala 2017)
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1. Homeostatic phase (before stress)—cytosolic [K+] is maintained at a constant
level in both zones. Higher metabolic demand for K+ and 10–15 mV less negative
membrane potential in the apex maintain slightly higher cytosolic potassium
levels. The optimal cytosolic [K+] levels are maintained in the mature zone by
low-affinity K+ uptake mediated by AKT channels along the electrical gradient
provided by H+-ATPase. In the root apex due to less negative membrane poten-
tial, a small but constant K+ leak via GORK channels occurs that needs to be
compensated by the high-affinity K+ uptake mediated by HAK transporters.

2. Signalling phase (onset of the stress)—depolarization of membrane potential in
the apical zone to very low levels triggers a massive K+ efflux via GORK
channels that is further exacerbated by the increase in GORK transcripts. This
efflux partially restores the membrane potential and switches the cell’s operation
from metabolic to defensive mode. Mature root cells also lose some K+ but to a
lesser extent resulting in more-negative membrane potential initially.

3. Recovery phase (after stress)—plant cells in both zones recover K+ loss due to
stress-induced activation of H+-ATPase. To enable the root apical cells to regain
optimal [K+], some K+ obtained by mature zone cells is redirected via symplast
pathway to the apex.

The complex pathway of the reactive oxygen species-calcium-hormone signal-
ling network is held responsible for sensing K+ deficiency in plants, and the
elucidation and comprehensive understanding of these signalling pathways help in
developing the genetic approaches using K+ transporters to increase K+ use effi-
ciency (KUE) in plants under stress (Srivastava et al. 2020).

3.4 Factors Controlling Intracellular K+ Homeostasis in Plants

3.4.1 ROS

ROS are important regulatory agents in plants (Møller et al. 2007). By the onset of
various stresses, the accumulation of ROS occurs in the cell, which has a destructive
effect on the action of ion transporters, especially K+ ion in the cell (Shabala and cuin
2008; Demidchik et al. 2010). The ratio of K+ declined under abiotic stress (salt
stress) which involves the formation of ROS. The ROS is elevated which leads to the
activation of K+ permeable for nonselective cation channel (NSCC) and guard cell
outward-rectifying K+ (GORK) channel. Thus, the potassium ion efflux from cytosol
and its content was reduced (Anschütz et al. 2014), which in turn interrupt the
homeostasis of cytosolic Na+-K+ ratio (Hauser and Horie 2010). Cytosolic K+

homeostasis was maintained by exhausting the vacuole K+ pool that results in turgor
loss, and osmotic adjustment is done by synthesizing the organic osmolytes which
leads to scavenging of ROS to retain the K+ ion in cytosol (Cuin et al. 2003; Shabala
et al. 2006). It also activates the endonuclease and protease which leads to
programmed cell death (Anschütz et al. 2014) as shown in Fig. 3.7.

3 Molecular Approaches to Potassium Uptake and Cellular Homeostasis in. . . 57



3.4.2 Polyamines

Polyamines are the most important component in cells (Pegg 2016) which involve
the role of polyamines in protein synthesis, cell division, etc. (Baronas and Kurata
2014; Handa et al. 2018). Ion transporter is also affected by polyamines like Spd,
Spm, and Put (Roy et al. 2005). Inward rectifying of K+ channels (KIRC) is blocked
by Spm during salt stress (Liu et al. 2000). NSCC and K+ efflux are also blocked by
Spm under salt stress (Shabala et al. 2007). In barley seedling, the reduction of K+

efflux was observed by blocking VI-NSCC under the influence of exogenous
spermidine during salinity stress (Zhao et al. 2007). Zhao et al. (2007) reported
that Na+ accumulation is declined in roots which maintain a high level of K+ ions in
shoots by affecting the Na+ and K+ currents in root cells by exogenous application of
polyamine. In guard cells the inward K+ current is inhibited by the application of
extracellular and intracellular polyamine (Liu et al. 2000). Vacuole K+ channel is
affected by polyamines by inhibiting vacuolar NSCCs that increase K+/Na+ selec-
tivity in tonoplast (Hamamoto et al. 2008). Prevention of the leakage of Na+ ion
helps in restocking of cytosol with K+ through vacuolar K+ channels under the

Fig. 3.7 Model represents the role of ROS to maintain the K+ ion homeostasis in plants
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influence of polyamine (Zepeda-Jazo et al. 2008). Exogenous application of poly-
amine in pea mesophyll inhibited the VI-NSCC and reduced the loss of the K+ ions
by decreasing the salt inducing membrane depolarization (Shabala et al. 2007). The
role of PAs involves inhibition of NSCC and GORK to reduce K+ efflux by
depolarization of potentials (Zepeda-Jazo et al. 2008). Depending on the growth
condition and root zones, PAs improved NaCl-induced K+ efflux (Pandolfi et al.
2010). Activation role of PAs includes the induction of the depolarization of plasma
membrane (Ozawa et al. 2010) which affects the transporter and generates driven
force for the K+ efflux (Pottosin and Dobrovinskaya 2014) as shown in Fig. 3.8.

3.4.3 Plant Growth Regulators

There is a positive influence of K on the synthesis of plant hormones (Ashley et al.
2006). Alterations in auxin localization, its concentration, and its sensibility result in
inhibition of lateral root growth under prolonged K+ shortage (Hafsi et al. 2014) and
many auxin-associated gene responses to K+ deficiency in rice (Ma et al. 2012).
MYB77, which is an Arabidopsis transcription factor, maintains the low
K-dependent decline of the lateral root density through auxin signal transduction
(Shin et al. 2007). GORK (guard cell outward-rectifying K+) channel activity and its
expression level are expressively enhanced by elevated amounts of abscisic acid
(ABA) and jasmonic acid and the expression of SKOR (stelar K+ outward rectifier)
which is a K+ channel that is prevented by ABA during drought stress (Ragel et al.
2019). AtPP2CA involved in ABA signalling interacts with GORK and reduces its
functioning independently from the phosphorylation status of the GORK protein

Fig. 3.8 Model represents the role of polyamine to control the K+ ions in plant cells
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(Lefoulon et al. 2016), and this PP2C not only regulates K+ channel activity by ABA
signalling but also regulates SKOR activity. Cytokinins’ dependent and independent
mechanisms maintain the HAK5 channel expression under low-K conditions, and in
Arabidopsis, cytokinins also regulate HAK5 gene expression negatively under K
starvation (Nam et al. 2012). OPEN STOMATA 1 (OST1), a crucial kinase in ABA
signalling, phosphorylates K+ uptake transporter 6 (KUP6) in guard cells, and kup2
kup6 kup8 and kup6 kup8 GORK triple mutants (KUP2 and KUP8 are homologs of
KUP6) display hypersensitivity to water deficit conditions as a result of defects in
ABA-induced stomatal closure (Osakabe et al. 2013), showing that KUP6 and its
homologs are involved in ABA signalling.

Ethylene is associated with the low-K signalling pathway by triggering the
generation of ROS in roots, then altering root hair and primary root growth, and
stimulating HAK5 expression in Arabidopsis (Jung et al. 2009). Low level of K+ in
roots improved the amount of ethylene and the H2O2 level by mediating the
expression of ethylene biosynthetic and signalling-related genes, and also of ROS
metabolism-associated genes, and then, both ethylene and ROS escalated the tran-
scription of HAK5 in Arabidopsis and tomato (Ródenas et al. 2018). Ethylene and
ROS also stimulate the transcription of HAK5 under K-deficient environments
(Schachtman 2015). Jasmonic acid is also involved in triggering comprehensible
expression of a HAK5 in response to K+ deficiency, and it regulated the expression
of rice K+ transporter (Chen et al. 2016). Augmented amounts of JA,
12-oxo-phytodienoic acid (OPDA), and hydroxy-12-oxo-octadecadienoic acids
(HODs) were found through K-deficient environments in addition with the escala-
tion of the 13-lipoxygenase (LOX) cascade, acknowledging the transcript phase of
numerous biosynthetic enzymes with K association (Troufflard et al. 2010). Gene
expression of K+ and its availability is decreased in the CORONATINE INSENSI-
TIVE1 (coi1–16) mutant which is an important protein of JA signalling. However,
K+ deficiency triggered the JA synthesis which enhanced the tolerance against
pathogens and insects to the wild-type plants (Armengaud et al. 2010). Polyamines
regulate stomatal movement by activating the K+ channel of the guard cell mem-
brane, therefore showing that polyamines have important association with K at the
cellular level (Liu et al. 2000).

3.4.4 Gasotransmitters

Gasotransmitters are the gaseous signalling molecules, for example, carbon monox-
ide (CO), nitric oxide (NO), nitrous oxide (N2O), and hydrogen sulfide (H2S), which
vary from the usual signalling molecules due to their distinctive modes of action
(Mustafa et al. 2009). Gasotransmitter accumulation has been reported to be
enhanced in plants under the influence of abiotic stress conditions as the
gasotransmitters increase stress tolerance in plants by regulating the action of
numerous antioxidant enzymes (Yao et al. 2019). Gasotransmitters have been
observed to provide cytoprotection for the potassium channel of mitochondria
(Walewska et al. 2018). CO has been reported to regulate the number of ion channels
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of cell through the calcium-activated K+ as well as voltage-activated K+ receptors
not only during normal conditions but also during pathogen infestation (Jaggar et al.
2005; Dallas et al. 2011; Duckles et al. 2015; Wilkinson et al. 2009). However, the
mechanisms of actions behind modulation of the ion channels through carbon
monoxide are not yet fully discovered; some studies suggest that sensitivity to CO
is imparted toward certain ion channels through protein cofactors (Wilkinson and
Kemp 2011). Similarly, in the plasma membrane, H2S has a variety of effects on the
action of diverse potassium channels (Zhong 2010). In the HEK293 cells, hydrogen
sulfide-mediated S-sulfhydration targets the Cys43 in the Kir6.1 subunit of the KATP

channel and subsequently activates the ion channel (Mustafa et al., 2011). Further, it
was observed that hydrogen sulfide also affects the activities of other Kir channels,
i.e., Kir2 and Kir3 (Ha et al. 2018; Tang et al. 2005).

3.5 Regulation of K+ Uptake and Cellular Homeostasis by
Molecular Approaches

The potassium transport systems (channels and transporters) are more complex and
encoded by large gene families. The transport systems of same family are expressed
into various tissues. This complex K+ sensing and signalling mechanism plays a role
in the regulation of potassium ion uptake from the soil and transfer to different plant
organs.

3.5.1 Regulation by NHX Transporters

It is genetically demonstrated that NHXs are involved in regulation of K+ homeo-
stasis in Arabidopsis (Rodríguez-Rosales et al. 2008; Leidi et al. 2010; Bassil et al.
2011). Under control growth conditions, a single knockout mutant AtNHX1
displayed an altered phenotype including smaller cells and smaller leaves associated
with altered K+ homeostasis. This is due to lower K+/H+ and Na+/H+ antiport activity
(Apse et al. 2003; Sottosanto et al. 2004). AtNHX1 and 2 mutants showed reduction
in rapidly elongating organs such as flowers, filaments, and hypocotyls of etiolated
seedlings. In root and leaf cells of the double mutant, the vacuolar K+ content was
about one-third of that from wild-type cells. The double mutant was highly sensitive
to external K+ (nhx1nhx2 mutant has higher K+ cytosolic content), and this may
indicate that these vacuolar NHX antiporters are the main moderators of cytosolic K+

uptake into the vacuole. It is also proposed that fluctuation of K+ content is
essentially promoted by the activity of vacuolar NHX proteins (Bassil and Blumwald
2014). Stomatal movements require bidirectional K+

fluxes across the guard cells’
plasma and tonoplast membranes. Disruption in K+ accumulation in guard cells may
affect the guard cell osmoregulation and stomatal movement (Andrés et al. 2014).
Hence, it is suggested that NHX1 and NHX2 are the main transporters mediating K+

uptake to the vacuole.
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3.6 Regulation of HAK/KUP/KT Transporters

3.6.1 Transcriptional Regulation

Transcriptional regulation is a universal mechanism for different plant species in
response to K+-deficient stress (Wang and Wu 2013). Work with the DmHAK5
transporter showed that co-expression of the corresponding cRNA with that of
CBL9/CIPK23 (but not DmHAK5 alone) brings about inward K+ in Venus flytrap
and Rb+ currents in Xenopus oocytes that were invigorated by low external pH
(Scherzer et al. 2015). Salt bladders of the halophyte Chenopodium quinoa that store
salts to very high concentrations express a HAK-like activity and selective K+ uptake
that was reliant on acidic external pH and by the CIPK23/CBL1 kinase module of
Arabidopsis (Böhm et al. 2018). HAK1-like transporters are subject to complex
transcriptional and posttranslational regulations; still research have been carried out
almost exclusively in Arabidopsis AtHAK5 (Jung et al. 2009; Rubio et al. 2014;
Ragel et al. 2015). In rice, adding NaCl in the external solution upregulates expres-
sion of OsHAK1 at high-K+ condition but downregulates its expression at low-K+

concentrations (Chen, et al. 2015). Furthermore, it has been commonly examined
that the expression of HAK1-like genes is also regulated by other ions, particularly
NH4+, NO3�, Na+, and Pi and not always in the same way (Nieves-Cordones et al.
2019). For example, the transcriptional expression of HAK5 in both tomato
(cv. Micro-Tom) and Arabidopsis was also regulated by nitrate (NO3�) or phosphate
(Pi) supply in response to low K+, but these regulations had no effect on the root K+

uptake rate of roots (Rubio et al. 2014) (Meng et al. 2016). It is shown that the
expression of HAK5, RAP2.11 (encoding a transcriptional regulator of HAK5 (Kim
et al. 2012)), and ANN1 (Laohavisit, et al., 2012) in the roots of nrt1.5 (a nitrate
transporter) mutant is downregulated by NO3� starvation. The results suggest that on
one hand HAK5, probably as well as other high-affinity K+ transporters, may be
regulated transcriptionally or posttranscriptionally by low-K+ signal, while on the
other hand, HAK5 may be involved in unknown functions related to plant NO3� and
Pi deficiencies (Rubio et al. 2014). The root cell activity can be changed by growth
medium containing NH4+, NO3�, Na+, and Pi. Thus, the effect of the salt stress and
mineral inadequacy on transcriptional expression of certain HAK/KUP/KT genes
may be linked with variations in the root cell membrane potentials (Rubio et al.
2014).

3.6.2 Regulation by Transcription Factors

The target sequences of many transcription factors (TFs) have been identified in the
AtHAK5 promoter, and out of them ARF2 (auxin response factor 2) is described as a
negative regulator of AtHAK5 transcription (Zhao et al. 2016). When K+ ions are
present in large quantity, then channel-mediated K+ transport would be more
favorable than cotransport (symport) through AtHAK5, and therefore AtHAK5
should be close (Zhao et al. 2016). Under such situations, within the AtHAK5
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promoter, ARF2 binds to AuxREs (auxin-responsive elements) and represses
transcription.

Under K+ deficiency, ARF2 is phosphorylated by a kinase and removed from the
promoter and alleviates the repression on ATHAK5 transcription. Other transcrip-
tion factors such as RAP2.11 bind to the ethylene-responsive element (ERE) and the
GCC box of the AtHAK5 promoter, and its expression is upregulated by ethylene
signalling, reactive oxygen species production, and calcium signalling (Kim et al.
2012). When K+ is again provided, ARF2 becomes dephosphorylated and represses
the expression of AtHAK5 (Zhao et al. 2016). Thus, it is evident that regulation of the
activity of TFs acting on AtHAK5 promoter (positively or negatively) is important to
learn cooperatively the aggregation of the transcripts (Santa-María et al. 2018).

Potassium channels: These channels are further subdivided into two channels:
voltage-independent potassium channels and voltage-dependent channels:

3.7 Voltage-Independent Potassium Channels

3.7.1 Tandem-Pore Potassium Channels

These channels consist of six members, five tandem-pore channels (TPK1–TPK5),
and a single subunit (KCO3) in Arabidopsis thaliana that resulted from chromosome
segment duplication of a tandem-pore channel gene and subsequent partial deletion.
All TPK/KCO channels are located at the vacuolar membrane and interact with 14-3-
3 proteins (GRFs), showing regulation at the protein level. Cytosolic C-terminal part
of these channels contains 1–2 Ca2+ binding, and N-terminal contains binding sites
for 14-3-3 proteins. TPK channels are much dependent on Ca2+ ions which might be
important for channel regulation (Latz et al. 2007a).

It has been proposed that TPK channels are involved in the K+ ion homeostasis of
plant cells by providing controlled intracellular potassium transport from and into
organelles. Recently the patch-clamp technique has revealed a mechano-sensitive
nature of TPK channels recommending a role in osmoregulation. TPK1 has
characteristics of K+-selective channels from Vicia faba specified in vivo with
selectivity for potassium over sodium ions (Bihler et al. 2005; Gobert et al. 2007;
Latz et al. 2007b). It was shown that TPK activity depends on cytosolic pH with
probability of 6.7, decreasing 20–30% at physiological pH 7.5–7.8. Also, it has the
highest affinity for calcium ions including calmodulin protein. It has been reported
that TPK1 participates in K+ release from vacuole during stomatal closure, seed
germination, and radicle growth (Gobert et al. 2007). There is higher abundance of
TPK5 in senescent leaves and petals at mRNA levels (Voelker et al. 2010). TPK
activity was observed in root cortex, vascular tissue, mesophyll cells, guard cells,
and pollen grains using promoter-reporter gene (GUS) fusion (Czempinski et al.
2002).
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3.7.2 Plant Kir-Like Channels

First Kir channels were identified from genome sequence databases by searching
TPK1-related sequences in Arabidopsis. At biochemical level, KCO3 could be
determined as a stable dimer (Rocchetti et al. 2012). The plants having mutant
KCO3 gene show reduced growth under osmotic stress; hence, KCO3 gene plays
an important role in osmoregulation. But the changed plant phenotype can be
accomplished by expressing a mutant KCO3 gene with an inactive pore region.
These results showed that the KCO3 serves its function independently to its ability to
transport potassium ions under osmotic stress (Rocchetti et al. 2012). Thus, the
above considerations revealed that these channels should be restored into the TPK
family, instead of being expressed as a separate channel family.

3.8 Voltage-Dependent K+ Channels

These are the first Shaker-like, voltage-gated (VG) channels (AKT1) which are
involved in nutrient uptake (Hirsch et al. 1998). The plant voltage-gated channels
are phylogenetically related to animal Shaker channels and also include functional
domains (Jegla et al. 2018). Four α-subunits of VG channels surround a central
aqueous pore for K+ permeation. Each subunit (contains six transmembrane
segments, i.e., S1–S6) can be divided into two different modules: a voltage-sensor
domain (consists of four α-helices) contains positively charged residues that moves
within the membrane in response to voltage which ultimately results in opening and
closing of the channel. The physiological function and effect of plant Shaker
channels on the plant are described in the following sections.

3.8.1 Regulation of AKT1 Channel

AKT1 is an inward-rectifying potassium channel involved in low and high potas-
sium uptake in plants and is regulated by the protein kinase complex which consists
of the kinase CIPK23 and one of the two alternative calcium-dependent regulatory
subunits CBL1 and CBL9 (Li et al., 2006; Xu et al. 2006). AIP1, a 2C-type protein
phosphatase (CIP kinases), was shown to bind and inactivate AKT1 (Lee et al.
2007). In principle, it is evidenced that phosphorylation/dephosphorylation regulates
the activity of AKT1 channel, but it should be noted that no phosphorylation of
AKT1 by CIPK23 and dephosphorylation by AIP1 have been revealed conclusively
(Hashimoto et al. 2012). Instead it is suggested that mutual interaction of four
components, CIPKs, CBLs, PP2Cs, and AKT1, inhibits the phosphorylation activity
of the kinase and to dephosphorylate AKT1 (Lan et al. 2011). It is also indicated that
CBL10 directly binds AKT1 and reduces its activity in a concentration-dependent
and CIPK-independent manner (Ren et al. 2013). The phosphorylation-
dephosphorylation system of CBL gives a strong regulatory network for the plant
to respond to a wide range of environmental variations (Kudla et al. 2010).
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3.8.2 Regulation via Heteromerization

Another regulatory subunit of Kin Shaker-like channels that alters the functionality
of AKT1 is AtKC1. AtKC1-D increased the inhibition of AKT1 channel activity and
confined K+ leakage through AKT1 under low-K+ conditions, thereby increasing the
tolerance to nutrient stress (Wang et al. 2016). It is demonstrated that AtKC1 shifts
activation threshold of AKT1 toward more-negative values and prevents K+ efflux
through AKT1 under unfavorable conditions (Duby et al. 2008). It is established that
at higher K+ concentrations, the pore of AKT1-AtKC1 heteromers collapses than
that of AKT1homomers. Hence, heteromers comprise a more suitable obstructive K+

passage in the unfavorable outward direction.

3.9 Conclusion and Future Prospective

Intracellular K homeostasis is essential for the proper functioning of cultivar meta-
bolic apparatuses and genotypes including development. The indispensability of K is
due to its multifaceted appearance in genotypes such as stabilizing cell turgor
pressure, cell expansion, opening and closing of stomata, osmotic adjustments,
solute translocation in phloem, maintenance of membrane polarization, optimal
photosynthetic activity, and many more. As many of these aspects are straightfor-
wardly associated with plant acclimatization to adverse ecological situations, there-
fore K absorption, translocation, and homeostasis appear important to counteract
abiotic factors. Our perception to the significance of K uptake strategy and its
cellular homeostasis under stress environments has elevated substantially in recent
years. Exposure to abiotic factors caused noteworthy interruption to intracellular K
homeostasis which ultimately leads to huge K+ outflow. An intricate gene regulatory
apparatus was found in cultivars to confirm K uptake and to uphold K+ homeostasis
in plants under abiotic stress circumstances. Novel crop cultivars, which can absorb
more K under hostile ecological circumstances and produce yield which is sufficient
to fulfill the demands of human and animal, need to be developed. It is apparent that
more studies, at both genetic and entire genotypic levels, are required to understand
the mechanism of K homeostasis, its signalling, and regulators that alter their
functioning.
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