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Languishing for many years in the shadow of plant inorganic nitrogen (N) nutrition
research, studies of organic N uptake have attracted increased attention during the
last decade. The capacity of plants to acquire organic N, demonstrated in laboratory and
field settings, has thereby been well established. Even so, the ecological significance
of organic N uptake for plant N nutrition is still a matter of discussion. Several lines
of evidence suggest that plants growing in various ecosystems may access organic
N species. Many soils display amino acid concentrations similar to, or higher than,
those of inorganic N, mainly as a result of rapid hydrolysis of soil proteins. Transporters
mediating amino acid uptake have been identified both in mycorrhizal fungi and in
plant roots. Studies of endogenous metabolism of absorbed amino acids suggest
that L- but not D-enantiomers are efficiently utilized. Dual labelled amino acids supplied
to soil have provided strong evidence for plant uptake of organic N in the field but
have failed to provide information on the quantitative importance of this process.
Thus, direct evidence that organic N contributes significantly to plant N nutrition is still
lacking. Recent progress in our understanding of the mechanisms underlying plant
organic N uptake may open new avenues for the exploration of this subject.

I. Introduction
Plant nitrogen (N) nutrition is a topic that challenges the
researcher with a number of problems not encountered in
other areas of plant mineral nutrition research. The diversity
of N forms present in the soil, their interconversions, their
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different chemical and physical characteristics and not the
least the multitude of adaptations and acclimatizations that
plants display to optimize acquisition of various N forms all
contribute to the complexity of plant N nutrition. Thus,
plants can use a wide array of chemical N forms, ranging from
simple inorganic N compounds such as NH+4 and NO3− to
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polymeric N forms such as proteins (Paungfoo-Lonhienne
et al., 2008). In spite of this ability of plants to use a wide
range of N forms, research on plant N nutrition has had a
strong focus on inorganic N forms. This focus was motivated
by the prominent role of inorganic N in many arable soils and
the dependence of many crop plants on this N source. It was
also, naturally, motivated by the abundance of inorganic N
fertilizers for agricultural use.
After the widely discussed human perturbation of the global
carbon (C) cycle, anthropogenic alteration of global N turnover
is the second most important driver of global change (Vitousek
et al., 1997; Galloway et al., 2008). This perturbation is to a
large extent driven by increased use of chemical fertilizers, that
is, inorganic N produced from atmospheric N through the
Haber–Bosch process (Gruber & Galloway, 2008), because
of the dependence of modern agriculture on the production and
use of inorganic N fertilizers in crop production (Matson et al.,
1997; Miller & Cramer, 2004). In this context, knowledge
of the basic mechanisms through which plants acquire this
element is a fundamental requirement. Plant uptake of N from
soil is a key process in the global N cycle and the extent to which
this process involves other chemical forms than those supplied
in inorganic fertilizers is therefore an important issue.
The concept of plant organic N nutrition relies, to a large
degree, on studies of amino acids. Thus, amino acid N is in
many cases used as a synonym for organic N. Whereas the soil
solution may contain a vast array of organic N compounds,
free amino acids generally only account for a small fraction of
this pool (e.g. Schulten & Schnitzer, 1998; Yu et al., 2002;
Andersson & Berggren, 2005). By contrast, peptide- and
protein-bound amino acids may contribute more than half of
the organic N pool of the soil solution (Senwo & Tabatabai,
1998). These polymeric N forms are, however, sources for the
production of the monomeric forms, and rapid turnover of
amino acids in soils suggests that this group of compounds
may be more important as N sources than their share of the
dissolved organic N would suggest. Many plant species form
intimate symbioses with fungi. The capacity of mycorrhizal
fungi to degrade polymeric N compounds is well established,
as is the function of amino acid absorption (cf. Smith & Read,
2007). Nonmycorrhizal plants have, however, received less
attention as regards organic N acquisition. Nevertheless,
our understanding of organic N acquisition by such plants has
recently taken a leap forward. In this review, we discuss amino
acid uptake by both mycorrhizal and nonmycorrhizal plants,
although, in some sections, with a strong emphasis on the latter.
There are three fundamental requirements for a specific N
compound to function as an N source for plants.
• Availability – access to the compound in the soil.
• Uptake – the presence of a regulated uptake system directly
or indirectly dependent on free energy input.
• Metabolism – the presence of an endogenous metabolism
allowing utilization of the absorbed N compound in the
synthesis of various N-containing metabolites.
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The quantitative importance of a specific N form in plant
N nutrition is thus a function of soil parameters as well as
plant parameters.
Plant uptake of organic N has been studied for more than
a century and has also been covered by several recent and older
reviews (see e.g. Read, 1991; Lipson & Näsholm, 2001;
Näsholm & Persson, 2001; Neff et al., 2003; Schimel & Bennett,
2004; Rentsch et al., 2007). In spite of the numerous studies
showing the capacities of plants to absorb organic N compounds through roots, and demonstrations of how plants acquire
such compounds also in field settings, the issue is still a matter
of intense debate. The purpose of this review is therefore to
scrutinize some of the evidence suggesting that plants may
acquire significant amounts of N through uptake of organic
N as well as the criticisms that these studies have received. It
is also our purpose to identify the major knowledge gaps and
the type of studies required to fill these gaps. In this context,
we also suggest new approaches that can be taken to further
our knowledge in this area.

II. Availability
1. Production and consumption of soil amino acids
In a variety of ecosystems, rates of amino acid production
appear to be much higher than those of N mineralization
(Chapin et al., 1988; Fisk et al., 1998; Raab et al., 1999;
Lipson & Näsholm, 2001). Although the production rates
often exceed apparent plant requirements, a large proportion
of these amino acids probably become unavailable to plants as
a result of adsorption processes and uptake by soil microbial
biomass (Lipson & Näsholm, 2001). High concentrations of
organic N in the form of amino acids appear to be sustained
through high proteolytic activity (Weintraub & Schimel,
2005a; Berthrong & Finzi, 2006; Kielland et al., 2007; Fig. 1).
This activity results from exudation of proteolytic enzymes by
free-living microbes, mycorrhizal fungi and plant roots (Bajwa
& Read, 1985; Abuzinadah & Read, 1986a,b; Schmidt et al.,
2003; Godlewski & Adamczyk, 2007; Paungfoo-Lonhienne
et al., 2008). Proteolysis appears to be under strong pH control,
as well as being correlated with soil organic matter pools and
soil protein concentrations. For example, across a primary
successional sequence in interior Alaska, gross amino acid
production increased nearly 10-fold from deciduous shrub
communities to late successional black spruce (Piecea mariana)
forests (Kielland et al., 2007). This observation can in part be
explained by marked increases in soil acidity in late successional, mature forests which favour proteolysis to a greater
extent than net N mineralization (Bajwa & Read, 1985;
Chapin et al., 1988; Leake & Read 1989). Decreased soil pH
may also accelerate amino acid turnover. For example, in an
upland black spruce ecosystem, amino acid turnover
increased 4-fold with a drop in soil acidity of less than half a
pH unit (Jones & Kielland, 2002). Amino acid production
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Fig. 1 High concentrations of amino acids found in many soils appear
to be sustained through high proteolytic activity. The graph shows the
rate of proteolytic activity as a function of soil protein concentration
of boreal forest soils across a primary successional gradient in interior
Alaska encompassing black spruce (Picea mariana), white spruce
(Picea glauca), balsam poplar (Populus balsamifera), alder (Alnus
tenuifolia) and willow (Salix sp.) forests. Reproduced with kind
permission from Springer Science + Business Media: Kielland et al.
(2007).

could also be stimulated by high microbial amino acid
demand, as indicated by the inverse relationship between soil
N concentration and proteolytic activity found in some
studies (Weintraub & Schimel, 2005b).
Soil organic N serves both as an important mineralization
substrate (Keilland, 1995; Jones, 1999; Jones & Hodge, 1999)
and as a direct source of N for a variety of plant species in
arctic (Kielland, 1994; Schimel & Chapin, 1996; Kielland,
1997; Henry & Jefferies, 2002; Nordin et al., 2004), boreal
(Näsholm et al., 1998; Nordin et al., 2001; Persson & Näsholm,
2001a; McFarland et al., 2002; Bennett & Prescott, 2004),
temperate (Falkengren-Grerup et al., 2000; Finzi & Berthrong,
2005; Rains & Bledsoe, 2007), Mediterranean shrubland
(Hawkins et al., 2005) and alpine ecosystems (Raab et al.,
1996, 1999; Lipson et al., 1999a; Miller & Bowman, 2002).
Moreover, many agricultural species also readily absorb
organic N (Yamagata & Ae, 1996; Näsholm et al., 2000, 2001;
Okamoto et al., 2003). Whereas the primary focus of many
recent ecological studies of organic N in northern ecosystems
has been on the uptake of amino acid by plants, the dynamics
of amino acids in soil has received only modest attention, with
a few notable exceptions (Weintraub & Schimel 2005a,b;
Kielland et al., 2006, 2007).
Contrary to biochemically well-founded predictions, the
recalcitrant soil organic matter and low soil temperatures in
late successional coniferous ecosystems (VanCleve et al., 1983;
Kielland et al., 2006) do not result in low in situ rates of
organic N turnover (Kielland et al., 2007; Fig. 2). In particular,
the nearly 2-fold increase in the rate of amino acid turnover
between early successional shrub communities and late
successional black spruce forests, despite a nearly 10°C difference
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Fig. 2 High rates of amino acid turnover are sustained in late
successional coniferous ecosystems in spite of the recalcitrant soil
organic matter and low soil temperatures found in these ecosystems.
The graph shows the time course of 13C-carbon dioxide evolution
in situ from successional black spruce (Picea mariana), white spruce
(Picea glauca), balsam poplar (Populus balsamifera), alder (Alnus
tenuifolia) and willow (Salix sp.) forest soils amended with L-Asp,
Gly, and L-Ala. Values are expressed as atom% enrichment of
13
C-CO2. Reproduced with kind permission from Springer Science +
Business Media: Kielland et al. (2007).

in ambient soil temperatures, suggests that cold, late successional
soils exhibit an apparent temperature compensation for amino
acid turnover. Normalizing amino acid turnover for in situ
differences in soil temperature (as fractional turnover per °C)
magnifies the difference between early (warm) and late (cold)
successional soils. Analogous relationships with temperature
have been observed for organic matter turnover in both
laboratory and field experiments (Kirschbaum, 2004), and
may also be pertinent to soil N turnover.
The traditional perspective on plant N relationships in
terrestrial ecosystems has been that there is an absolute
dependence of plants on mineral N for uptake and metabolism.
A challenge to the generality of this view has emerged over the
last 15 yr, based upon work in plant physiology, biogeochemistry
and ecosystem ecology. The fundamental argument rests on
the finding that annual plant requirements for N greatly
exceed the annual inorganic N supply. This observation has
been made in arctic (Giblin et al., 1991; Kielland, 2001), alpine
(Labroue & Carles, 1977; Fisk & Schmidt, 1995), and taiga
ecosystems (Ruess et al., 1996; Kielland et al., 2006; Kranabetter et al., 2007). Although the varied methodologies for estimating both supply and demand clearly affect the accuracy
of these parameters, the sheer magnitude of the discrepancy
(2- to 6-fold; Kielland, 2001) provides a reasonable justification for the idea that many plant species must derive their N
supply from additional sources other than NH+4 and NO3−.
2. Soil nitrogen composition
Boreal forest soils have a high organic matter content and
thus high concentrations of total soil N. Most of this N is in
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the form of N in humic material (Stevenson, 1982), but
concentrations of soluble proteins can be high; on the order
of 0.5 mg g−1 soil (corresponding to c. 0.08 mg protein N g−1
soil; Kielland et al., 2007). Concentrations of dissolved
organic N (DON) are typically about an order of magnitude
greater than those of NH+4 and NO3− (DON 16–32 kg ha−1
and dissolved inorganic N (DIN) 0.9–15 kg ha−1; Kranabetter
et al., 2007), but the effective bio-availability of DON may
be < 20% (Jones & Kielland, 2002; Neff et al., 2003). High
concentrations of amino acids and high rates of amino acid
production are also characteristic of some temperate forests.
Thus, Berthrong & Finzi (2006) found that, in two out of
three studied sites, amino acids dominated over inorganic N
in the soil solution of the organic horizon.
3. Control of plant amino acid uptake in the field
As is the case for all plant nutrients, the effective limitation of
plant acquisition is controlled more strongly by soil processes
in the rhizosphere (especially diffusion) than by specific
physiological properties of a given plant species (Nye, 1977).
However, uptake of soil N, including amino acids, is a
concentration-dependent process under control of transporters
in the plasmalemma. The concentration of amino acids in the
bulk soil is controlled by proteolysis, as described above, and
the buffer capacity of the soil, which in turn is affected by the
charge distribution on individual amino acids. Basic amino
acids such as L-Arg and L-Lys tend to be less mobile than
neutral amino acids such as Gly and L-Ala (Owen & Jones,
2001). Amino acid concentrations in soil are also, naturally,
controlled by uptake and release (efflux) both by plant roots
and by various symbiotic and free-living micro-organisms.
While mycorrhizal fungi may improve the uptake capacities
of plant roots (Sokolovski et al., 2002), free-living microbes
may stimulate the efflux of amino acids through release of
specific compounds such as 2,4-diacetylphloroglucinol,
phenazine and zearalen (Phillips et al., 2004). Thus, amino acid
concentrations close to root surfaces may be very dissimilar
from those of the bulk soil, and elucidation of the dynamics
of N sources in general, and of amino acids in particular, is
therefore warranted.

III. Uptake
1. Uptake of amino acids by roots
All tested plant species, including plants from all major
mycorrhizal types and nonmycorrhizal species, have been found
to possess the capacity to take up amino acids (cf. Lipson &
Näsholm, 2001). Early work (Hutchinson & Miller, 1911;
Brigham, 1917; Virtanen & Linkola, 1946; Ghosh & Burris,
1950; Wright, 1962) indicated that plants could absorb
amino acids as N sources. Following these early demonstrations
of plant amino acid utilization, a number of studies focussed
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on aquatic plants such as Lemna sp. (e.g. Joy, 1969; Holst &
Yopp, 1979; Borstlap et al., 1986) and showed that such
plants were able to utilize several amino acids for growth and
even perform better on mixtures of amino acids and inorganic
N than on inorganic N only (Joy, 1969). Further, characteristics
of the uptake system(s) were studied in Lemna, showing high
rates of uptake and high affinities for uptake in this plant
(Datko & Mudd, 1985). Several studies have also focussed on
the characterization of root uptake of amino acids in land
plants (Soldal & Nissen, 1978; Bright et al., 1983; Shobert &
Komor, 1987; Jones & Darrah, 1994; Kielland, 1994;
Heremans et al., 1997; Schmidt & Stewart, 1999; Persson &
Näsholm, 2001a; Persson et al., 2003, 2006; Thornton, 2001;
Thornton & Robinson, 2005; Jämtgård et al., 2008). These
studies used a wide range of compounds and experimental
procedures, but common to all of them was the notion that
plants efficiently absorb amino acids from test solutions.
For the purpose of this review, four questions are of great
significance regarding root uptake capacities.
• Can roots absorb amino acids from solutions containing
field-relevant amino acid concentrations?
• How do the uptake characteristics of plants compare with
those of soil micro-organisms?
• How does plant uptake of organic N compounds such as
amino acids compare with that of inorganic N compounds?
• Do measured rates of gross uptake, for example through
assessment of the increase in the content of isotopic label over
time, accurately describe net uptake of amino acid N?
Can roots absorb amino acids from solutions containing
field-relevant amino acid concentrations? Generally, most
studies have measured uptake rates of roots at concentrations
higher than those normally found in soils (Wright, 1962; Jones
& Darrah, 1994; Schmidt & Stewart, 1999; FalkengrenGrerup et al., 2000; Owen & Jones, 2001; Thornton, 2001;
Thornton & Robinson, 2005). This is a serious drawback
because many uptake systems have a lower concentration
limit under which no net uptake occurs. Consequently,
uptake as demonstrated at concentrations appreciably above
realistic soil solution concentrations may be of little value
for inferring uptake under field conditions. However, a few
studies using tracers (Soldal & Nissen, 1978; Shobert & Komor,
1987; Kielland, 1994; Phillips et al., 2004) or solution depletion
(Jämtgård et al., 2008) described root uptake characteristics
at amino acid concentrations < 10 µM and showed uptake to
occur also at these relatively low concentrations.
How do the uptake characteristics of plants compare
with those of soil micro-organisms? With respect to affinity
constants, different studies have come to vastly different
conclusions, probably mainly reflecting the range of solution
concentrations used rather than true species differences (Lipson
& Näsholm, 2001). When root amino acid uptake has been
studied at a soil-relevant concentration range, the affinity
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constant (Km) for different compounds has been found to fall
within the range 10 µM (L-Arg; Soldal & Nissen, 1978) to
300 µM (L-Glu; Kielland, 1994). Published values for affinity
constants for amino acid uptake by soil microbes also vary on
the scale of several orders of magnitudes, but studies that have
employed relatively low amino acid concentrations in the test
solutions suggest that Km should fall within the range 20–
50 µM (cf. Jämtgård et al., 2008). Wallenda & Read (1999)
studied the kinetics of amino acid absorption of detached
mycorrhizal root tips of Pinus sylvestris and Fagus sylvatica and
found that Km varied between 19 and 233 µM for various
amino acids. Plassard et al. (2002) found that infection of
Pinus pinaster roots with Hebeloma cylindrosporum greatly
increased the plant perfomance on L-Glu. Sokolovski et al.
(2002) compared uninfected and infected fine roots of Calluna
vulgaris and concluded that infection with Hymenoscypus
ericae greatly improved the capacity for root uptake of a range
of amino acids. Affinity constants for infected C. vulgaris
presented by Sokolovski et al. (2002) do, however, fall within
the same range as that for, for example, barley (Hordeum
vulgare; Soldal & Nissen, 1978; Jämtgård et al., 2008), Ricinus
communis (Shobert & Komor, 1987) and Arabidopsis thaliana
(Svennerstam, 2008). From this, we can conclude that
affinity constants of plant roots and mycorrhizas for amino
acid uptake do not exclude the possibility that root uptake
mechanisms have a role in plant capture of amino acids from
soil solutions.
How does plant uptake of organic N compounds such as
amino acids compare with that of inorganic N compounds?
Uptake of NH+4 and NO3− is mediated by a range of
transporters and, for both ions, high- and low-affinity
transporters have been identified (cf. Williams & Miller, 2001;
Miller & Cramer, 2004). Comparisons of rates of root uptake
of amino acids, NH+4 and NO3− have been made for several
species and the general conclusion from these comparisons is
that NH+4 is absorbed at the highest rates, followed by amino
acids, while the lowest rates of uptake are usually displayed for
NO3− (Falkengren-Grerup et al., 2000; Öhlund & Näsholm,
2001; Thornton, 2001; Thornton & Robinson, 2004; Finzi
& Berthrong, 2005), although in some cases uptake of amino
acids has been shown to be higher than that of both NH+4 and
NO3− (Persson et al., 2006; Kielland et al., 2006). This picture
changes slightly when uptake of different N forms is measured
and when several N sources are present simultaneously.
Specifically, uptake rates of both NH+4 and NO3− seem to be
decreased more than rates of uptake of amino acids when
roots are exposed to mixtures of these ions both in soil
(Öhlund & Näsholm, 2001) and in solution (Thornton &
Robinson, 2004). The ‘preferences’ displayed in short-term
studies of root uptake from aqueous media may be eliminated
by interactions between these N sources and the soil. Thus,
diffusion rates in the soil may vary by several orders of
magnitude among these N sources, with NO3− displaying a
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10–100-fold higher diffusion rate than NH+4, while for amino
acids a wide range of diffusion rates exists, from that for small
uncharged compounds such as Gly to that for large cations
such as L-Arg (Owen & Jones, 2001; Miller & Cramer,
2004). We conclude that rates of uptake of amino acids are
probably lower than those of NH+4 but higher than those of
NO3− for most plant species studied to date.
Do measured rates of gross uptake, for example through
assessment of the increase in the content of isotopic label
over time, accurately describe net uptake of amino acid N?
It is well established that net uptake, that is, the increase in the
amount of a given element in the plant, depends on both
influx and efflux (Britto & Kronzucker, 2004; Szczerba et al.,
2006). Thus, for such compounds, rates of net uptake cannot
be deduced from data on influx rates only, but must be
determined from the balance between influx and efflux
processes. Whereas influx carriers have been identified for
both NO3− and NH+4, available information on the nature of
efflux mechanisms per se is rather limited (Gaymard et al.,
1998). Efflux of anions such as NO3− can occur through
passive leakage via anion channels, while proton movement in
the opposite direction must accompany efflux of NH+4. It
appears that the efflux to influx ratio of any ion increases with
increasing concentrations of the compound studied in the root
medium and high efflux rates are thus typical for low-affinity
transport systems (Britto & Kronzucker, 2006). Thus, a study
of white spruce (Picea glauca), Douglas-fir (Pseudotsuga menziesii)
and trembling aspen (Populus tremuloides) showed that, at an
external concentration of 1.5 mM NH+4, efflux constituted
35, 85 and 78% of the influx of the respective species
(Kronzucker et al., 2003).
Most studies of amino acid absorption by plant roots have
only measured gross influx rates and not net rates of amino
acid uptake. This is because the majority of studies have
utilized labelled amino acids and assessed the rates at which roots
acquire label over time but not acknowledged the possibility
of a leakage component, which could affect the calculations of
net uptake rates. A few studies have compared rates of uptake
of label and depletion of amino acids from bathing solutions
(Persson & Näsholm, 2001b; Warren, 2006; Jämtgård et al.,
2008), but in these studies significant rates of efflux of the
tested amino acids was not recorded. Consequently, labelling
studies represent an adequate methodology with which to infer
rates of net amino acid absorption by plants.
Efflux of amino acids from roots has, however, been shown
to occur in several species (e.g. Jones & Darrah, 1994; Paynel
et al., 2001; Phillips et al., 2004, 2006; Lesuffleur et al., 2007).
The molecular mechanisms involved in amino acid efflux
in plants remain to be elucidated. Hypothetically, energydependent carriers in the plasma membrane may mediate the
efflux of amino acids. In bacteria such translocators have been
found to be responsible for export of amino acids (Eggeling &
Sahm, 2003). Amino acids have been shown to be exported by
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exocytosis in yeast, transport into intracellular vesicles being
mediated by the weak acid and quinidine resistance gene
(AQR1; Velasco et al., 2004), a member of the major facilitator
superfamily. Polar cell-to-cell transport of auxin in plants has
been postulated to be mediated by a similar mechanism,
involving auxin influx and efflux carriers, for example the PINformed (PIN) family of proteins (Baluska et al., 2003; Blakeslee
et al., 2005). As auxin is a derivative of the amino acid L-Trp,
it is possible that amino acid export in plants is also mediated
by exocytosis. However, available information suggests that
efflux may not be carrier-mediated but may simply represent
leakage from roots, as a result of the high concentration gradient
of amino acids across the plasmalemma. Leakage would thus
involve the movement of amino acids over root plasma
membranes, down a concentration gradient. For example,
root cells may exhibit amino acid concentrations of c. 1–
10 mM (Jones & Darrah, 1994) whereas the soil solution
exhibits concentrations of individual amino acids in the range
of 0.1–10 µM, resulting in a concentration gradient of three
to five orders of magnitude between the living root and its soil
environment. This provides a strong driving force for diffusion
of amino acids out of root cells. Except for the magnitude of the
driving force, the resistance exerted by the plasmamembrane
against movement of amino acids must be taken into account
when calculating potential rates of leakage from root cells. In
general, uncharged and hydrophobic compounds should
display higher flux rates over lipid bilayers than charged
hydrophilic substances. In accordance with this theory, measured
permeability coefficients for amino acids over lipid bilayers
range from 0.5 × 10–11 cm s−1 for Gly, Ser and Lys to 25 cm s−1
for Phe and 41 cm s−1 for Trp (Chakrabarti, 1994).
In the context of root amino acid leakage, it has been suggested
that root uptake mechanisms may primarily be involved in
retrieval of amino acids that have leaked out of root cells
(Jones et al., 2005). Phillips et al. (2006), studying Lolium
multiflorum, Zea mays and Medicago truncatula, showed that
influx rates exceeded efflux rates by 94–374%. Lesuffleur
et al. (2007), however, studying a range of crop plants, found
that all species, and in particular the N-fixing Trifolium repens
and Medicago sativa, displayed high efflux rates of Gly and LSer and that efflux rates were considerably higher than influx
rates. The reason for the very high efflux rates recorded for
these two amino acids in this study is unclear: other amino
acids occurring at higher concentrations in root cells did not
display such high rates of efflux and, as stated above, permeability coefficients for Gly and L-Ser diffusion over lipid bilayers
are small. Notably, the N leakage represented by the efflux rates
recorded by Lesuffleur et al. (2007) would account for a loss
of c. 0.5–1 mg N g–1 root dry weight h–1, thus severely depleting roots of N even over short time periods. Other studies
have found efflux rates to be small or insignificant (Shobert &
Komor, 1987; Phillips et al., 2004; Jämtgård et al., 2008).
Clearly, more experimentation is needed to resolve the
issue of whether a significant efflux component exists.
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If the role of root amino acid uptake systems is primarily to
recapture amino acids that have leaked out of root cells (cf.
Owen & Jones, 2001; Jones et al., 2005), thereby offering a
means by which rhizospheric bacteria and fungi can be
controlled (Phillips et al., 2004, 2006), then mutants with
restricted capacities for root amino acid uptake could offer
new ways of studying these functions. To date, transporters
known to be active in root amino acid uptake include lysine
histidine transporter 1 (LHT1; Hirner et al., 2006; Svennerstam
et al., 2007), amino acid permease 1 (AAP1; Lee et al., 2007)
and amino acid permease 5 (AAP5; Svennerstam et al., 2008)
(see the next section, ‘Transporters mediating root amino acid
uptake’). Hirner et al. (2006) performed growth tests on
A. thaliana LHT1 knock-out mutants and found these plants
to display reduced growth on fertilized soil, growth conditions that would probably supply large amounts of inorganic
N to the plants. This result therefore suggests that loss of
this transporter could affect growth through increased losses
of amino acids from roots, also implying that such losses could
be of quantitative significance and thereby corroborating the idea
that amino acid transporters may have an important function
in recapturing amino acids. However, LHT1 was also shown
to function in retrieval of apoplasmic amino acids in leaves.
When the LHT1 gene was re-expressed in the knock-out plants
under the control of a leaf-specific promoter, the growth phenotype disappeared, suggesting that the function of acquiring
amino acids from apoplasmic fluids in the leaves is a critical
determinant of the phenotype. Moreover, plants with LHT1
re-expressed in leaves showed a strong growth phenotype
when supplied with L-Asp as an N source, underscoring the
role of this transporter in root uptake of amino acids. Recent
studies (Svennerstam et al., 2008) of lht1*aap5 mutants failed to
show that leakage of amino acids was elevated compared with
wild-type plants. These results suggest that, for A. thaliana,
leakage of amino acids from root cells is not of a sufficient
magnitude to affect growth. The lack of a growth phenotype
of plants with greatly reduced capacities for root amino acid
uptake hence does not support the theory that the main
physiological function of root uptake mechanisms pertains
to re-capture of amino acids, although more experimentation
is definitely needed to confirm this conclusion.
2. Transporters mediating root amino acid uptake
Studies of root uptake rates have provided important
information on the capacity of roots to acquire amino acids
from solutions. A debate on the identity of the actual carriers
mediating root amino acid uptake, and their numbers,
specificities, characteristics and regulation, was initiated as
early as the 1970s. It was, at that time, not known whether
amino acid transport was mediated by one or several transport
systems. In their comprehensive review, Reinhold & Kaplan
(1984) argued that most studies suggested that a single system
was accountable for amino acid transport. Kinraide (1981)
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analysed the findings of a range of root uptake studies and
inferred from this analysis that two major transport systems,
one mediating transport of neutral and acidic amino acids and
another mediating transport of basic amino acids, could
account for root amino acid uptake. This conclusion was
supported by the findings of Datko & Mudd (1985), who
used Lemna gibba as a model plant, and by those of Shobert
& Komor (1987), who studied Hordeum vulgare. By analysing
amino acid transport into plasma membrane vesicles isolated
from Beta vulgaris, Li & Bush (1990, 1991) identified four
amino acid symport systems, two for neutral, one for acidic
and one for basic amino acids.
A new direction of research, applying methods of molecular
biology, allowed this long-term debate to be settled. Frommer
et al. (1993) cloned and identified a plant amino acid transporter (AAP1) using complementation of a transport-deficient
yeast mutant strain with an expression library from A. thaliana.
Molecular cloning and functional complementation in yeast
have, since then, revealed that plants express a multitude of
different amino acid transporters. However, it is not until
recently, with the use of modern molecular biology tools
and the advent of the genomics era, with the sequencing of
full genomes, that we have been able to grasp the abundance
of amino acid transporters in plant genomes. Amino acid
transporters in plants belong to at least five gene families
(Rentsch et al., 2007), comprising at least 67, 134 and 96
genes annotated as being, or putatively being, amino acid
transporters in A. thaliana, Populus trichocarpa and Oryzae
sativa, respectively (Rentsch et al., 2007; The Arabidopsis
Information Resource (TAIR); http://arabidopsis.org; The
DOE Joint Genome Institute ( JGI); http://genome.jgi-psf.org/
Poptr1_1/Poptr1_1.home.html; Tuskan et al., 2006; The
Institute for Genomic Research (TIGR); http://www.tigr.org;
Yuan et al., 2005; Ouyang et al., 2007).
It is believed that plant amino acid transporters are functionally
defined by distinct spatial and temporal expression patterns
and substrate specificities (Liu and Bush, 2006). However,
the possibility cannot be excluded that there is functional
redundancy among some transporters, possibly explaining
that, for example, A. thaliana mutants of the amino acid transporter AAP3 cannot be distinguished from wild-type plants
(Okumoto et al., 2004).
However, the resolution of one issue – that of whether a
single or several different amino acid transport systems exist –
resulted in new questions. What are the functions of this
multitude of different transporters in planta? To what extent
do they represent redundancy in function, and to what extent do
they fulfil specific roles? In trying to answer these questions,
the physiology, biochemistry and molecular biology of plant
amino acid transporters have been extensively studied, mainly
using A. thaliana as a plant model system. The collective
knowledge generated by these studies has recently been
reviewed (Liu & Bush, 2006; Rentsch et al., 2007). In the
context of the present review, however, these questions pertain to
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the number and functions of amino acid transporters mediating
root amino acid uptake. Resolving these issues is of central
importance not only for disentangling the mechanisms
underpinning the uptake processes but also for understanding
how, under field conditions, different amino acids interact in the
uptake process, to what extent different compounds compete
for uptake and to what extent their uptake is complementary.
Studies aiming at pinpointing the identity of transporters
involved in root amino acid uptake have utilized a variety of
techniques, including both forward and reverse genetics. Basically,
root uptake of neutral and acidic amino acids was shown to
depend on functional expression of LHT1 (Hirner et al.,
2006; Svennerstam et al., 2007; Table 1). Hirner et al. (2006)
selected five mutant lines that were deemed likely to be
involved in root amino acid uptake. Svennerstam et al. (2007)
used forward genetics to obtain mutant lines affected in
root amino acid uptake as well as a reverse genetic screen and
concluded that both screening strategies resulted in the
identification of LHT1 as crucial for root uptake of acidic
and neutral amino acids. Similarly, Lee et al. (2007) using a
combination of forward and reverse genetics, identified AAP1 as
important for root amino acid uptake although the phenotype
of the mutants was only displayed when plants were exposed
to relatively high amino acid concentrations (0.15–10 mM).
Moreover, neither LHT1 nor AAP1 was found to mediate
root uptake of the cationic amino acids L-Lys and L-Arg,
suggesting the existence of additional transporters active in
root amino acid uptake. Thus, using a reverse genetic screen
of 23 T-DNA lines mutated in genes with potential roles in this
process, Svennerstam et al. (2008) found AAP5 to be crucial
for root uptake of these two amino acids. In the same study,
double mutants of LHT1 and AAP5 displayed reduced uptake
rates for all tested amino acids when these were present at a
concentration of 10 µM and an overall reduction in amino
acid uptake of 78 %. Results of studies of the root amino acid
uptake kinetics of AAP1, LHT1 and AAP5, in the concentration
range 2–50 µM, confirm that LHT1 and AAP5 are the crucial
components of the root amino acid uptake process in
A. thaliana within the concentration ranges relevant for field
conditions (Svennerstam, 2008), while the function of AAP1
may be to mediate amino acid uptake at higher external
concentrations. Moreover, these data suggest the overlap
between LHT1 and AAP5 regarding substrate spectra to be
small, so that LHT1 mediates uptake of all amino acids except
L-Lys and L-Arg while AAP5 is only active in the uptake of
these two cationic amino acids. If this model is valid, there are
some direct consequences for our understanding of plant
utilization of amino acids as N sources under natural conditions.
Firstly, uptake of L-Lys and L-Arg is largely independent of
uptake of neutral and acidic forms and thus plants could
potentially regulate uptake of the cationic forms differently
from the uptake of other forms. Secondly, the available soil amino
acids would, from the plant perspective, be divided into two
separate pools: the neutral + acidic pool and the basic pool.
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lht1
Mutant
Method

14C-Aaa

Deplb,d

aap1
14C-Aac

aap5
Depld

lht1 × aap5
Depld

Concentration (mM)
Duration (h)

5.0
1.5–3

0.025
4–5

10.0
48

0.010
1–4

0.010
1–4

Amino acid
Ala
Met
Phe
Pro
Trp
Val
Asn
Gly
Gln
Ser
Asp
Glu
His
Arg
Lys

Reduction of amino acid uptake (%)
65
c. 40*
c. 50
c. 60
c. 50
78d
c. 30
83d
56d
84
c. 50
85
46
c. 60
100
ns
82
40d
73
ns
c. 30, c. 50*
42
c. 30
ns
ns
ns

ns

74

ns

79

ns
ns
ns
ns
ns
ns
ns
ns
87
90

84
62
81
65
87
46
ns
63
88
85

Table 1 Reduction of root amino acid uptake
in Arabidopsis thaliana with altered
expression of amino acid transporter

Amino acid uptake was measured as uptake of labelled amino acid (14C-Aa) or as depletion of
amino acids from a solution (Depl). ns, nonsignificant.
a
Hirner et al. (2006); bSvennerstam et al. (2007); cLee et al. (2007) *150 µM; dSvennerstam
et al. (2008).
aap, amino acid permease; lht, lysine histidine transporter.

Many transporters are expressed in different tissues at
different developmental stages, and are therefore hypothesized
to have multiple functions in plants (Liu & Bush, 2006). This
has also been shown for LHT1, AAP1 and AAP5 which, in
addition to their function in root amino acid uptake, have
been shown to be involved in redistribution of amino acids in
mesophyll cells (LHT1; Chen & Bush, 1997; Hirner et al.,
2006), transport of amino acids for development and
accumulation of storage proteins (AAP1; Frommer et al.,
1993; Kwart et al., 1993; Fischer et al., 1995; Hirner et al.,
1998) and phloem loading of amino acids in mature leaves
(AAP5: Fischer et al., 1995). Tissue-specific expression patterns
of LHT1 and AAP1 in A. thaliana have been investigated by
histochemical analysis of plants carrying the reporter gene
for β-glucuronidase under the control of an LHT1 or AAP1
promoter (Hirner et al., 2006; Lee et al., 2007). The results
showed that LHT1 is expressed in roots, mainly in the rhizodermis of emerging roots and lateral roots. AAP1 was shown
to be expressed in the root epidermis, cortex and endodermis
as well as the vascular cylinder. Two gene expression maps of
A. thaliana roots have been recently published. Birnbaum
et al. (2003) created a global expression map based on 15
different root zones, corresponding to five cell types at three
progressive developmental stages. In a recent study (Brady et al.,
2007) the resolution was enhanced to cover 13 developmental
zones and 19 cell types. LHT1 is expressed mainly in the
lateral root cap and in the epidermis. AAP5 is expressed in all

www.newphytologist.org

tissues, but mainly in the cortex, endodermis and lateral root
cap, and AAP1 mainly in the endodermis, cortex and stele. As
amino acid transporters other than LHT1, AAP1 and AAP5
are also expressed in root tissue, the possibility cannot be
excluded that other amino acid transporters also participate in
root amino acid uptake. Even so, based on the abovementioned
studies of LHT1, AAP1 and AAP5 gene expression, and the
demonstrated importance of these transporters, we present a
hypothetical model of amino acid transport in roots (Fig. 3).
For mycorrhizal plants, uptake of nutrients, including organic
N, is to a large extent mediated by the fungal partner (cf. Chalot
et al., 2002; Smith & Read, 2007). Studies of ectomycorrhizal
(EM) fungi have identified several transporters active in amino
acid uptake from the soil. Chalot et al. (1996) showed that
amino acid transport by the EM fungus Paxillus involutus
displayed a broad substrate specificity for amino acids and a
Km between 7 and 27 µM depending on the specific amino
acid. Transport was shown to be pH-dependent and sensitive
to protonophores, suggesting active transport mediated by
specific transporters. Nehls et al. (1999) identified an amino
acid transporter with high affinity for a wide range of amino
acids in the EM fungus Amanita muscaria and named it
AmAAP1. Wipf et al. (2002), working with the fungi Hebeloma
cylindosporum, concluded that the general amino acid transporter HcGAP1 (General Amino Acid Permease 1) could mediate
active uptake of a broad spectrum of amino acids. A recent
study (Cappellazzo et al., 2008) also suggested that arbuscular
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Fig. 3 Hypothetical model of root amino acid uptake in nonmycorrhizal plants. Two pools of amino acids, neutral/acidic and basic
(L-Arg/L-Lys), are transported into the symplast of the root epidermis, cortex and/or endodermis by the amino acid transporters lysine histidine
transporter 1 (LHT1) and amino acid permease 5 (AAP5), respectively (Hirner et al., 2006; Svennerstam et al., 2007, 2008). Both transporters
are also expressed in the stele, suggesting a function in transport of amino acids from the apoplast into cells in, for example, the pericycle and/
or phloem tissue. It is hypothesized that AAP1 is also involved in these processes (Lee et al., 2007). However, whereas LHT1 and AAP5 have
been shown to be involved in root uptake of amino acids at low concentrations (2–50 µM; Svennerstam, 2008), AAP1 was found to mediate
uptake of amino acids at higher concentrations (150–10 000 µM; Lee et al., 2007). Thus, it is unclear whether AAP1 is involved in root amino
acid uptake at concentrations relevant for field conditions, and more studies are hence needed to clarify this issue. Phloem loading of amino
acids for transport to root sink tissues is believed to involve AAP2 and AAP3 (Hirner et al., 1998; Okumoto et al., 2004).

mycorrhizal fungi express amino acid transporter genes by
reporting the identification of an amino acid permease in
Glomus mosseae (GmAAP1). In addition, a comprehensive
analysis of N-compound transporters in Laccaria bicolor identified
29 gene models belonging to the amino acid-polyamineorganocation superfamily (Lucic et al., 2008). Thus, in fungi
as well as in plants, transporters controlling uptake of amino
acids have been shown to involve a wide range of compounds.
Identification and characterization of the transporters involved
at the plant–fungus interface represent a key step in understanding the processes of nutrient exchange occurring between
the plant and the fungus. Therefore, for mycorrhizal plants, the
hypothetical model in Fig. 3 may be modified, taking symbiotic
features and fungal amino acid transporters into consideration.
3. Metabolism, allocation and growth
The abundance of studies on root uptake of amino acids is in
sharp contrast to the very few studies actually devoted to
following post-uptake conversions of absorbed compounds.
Glycine has become the model compound in many studies of
plant organic N uptake and therefore the metabolism of
absorbed Gly has been investigated more extensively than that
of other amino acids. Schmidt & Stewart (1999) studied the
uptake of Gly by a number of Australian plants and the
metabolism of absorbed Gly in Hakea actities (Proteaceae).
Using inhibitors of the serine hydroxymethyltransferase/glycine
decarboxylase pathway and inhibitors of aminotransferase
activity they showed that metabolism of root-absorbed Gly
was primarily via an aminotransferase, possibly serine glyoxalate
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aminotransferase, resulting in the majority of absorbed Gly-N
being transferred to L-Ser, followed by synthesis of L-Gln,
L-Glu and L-Ala. Interestingly, high 15N enrichment was also
found in Gly in the xylem, suggesting that a fraction of
absorbed Gly was not metabolized by roots but was directly
transported to shoots. This is consistent with the high
concentration of glycine found in the xylem sap of many
species (Sauter, 1981; Kielland, 1994). Thornton (2001)
studied the uptake and metabolism of Gly in Lolium perenne
and found, in agreement with Schmidt & Stewart (1999),
that a large fraction of Gly-N was transferred to L-Ser,
followed by synthesis of L-Gln, L-Glu, L-Asn and L-Ala.
Persson et al. (2006) studied the uptake and assimilation of
L-Ala and L-Glu as well as that of NO3− and NH+4 in
nonmycorrhizal Pinus sylvestris. For the two inorganic N
forms and for L-Glu, 62–75% of the total label in the amino
acid pool was recovered in L-Gln, while for L-Ala the L-Glu
pool also displayed significant 15N incorporation. From these
studies it seems that metabolism of absorbed amino acid N may
primarily depend not on de-amination followed by incorporation of released N within the GS/GOGAT (Glutamine
synthetase/Glutamate-2-oxoglutarate aminotransferase) cycle,
but rather via transaminations, as a significant fraction of the
15N label typically showed up in L-Ser (Gly-fed plants) and
L-Glu (L-Ala-fed plants). Moreover, it seems possible that a
fraction of absorbed amino acid N is directly transferred to
shoots (Schmidt & Stewart, 1999; Persson et al., 2006).
A special case of plant amino acid metabolism pertains to
the D-enantiomeric forms. Although some reports have stated
that compounds such as D-Ala (Ogawa et al., 1978) and D-
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Trp (Gamburg & Rekoslavskaya, 1991) are metabolized, both
older and more recent studies suggest that this ability is not
well developed in plants (Valle & Virtanen, 1965; Pokorny
et al., 1970; Erikson et al., 2004, 2005; Forsum et al., 2008),
resulting in accumulation of D-amino acids in plants exposed
to such compounds (Brückner & Westhauser, 2002). The low
capacity of plants to metabolize D-amino acids is in sharp
contrast to the situation in most other organisms. For example,
genes encoding D-amino acid oxidase are found in bacteria,
fungi and animals (Friedman, 1999; Pilone, 2000) but
surprisingly not in any of the plant genomes published to date
(A. thaliana, Z. mays, O. sativa and Populus tricocarpa). The
low capacity to metabolize compounds such as D-Ala and D-Ser
results in these compounds having strong toxic effects on
plants (Erikson et al., 2004, 2005). Transgenic A. thaliana
encoding a D-amino acid oxidase from the yeast Rhodotorula
gracilis could, however, detoxify D-Ala and could even grow
well on this amino acid (Forsum et al., 2008). The introduction
of D-amino acid oxidase into the plant created a new pathway
in which absorbed D-amino acids were metabolized into
NH+4, keto acids and H2O2 and the NH+4 produced could
thereafter be utilized for growth. This illustrates how a single
metabolic step may restrict the suitability of an organic N
form as an N source.
It is well known that the short-term fates of absorbed NH4N and NO3-N differ. Many plant species will directly allocate
a fraction of absorbed NO3− to shoots while most of the
absorbed NH4-N is incorporated into amino acids before
transport occurs (Raven & Smith, 1976; Andrews, 1986;
Bloom et al., 1992). It has also been noted that absorbed
amino acid N is allocated to shoots at a slower rate than NO3N (Schmidt & Stewart, 1999; Persson et al., 2006), that is, that
amino acid N, at least in the short term, is allocated similarly
to NH4-N. Moreover, short-term allocation is under the
control of exogenous and endogenous cues so that, for example,
pretreatment with high N concentrations in the root medium
simultaneously decreases instantaneous uptake rates and
increases allocation of absorbed amino acid N to shoots
(Thornton, 2001; Persson et al., 2006). The different allocation
patterns of different N compounds and the effect of N status
on allocation must be taken into consideration when results
from labelling studies are interpreted. Field studies where
labelled compounds are applied and only shoots are sampled
to assess plant uptake of the various N forms may not give
unambiguous results because the pattern of labelling is
complicated by the above-mentioned differences in allocation.
A range of studies have investigated the extent to which
plants can grow on amino acids as N sources. Generally,
growth on the amides L-Gln and L-Asn is relatively rapid
while other amino acids may not sustain growth or may even
inhibit growth (e.g. Bollard, 1966; Forsum et al., 2008).
Comparisons between noninfected and infected plants of species
normally displaying high densities of mycorrhization of roots
(Stribley & Read, 1980; Turnbull et al., 1995; Smith & Read,
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2007) also suggest that plants exhibit a restricted capacity to
use amino acids as N sources but upon infection this capacity
is increased dramatically. There is ample evidence (see above)
that a number of plant species, irrespective of the type of
mycorrhiza (and including nonmycorrhizal species such as
A. thaliana), have well-developed capacities for root amino
acid uptake. The studies referred to above also suggest, with
the exception of D-enatiomeric amino acids, that metabolism
of root-absorbed amino acids is rapid. Why, then, do only a
few amino acids function as N sources for (nonmycorrhizal)
plants? To the best of our knowledge, all growth tests have
supplied amino acids at concentrations of 1–10 mM, that is,
2–4 orders of magnitude higher than those recorded in the
soil solution (see above). Thus, although plants can absorb
and metabolize amino acids, growth may be hampered by a
high concentration, a case that has similarities with plant
NH+4 nutrition (Britto & Kronzucker, 2002). Notably, the
growth inhibitory effect differs markedly among different
amino acids. Generally, amino acids present at low endogenous
concentrations in plants display stronger growth-reducing
effects than those present at higher concentrations (Forsum
et al., 2008). Noctor et al. (2002) studied the leaf content
of free amino acids in potato (Solanum tuberosum), barley
(H. vulgare) and wheat (Triticum aestivum) grown under
different photosynthetic conditions and noted that one group
of amino acids found at low concentrations seemed to be
present at constant ratios, irrespective of the actual concentration,
and therefore suggested that the concentrations of members
of this group of amino acids were co-regulated. It should be
noted that, within this group of ‘minor’ amino acids (Noctor
et al., 2002), none of the compounds is effective as an N
source, while for the second group of compounds (‘major’
amino acids), which were present at high concentrations but
did not vary in concert, all but one are effective as N sources
for A. thaliana (Forsum et al., 2008). We conclude that the
low capacity of some (nonmycorrhizal) plants to utilize amino
acids for growth is probably not an effect of restricted capacities
for root absorption, or caused by restricted metabolism of
absorbed compounds in the sense that these substances can be
transformed within the plant and N derived from root-absorbed
amino acids used for protein synthesis. Instead, we speculate
that the specific growth settings, with high concentrations
of single amino acids, used in most studies may result in
accumulation of the tested compounds within plants, causing
inhibition of the synthesis of other amino acids (Bonner &
Jensen, 1997). Growth tests on Lemna minor (Joy, 1969) confirm
that single amino acids may inhibit, but protein (casein)
hydrolysates may efficiently sustain, the growth of plants.
Mutants defective in transporters mediating root amino
acid uptake offer a new and interesting way of assessing the
importance of amino acids for plant N nutrition. Arabidopsis
thaliana can use several amino acids for growth and the
amides L-Gln and L-Asn are especially effective (Forsum
et al., 2008). Arabidopsis thaliana mutants defective in the
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Table 2 Growth phenotypes on L-Gln of transgenic Arabidopsis
thaliana with altered expression of lysine histidine transporter 1
(LHT1)

Mutants
lht1-1, 2; lht1RNAi3, 4a
lht1-3 – lht1-5b,c

P35S-LHT1a
35SLHT1-1, 2c

L-Gln
concentration (mM)

Growth
(% of wild type)

5
1
0.5
1
1.5
5
0.5
1
1.5

ns
68
53
66
91
ns
c. 300
c. 150
c. 125

a

Hirner et al. (2006); bSvennerstam et al. (2007); cForsum et al.
(2008). ns, nonsignificant.

LHT1 transporter displayed decreased growth on L-Gln.
These effects were most pronounced at low amino acid
concentrations. Interestingly, plants overexpressing this transporter displayed 300–400% increased growth when cultivated
on 0.5 mM L-Gln (Forsum et al., 2008; Table 2). This
demonstrates that growth on amino acids may be hampered
by a low capacity to absorb such compounds and that genetic
engineering may be used to improve plant amino acid nutrition.
This effort may be of considerable relevance in agricultural
regions, which are trying hard to reduce the use of fertilizers
(Yamagata et al., 2001). It should also be noted, however, that
similar attempts to increase plant growth through increased
expression of transporters mediating uptake of inorganic N
have not been successful (Britto & Kronzucker, 2004; Lea &
Azevedo, 2006).

IV. Field studies of plant amino acid uptake
The previous section has established the mechanisms underlying
root amino acid uptake. Importantly, it suggests that roots
and mycorrhizas have high-affinity systems for the uptake
of all tested proteinaceous amino acids. However, from the
abovementioned findings, it cannot be inferred that plant N
nutrition to a significant degree involves the acquisition of
organic N molecules. There are a number of uncertainties that
constrain our ability to scale the laboratory results showing
uptake of amino acids by plant roots and the soil studies
showing the presence of amino acids in the root environment
to actual field settings.
During the last decade, a large number of field studies have
investigated the possibility that the potential of plant roots to
absorb amino acids is realized under realistic growth conditions and instrumental to this work has been the use of dual
labelled (13C, 15N) amino acids (Schimel & Chapin, 1996;
Näsholm et al., 1998). Inferences regarding amino acid uptake
based on recovery of added label and the molar ratios

© The Authors (2009)
Journal compilation © New Phytologist (2009)

Review

thereof, such as 13C:15N, are particularly useful to assess the
extent to which amino acids were mineralized before uptake
(Näsholm et al., 1998; Näsholm & Persson, 2001). However,
comparison of in situ uptake of different N forms, such as 15N
amino acids vs 15N- NO3−, may be misleading if conclusions
regarding relative uptake are solely based on recovery of 15N
in the target tissue (e.g. roots). Differences in ambient (unlabelled) concentrations of N forms must be corrected for, either
through adjustments in isotopic labelling or mathematically
through post-labelling corrections against differential isotopic
dilution. For example, in a study on cycling dynamics of
NH+4 and amino acids in a mid-successional taiga forest, it
was concluded that these ecosystems rely approximately equally
on NH+4 and amino acids (McFarland et al., 2002). This study
failed to take into consideration differences in the concentration of soil amino acids compared with NH+4, which could
have had a significant effect on the estimate of relative uptake
of the two forms of N in these forests. Similar inferences
based solely on recovery of 15N have been made in other studies
(e.g. Schimel & Chapin, 1996; Näsholm et al., 2000; Persson
et al., 2003; Nordin et al., 2004) which would tend to negatively
bias uptake estimates of the N form with the higher concentration in the soil. Few field studies presenting compoundspecific 15N values in the context of comparing the uptakes of
different N forms have explicitly recognized that these data
alone cannot be used to compare rates of uptake of endogenous
soil N.
We recognize that to calculate the magnitude of isotopic
dilution used to estimate N uptake it is important to identify
the appropriate N pool. For an experiment involving several
amino acids, the appropriate N pool may be the total soil free
amino acid pool. However, in single-amino acid experiments
it may be argued that the appropriate N pool would be the
concentration of that particular amino acid. Alternatively, the
total free amino acid concentration could be used if a correction
factor can be applied for the uptake of the amino acid in
question relative to other amino acids. Such data may be
difficult to come by, but information pertinent to such an
approach is available for selected amino acids, plant species,
and ecosystems (Kielland, 1994; Lipson et al., 1999a; Persson
& Näsholm, 2001b). From what has been described above
regarding root uptake characteristics for amino acids it may be
argued that any correction for dilution of introduced label
into the soil amino acid pool should be based on the substrate
specificity of the transporters mediating plant uptake of amino
acids. This argument implies that studies using neutral or
acidic amino acid tracers should calculate dilution based on
the total pool of these in the soil solution, while studies using
basic amino acids should use the sum of L-Lys and L-Arg
concentrations.
The development of techniques for detecting intact labels
in the root (gas chromatography–mass spectrometry (GC-MS);
Persson & Näsholm, 2001a) allows direct measurement of the
label in the root, but requires an experimental design that lets
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the investigator track metabolic conversions and translocation
of the label over time. The GC-MS technique will provide
conclusive qualitative information on whether a test plant
acquired intact amino acids or not but will not give a quantitative
estimate of this process. Neither of the aforementioned
methodologies, however, addresses the potential errors in
uptake estimation produced by differential isotope dilution.

1. Sampling schedule
Most uptake studies under field conditions rely on measurements
of isotopic enrichment in root tissue, because extensive
transamination, deamination and decarboxylation of amino
acids before translocation to shoots would make interpretation
of shoot isotopic enrichment dubious (Persson & Näsholm,
2001b). The design of a sampling schedule to recover doubly
labelled amino acids for uptake estimation in the field is
governed by several factors, including anticipated process rates,
specific scientific questions, and logistical challenges. Thus, it
is not surprising that investigators have sampled on a variety
of time schedules ranging from minutes to days. However,
given the high turnover rate of amino acids in most soils and the
rapid metabolic conversions within the root (see ‘Metabolism,
allocation and growth’ in the previous section), inferences
regarding uptake of intact amino acids become increasingly
difficult in proportion to the time interval between applications
of label and label recovery, irrespective of current methodologies (GC/MS, molar ration regression, etc.). For example,
the molar ratios of 13C:15N in roots of injected amino acids
decrease in an exponential fashion as a function of the time
elapsed since injection (Fig. 4). Thus, small differences in
sampling intervals may yield large differences in molar ratios,
resulting in different interpretations of the fate of the label and

Fig. 4 The molar ratios of 13C:15N in roots of injected amino acids
decrease exponentially as a function of the time elapsed since
injection. Thus, differences in sampling intervals may result in large
differences in the estimates of the proportion of amino acids absorbed
intact. Data are derived from McFarland et al. (2002).
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the assessment of how much of the label was absorbed intact.
Consequently, an independent assessment of amino acid
turnover/metabolic conversions in the root is required to
accurately evaluate the degree of absorption of intact amino
acids. A reasonable compromise may be to select two sampling
periods, one shortly after label injection (1–6 h) and one
much later (24–72 h). Alternative approaches have relied on
the constancy of charge balance as indicated by acidification
of the rhizospere (Chapin et al., 1993), although measurement
of this would be a difficult feat to pull off in a field study.
2. Inferential scope regarding competition between
plants and microbes
Many of the recent ecological studies of organic N uptake
in situ have cast this inquiry in the context of plant–microbe
competition. This is indeed a laudable approach, which has
spurred a discussion of these ecological interactions from
both a theoretical and an empirical perspective. However, the
inferences that have hitherto been made regarding competition
are not without their caveats, as a consequence of both
methodological and ecological considerations. In general, the
amount of label added to soils in nearly all field studies of
amino acid uptake has greatly increased N availability to the
extent that the experiment no longer addresses uptake under
ecological (limiting) conditions, but rather reflects differences
in uptake under saturating (nonlimiting) conditions. Thus,
such experiments do not adequately address ecological processes
but rather potential differences in the capacity for resource
acquisition under conditions that rarely occur in the field.
Moreover, these levels of fertilization (dosage rates) effectively
negate competition inasmuch as such an experimental design
alleviates any semblance of N limitation. Well, no N limitation
– no competition, and inferences pertaining to competition
therefore have no meaning. The capacity of plants to acquire
labelled amino acids was also shown to be rate dependent:
plants compete better for this resource at high external
concentrations (Jones et al., 2005). In situ studies using doublelabelled amino acids are constrained by the high dilution of the
13C isotope, generally approximately two orders of magnitude
higher than for the 15N isotope (Näsholm & Persson, 2001).
To be able to detect any 13C label in a plant tissue, relatively
large amounts of tracers must have been absorbed and thus
relatively large amounts of label need to be applied. This
methodological shortcoming may partly be circumvented by
the use of compound-specific isotope analysis (GC-MS or GCIRMS (gas-chromatography-isotope ratio mass spectrometry))
or through the use of 14C, 15N-labelled amino acids (Xu et al.,
2006, 2008) and thus future studies aiming at assessing
competition for organic N could possibly study this process
under more realistic conditions through application of lower
concentrations of isotopes.
Studies of plant and microbial uptake of inorganic and
organic N sources show that plants are inferior to microbes,
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irrespective of N form (Harrison et al., 2007, 2008). Thus, we
can conclude that, in many short-term studies, plants appear
to be poor competitors for any N source. Studies following
the fate of added tracers over longer time periods do, however,
show that plants acquire a gradually increasing fraction of
supplied N (Harrison et al., 2007; see also Kaye & Hart,
1997). Unfortunately, such studies will not be informative
regarding the actual compounds absorbed by plants over the
experimental period. This transfer of N would probably
involve both the production of NH+4 (and possibly NO3−) by
microbes and the production of organic N via lysed microbial
cells, but the relative contributions of these two routes are
unknown and could be expected to vary among different soils.
It is also important to stress that the competitive ability of any
organism is not a constant but can be expected to vary
depending on physiological status as well as the conditions
under which its competitive ability is assessed (e.g. Lipson &
Monson, 1998; Lipson et al., 1999b).
As stated above, the absorptive surface of plant roots may
be smaller than that of soil microbes, but both may show great
spatial and temporal variations. Also, rates of transpiration by
plants are strongly variable and, at high transpiration rates, plants
may ease the competition through induced mass flow in the root
environment. Such mechanisms would favour uptake of N forms
present at high concentrations in the soil solution, in particular
NO3−, but may be of importance also for other N forms.
Another aspect of plant–microbe competition that needs
scrutiny pertains to the nature of the microbial community
and its relation to plants. To the extent that plants and soil
microbes consume similar resources, and that the process
of resource acquisition in one has a negative impact on the
other, plants and microbes represent distinct recipients of the
soil N ‘pie’. However, most wild plant species form intimate
relationships with microbes, both bacteria and fungi, resulting
in a blurring of the distinction between ‘competitors’ and ‘cooperators’ (Eviner & Chapin, 1997). For example, in some
boreal forest ecosystems, the extramatrical ectomycorrhizal
mycelium contributes one-third of the microbial biomass
(Högberg & Högberg, 2002). Surely the ‘loss’ of an injected
N label into the latter pool does not entirely represent a fraction
of soil N that is unavailable to (mycorrhizal) plants! The apparent
inferiority of plants in competition with microbes may, for
mycorrhizal plants, partly be explained by our inability to separate
symbiontic and nonsymbiotic micro-organisms. The temporal
pattern of increased plant acquisition of 15N over time from
added inorganic or organic sources may, similarly, reflect
gradual allocation from the fungal partner to the host plant.

V. Conclusions and future perspectives
1. Organic N – a significant N source for plants?
As stated in the previous sections, it is inherently difficult to
assess the dependence of any plant on uptake of any N source,
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organic or inorganic. Currently, we lack direct evidence that
organic N contributes significant amounts of N to plant
nutrition in any ecosystem. This is a critical shortcoming as no
single experiment has been able to explicitly show that plant
N to a significant degree can be accounted for by organic N
uptake. This is also, naturally, the single most important challenge
for future studies. Having said that, we can also conclude that
several lines of evidence suggest that plants inhabiting some
ecosystems may to a significant degree rely on organic N forms
(Kielland, 1994; Lipson et al., 2001). These lines of evidence
have been discussed above and include the following.
Missing N. There is a strong discrepancy between measured
rates of production of inorganic N forms and annual plant N
uptake, suggesting that plants must acquire sources of N other
than the inorganic forms.
Soil N composition. High rates of production of monomeric
organic N compounds such as amino acids in the soil and concentrations of free amino acids comparable to, and in some
ecosystems higher than, those of inorganic N have been found.
Uptake. Both mycorrhizal and nonmycorrhizal plants have evolved
capacities to acquire organic N such as amino acids via root
uptake. These capacities are fully comparable to, and share many
features with, inorganic N uptake capacities and we are now in
the process of identifying the key players in organic N acquisition.
Metabolism. Absorbed organic N is metabolized and N
derived from this uptake is used for synthesis of a range of
protein amino acids. The exception pertains to D-enantiomers
of amino acids for which plants seem to have a very restricted
capacity for metabolism.
Field labelling. Dual labelled amino acids supplied to soil
have been shown to occur within plants, illustrating that the
above capacities are utilized in field settings. Labelled amino
acids have also been traced with GC-MS, firmly establishing
that plants in the field do absorb amino acids.
The most obvious argument against organic N substantially
contributing to plant N nutrition is that plants are outcompeted
by microbes for this resource. The larger surface to volume
ratios of microbes and the fast turnover rates of microbes
compared with plant roots mean that microbes could scavenge
the soil for organic N. These arguments are, however, complicated
by the following issues.
The problem of separating the microbial community.
Microbes include both free-living and symbiotic organisms
and the current techniques cannot separate these categories.
For a mycorrhizal plant, uptake of organic N by a symbiotic
partner would eventually mean that this N would come to
benefit the plant as well.
The problem of measuring competition. Competition
between plants and microbes is, in many ecosystems, equally
strong for organic and inorganic N. Short-term labelling
shows that microbes outcompete plants for any form of
N. Long-term labelling studies show that plants over time
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acquire more and more of the tracer, possibly as a result of the
higher turnover rates of microbes.
2. Is it important to know?
Assuming that organic N sources such as amino acids can make
a substantial contribution to plant N nutrition, we may outline
the biochemical, physiological and ecological ramifications of
this process. It is well known that, if plant N nutrition is based
on either NH+4 or NO3− uptake, this has a range of secondary
effects on processes such as pH homeostasis energetic costs for
uptake, assimilation and transport, differences in plant and root
morphology, and differences in soil pH effects (Marschner,
1995). The pH effects of either NH+4 or NO3− nutrition are a
result of both uptake and assimilation processes, so that NH+4
results in excess proton production and NO3− results in excess
proton consumption (Raven & Smith, 1976). Amino acids
are absorbed through proton symport with either one or two
protons transported simultaneously with the amino acid
(Bush, 1993). If plant N uptake was dominated by amino
acids, this could then theoretically lead to a slight increase in
rhizosphere pH. The metabolic costs of converting absorbed
inorganic N into amino acid N may be substantial (Bloom
et al., 1992) so absorption of organic N could potentially lead
to a substantial saving. This could potentially be important
for growth rates of fine roots and mycorrhizas, structures that
depend on transport of chemical energy from above-ground
parts. As discussed above under the ‘Metabolism, allocation
and growth’ part of Section III, the short-term allocation of
absorbed N differs among NH+4, NO3− and organic N so that
a larger fraction of absorbed NO3−-N is allocated to aboveground structures than for either amino acids or NH+4. It is
well known that the N status of plants has a great impact on
their root mass fraction (Ingestad & Ågren, 1991). Furthermore,
biomass allocation to shoots and roots has been shown to be
influenced by the NO3− content of leaves, suggesting that NO3−
may act as a signal for shoot allocation (Scheible et al., 1997)
as well as root branching (Zhang & Forde, 1998). It has also
been shown that some amino acids such as L-Glu can affect
root development (Walch-Liu et al., 2006). The low diffusivity
of most organic N forms, especially when compared with NO3−
(e.g. Owen & Jones, 2001), would theoretically mean that
plants would need a larger root (or hyphal) area to acquire a
given amount of N as organic N. The degree (if any) to which
plants may optimize uptake of a given N form and whether
this optimization would be channelled through the overall N
status of the plant are, however, unknown.
The growing interest in plant organic N uptake has also
stimulated discussions about the possibility of niche separation
between plants with respect to which N pools they tap. McKane
et al. (2002) found evidence for the existence of such a niche
separation between plants inhabiting an arctic tundra community,
demonstrated as a correlation among species abundance,
species preference for individual N forms (Gly, NO3− or NH+4)
www.newphytologist.org

and the abundances of these N forms in the soil. Similarly,
Miller & Bowman (2002) and Miller et al. (2007) found
evidence for species partitioning of available N. However,
Harrison et al. (2007, 2008) and Ashton et al. (2008) found no
indication of species niche separation with regard to different
N sources. As stated by McKane et al. (2002), niche separation
may result from spatial or temporal divergences between
individual, co-existing species but may also result from differences
in uptake capacities (‘preferences’). From a mechanistic
viewpoint, ‘preference’ should ultimately be a result of the
abundances and kinetics of individual transporters. Thus,
preference for NH+4 should be mirrored by a high abundance
of NH+4 transporters while a NO3− preference results from a
high abundance of NO3− transporters. We cannot say if this
simple relationship also holds for amino acids. Assuming (for
nonmycorrhizal plants) that our model with two major transporters mediating uptake of amino acids is correct, it follows
that plants should be able to display preference either for the
basic amino acids L-Arg and L-Lys or for all neutral and acidic
amino acids. It also follows that plants will not be able to
specifically target uptake of, for example, Gly or L-Ser simply
because these compounds share the same transporter.
3. Future challenges
The importance of N as a growth-limiting element in many
terrestrial ecosystems and the necessity of supplying large
amounts of N to sustain production rates of various crops
underscore the importance of an accurate depiction of the
process of plant N acquisition. This review has sought to
gather and evaluate existing information concerning plant
uptake of organic N to evaluate whether this route of N
uptake is of importance for plant N nutrition today. Ever
since the demonstration of plant uptake of organic N in
laboratory and field experiments, the question of the quantitative
importance of this uptake has been debated, and we conclude
here that this question cannot yet be settled, but that this area
of research needs to be revitalized through application of new
approaches and techniques. We can identify three research
fields where this would be especially critical: soil solution
dynamics of inorganic and organic N compounds; plant N
uptake under field conditions; and mechanistic understanding
of root uptake processes. Merging of information from these
three fields should enable better understanding of the ecology,
physiology and molecular biology of plant N nutrition.

Acknowledgements
Financial support was provided by the Swedish Research
Council; the Swedish Council for Environment, Agricultural
Sciences and Spatial Planning; the Foundation for Strategic
Environmental Research (TN); The Kempe Foundation (TN
and UG), and NSF and USDA (KK). Gun Lövdahl produced
the illustration of the A. thaliana root used for Fig. 3.

© The Authors (2009)
Journal compilation © New Phytologist (2009)

Tansley review

References
Abuzinadah RA, Read DJ. 1986a. The role of proteins in the nitrogen
nutrition of ectomycorrhizal plants. II. Utilization of protein by
mycorrhizal plants of Pinus contorta. New Phytologist 103: 481–483.
Abuzinadah RA, Read DJ. 1986b. The role of proteins in the nitrogen
nutrition of ectomycorrhizal plants. III. Protein utilization by Betula,
Picea and Pinus in mycorrhizal assocation with Hebeloma crustuliniforme.
New Phytologist 103: 481–483.
Andersson P, Berggren D. 2005. Amino acids, total organic and inorganic
nitrogen in forest floor soil solution at low and high nitrogen input.
Water, Air and Soil Pollution 162: 369–384.
Andrews M. 1986. The partitioning of nitrate assimilation between
root and shoot of higher plants. Plant, Cell & Environment
9: 511–519.
Ashton IW, Miller AE, Bowman WD, Suding KN. 2008. Nitrogen
preferences and plant-soil feedbacks as influenced by neighbors in alpine
tundra. Oecologia 156: 625–636.
Bajwa R, Read DJ 1985. The biology of the mycorrhizae in the
Ericaceae. IX. Peptides as nitrogen sources for the ericoid endophyte
and for mycorrhizal and non-mycorrhizal plants. New Phytologist
101: 459–467.
Baluska F, Samaj J, Menzel D. 2003. Polar transport of auxin: carriermediated flux across the plasma membrane or neurotransmitter-like
secretion? Trends in Cell Biology 13: 282–285.
Bennett JN, Prescott CE. 2004. Organic and inorganic nitrogen nutrition
of western red cedar, western hemlock and salal in mineral N-limited
cedar–hemlock forests. Oecologia 141: 468–476.
Berthrong ST, Finzi AC. 2006. Amino acid cycling in three cold-temperate
forests of the northeastern USA. Soil Biology & Biochemistry 38: 861–869.
Birnbaum K, Shasha DE, Wang JY, Jung JW, Lambert GM, Gailbraith
DW, Benfey PN. 2003. A gene expression map of the Arabidopsis root.
Science 302: 1956–1960.
Blakeslee JJ, Peer WA, Murphy AS. 2005. Auxin transport. Current Opinion
in Plant Biology 8: 494–500.
Bloom AJ, Sukrapanna SS, Warner RL. 1992. Root respiration associated
with ammonium and nitrate absorption and assimilation by barley.
Plant Physoiology 99: 1294–1301.
Bollard EG. 1966. A comparative study of the ability of organic nitrogenous
compounds to serve as sole sources of nitrogen for the growth of plants.
Plant and Soil 25: 153–166.
Bonner CA, Jensen RA. 1997. Recognition of specific patterns of amino
acid inhibition of growth in higher plants, uncomplicated by glutaminereversible ‘general amino acid inhibition’. Plant Science 130: 133–143.
Borstlap AC, Meenks JLD, van Eck WF, Bicker JTE. 1986. Kinetics and
specificity of amino acid uptake by the duckweed Spirodela polyrhiza (L.)
Schleiden. Journal of Experimental Botany 37: 1020–1035.
Brady SM, Orlando DA, Lee J-Y, Wang JY, Koch J, Dinneny JR, Mace D,
Ohler U, Benfey PN. 2007. A high-resolution root spatiotemporal map
reveals dominant expression patterns. Science 318: 801–806.
Brigham RO. 1917. Asimilation of organic nitrogen by Zea mays and
the influence of Bacillus subtilis on such assimilation. Soil Science 3:
155–195.
Bright SWJ, Kueh JSH, Rognes SE. 1983. Lysine transport in two barley
mutants with altered uptake of basic amino acids in the root. Plant
Physiology 72: 821–824.
Britto DT, Kronzucker HJ. 2002. NH+4 toxicity in higher plants: a critical
review. Journal of Plant Physiology 159: 567–584.
Britto DT, Kronzucker HJ. 2004. Bioengineering nitrogen acquisition in
rice: can novel initiatives in rice genomics and physiology contribute to
global food security? BioEssays 26: 683–692.
Britto DT, Kronzucker HJ. 2006. Futile cycling at the plasma membrane:
a hallmark of low-affinity transport. Trends in Plant Science 11: 529–534.
Brückner H, Westhauser T. 2002. Chromatographic determination
of L- and D-amino acids in plants. Amino acids 24: 43–55.

© The Authors (2009)
Journal compilation © New Phytologist (2009)

Review

Bush DR. 1993. Proton-coupled sugar and amino acid transporters
in plants. Annual Review of Plant Physiology and Plant Molecular Biology
44: 513–542.
Cappellazzo G, Lanfranco L, Fitz M, Wipf D, Bonfante P. 2008.
Characterization of an amino acid permease from the endomycorrhizal
fungus Glomus mosseae. Plant Physiology 147: 429–437.
Chakrabarti AC. 1994. Permeability of membranes to amino acids and
modified amino acids: Mechanisms involved in translocation. Amino Acids
6: 213–229.
Chalot M, Brun A, Botton B, Söderström B. 1996. Kinetics, energetics and
specificity of a general amino acid transporter from the ectomycorrhizal
fungus Paxillus involutus. Microbiology 142: 1749–1756.
Chalot M, Javelle A, Blaudez D, Lambilliote R, Cooke R, Sentenac H, Wipf
D, Botton B. 2002. An update on nutrient transport processes in
ectomycorrhizas. Plant and Soil 244: 165–175.
Chapin FS III, Fetcher N, Kielland K, Everett KR, Linkins AE. 1988.
Productivity and nutrient cycling of Alaskan tundra: enhancement by
flowing soil water. Ecology 69: 693–702.
Chapin FS III, Moilanen L, Kielland K. 1993. Preferential use of organic
nitrogen for growth by a non-mycorrhizal arctic sedge. Nature 361:
150–153.
Chen L, Bush DR. 1997. LHT1, a lysine- and histidine-specific amino acid
transporter in Arabidopsis. Plant Physiology 115: 1127–1134.
Datko AH, Mudd SH. 1985. Uptake of amino acids and other organic
compounds by Lemna paucicostata Hegelm. 6746. Plant Physiology
77: 770–778.
Eggeling L, Sahm H. 2003. New ubiquitous translocators: amino acid export
by Corynebacterium glutamicum and Escherichia coli. Archives in
Microbiology 180: 155–160.
Erikson O, Hertzberg M, Näsholm T. 2004. A conditional marker gene
allowing both positive and negative selection in plants. Nature
Biotechnology 22: 455–458.
Erikson O, Hertzberg M, Näsholm T. 2005. The dsdA gene from Escherichia
coli provides a novel selectable marker for plant transformation. Plant
Molecular Biology 57: 425–433.
Eviner VT, Chapine FS III. 1997. Plant–microbial interactions. Nature
385: 26–27.
Falkengren-Grerup U, Månsson KF, Olsson MO. 2000. Uptake capacity
of amino acids by then grasses and forbs in relation to soil acidity
and nitrogen availability. Environmental and Experimental Botany
44: 207–219.
Finzi AC, Berthrong ST. 2005. The uptake of amino acids by microbes
and trees in three cold-temperate forests. Ecology 86: 3345–3353.
Fischer WN, Kwart M, Hummel S, Frommer WB. 1995. Substrate
specificity and expression profile of amino acid transporters (AAPs)
in Arabidopsis. Journal of Biological Chemistry 270: 16315–16320.
Fisk MC, Schmidt SK. 1995. Nitrogen mineralization and microbial
biomass nitrogen dynamics in three alpine tundra communities. Soil
Science Society of America Journal 59: 1036–1043.
Fisk MC, Schmidt SK, Seastedt TR. 1998. Topographic patterns
of production and nitrogen cycling in alpine tundra. Ecology
79: 2253–2266.
Forsum O, Svennerstam H, Ganeteg U, Näsholm T. 2008. Capacities and
constraints of amino acid utilization in Arabidopsis. New Phytologist 179:
1058–1069.
Friedman M. 1999. Chemistry, nutrition and microbiology of D-amino
acids. Journal of Agricultural and Food Chemistry 47: 3457–3479.
Frommer WB, Hummel S, Riesmeier JW. 1993. Expression cloning in yeast
of a cDNA encoding a broad specificity amino acid permease from
Arabidopsis thaliana. Proceedings of the National Academy of Sciences, USA
90: 5944–5948.
Galloway JN, Townsend AR, Erisman JW, Bekunda M, Cai Z, Freney JR,
Martinelli LA, Seitzinger SP, Sutton MA. 2008. Transformation of the
nitrogen cycle: Recent trends, questions, and potential solutions. Science
320: 889–892.

www.newphytologist.org

15

16 Review

Tansley review

Gamburg KZ, Rekoslavskaya NI. 1991. Formations and functions of
D-amino acids in plants. Fiziologiya Rastenii. 38: 1236–1246.
Gaymard F, Pilot G, Lacombe B, Bouchez D, Bruneau D, Boucherez J,
Michaux-Ferriere N, Thibaud JB, Sentenac H. 1998. Identification and
disruption of a plant shaker-like outward channel involved in K+ release
into the xylem sap. Cell 94: 647–655.
Ghosh BP, Burris RH. 1950. Utilization of nitrogenous compounds by
plants. Soil Science 70: 187–203.
Giblin AE, Nadelhoffer KJ, Shaver GR, Laundre JA, McKerrow AJ. 1991.
Biogeochemical diversity along a riverside toposequence in arctic Alaska.
Ecological Monographs 61: 415–435.
Godlewski M, Adamczyk B. 2007. The ability of plants to secrete proteases
by roots. Plant Physiology and Biochemistry 45: 657–664.
Gruber N, Galloway JN. 2008. An earth-system perspective of the global
nitrogen cycle. Nature 451: 293–296.
Harrison KA, Bol R, Bardgett RD. 2007. Preferences for different nitrogen
forms by coexisting plant species and soil microbes. Ecology 88: 989–999.
Harrison KA, Bol R, Bardgett RD. 2008. Do plant species with different
growth strategies vary in their ability to compete with soil microbes for
chemical forms of nitrogen? Soil Biology & Biochemistry 40: 228–237.
Hawkins H-J, Wolf G, Stock WD. 2005. Cluster roots of Leucadendron
laureolum (Proteaceae) and Lupinus albus (Fabaceae) take up glycine intact:
An adaptive strategy to low mineral nitrogen in soils? Annals of Botany
96: 1275–1282.
Henry HAL, Jefferies RL. 2002. Free amino acid, ammonium and nitrate
concentrations in soil solution of a grazed coastal marsh in relation to plant
growth. Plant, Cell & Environment 25: 665–675.
Heremans B, Borstlap AC, Jacobs M. 1997. The rlt11 and raec1 mutants of
Arabidopsis thaliana lack the activity of a basic-amino-acid transporter.
Planta 201: 219–226.
Hirner A, Ladwig F, Stransky H, Okumoto S, Keinath M, Harms A,
Frommer WB, Koch W. 2006. Arabidopsis LHT1 is a high-affinity
transporter for cellular amino acid uptake in both root epidermis and leaf
mesophyll. Plant Cell 18: 1931–1946.
Hirner B, Fischer WN, Rentsch D, Kwart M, Frommer WB. 1998.
Developmental control of H+/amino acid permease gene expression
during seed development of Arabidopsis. Plant Journal 14: 535–544.
Högberg MN, Högberg P. 2002. Extramatrical ectomycorrhizal mycelium
contributes one-third of microbial biomass and produces, together with
associated roots, half the dissolved organic carbon in a forest soil. New
Phytologist 154: 791–795.
Holst RW, Yopp JH. 1979. Comparative utilization of inorganic and organic
compounds as sole nitrogen sources by the submergent duckweed Lemna
trisulca L. Biologia Plantarum 21: 245–252.
Hutchinson HB, Miller NHJ. 1911. The direct assimilation of inorganic
and organic forms of nitrogen by higher plants. Centbl Bakt II 30: 513–
547.
Ingestad T, Ågren GI. 1991. The influence of plant nutrition on biomass
allocation. Ecological Applications 1: 168–174.
Jämtgård S, Näsholm T, Huss-Danell K. 2008. Uptake of organic nitrogen
by barley. Plant and Soil 302: 221–231.
Jones DL. 1999. Amino acid biodegradation and its potential effects on
organic N capture by plants. Soil Biology & Biochemistry 31: 613–622.
Jones DL, Darrah PR. 1994. Amino-acid influx at the soil-root interface of
Zea mays L. and its implications in the rhizosphere. Plant and Soil 163: 1–
12.
Jones DL, Healey JR, Willett VB, Farrar JF, Hodge A. 2005. Dissolved
organic nitrogen uptake by plants – an important N uptake pathway? Soil
Biology & Biochemistry 37: 413–423.
Jones DL, Hodge A. 1999. Biodegradation kinetics and sorption reactions of
three differently charged amino acids in soil and their effects on plant
organic nitrogen availability. Soil Biology & Biochemistry 31: 1331–1342.
Jones DL, Kielland K. 2002. Soil amino acid turnover dominates the
nitrogen flux in permafrost-dominated taiga forest soils. Soil Biology &
Biochemistry 34: 209–219.

www.newphytologist.org

Joy KW. 1969. Nitrogen metabolism of Lemna minor. I. Growth, nitrogen
sources and amino acid inhibition. Plant Physiology 44: 845–848.
Kaye JP, Hart SC. 1997. Competition for nitrogen between plants and soil
microorganisms. Trends in Ecology and Evolution 12: 139–143.
Kielland K. 1994. Amino acid absorption by arctic plants: implications for
plant nutrition and nitrogen cycling. Ecology 75: 2373–2383.
Keilland K. 1995. Landscape patterns of free amino acids in arctic tundra
soils. Biogeochemistry 31: 85–98.
Kielland K. 1997. Role of free amino acids in the nitrogen economy of arctic
cryptogams. Ecoscience 4: 75–79.
Kielland K. 2001. Short circuiting the nitrogen cycle: Strategies of nitrogen
uptake I plants from marginal ecosystems. In: Ae N, Okada K, Srinivasan
A, eds. Plant nutrient acquisition: new perspectives. Berlin, Germany:
Springer Verlag, 376–398.
Kielland K, McFarland J, Olson K. 2006. Amino acid uptake in deciduous
and coniferous taiga ecosystems. Plant and Soil 288: 297–307.
Kielland K, McFarland JW, Ruess RW, Olson K. 2007. Rapid cycling of
organic nitrogen in taiga forest ecosystems. Ecosystems 10: 360–368.
Kinraide TB. 1981. Interamino acid inhibition of transport in higher plants.
Evidence for two transport channels with ascertainable affinities for amino
acids. Plant Physiology 68: 1327–1333.
Kirschbaum MU. 2004. Soil respiration under prolonged soil warming: are
rate reduction caused by acclimation or substrate loss? Global Change
Biology 10: 1870–1877.
Kranabetter JM, Dawson CR, Dunn DE. 2007. Indices of dissolved organic
nitrogen ammonium and nitrate across productivity gradients of boreal
forests. Soil Biology & Biochemistry 39: 3147–3158.
Kronzucker HJ, Siddiqi MY, Glass ADM, Britto DT. 2003. Root
ammonium transport efficiency as the determinant in forest colonization
patterns; an hypothesis. Physiologia Plantarum 117: 164–170.
Kwart M, Hirner B, Hummel S, Frommer WB. 1993. Differential
expression of two related aminio acid transporters with differing substrate
specificity in Arabidopsis thaliana. Plant Journal 4: 993–1002.
Labroue L, Carles J. 1977. Le cycle de l’azote dans les sols alpins du Pic du
Midi de Bigorre (Hautes-Pyrenees). Oecologia Plantarum 12: 55–77.
Lea PJ, Azevedo RA. 2006. Nitrogen use efficiency. 1. Uptake of nitrogen
from the soil. Annals of Applied Biology 149: 243–247.
Leake JR, Read DJ. 1989. The biology of mycorrhiza in the Ericaceae. 13.
Some characteristics of the extracellular proteinase activity of the ericoid
endophyte Hymenoscypus ericae. New Phytologist 12: 69–76.
Lee YH, Foster J, Chen J, Voll LM, Weber APM, Tegeder M. 2007. AAP1
transports uncharged amino acids into roots of Arabidopsis. Plant Journal
50: 305–319.
Lesuffleur F, Paynel F, Bataillé M-P, Le Deunff E, Jean-Bernard Cliquet
J-B. 2007. Root amino acid exudation: measurement of high efflux rates
of glycine and serine from six different plant species. Plant and Soil 294:
235–246.
Li Z-C, Bush DR. 1990. D-pH dependent amino acid transport into plasma
membrane vesicles isolated from sugar beet leaves. Plant Physiology 94:
268–277.
Li Z-C, Bush DR. 1991. D-pH dependent amino acid transport into plasma
membrane vesicles isolated from sugar beet (Beta vulgaris L.) leaves. Plant
Physiology 96: 1338–1344.
Lipson D, Näsholm T. 2001. The unexpected versatility of plants: Organic
nitrogen use and availability in terrestrial ecosystems. Oecologia 128:
305–316.
Lipson DA, Monson RK. 1998. Plant-microbe competition for soil amino
acids in the alpine tundra: effects of freeze-thaw and dry-wet events.
Oecologia 113: 406–414.
Lipson DA, Raab TK, Schmidt SK, Monson RK. 1999a. Variation in
competitive abilities of plants and microbes for specific amino acids.
Biology and Fertility of Soils 29: 257–261.
Lipson DA, Raab TK, Schmidt SK, Monson RK. 2001. An empirical model
of amino acid transformations in an alpine soil. Soil Biology & Biochemistry
33: 189–198.

© The Authors (2009)
Journal compilation © New Phytologist (2009)

Tansley review
Lipson DA, Schmidt SK, Monson RK. 1999b. Links between microbial
populations dynamics and nitrogen availability in an alpine ecosystem.
Ecology 80: 1623–1631.
Liu X, Bush D. 2006. Expression and transcriptional regulation of amino
acid transporters in plants. Amino Acids 30: 113–120.
Lucic E, Fourrey C, Kohler A, Martin F, Chalot M, Brun-Jacob A. 2008.
A gene repertoire for nitrogen transporters in Laccaria bicolor. New
Phytologist 180: 343–364.
Marschner H. 1995. Mineral nutrition of higher plants. London, UK:
Academic Press.
Matson PA, Parton WJ, Power AG, Swift MJ. 1997. Agricultural
intensification and ecosystem properties. Science 277: 504–509.
McFarland JW, Ruess RW, Kielland K, Doyle AP. 2002. Cycling dynamics
of NH+4 and amino acid nitrogen in soils of a deciduous boreal forest
ecosystem. Ecosystems 5: 775–788.
McKane RB, Johnson LC, Shaer GR, Nadelhoffer KJ, Rastetter EB, Fry B,
Giblin AE, Kielland K, Kwiatowski BL, Laundre JA et al. 2002.
Resource-based niches provide a basis for plant species diversity and
dominance in arctic tundra. Nature 415: 68–71.
Miller AE, Bowman WD. 2002. Variation in nitrogen-15 natural
abundanden and nitrogen uptake traits among co-occuring alpine species:
do species partition by nitrogen form? Oecologia 130: 609–616.
Miller AE, Bowman WD, Suding KN. 2007. Plant uptake of
inorganic and organic nitrogen: neighbor identity matters. Ecology
88: 1832–1840.
Miller AJ, Cramer MD. 2004. Root nitrogen acquisition and assimilation.
Plant and Soil 274: 1–36.
Näsholm T, Ekblad A, Nordin A, Giesler R, Högberg M, Högberg P.
1998. Boreal forest plants take up organic nitrogen. Nature
392: 914–916.
Näsholm T, Huss-Danell K, Högberg P. 2000. Uptake of organic nitrogen
in the field by four agriculturally important plant species. Ecology
81: 1155–1161.
Näsholm T, Huss-Danell K, Högberg P. 2001. Uptake of glycine by field
grown wheat. New Phytologist 150: 59–63.
Näsholm T, Persson J. 2001. Organic nitrogen acquisition by boreal forest
plants. Physiologia Plantarum 111: 419–426.
Neff JC, Chapin FS III, Vitousek PM. 2003. Breaks in the cycle: dissolved
organic nitrogen in terrestrial ecosystems. Frontiers in Ecology and the
Environment 1: 205–211.
Nehls U, Kleber R, Wiese J, Hampp R. 1999. Isolation and characterization
of a general amino acid permease from the ectomycorrhizal fungus
Amanita muscaria. New Pytologist 144: 343–349.
Noctor G, Novitskaya L, Lea PJ, Foyer CH. 2002. Co-ordination of leaf
minor amino acid contents in crop species: significance and interpretation.
Journal of Experimental Botany 53: 939–945.
Nordin A, Högberg P, Näsholm T. 2001. Soil nitrogen form and plant
nitrogen uptake along a boreal forest productivity gradient. Oecologia
129: 125–132.
Nordin A, Schmidt IK, Shaver GR. 2004. Nitrogen uptake by arctic soil
microbes and plants in relation to soil nitrogen supply. Ecology
85: 955–962.
Nye PH. 1977. The rate-limiting step in plant nutrient absorption from soil.
Soil Science 123: 292–297.
Ogawa T, Kawasaki Y, Sasaoka K. 1978. De novo synthesis of D-alanine
in germinating Pisum sativum seedlings. Phytochemistry 17: 1275–1276.
Öhlund J, Näsholm T. 2001. Growth of conifer seedlings on organic and
inorganic nitrogen sources. Tree Physiology 21: 1319–1326.
Okamoto M, Okada K, Watanabe T, Ae N. 2003. Growth responses of
cereal crops to organic nitrogen in the field. Soil Science and Plant Nutrition
49: 445–452.
Okumoto S, Koch W, Tegeder M, Fischer WN, Biehl A, Leister D, Stierhof
YD, Frommer WB. 2004. Root phloem-specific expression of the plasma
membrane amino acid proton co-transporter AAP3. Journal of
Experimental Botany 55: 2155–2168.

© The Authors (2009)
Journal compilation © New Phytologist (2009)

Review

Ouyang S, Zhu W, Hamilton J, Lin H, Campbell M, Childs K,
Thibaud-Nissen F, Malek RL, Lee Y, Zheng L et al. 2007. The TIGR
Rice Genome Annotation Resource: improvements and new features.
Nucleic Acids Research 35 Database Issue: D846–851.
Owen AG, Jones DL. 2001. Competition for amino acids between wheat
roots and the rhizosphere microorganisms and the role of amino acids in
plant N acquisition. Soil Biology & Biochemistry 33: 651–657.
Paungfoo-Lonhienne C, Lonhienne TGA, Rentsch D, Robinson N,
Christie M, Webb RI, Gamage HK, Carroll BJ, Schenk PM, Schmidt S.
2008. Plants can use protein as a nitrogen source without assistance from
other organisms. Proceedings of the National Academy of Sciences, USA 105:
4524–4529.
Paynel F, Murray PJ, Cliquet JB. 2001. Root exudates: a pathway
for short-term N transfer from clover and ryegrass. Plant and Soil
229: 235–243.
Persson J, Gardeström P, Näsholm T. 2006. Uptake, metabolism and
distribution of organic and inorganic nitrogen sources by Pinus sylvestris.
Journal of Experimental Botany 57: 2651–2659.
Persson J, Högberg P, Ekblad A, Högberg M, Nordgren A, Näsholm T.
2003. Nitrogen acquisition from inorganic and organic sources by boreal
forest plants in the field. Oecologia 137: 252–257.
Persson J, Näsholm T. 2001a. Amino acid uptake: a widespread ability
among boreal forest plants. Ecology Letters 4: 434–438.
Persson J, Näsholm T. 2001b. A GC-MS method for determination of
amino acid uptake by plants. Physiologia Plantarum 113: 352–358.
Phillips DA, Fox TC, King MD, Bhuvaneswari TV, Teuber LR. 2004.
Microbial products trigger amino acid exudation from plant roots.
Plant Physiology 136: 2887–2894.
Phillips DA, Fox TC, Six J. 2006. Root exudation (net efflux of amino acids)
may increase rhizodeposition under elevated CO2. Global Change Biology
12: 561–567.
Pilone MS. 2000. D-Amino acid oxidase: new findings. Cell and Molecular
Life Sciences 57: 1732–1742.
Plassard C, Bonafos B, Touraine B. 2002. Differential effects of mineral and
organic N, and of ectomycorrhizal infection by Hebeloma cylindrosproum,
on growth and N utilization in Pinus pinaster. Plant Cell, & Environment
23: 1195–1205.
Pokorny M, Marcenko E, Keglevic D. 1970. Comparative studies of L- and
D-methionine metabolism in lower and higher plants. Phytochemistry
9: 2175–2188.
Raab TK, Lipson DA, Monson RK. 1996. Non-mycorrhizal uptake of
amino acids by roots of the alpine sedge Kobresia myosuroides: Implications
for the alpine nitrogen cycle. Oecologia 108: 488–494.
Raab TK, Lipson DA, Monson RK. 1999. Soil amino acid utilization
among species of the Cyperaceae: Plant soil processes. Ecology 80: 2408–
2419.
Rains KC, Bledsoe CS. 2007. Rapid uptake of 15N-ammonium and glycine13
C, 15N by arbuscular and ericoid mycorrhizal plants native to a Northern
California coastal pygmy forest. Soil Biology & Biochemistry 39: 1078–
1086.
Raven JA, Smith FA. 1976. Nitrogen assimilation and transport in vascular
land plants in relation to intracellular pH regulation. New Phytologist
76: 415–431.
Read DJ. 1991. Mycorrhizas in ecosystems. Experientia 47: 376–391.
Reinhold L, Kaplan A. 1984. Membrane transport of sugars and amino
acids. Annual Reviews of Plant Physiology 35: 45–83.
Rentsch D, Schmidt S, Tegeder M. 2007. Transporters for uptake and
allocation of organic nitrogen compounds in plants. FEBS Letters
581: 2281–2289.
Ruess RW, Van Cleve K, Yarie J, Viereck LA. 1996. Contributions of fine
root production and turnover to the carbon and nitrogen cycling in taiga
forests of the Alaskan interior. Canadian Journal of Forest Research 26:
1326–1336.
Sauter JJ. 1981. Seasonal variation of amino acids and amides in the xylem
sap of Salix. Zeitschrift fur Pflanzen-physiologie 101: 399–411.

www.newphytologist.org

17

18 Review

Tansley review

Scheible W-R, Lauerer M, Schulze E-D, Caboche M, Stitt M. 1997.
Accumulation of nitrate in the shoot acts as a signal to regulate shoot–root
allocation in tobacco. Plant Journal 11: 671–691.
Schimel JP, Bennett J. 2004. Nitrogen mineralization: challenges of a
changing paradigm. Ecology 85: 591–602.
Schimel JP, Chapin FS III. 1996. Tundra plant uptake of amino acid and
NH+4 nitrogen in situ: Plants compete well for amino acid N. Ecology 77:
2142–2147.
Schmidt S, Mason M, Sangetiean T, Stewart GR. 2003. Do cluster roots of
Hakea actities (Proteaceae) acquire complex organic nitrogen? Plant and
Soil 248: 157–165.
Schmidt SK, Stewart GR. 1999. Glycine metabolism by plant roots and its
occurrence in Australian plant communities. Australian Journal of Plant
Physiology 26: 253–264.
Schulten H-R, Schnitzer M. 1998. The chemistry of soil organic nitrogen:
a review. Biology & Fertility of Soils 25: 1–15.
Senwo ZN, Tabatabai MA. 1998. Amino acid composition of soil organic
matter. Biology & Fertility of Soils 26: 235–242.
Shobert C, Komor E. 1987. Amino-acid-uptake by Ricinus communis roots
– characterization and physiological significance. Plant, Cell &
Environment 10: 493–500.
Smith SE, Read DJ. 2007. Mycorrhizal symbiosis, 3rd edn. London, UK:
Academic Press.
Sokolovski SG, Meharg AA, Maathuis JM. 2002. Calluna vulgaris root
cells show increased capacity for amino acid uptake when colonized
with the mycorrhizal fungus Hymenoscyphus ericae. New Phytologist 155:
525–530.
Soldal T, Nissen P. 1978. Multiphasic uptake of amino acids by barley roots.
Physiologia Plantarum 43: 181–188.
Stevenson FJ. 1982. Nitrogen in agricultural soils. #22. Madison WI, USA:
American Society of Agronomy.
Stribley DP, Read DJ. 1980. The biology of mycorrhiza in the Ericaceae.
VII. The relationship between mycorrhizal infection and the capacity to
utilise simple and complex organic nitrogen sources. New Phytologist 86:
365–371.
Svennerstam H. 2008. Amino acid uptake in Arabidopsis. Doctoral thesis No.
2008:50, Swedish University of Agricultural Sciences, Umeå, Sweden.
Svennerstam H, Ganeteg U, Bellini C, Näsholm T. 2007. Comprehensive
screening of Arabidopsis mutants suggests the Lysine Histidine
Transporter 1 to be involved in plant uptake of amino acids. Plant
Physiology 143: 1853–1860.
Svennerstam H, Ganeteg U, Näsholm T. 2008. Root uptake of cationic
amino acids by Arabidopsis depends on functional expression of amino
acid permease 5. New Phytologist 180: 620–630.
Szczerba MW, Dev T, Britto DJ, Kronzucker HJ. 2006. The face value of
ion fluxes: the challenge of determining influx in the low-affinity transport
range. Journal of Experimental Botany 57: 3293–3300.
Thornton B. 2001. Uptake of glycine by non-mycorrhizal Lolium perenne.
Journal of Experimental Botany 52: 1315–1322.
Thornton B, Robinson D. 2005. Uptake and assimilation of nitrogen from
solutions containing multiple N sources. Plant, Cell & Environment 28:
813–821.
Turnbull MH, Goodall R, Stewart GR. 1995. The impact of mycorrhizal
colonisation upon nitrogen source utilization and metabolism in seedlings
of Eucalyptus grandis Hill ex Maiden and Eucalyptis maculata Hook. Plant,
Cell & Environment 18: 1386–1394.
Tuskan GA, DiFazio S, Jansson S, Bohlmann J, Grigoriev I, Hellsten U,
Putnam N, Ralph S, Rombauts S, Salamov A et al. 2006. The genome

www.newphytologist.org

of black cottonwood, Populus tricocarpa (Torr. & Gray). Science
313: 1596–1604.
Valle E, Virtanen AI. 1965. On the injurious and growth promoting effects
in peas and barley of various amino acids given together with nitrate.
Acta Agralica Fennica 107: 308–319.
Van Cleve K, Oliver L, Schlentner R. 1983. Productivity and nutrient
cycling in taiga forest ecosystems. Canadian Journal of Forest Research
13: 747–766.
Velasco I, Tenreiro S, Calderon IL, André B. 2004. Saccharomyces cerevisiae
AQR1 is an internal-membrane transporter involved in excretion of amino
acids. Eukaryotic Cell 3: 1492–1503.
Virtanen AI, Linkola H. 1946. Organic nitrogen compounds as nitrogen
nutrition for higher plants. Nature 158: 515.
Vitousek PM, Aber JD, Howarth RW, Linkens GE, Matson P, Schindler
DW, Schlesinger WH, Tilman DG. 1997. Human alteration of the
global nitrogen cycle: sources and consequences. Ecological Applications
7: 737–750.
Walch-Liu P, Liu L-H, Remans T, Tester M, Forde BG. 2006. Evidence
that L-glutamate can act as an exogenous signal to modulate root
growth and branching in Arabidopsis thaliana. Plant Cell Physiology
47: 1045–1057.
Wallenda T, Read DJ. 1999. Kinetics of amino acid uptake by
ectomycorrhizal roots. Plant Cell, & Environment 22: 179–187.
Warren CR. 2006. Potential organic and inorganic N uptake by six
Eucalyptus species. Functional Plant Biology 33: 653–660.
Weintraub MN, Schimel JP. 2005a. Seasonal protein dymanics in Alaska
arctic tundra soils. Soil Biology & Biochemistry 37: 1469–1475.
Weintraub MN, Schimel JP. 2005b. Seasonal dynamics of amino acids and
other nutrients in arctic tundra soils. Biogeochemistry 73: 359–380.
Williams LE, Miller AJ. 2001. Transporters responsible for the uptake and
partitioning of nitrogenous solutes. Annual Review of Plant Physiology and
Plant Molecular Biology 52: 659–688.
Wipf D, Benjdia M, Tegeder M, Frommer WB. 2002. Characterization of
a general amino acid permease from Hebeloma cylindrisporum. FEBS Letters
528: 119–124.
Wright DE. 1962. Amino acid uptake by plant roots. Archives of Biochemistry
& Biophysics 97: 174–180.
Xu X, Ouyang H, Kuzyakov Y, Richter A, Wanek W. 2006. Significance
of organic nitrogen acquisition for dominant plant species in an alpine
meadow on the Tibet plateau, China. Plant and Soil 285: 221–231.
Xu X, Stange CF, Richter A, Wanek W, Kuzyakov Y. 2008. Light affects
competition for inorganic and organic nitrogen between maize and
rhizosphere microorganisms. Plant and Soil 304: 59–72.
Yamagata M, Ae N. 1996. Nitrogen uptake response of crops to organic
nitrogen. Soil Science and Plant Nutrition 42: 389–394.
Yamagata M, Matsumoto S, Ae N. 2001. Possibility of direct acquisition
of organic nitrogen by crops. In: Ae N, Arihara J, Okada K, Srinivasan A,
eds. Plant nutrient acquisition: new perspectives. Berlin, Germany:
Springer-Verlag, 399–420.
Yu Z, Zhang Q, Kraus, TEC, Dahlgren RA, Anastasio C, Zasoski RJ. 2002.
Contribution of amino compounds to dissolved organic nitrogen in forest
soils. Biogeochemistry 61: 173–198.
Yuan Q, Ouyang S, Wang A, Zhu W, Maiti R, Lin H, Hamilton J,
Haas B, Sultana R, Cheung F et al. 2005. The Institute for Genomic
Research Osa1 Rice Genome Annotation Database. Plant Physiology
138: 18–26.
Zhang H, Forde BG. 1998. An Arabidopsis MADS box gene that controls
nutrient-induced changes in root architecture. Science 279: 407–409.

© The Authors (2009)
Journal compilation © New Phytologist (2009)

