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Boundaries occur where steep gradients in physi-
cal environments directly affect ecosystem processes

and the distribution of organisms (Gosz 1992). They have also
been defined as locations where rates of ecological transfer
change abruptly in comparison with the relatively homo-
genous units on either side of the boundary (Wiens et al.
1985). Naiman and colleagues (1988) suggested that bound-
aries often have emergent properties of their own rather than
simply reflecting an average of the conditions on either side
of the contact zone. Such emergent properties are a function
both of the magnitude of the contrast between the resource
patches on either side of the boundary and of the increased
heterogeneity of patterns contained within the boundary
(Gosz 1992). Boundaries can occur at any scale, depending
on the question or phenomenon of interest. A boundary de-
fined at one scale may not be apparent at a larger or smaller
scale: A boundary for an ant, for example, may not be apparent
to a deer (Wiens et al. 1985).

While the importance of hierarchical arrangements of
landscape units and their associated boundaries is recog-
nized (Cadenasso et al. 2003), the extension of ecological
boundary concepts to small scales has generally entailed
transects measured in units no smaller than meters (Fagan et
al. 2003). Thus, studies of boundaries have mostly addressed
biome or landscape scales. There are, however, many finer-scale
boundaries that influence ecosystem fluxes and processes.
Two such fine-scale boundaries (with dimensions in 

millimeters) that are important in ecosystem function are the
interface between the atmosphere and soil surface and the
transition between bulk soil and plant roots. The adjacent 
areas of atmosphere and soil and of soil and root have dra-
matically different physical environments, rates of ecological
transfer, and distribution of organisms. Both of these inter-
face zones have strong internal spatial and temporal hetero-
geneity, defined by the composition and density of biota that
live within the zones and by the characteristics of the adjacent
units (atmosphere–soil and soil–root). Like the riparian zones
and estuaries discussed by Cadenasso and colleagues (2003),
the atmosphere–soil and soil–root zones can be considered
either as patches or as boundaries through which a variety of
interactions occur. Both zones are three-dimensional vol-
umes of soil, with time as an important fourth dimension.
Considering these zones as boundaries facilitates the assess-
ment of their function in the landscape.
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Boundaries in Miniature: 
Two Examples from Soil
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Transitions between atmosphere and soil, and between soil and roots, are two examples of small-scale boundaries across which the nutrient, water,
and gas dynamics of ecosystems are modulated. Most atmospheric inputs to ecosystems have to pass through the soil; thus, the atmosphere–soil
boundary influences the type and amount of materials and energy entering the soil. Belowground plant inputs occur through the rhizosphere, the
zone of soil immediately adjacent to the root. This soil boundary layer affects root inputs to soil and root extraction of water and nutrients from
soil. We discuss how water, carbon, nitrogen, and oxygen dynamics are affected by atmosphere–soil and soil–root boundaries and how light, soil
pH, and dust are affected by the atmosphere–soil boundary. (We also examine pH with regard to the root–soil boundary, but not in a separate 
section.) We examine the linkages between these small-scale boundaries and landscape ecology and discuss how the understanding of small-scale
boundaries can contribute to the emerging field of boundary theory.
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The zones between atmosphere and soil and between soil
and root modulate flows of materials and energy between the
neighboring air, soil, and root (figure 1). We discuss various
examples in which the physical, chemical, and biotic charac-
teristics of these two small-scale boundaries influence ecosys-
tem characteristics and functions at the landscape scale.
Enhanced rates of nitrogen (N) mineralization in the rhizo-
sphere boundary layer increase availability of N to plants in
N-limited temperate ecosystems, potentially increasing these
ecosystems’ net primary productivity. Nitrogen fixation by 
biological soil crusts can be a major N input to N-limited semi-
arid terrestrial ecosystems. The occurrence of anaerobic 
microsites associated with high carbon (C) availability in
rhizosphere soil can account for a substantial portion of the
N lost to terrestrial systems through denitrification. These
anaerobic microsites can also account for the production of
the atmospherically reactive trace gas nitrous oxide (N2O). The
temporal patterns of nutrient cycling and terrestrial carbon
dioxide (CO2) flux are controlled in part by water availabil-
ity to microbes concentrated in rhizosphere soil; this makes
these patterns highly sensitive to plant evapotranspiration and
hydraulic redistribution. Soil surface stabilization resulting
from crusts protects surface soils against loss of fine particles
and nutrients.

Many characteristics of atmosphere–soil and soil–root
boundaries have not been quantified or have been measured
only in a limited number of habitat types (table 1). As with
macroboundaries, the influence of these microboundaries on
the materials and energy crossing them varies widely (Strayer
et al. 2003); they can be absorptive (heat, moisture, N), trans-
missive (oxygen, water), reflective (water, light), transform-
ing (nitrogen gas [N2] to ammonium [NH4], sugars to 
microbial biomass), or amplifying (light). As with macro-
boundaries, these microboundaries are variable in shape and
composition (see figure 1 in Strayer et al. 2003). Although the
scale of these boundaries is relatively small, their integrated
impacts can be important at landscape and even global scales.
In this article, we summarize the structure and function of
atmosphere–soil and soil–root boundaries, how materials
and energy crossing these boundaries are altered, and how
their study can inform landscape ecology.

The atmosphere–soil boundary
Many ecosystem processes depend on atmospheric inputs of
N2, CO2, nutrients, and water. With the exception of CO2 and
bedrock weathering, most inputs to terrestrial ecosystems
occur by passing through the soil surface. Therefore, charac-
teristics of the soil surface mediate the form and quantity of
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Figure 1. Diagram of the various types of materials and energy crossing the atmosphere–soil and soil–root boundaries. Each
type of material or energy is depicted in a single color. C, carbon; CaCO3, calcium carbonate; CH4, methane; CO2, carbon
dioxide; H2O, water; N, nitrogen; N2, nitrogen gas; N2O, nitrous oxide; NH4, ammonium ion; NO3, nitrate ion; NOx, nitrogen
oxide; and O2, oxygen.
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most inputs. There are many atmosphere–water–soil bound-
aries within the soil itself; however, we will address only the
contact between the soil surface and the larger atmosphere.

In mesic systems, the soil surface is mostly covered by
plants and plant litter, complicating the examination of this
contact. In contrast, limited vascular plant cover in semiarid
and arid regions means that most of the soil surface is in di-
rect contact with the air. These regions make up almost 35%
of US and global terrestrial ecosystems. Consequently, our ex-
amination of the atmosphere–soil boundary will focus on
these large dry regions, where there is extensive contact be-
tween the atmosphere and the soil surface.

Structure and characteristics of the atmosphere–soil bound-
ary. Most desert soils are covered by a layer of photosyn-
thetic organisms collectively referred to as biological soil
crusts (BSCs). BSCs include cyanobacteria, lichens, mosses,
and green algae (figure 2) that are concentrated within a few
millimeters at and below the soil surface. Heterotrophic com-
munities of microfungi and bacteria are associated with and
supported by the photosynthetic layer. In arid and semiarid
regions, these organisms often constitute more than 70% of
the living cover. Because of the large areal extent of BSCs, most
inputs to and losses from desert soils must pass through the
boundary created by them.
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Table 1. Comparison of boundary and bulk pools and processes. Shown are the range of boundary to bulk soil ratios, where
the boundary is the surface of soil or root, and the range of reported ratios for soil surfaces that have well-developed
biological soil crusts (BSCs) compared with those that have poorly developed BSCs or none at all.

Lichen crust:
Flux Bare soil Surface: Bulk Rhizosphere: Bulk

Microorganism abundance 5.00–30.00a — 2.40–1260.00b

Carbon processes

Diffusion — — —

Fixation 0.00–2.53 — —

Exudation — — —

Respiration 0.00–2.36 — 1.07–2.50c

Decomposition — — —

Carbon pools

Total carbon — 1.84–2.48d 1.05–7.04e (TOC)

Nitrogen processes

Fixation 0.00–6.68 — 1455–2555f (rice)

Mineralization 3.40–8.00g 1.23–7.40h, i 6.80–12.80

Nitrification — 4.00–80.00d 0.00–1.00

Denitrification 0.42–1.36j — 1.04–1.33c

Volatilization 0.42–0.67j — —

Nitrogen pools

Nitrate 0.19–1.21j 0.81–1.63d 0.25–1.00k

Ammonium 0.46–1.14j 1.30–5.26d 1.56–12.73e, h

Organic nitrogen 1.85–22.29j — —

Water 0.98–1.11 1.08–1.60h 0.14–0.62b

Oxygen

Consumption — — 3.30–16.50k

Concentration 1.21l — 0.09–16.50k

Note: A ratio of 1 indicates no difference; greater than 1 indicates greater processing or larger pools at the boundary, and less than 1 indicates more pro-
cessing or larger pools in bulk soil or poorly crusted surfaces. Blanks indicate processes or pools for which data were unavailable.

a. Hawkes and Flechtner 2002.
b. Kennedy 1998.
c. Priha et al. 1999.
d. Stark and Firestone 1996.
e. Semenov et al. 1999.
f. Rinaudo et al. 1971.
g. R. Dave Evans, Washington State University, Pullman, WA, personal communication, 2001.
h. Jackson et al. 1988.
i. Norton and Firestone 1996.
j. Nichole Barger, Colorado State University, Fort Collins, CO, personal communication, 2003.
k. Sorensen 1997.
l. Garcia-Pichel and Belnap 1996.



Biological soil crusts play many ecosystem roles. They 
affect local hydrology; they contribute N and C to soils; they
secrete plant growth–promoting factors (e.g., glycollate,
vitamins, and auxin-like substances); and they secrete chela-
tors critical to keeping essential plant nutrients available in
high-pH desert soils. In addition, they excrete exopolymers
that enhance microbial activity, create soil pore space, in-
crease erosion resistance, and limit nutrient leaching losses.

The ways in which BSCs affect the flux of material or 
energy into and out of the soil are heavily influenced by their
biomass, flora, and external morphology. These factors dif-
fer markedly with climatic factors. In hyperarid deserts where
soils do not freeze (e.g., the Sahara), BSCs consist almost ex-
clusively of cyanobacteria that smooth the soil surface rela-
tive to bare soil (figure 2). As moisture availability increases
with latitude, the cover, diversity, and biomass of lichens and
mosses also increase. Hot deserts (e.g., the Mojave and Sono-
ran Deserts) support small clumps of lichens and mosses
(generally less than 10% cover) that slightly roughen the sur-
face. In cool, mid-latitude deserts where soils freeze annually
(e.g., the Colorado Plateau), the lichen–moss cover approaches
40%, and mounds form that are up to 15 centimeters high.
In higher-latitude deserts (e.g., the Great Basin, the Arctic),
lichen–moss cover can approach 100% of the soil surface. Soil
disturbance reduces the biomass, surface roughness, and
lichen–  moss cover of BSCs; thus, time since disturbance also 

influences BSC composition and morphology (Belnap and 
Eldridge 2003). In the following section, we discuss how en-
ergy and materials are influenced as they move from the at-
mosphere into soils, crossing the boundary whose charac-
teristics are determined by BSCs.

Functions of the atmosphere–soil boundary. Characteristics
of the atmosphere–soil boundary determine whether this
boundary will transmit, reflect,or absorb materials or energy.

Water. Infiltration of water into the soil depends on wa-
ter residence time and soil surface permeability. These char-
acteristics, in turn, are influenced by factors such as soil sur-
face roughness, wettability or repellancy,aggregate structure,
and pore space. The types of BSC present affect all these
boundary characteristics. In hot deserts where BSCs smooth
the surface, water residence time and soil permeability are de-
creased. Thus, infiltration is decreased compared with bare soil.
In cool deserts where BSCs increase soil aggregation, roughen
soil surfaces, and themselves absorb moisture, the residence
time of water and soil permeability is increased. Conse-
quently, infiltration is increased compared with bare soil.

The same factors that influence infiltration can also influ-
ence soil water retention (George et al. 2003). The occupation
of soil pores by BSC organisms reduces evaporative loss from
the soil surface. Therefore, greater BSC biomass results in less
water vapor loss than less-developed BSCs or bare soil. Species
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Figure 2. Different soil crust types. (a) Roughened crusts are found in relatively undisturbed areas. They have lichens, mosses,
and high cyanobacterial biomass. Relative to flat crusts, they have greater nitrogen and carbon fixation, water interception,
soil temperatures, and resistance to erosion. (b) Flat biological soil crusts are found after disturbance. They are lighter in
color, as they lack mosses and lichens, and they have low cyanobacterial biomass.

(a) Bumpy crust (b) Flat crust



composition also affects this process. Mosses and lichens cap
the soil surface more effectively than cyanobacteria, whose thin
filaments leave large open spaces through which water can
evaporate.

Carbon. Carbon as CO2 is transformed and its move-
ment modulated as it crosses the BSC boundary (table 1). As
BSCs fill soil pore space, passive diffusion of CO2 in and out
of the soil is reduced by the presence of BSC organisms rel-
ative to bare soil. As BSC biomass and lichen–moss cover in-
crease with latitude, passive diffusion rates are expected to fur-
ther decrease.

Atmospheric and soil-respired CO2 can be used for photo-
synthesis or precipitated as carbonate when BSCs are present.
The biomass and type of BSC organisms determine CO2

transformation rates. Lichen–moss crusts have photosyn-
thetic rates that can equal those of vascular plants (up to 11.5
micromoles CO2 per square meter per second), with overall
C balances estimated at 120 to 370 kilograms (kg) C per
hectare (ha) per year in arid regions (Evans and Lange 2003).
Photosynthetic rates of cyanobacterial crusts are lower, with
C balances estimated at 4 to 23 kg C per ha per year. Given
the low vascular plant productivity of arid lands, CO2 trans-
formation by BSCs contributes significantly to C budgets in
these regions. Because BSCs are metabolically active only
when wet, C transformations are dependent on the timing,
amount, and intensity of precipitation. Most C gains occur
during cool months, when soils are moist longer and tem-
peratures are optimal for photosynthesis. Carbon deficits
often occur during small summer precipitation events.

The cyanobacterial component of BSCs also transforms
CO2 into carbonates by utilizing bicarbonate (HCO3

–) as a
source of CO2 for photosynthesis (Merz 1992). During the
conversion of HCO3

– to CO2, hydroxyl ions are released and
form carbonate ions within the sheath. These ions react with
calcium adsorbed to the sheath to form calcium carbonate.
Uptake of HCO3

– is increased when CO2 concentrations are
low, light intensities are high, or pH levels are high, or when
any of these three conditions are combined.Greater cyanobac-
terial biomass increases formation of carbonates at the soil sur-
face both directly through photosynthesis and indirectly by
decreasing soil CO2 and increasing soil pH (discussed below).

Respiration of crust organisms and heterotrophic soil mi-
crobes releases CO2 to the soils and the atmosphere. Crust
components also secrete up to 50% of their fixed C within
minutes to days of acquisition. When this secreted C is com-
bined with the C contained in BSC tissue, BSCs can increase
soil surface C by up to 300% (reviewed in Belnap et al. 2003).
These additions stimulate the activity and CO2 respiration of
the often C-limited heterotrophic microbes in desert soil,
increasing the CO2 flux across the atmosphere–soil bound-
ary. The rate and size of this flux is mediated by the type and
biomass of the BSC organisms through which the respired
CO2 must flow. In addition, soil respiration rates are also reg-
ulated by soil temperature, moisture, C, N, phosphorus (P),
porosity, and aeration (Keith et al. 1997), all of which are sub-
stantially influenced by BSC composition and biomass.

Nitrogen. As with CO2, the atmosphere–soil boundary
can be transmissive, reflective, or transformative for N gases.
Nitrogen enters the soil through passive diffusion, fixation,
or atmospheric deposition. Passive diffusion of N

2
into soil

is highest in bare soils and declines as BSC biomass increases
with latitude. As N

2
crosses the atmosphere–soil boundary,

it is often transformed into NH
4

by N-fixing free-living (e.g.,
Scytonema, Nostoc) or lichenized (e.g., Collema, Peltula)
cyanobacteria (Belnap 2003), a process lacking in bare soils.
Rates of N transformation across the atmosphere–soil bound-
ary are heavily dependent on the BSC species composition,
as lichen BSCs fix much more N than cyanobacterial BSCs.
No transformation takes place across the bare soil surface
(table 1). Nitrogen fixation rates are also dependent on soil
temperature and moisture, both of which are strongly influ-
enced by the biomass and species composition of BSCs. Up
to 88% of the newly fixed N is released to surrounding soils
within minutes to hours and is available to associated or-
ganisms such as vascular plants and other microbes (Belnap
2003). Indeed, the fixed N from crust organisms can be a dom-
inant source of N for desert ecosystems (Evans and Ehleringer
1993). Uptake of released N stimulates microbial activity,
increasing respired soil CO

2
and gaseous N loss through

denitrification.
Nitrogen entering the soil through atmospheric deposition

must also pass across the BSC boundary. In nonurban regions
of the United States, wet deposition can account for 1 to 6 kg
N per ha per year (NADP 2000). Soil microbes quickly cap-
ture and immobilize most of this N, with some turnover to
vascular plants within 15 days (Hawkes forthcoming). The rate
and amount of N captured is influenced by the biomass and
type of BSC organisms present (see the section on dust,
below).

Gaseous N losses are determined by many factors that are
influenced by BSC type and biomass (e.g., soil N, moisture,
temperature, microbial populations; Belnap 2003). Estimates
of N loss rates among deserts vary widely. Recent estimates
in cool deserts range from 0.01 to 0.37 kg N per ha per year
for cyanobacterial and lichen–moss crusts, respectively, with
bare soil showing negligible losses (table 1).

Oxygen, pH, light, and dust. As with the other gases, the
atmosphere–soil boundary can transmit, reflect, and trans-
form oxygen gas (O

2
). Greater moss–lichen cover and biomass

decreases soil permeability relative to cyanobacteria or bare
soil. BSC organisms transform O

2
during respiration and

release it during photosynthesis, and the balance between these
two processes is determined by the biomass and species com-
position of BSC organisms. Oxygen emitted from these or-
ganisms is concentrated in the top 0.5 millimeters of soil
(figure 3), where most of the BSC organisms and maximum
productivity occur (Garcia-Pichel and Belnap 1996). World-
wide, BSC activity typically increases soil surface pH from 8.0
to 10.5 (figure 3; Garcia-Pichel and Belnap 1996). Such
changes in pH can profoundly alter transformation and
weathering rates (e.g., carbonates, silicates) and the avail-
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ability of many elements (e.g., P) at the atmosphere–soil
boundary .

Light is also mediated across the atmosphere–soil bound-
ary. Whereas light is slightly amplified at the surface, it is
rapidly extinguished with depth in the soil (figure 3). Rates
of extinguishment are dependent on the type and number of
BSC organisms that reflect or absorb incoming radiation
and on the nature of the soil particles (Garcia-Pichel and Bel-
nap 1996). For example, a quartz-containing soil without
BSCs will allow deeper penetration for a greater range of
wavelengths than a fine-textured soil with BSCs.

Dust is a critical source of nutrients and water-holding ca-
pacity for many desert soils. Biological soil crusts secrete
sticky exopolymers and roughen soil surfaces, greatly en-
hancing dust capture and creating a nutrient-rich zone directly
at the atmosphere–soil interface (Verrecchia et al. 1995,
Reynolds et al. 2001).

The soil–root boundary
Many ecological studies assume that soil is a homogenous 
system (figure 4a), but belowground fluxes are not spatially 
homogenous. The zone of soil influenced by roots, the rhizo-
sphere, is delineated on one side by the surface of the root. The
other side of this zone is less clearly delineated and grades into
surrounding bulk soil. The rhizosphere is a fine-scale bound-
ary, with transects from the root to bulk soil generally mea-
sured in single-digit millimeter units. Through this zone,
roots exchange energy and matter with surrounding soil, the
atmosphere, and water (table 1), resulting in substantially
greater fluxes in the rhizosphere boundary zone than in
neighboring patches of soil.

While roots do not affect every property of soil (e.g., fig-
ure 4b), the physical environment of the rhizosphere differs
dramatically from that of bulk soils. Many process rates are
elevated in rhizosphere soil, and pool sizes can be increased
or decreased (table 1). Plant roots exude a complex array of
organic compounds into the nearby soil in large quantities
(Kennedy 1998). The bulk density of soil is commonly higher
in rhizosphere soil because of the roots pushing their way
through the solid matrix. Compared with bulk soil, solution
pH values can be different in the rhizosphere, and soil water
potentials can vary dramatically near the root surface
(Kennedy 1998). Active transpiration by plants reduces soil
water content and moves water from bulk soil through the
rhizosphere, carrying nutrient and nonnutrient salts. This flux
of soluble salts into the rhizosphere can result in salt con-
centrations that are 15 times greater in the rhizosphere than
in bulk soil. Rhizosphere soil is an environment of substan-
tially elevated CO2 concentration because of active root and
microbial respiration (table 1; figure 4c). Conversely, nutri-
ent ion uptake by roots drives diffusional movement and
creates zones of nutrient depletion (e.g., NH4, nitrate [NO3

–],
and phosphate in rhizosphere soil; figure 4d.

The soluble carbohydrates produced by roots are a source
of energy for free-living bacteria and fungi in the rhizo-
sphere. As a result, bacterial, fungal, and protozoal numbers
are orders of magnitude higher in rhizosphere soil than in bulk
soil (table 1; Kennedy 1998). Bacteria are commonly the
most numerous organisms found in the rhizosphere, with as
many as a billion cells per gram of soil (Kennedy 1998).
Rhizosphere communities are known to have different meta-
bolic profiles, greater microbial activity, and distinct micro-
bial species compared with bulk soil communities (e.g.,
Sorensen 1997). The activity of the microbial community in
the rhizosphere is of particular interest, as it drives many of
the fluxes in that zone.

Fluxes in the rhizosphere. Flows of materials and energy can
be modulated or unaffected by passage through the rhizo-
sphere boundary. Movement of water, carbon, nitrogen, and
oxygen provide useful examples.

Water.The rhizosphere boundary is primarily transmissive
with respect to water, but net movement has the potential to
be either toward or away from the root (figure 1). An actively
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Figure 3. Oxygen concentration, pH, and spectral attenu-
ation of light across the atmosphere–soil boundary in the
presence of biological soil crusts. (a) Oxygen and pH.
Solid lines represent measurements made in the dark;
dashed lines represent measurements made in the light.
(b) Spectral attenuation. Each spectrum shows the frac-
tion of incident radiation in the soil at various depths
(given in micrometers). Filled and empty circles alternate
to aid in reading the figure. (Adapted from Garcia-Pichel
and Belnap 1996.)
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transpiring plant removes huge quantities of water from the
soil solution. Depending in part on the rate of water supply
from the surrounding soil to the rhizosphere, the water po-
tential in rhizosphere soil can be much lower than in the sur-
rounding soil (Papendick and Campbell 1975). In the daytime,
rhizosphere soil is commonly drier than bulk soil. In some ter-
restrial ecosystems, the situation can be reversed at night
through hydraulic redistribution (Caldwell and Richards
1989). This process is most common in arid and semiarid
ecosystems, where deeply taprooted plants move ground-
water to surface soils through their root systems. In these sys-
tems the flux of water from roots out into the rhizosphere can
increase nighttime water availability in soil.

Carbon. The rhizosphere soil is primarily a transforming
boundary in which organic C originating from the root is
transformed into microbial bodies and CO2. As mentioned
above, roots contribute substantial amounts of C to adjacent
soil. The quantity and quality of this rhizodeposition varies
with plant species, age, root morphology, soil organisms,
and water availability (Curl and Truelove 1986). The variety
of C compounds changes with location along the root (Jaeger
et al. 1999). Root cap cells and mucilages (carbohydrates) con-
stitute the bulk of C input near the root tip. Near the zone of
root extension, exudates, secretions, and lysates generally re-
flect the composition of root cell contents. In rhizosphere soil
near older sections of roots, C inputs commonly reflect their
origin from root cell turnover and include both structural
components of roots and lysate materials. The rhizosphere
boundary is thus a zone of high organic C availability, com-
positionally heterogeneous in space and time, and charac-
terized by high rates of microbial utilization and transfor-
mation.

Root respiration and enhanced microbial respiration re-
lease large amounts of CO2 into the rhizosphere soil pores (fig-
ure 1). The elevated concentrations of CO2 in this zone of soil
can alter the pH of the rhizosphere soil solution.

Nitrogen. Rhizosphere soil can transmit incoming inor-
ganic N ions to the root, transform the oxidation state of in-
organic species, convert organic N and N2 to NH4, and con-
vert organic and inorganic forms of N to microbial biomass
(figure 1). All transformations of N in this boundary are un-
der microbiological control.

The fluxes of N in rhizosphere soil are driven by root up-
take of water, NO3

–, and NH4, as well as by microbial uti-
lization and transformation. The rhizosphere has long been
known to be a zone of high microbial activity, and recent work
has shown the gross rates of N mineralization in rhizosphere
soil to be about 10 times those of bulk soil (table 1). Rates of
nitrification are potentially controlled by plant utilization
of NH4. In soil adjacent to zones of active root NH4 uptake,
rates of gross nitrification approach zero; in contrast, rates of
nitrification in rhizosphere soil near root tips are similar to
those in bulk soil (table 1). Denitrification activity in rhizo-
sphere soil can be enhanced by O2 depletion and high C
availability or, alternatively, reduced because of uptake of
NO3

– and water by roots. When denitrification is concentrated

in rhizosphere soil, this zone can be a major source of the 
atmospherically reactive trace gas N2O (Firestone and David-
son 1989).

Oxygen. The flux of O2 from the surrounding biosphere
into plant roots passes through and is modulated by rhizo-
sphere soil. Rhizosphere soil can function as an absorptive or
transmissive boundary with respect to O2 movement in soil.
While this flux is generally dominated by diffusive movement
toward the root, the rhizosphere provides an interesting ex-
ample of a boundary in which the direction of flux can be op-
posite in different environments. Concentrations of O2 in rhi-
zosphere soils can be substantially different from those of the
surrounding soil. Rates of O2 consumption are elevated in the
rhizosphere zone because of root respiration and microbial
respiration (the latter fueled by enhanced C availability)
(table 1). Depending on the rate of O2 resupply, high rates of
O2 consumption can result in zones of lowered concentrations,
including anaerobiosis (figure 4d). Diffusional resupply of O2

is highly dependent on soil water content, with water-filled
pores retarding movement of O2. Conversely, if water re-
moval by plant transpiration reduces the water content of soil
pores in the rhizosphere, then enhanced resupply of O2 from
the atmosphere can result in higher availability or higher
concentration of O2 in this soil zone.

In habitually saturated soils where O2 diffusion and avail-
ability is much reduced, the flux of O2 can be in the opposite
direction, flowing from the root into the surrounding soil.
Plants common to waterlogged soils typically have specialized
cells (e.g., aerenchyma) and structures (e.g., pneumatophores)
that allow movement of O2 to the root system. As O2 is sup-
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Figure 4. Idealized distribution patterns in rhizosphere
soil near root. (a) No effect of root on homogenous 
distribution (e.g., sand, silt, or clay); (b) no effect of root
on heterogeneous distribution (e.g., soil organic matter);
(c) gradient of increasing concentration approaching root
(e.g., carbon dioxide); and (d) gradient of decreasing con-
centration approaching root (e.g., ammonium).



plied to root cells, some O2 makes its way to the soil sur-
rounding the roots; as a result, aerobic microbial processes and
microbial respiration of NO3 and iron are common to the
rhizosphere soil of plants indigenous to submerged soils.
In this case, the flux of O2 is from the surface of the root out
into the surrounding soil. Depending on the plant and soils
present, the flux of O2 may be toward the rhizosphere and root
or away from the root. While the flux may potentially occur
in either direction, high rates of O2 flux are characteristic of
the rhizosphere boundary .

The mycorrhizosphere. Mycorrhizal fungi infect the roots of
more than 80% of plant species worldwide, with representa-
tives in almost every habitat and plant family. The mycor-
rhizosphere is an extension of the rhizosphere boundary
formed by the association of roots with mycorrhizal fungi (fig-
ure 5). Though the mycorrhizosphere is similar in many
ways to the rhizosphere boundary, flux of matter and energy
across the mycorrhizosphere is likely to differ in magnitude.
Mycorrhizal fungi obtain C from plants and in turn typically
provide the plants some benefit, such as increased nutrient up-
take, improved drought resistance, or protection from
pathogens (Newsham et al. 1995). Fluxes in the rhizosphere
are certain to be affected by the interactions of mycorrhizae
with roots and other root-associated microorganisms. For 
example, mycorrhizae have the potential to affect soil C and
N cycling in the mycorrhizosphere through changes to plant
C exudation (Schwab et al. 1984), through enhanced de-
composition of complex organic material (Hodge et al. 2001),
through retention of C and nutrients in recalcitrant fungal 
tissues (Rillig, et al. 2001), and through increased transfer of
nutrients to plants (Ibijbijen et al. 1996). Mycorrhizal fungi
may also indirectly affect soil C and N cycling through impacts
on the soil microbial community (Hodge et al. 2001).

Boundary dynamics
The structure and function of the atmosphere–soil and
soil–root boundaries change over time and space. Changes in
BSC composition and morphology occur during natural
succession as biomass increases and new species colonize. Dis-
turbance can also induce succession. Changes in BSC species
composition alter many characteristics and functions of the
atmosphere–soil boundary. Lichens and mosses are more
susceptible to soil surface disturbance and slower to colonize
than cyanobacteria. Removal of the dark-colored lichens and
mosses increases soil albedo by approximately 40 watts per
square meter, decreasing soil temperatures by up to 14 C 
(Belnap and Eldridge 2003). Lichens have higher C and N fix-
ation rates per unit soil surface area than cyanobacteria
(Lange 2003); thus, loss of these organisms reduces levels of
C and N in plants and soils (Evans and Belnap 1999, Belnap
and Eldridge 2003). Compressional disturbance also reduces
soil aggregate structure and flattens soil surfaces, thereby de-
creasing resistance to wind and water erosion (Belnap and 
Eldridge 2003). Moving sediment can also bury nearby soil
crusts, resulting in the death of photosynthetic organisms.

Thus, the removal of biological soil crusts can have varied and
profound consequences for a given ecosystem.

Roots also change through space and time. As roots grow
through soil and age, the characteristics of the rhizosphere
boundary change. Different sections of the root will vary in
C exudation, in rates of respiration, and in the ability to take
up water and nutrients. In general, activity decreases in older
sections of root. The variety of C compounds released from
roots changes with location along the root (Jaeger et al. 1999).
Disturbances such as soil turnover or belowground root her-
bivory can change the proportion of old to new roots in soil
as established roots are severed from the plant and new ones
are grown. Rhizosphere processes are also highly dependent
on plant productivity and, in some cases, on specific plant
species.

The rhizosphere is the primary interface for plant–soil 
interactions. This zone mediates changes to plant communities
or to soil environments. Thus, the structure and function of
the rhizosphere boundary will be critical in defining terres-
trial ecosystem responses to environmental change.

Interactions between atmosphere–soil 
and soil–root boundaries
Flux across the atmosphere–soil boundary affects flux in the
rhizosphere. As discussed above, microbes at the soil surface
(e.g., in BSCs) capture, transform, or deflect atmospheric
inputs (e.g., Hawkes forthcoming), changing the amount
and rate of arrival in the soil–root boundary zone. The total
resource flux across the atmosphere–soil boundary and the
soil–root boundary depends on many simultaneous interac-
tions of organisms and conditions in both zones. Plant roots
may directly take up the N generated in or captured by BSCs,
but to do so, roots and associated mycorrhizae must compete
with heterotrophic microbes in the BSCs (Hawkes forth-
coming). The presence of BSCs can also affect root infection
by mycorrhizal fungi (Harper and Pendleton 1993) and
whether mycorrhizae have a positive or negative effect on plant
growth and nutrient uptake. These two small-scale soil bound-
aries provide experimentally accessible examples of interac-
tion between spatially distinct boundary zones.

Links to landscape ecology
A landscape perspective can be informative for the study of
small-scale boundaries. The concepts and models developed
for discussion and study of landscape boundaries provide
novel, revealing perspectives on microboundary zones. By
thinking of the rhizosphere and the soil surface as ecotones
or boundaries, we can better understand their role in a
broader context. The simple recognition that microbound-
ary zones can be characterized as absorptive, transmissive, re-
flective, transforming, or amplifying more clearly defines the
varied roles played by these boundaries in terrestrial system
function. The soil surface and rhizosphere are dynamic
boundaries, the extent of which can differ temporally (both
daily and seasonally) and spatially (along the root and in
different soil patches). Both boundary zones involve alterations
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in the rates of processes (e.g., water versus C cycling), the 
density of microbiota, and the characteristics of the relevant
microhabitat. The characteristics and controls of flows into
and across these fine-scale boundaries can be characterized
and measured in many of the same ways as the flows across
boundaries at coarser scales. Yet these microscale boundaries
have not commonly been characterized or measured in terms
of their shape, area, rates of change, contrasts between patches
on either side (rhizosphere versus bulk soil, air versus bulk
soil), and smoothness of transition. The definitions of the
edges of these microboundaries will be flux specific 
(Cadenasso et al. 2003). The flows of materials and energy are
directional and nonrandom, with microorganisms acting as
biotic vectors. Microbial behavior, density, and response to the
environment can dramatically affect flows into and across the
rhizosphere and soil surface. In the rhizosphere, the root it-
self acts as both a source and a sink; thus, diffusion as well as
bulk flow can be bidirectional. The rhizosphere is highly per-
meable to most substances entering the zone through mass
flow or diffusion, but it acts as a filter for some organisms and
substances.

Can study of small-scale boundaries be informative for
landscape ecology? The two boundaries discussed here, the
atmosphere–soil and soil–root boundaries, provide interest-
ing model systems for the study of boundaries and ecotones.
All landscapes are created by mosaics of patches that are 
delineated by boundaries. A terrestrial ecosystem may be 
described as a mosaic of rhizosphere patches or as soil and
plant patches delineated by the rhizosphere boundary. In ei-
ther case, processes and pools in the rhizosphere drive large-
scale patterns and fluxes. The soil surface is a boundary at all

scales, though the variability in any given flux will
depend on the scale of observation, since the char-
acteristics of the atmosphere–soil boundary are
spatially patchy.

Integrating a hierarchical view of the landscape
with models of spatial patch dynamics may be an ef-
fective way of dealing with scale and complexity in
a landscape (Wu and David 2002). We expect fluxes
in most systems to be driven by a combination of
top-down and bottom-up forces. Lower levels of
hierarchy provide an understanding of embedded
mechanisms and the initiating conditions for higher
levels. We have explained how the atmosphere–soil
and soil–root boundary zones drive fluxes that are
important at larger scales. Incorporating the char-
acters of these local interactions into landscape and
global dynamics may or may not improve under-
standing and prediction.

Examining boundaries in fine-scale systems may
facilitate the advancement of boundary theory, es-
pecially for biochemical and biophysical processes.
Applicability of generalized principles found at
these finer scales can then be tested on larger-scale
boundary systems. As with any system, however,
researchers applying principles developed at one

scale to different scales may encounter problems with dis-
continuities of scaling.

Some models that have been developed for fine-scale
processes can be applied to coarser scales. Decades before the
development of landscape-scale models, analyses of small-scale
diffusion–reaction problems were developed by researchers
(Thiele 1939, Aris 1965) who were interested in predicting rates
of reactions controlled by diffusion or rate kinetics. For sys-
tems that could be approximated by kinetic reaction rates and
constant diffusivities, these early models captured critical re-
lations between the scale of diffusional distance (patch size),
diffusivity, and process rate. These reaction–diffusion mod-
els, using diffusionally controlled arrival of species and ki-
netically based processing of materials and energy, may be con-
ceptually and mathematically similar for all boundaries.

Reaction–diffusion models have been successfully applied
to studies of N processes in heterogeneous soil aggregates 
(Myrold and Tiedje 1985) to explain the occurrence of an
anaerobic process (denitrification) within generally aerobic
soils. These models have also been applied to nutrient uptake
by growing roots (Barber and Silberbush 1984). Microsite
models provide examples of how transport processes, eco-
logical processes, and characteristic dimensions are strongly
coupled with the evolution of environmental heterogeneity
in structured habitats. Moreover, microsite models can be gen-
eralized and coupled to heterogeneous flow and transport 
across boundaries at landscape scales, effectively describ-
ing spatially complex patterns of reactants in terrestrial 
environments.

The soil surface and rhizosphere may also provide useful
experimental systems. Both systems include sharp transi-
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Figure 5. Autoradiograph of Ponderosa pine roots and ectomycorrhizae
(from Norton et al. 1990). The soil–root boundary changes as roots grow
through soil and become infected with mycorrhizae. Without identifying
information, it is difficult for the viewer to determine whether this is an
image of microscale root–soil boundaries or macroscale stream net-
works.



tions (e.g., the atmosphere–soil interface) and gradual tran-
sitions (e.g., organic C concentration grading from rhizosphere
to bulk soil), biotic and abiotic vectors, and processes that oc-
cur at a variety of scales. Small-scale environments can be repli-
cated in ways that are not feasible for biomes and landscapes.
In an experimental setting, the rhizosphere and its adjacent
root and soil patches can also be manipulated. Factors that can
be controlled in the root boundary include the plant geno-
type, the microbial and mycorrhizal communities, the num-
ber of boundaries per unit area (and therefore the probabil-
ity of boundary encounter),and the permeability and nutrient
status of the bulk soil environment. The same is true of the
soil surface, where manipulations not only of soil but also of
atmosphere are possible.

There are a number of examples in which the effects of
boundary manipulation on function have been studied and
quantified for both the rhizosphere and soil surface. Many re-
searchers have addressed the effects of root inoculation with
arbuscular mycorrhizal fungi on rhizosphere processes. My-
corrhizae can have dramatic effects on structure and function
in the rhizosphere, but this effect is highly dependent on the
combination of plant and fungal species used. Thus, the
quantity and number of labile C compounds exuded in the
rhizosphere have been shown to increase (Schwab et al. 1984),
decrease (Bansal and Mukerji 1994, Marschner et al. 1997),
and remain the same (Azaizeh et al. 1995, Marschner et al.
1997) in response to mycorrhizal infection. Mycorrhizal in-
oculation of roots can also increase rhizosphere N2 fixation
by Rhizobium bacteria and increase nutrient uptake by roots
(and therefore increase nutrient flow through the boundary
zone) compared with uninoculated controls (Ibijbijen et al.
1996). The species composition of BSCs has also been ma-
nipulated through various disturbances. As discussed in the
section above on boundary dynamics, disturbance to soil
crusts results in a number of changes in the boundary zone,
including reduced C and N fixation, water infiltration,and soil
aggregation, and increased nutrient loss.

Conclusion
Although small in scale, the functions of the atmosphere–soil
and soil–root boundaries can have a profound influence on
the structure and function of ecosystems at landscape, regional,
and global scales. Like those of macroboundaries, the char-
acteristics of these microboundaries vary in time, in space, and
in their influence on the materials and energy that cross
them. Indeed, it is somewhat surprising to recognize that
there are no fundamental differences between fine- and
coarse-scale boundaries other than units of measure and
methods for study. For instance, the autoradiograph of pine
roots and mycorrhizae shown in figure 5 is largely indistin-
guishable from a satellite image of a stream network across
a landscape.

Atmosphere–soil and soil–root boundaries are found in all
terrestrial landscapes. They are microscale zones of significant
material and energy flow that are affected by and affect
broader characteristics of ecosystems. For example, inter-

actions between atmospheric concentrations of CO2 and C
exudation from roots will be important to microbial medi-
ation of N availability to plants as well as to the ecosystem C
cycle.

In considering the characteristics of these two small-scale
boundaries, the importance of soil microbial communities in
mediating and modulating fluxes becomes clear. The micro-
bial community of the soil surface forms a living skin that 
covers most of Earth’s terrestrial surfaces and moderates
most inputs into soils. The interactions of vascular plants with
their soil environment are modulated by a diffuse net of
microbes interfacing the root with the surrounding soil.
Anthropogenic disturbance to the soil microbial commu-
nity at the atmosphere–soil boundary or at the soil–root
boundary can alter the way in which the terrestrial system
functions.An improved understanding of how soil microbes,
their functions, their redundancy, and their responses to cli-
mate change affect the energy and material crossing these
boundaries may significantly increase our understanding of
how landscapes will respond to future human disturbance.

Acknowledgments
The inspiration for this manuscript came from a workshop
funded by the Andrew W. Mellon Foundation through a
grant to the Institute for Ecosystem Studies. We thank the
workshop participants, particularly Mary Cadenasso and Bill
Fagan, for their discussion and review. We also thank Sue
Phillips and Beth Coker Roy for manuscript preparation,
and John Weins and three anonymous reviewers for helpful
comments on the manuscript.

References cited
Aris R. 1965. A normalization for the Thiele modulus. Industrial and Engi-

neering Chemistry Fundamentals 4: 487.
Azaizeh HA, Marschner H, Romheld V, Wittenmayer L. 1995. Effects of a 

vesicular–arbuscular mycorrhizal fungus and other soil microorgan-

isms on growth,mineral nutrient acquisition, and root exudation of soil-
grown maize plants. Mycorrhiza 5: 321–327.

Bansal M, Mukerji KJ. 1994. Positive correlations between VAM-induced
changes in root exudation and mycorrhizosphere mycoflora. Mycorrhiza
5: 39–44.

Barber SA, Silberbush M. 1984. Plant root morphology and nutrient uptake.

Pages 65–87 in Barber SA, Bouldin DR, eds. Roots, Nutrient and Water
Influx, and Plant Growth. Madison (WI): Soil Science Society of Amer-
ica, Crop Science Society of America, and American Society of Agron-
omy. ASA Special Publication no. 49.

Belnap J. 2003. Factors influencing nitrogen fixation and nitrogen release in
biological soil crusts. Pages 241–261 in Belnap J, Lange OL, eds. Biolog-

ical Soil Crusts: Structure, Function, and Management.Berlin: Springer-
Verlag.

Belnap J, Eldridge D. 2003. Disturbance and recovery of biological soil
crusts. Pages 363–383 in Belnap J, Lange OL, eds. Biological Soil Crusts:
Structure, Function, and Management. Berlin: Springer-Verlag.

Belnap J, Prasse R, Harper KT. 2003. Influence of biological soil crusts on soil
environments and vascular plants. Pages 281–300 in Belnap J, Lange OL,

eds. Biological Soil Crusts: Structure, Function, and Management.Berlin:
Springer-Verlag.

Cadenasso ML, Pickett TA, Weathers KC, Jones CG. 2003. A framework for
a theory of ecological boundaries. BioScience 53: 750–758.

748 BioScience  �  August 2003 / Vol. 53 No. 8

Articles

http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0006-3568^28^2953L.750[aid=5130384]


Caldwell MM,Richards JH. 1989. Hydraulic lift: Water efflux from upper roots
improves effectiveness of water uptake by deep roots. Oecologia 79:
1–5.

Curl EA, Truelove B. 1986. The Rhizosphere. Berlin: Springer-Verlag.
Evans RD, Belnap J. 1999. Long-term consequences of disturbance on nitrogen

dynamics in an arid ecosystem. Ecology 80: 150–160.
Evans RD, Ehleringer JR. 1993. A break in the nitrogen cycle in arid lands?

Evidence from d15N of soils. Oecologia 94: 314–317.
Evans RD, Lange OL. 2003. Biological soil crusts and ecosystem nitrogen and

carbon dynamics. Pages 263–279 in Belnap J, Lange OL, eds. Biological
Soil Crusts: Structure, Function, and Management. Berlin: Springer-
Verlag.

Fagan WF, Fortin M-J, Soykan C. 2003. Integrating edge detection and 
dynamic modeling in quantitative analyses of ecological boundaries.
BioScience 53: 730–738.

Firestone MK, Davidson EA. 1989. Microbiological basis of NO and N2O pro-
duction and consumption in soil. Pages 7–21 in Andreae MO, Schimel
DS, eds. Exchange of Trace Gases between Terrestrial Ecosystems and the
Atmosphere: Report of the Dahlem Workshop on Exchange of Trace Gases
between Terrestrial Ecosystems, and the Atmosphere, Berlin 1989, Feb-
ruary 19–21. Chichester (UK): John Wiley and Sons.

Garcia-Pichel F, Belnap J. 1996. Microenvironments and microscale pro-
ductivity of cyanobacterial desert crusts. Journal of Phycology 32:
774–782.

George DG, Roundy BA, St. Clair LL, Johansen JR, Schaalje GB, Webb BL.
2003. The effects of microbiotic soil crusts on soil water loss. Arid Land
Research and Management 17: 113–125.

Gosz JR. 1992. Ecological functions in a biome transition zone: Translating
local responses to broad-scale dynamics. Pages 55–75 in Hansen AJ, di
Castri F, eds. Landscape Boundaries: Consequences for Biotic Diversity
and Ecological Flows. New York: Springer-Verlag.

Harper KT, Pendleton RL. 1993. Cyanobacteria and cyanolichens: Can they
enhance availability of essential minerals for higher plants? Great Basin
Naturalist 53: 59–72.

Hawkes CV. Nitrogen cycling mediated by biological soil crusts and arbus-
cular mycorrhizal fungi. Ecology. Forthcoming.

Hawkes CV, Flechtner VR. 2002. Biological soil crusts in a xeric Florida
shrubland: Composition, abundance, and spatial heterogeneity with
different disturbance histories. Microbial Ecology 43: 1–12.

Hodge A, Campbell CD, Fitter AH. 2001. An arbuscular mycorrhizal fungus
accelerates decomposition and acquires nitrogen directly from organic
material. Nature 413: 297–299.

Ibijbijen J, Urquiaga S, Ismaili M, Alves BJR, Boddey RM. 1996. Effect of
arbuscular mycorrhizas on uptake of nitrogen by Brachiaria arrecta
and Sorghum vulgare from soils labeled for several years with 15N. New
Phytologist 134: 353–360.

Jackson LE, Strauss RB, Firestone MK, Bartolome JW. 1988. Plant and soil
nitrogen dynamics in California annual grassland. Plant and Soil 110:
9–17.

Jaeger CH, Lindow SE, Miller W, Clark E, Firestone MK. 1999. Mapping of
sugar and amino acid availability in soil around roots with bacterial sen-
sors of sucrose and tryptophan. Applied and Environmental Micro-
biology 65: 2685–2690.

Keith H, Jacobsen KL, Raison RJ. 1997. Effects of soil phosphorus availabil-
ity, temperature and moisture on soil respiration in Eucalyptus pauciflora
forest. Plant and Soil 190: 127–141.

Kennedy AC. 1998. The rhizosphere and spermosphere. Pages 389–407 in
Sylvia DM, Fuhrmann JJ, Hartel PG, Zuberer DA, eds. Principles and 
Applications of Soil Microbiology. Upper Saddle River (NJ): Prentice Hall.

Lange OL. 2003. Photosynthesis of soil-crust biota as dependent on envi-
ronmental factors. Pages 217–240 in Belnap J, Lange OL, eds. Biologi-
cal Soil Crusts: Structure, Function, and Management.Berlin: Springer-
Verlag.

Marschner P, Crawley DE, Higashi RM. 1997. Root exudation and physio-
logical status of a root-colonizing fluorescent pseudomonad in mycor-
rhizal and non-mycorrhizal pepper (Capsicum annuum L.). Plant and
Soil 189: 11–20.

Merz MUE. 1992. The biology of carbonate precipitation by cyanobacteria.
Facies 26: 81–102.

Myrold DD, Tiedje JM. 1985. Diffusional constraints on denitrification.
Soil Science Society of America Journal 49: 651–657.

[NADP] National Atmospheric Deposition Program.2000. Network Web site.
(16 June 2003; http://nadp.sws.uiuc.edu)

Naiman RJ, Decamps H, Pastor J, Johnston CA. 1988. The potential impor-
tance of boundaries to fluvial ecosystems. Journal of the North Ameri-
can Benthological Society 7: 289–306.

Newsham KK, Fitter AH,Watkinson AR. 1995. Multi-functionality and bio-
diversity in arbuscular mycorrhizas. Trends in Ecology and Evolution 10:
407–411.

Norton JM, Firestone MK. 1996. N dynamics in the rhizosphere of Pinus pon-
derosa seedlings. Soil Biology and Biochemistry 28: 351–362.

Norton JM, Smith JL, Firestone MK. 1990. Carbon flow in the rhizosphere
of ponderosa pine seedlings. Soil Biology and Biochemistry 22: 449–455.

Papendick RI, Campbell GS. 1975. Water potential in the rhizosphere and
plant and methods of measurement and experimental control. Pages
34–49 in Bruehl GW, ed. Biology and Control of Soil-Borne Plant
Pathogens. St. Paul (MN): American Phytopathological Society.

Priha O, Hallantie T, Smolander A.1999. Comparing microbial biomass, deni-
trification enzyme activity, and numbers of nitrifiers in the rhizosphere
of Pinus sylvestris, Picea abies, and Betula pendula seedlings by 
microscale methods. Biology and Fertility of Soils 30: 14–19.

Reynolds R, Belnap J, Reheis M, Lamothe P, Luiszer F. 2001. Aeolian dust in
Colorado Plateau soils: Nutrient inputs and recent change in source.
Proceedings of the National Academy of Sciences 98: 7123–7127.

Rillig MC, Wright SF, Nichols KA, Schmidt WF, Torn MS. 2001. Large con-
tribution of arbuscular mycorrhizal fungi to soil carbon pools in trop-
ical forest soils. Plant and Soil 233: 167–177.

Rinaudo G, Balandreau J, Dommergues Y. 1971. Algal and bacterial non-
symbiotic nitrogen fixation in paddy soils. Pages 471–479 in Lie TA,
Mulder EG, eds. Biological Fixation in Natural and Agricultural 
Habitats. Plant and Soil (special vol.). The Hague: Kluwer.

Schwab SM, Leonard RT, Menge JA. 1984. Quantitative and qualitative com-
parison of root exudates of mycorrhizal and non-mycorrhizal plant
species. Canadian Journal of Botany 62: 1227–1231.

Semenov AM, van Bruggen AHC, Zelenev VV. 1999. Moving waves of bac-
terial populations and total organic carbon along roots of wheat.Microbial
Ecology 37: 116–128.

Sorensen J. 1997. The rhizosphere as a habitat for soil microorganisms.
Pages 21–45 in Van Elsas JD, Trevors JT, Wellington EMH, eds. Modern
Soil Microbiology. New York: Marcel Dekker.

Stark JM, Firestone MK. 1996. Kinetic characteristics of ammonium-oxidizer
communities in a California oak woodland–annual grassland. Soil 
Biology and Biochemistry 28: 1307–1317.

Strayer DL, Power ME, Fagan WF, Pickett STA, Belnap J. 2003. A classifica-
tion of ecological boundaries. BioScience 53: 723–729.

Thiele EW. 1939. Relation between catalytic activity and size of particle.
Industrial Engineering Chemistry 31: 916–920.

Verrecchia E, Yair A,Kidron G, Verrecchia K. 1995. Physical properties of the
psammophile cryptogamic crust and their consequences to the water
regime of sandy soils, north-western Negev Desert, Israel. Journal of Arid
Environments 29: 427–437.

Wiens JA, Crawford CS, Gosz JR. 1985. Boundary dynamics: A conceptual
framework for studying landscape ecosystems. Oikos 45: 421–427.

Wu J, David JL. 2002. A spatially explicit hierarchical approach to modeling
complex ecological systems: Theory and applications. Ecological Mod-
elling 153: 7–26.

August 2003 / Vol. 53 No. 8 �  BioScience 749

Articles

http://nadp.sws.uiuc.edu
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0029-8549^28^2979L.1[aid=5130439]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0012-9658^28^2980L.150[aid=5130440]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0029-8549^28^2994L.314[aid=5130441]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0006-3568^28^2953L.730[aid=5130387]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0022-3646^28^2932L.774[aid=3066600]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/1532-4982^28^2917L.113[aid=5130442]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0017-3614^28^2953L.59[aid=5130443]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0095-3628^28^2943L.1[aid=5130444]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0028-0836^28^29413L.297[aid=5130445]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0028-646X^28^29134L.353[aid=5130446]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0032-079X^28^29110L.9[aid=5130447]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0099-2240^28^2965L.2685[aid=5130448]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0032-079X^28^29190L.127[aid=5130449]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0032-079X^28^29189L.11[aid=5130450]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0361-5995^28^2949L.651[aid=5130451]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0169-5347^28^2910L.407[aid=1936762]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0038-0717^28^2928L.351[aid=5130452]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0038-0717^28^2922L.449[aid=5130453]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0178-2762^28^2930L.14[aid=5130454]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0027-8424^28^2998L.7123[aid=4927744]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0032-079X^28^29233L.167[aid=5130455]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0095-3628^28^2937L.116[aid=5130457]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0038-0717^28^2928L.1307[aid=5130458]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0006-3568^28^2953L.723[aid=5130337]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0030-1299^28^2945L.421[aid=869259]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0304-3800^28^29153L.7[aid=5130459]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0029-8549^28^2979L.1[aid=5130439]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0022-3646^28^2932L.774[aid=3066600]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/1532-4982^28^2917L.113[aid=5130442]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0017-3614^28^2953L.59[aid=5130443]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0028-646X^28^29134L.353[aid=5130446]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0032-079X^28^29110L.9[aid=5130447]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0099-2240^28^2965L.2685[aid=5130448]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0032-079X^28^29189L.11[aid=5130450]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0169-5347^28^2910L.407[aid=1936762]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0095-3628^28^2937L.116[aid=5130457]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0038-0717^28^2928L.1307[aid=5130458]
http://pippo.ingentaselect.com/nw=1/rpsv/cgi-bin/linker?ext=a&reqidx=/0304-3800^28^29153L.7[aid=5130459]

