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INTRODUCTION

Adverse conditions are a pervasive feature in both natural as well as
agronomic soils. The soil environment is constantly changing with regard
to moisture, temperature and nutrition. In addition, soil properties such
as fertility, pH and aeration are often changed to improve crop yields.
Soils have been unintentionally contaminated as a result of accidents that
occur during agronomic operations or intentionally contaminated in min-
ing or manufacturing operations by disposal of chemicals that are toxic
to plants and micro-organisms. Mycorrhizal associations in terrestrial
ecosystems influence organic and inorganic nutrient relationships, water
relations and carbon cycling in plants. Relatively little is known about
factors that control the vigour and extent of mycorrhization. This lack of
understanding arises in large part from the difficulty of studying the
intact association, which is a functionally and anatomically distinct struc-
ture comprising two biologically different organisms, e.g., plants and
arbuscular mycorrhizae (AM) fungi. The formation and function of
mycorrhizal relationships are affected by edaphic conditions such as soil
composition, moisture, temperature, pH, cation exchange capacity. They
are also affected by anthropogenic stressers such as heavy metals, pesti-
cides and soil compaction.
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An organism's response to stress may involve interactions among
various avoidance and tolerance mechanisms (Taylor, 1978; Tingey and
Taylor, 1982; Tingey and Anderson, 1991). Stress avoidance mechanisms
influence the amount and rate at which stress will reach the target site in
the plant. Stress tolerance is defined as resistance via an ability "to come
to thermodynamic equilibrium to the stress" without being killed (Levitt,
1980). In this chapter, we shall review the effects of a number of soil-
associated stressers, including soil moisture, temperature, pH, heavy
metals, agricultural practices and pesticides on AM development and
function and host plant tolerance to these stresses. Several publications
have reviewed the impact of various stresses on plant-mycorrhizal
interactions (Anderson and Rygiewicz, 1991; Read, 1991; Van Duin et al, 1991;
Sylvia and Williams, 1992), which provide additional information on this subject.

NATURAL PRODUCED STRESSERS

Soils rarely provide ideal conditions for growth and survival of plants
and soil micro-organisms. Since soil conditions are constantly changing,
the soil environment may favor AM development and function at one
point in time, and inhibit it at another. The influence of moisture and
temperature are examples of these effects. In the section below, changes
in mycorrhizal formation and function in plants experiencing extremes in
water, temperature, pH and inorganic nutrient availability will be re-
viewed. Collectively, many studies show that natural and anthropogenic
factors impact carbon allocation patterns in both mycorrhizal and non-
mycorrhizal plants by a variety of mechanisms.

A. Water

1. Moisture Deficit
Plant response to AM colonization may affect the host plant function and
productivity under both high and low moisture conditions. Many of the
studies described below have been done in the greenhouse and not in
field conditions, so responses under natural conditions are not fully known.
In growth chamber studies, Bryla and Duniway (1997a & b) found that
plant moisture deficits of-1.5-2.0 Mpa did not affect mycorrhizal coloni-
zation or phosphorus uptake of wheat (Tritium aestivum L.) plants. In
greenhouse studies, Subramanian and Charest (1995) and Schellenbaum
et al., (1998) found that drought stressed maize not infected with Glomus
mosseae (Nicol and Gerd.) or Glomus intradices (Schenck and Smith 1982)
had higher concentrations of glucose, fructose and total amino acids in
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leaves and roots than non-mycorrhizal plants. The AM symbiosis also
increased the biomass of two native forage species [(Baptisia australis (L.)
R. Br. and Liatris aspera Michx.)], i.e., greater biomass for mycorrhizal
plants, regardless of added levels of fertilizer, compared with
nonmycorrhizal plants (Zajicek et al., 1987). However, Simpson and Daft
(1990) examined six AM fungal inocula of the genera Acaulospora and
Glomus and found little influence of AM fungi on growth of either corn
(Zea mays L. cv Drocan P01) or sorghum (Sorghum bicolor L. cv CSH5);
withholding water reduced plant growth similarly between the two AM
treatments. Colonization levels were increased by drought, while spore
production was reduced with regard to both the total number of spores
produced and spores per gram of plant weight for most inocula. Sylvia et
al., (1993a) conducted field studies to examine the effects of AM on
drought-stressed Z. mays. The proportional response of the inoculated
plants to drought increased with increased moisture deficit. This occurred
because grain yield and total above-ground biomass responded positive-
ly and similarly to irrigation for both mycorrhizal and non-mycorrhizal
plants. The relative beneficial contribution of AM inoculation increased
with increasing plant moisture deficit.

The AM symbiosis may alleviate plant responses to moderate mois-
ture deficit by several mechanisms, including increased water uptake
due to extraction of water in the soil by hyphae (Auge et al., 1992; Davies
et al., 1992), altered hormonal levels causing changes in stomatal con-
ductance (Druge and SchOnbeck, 1992), increased turgor by lowering leaf
osmotic potential (Davies et al., 1993), improved nutrition of the host
(Johnson and Hummel 1985), and improved plant recovery after drought
through improved maintenance of the soil-root continuum (Reid, 1979;
Sweatt and Davies, 1984). Some research has shown that drought re-
sponse of AM plants can be independent of plant nutrition, i.e., phospho-
rus (Bethlenfalvay et al.; 1988, Pena et al.; 1988, Sanchez-Diaz et al., 1990;
Henderson and Davies, 1990, Davies et al., 1993). Goicoechea et al., (1995)
suggested the importance of AM symbiosis in maintaining cytokinin lev-
els under drought. When alfalfa (Medicago sativa cv Aragon) plants were
grown in pots in the greenhouse and subjected to a cyclical drought,
mycorrhizal-inoculated plants, which had lower moisture deficits,
maintained higher cytokinin levels compared with non-mycorrhizal plants
having higher moisture deficits. Mycorrhizal plants also had delayed leaf
senescence and stimulated stem production. The authors suggest that
different drought responses of the two types of plants were mediated by
leaf cytokinin concentrations.
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2. Flooding

Compared with the amount of work done on moderate moisture deficit,
less research has been done on excessive amounts of water (Keeley 1980;
Hartmond et al., 1987). The AM symbiosis has been found in aquatic and
wetland plants (Read et al., 1976; Sondergaard and Laeggaard, 1977;
Bagyaraj et al., 1979; Chaubal et al., 1982; Tanner and Clayton 1985; Ho,
1987; Dhillion and Ampornpan, 1992). Arbuscular-mycorrhizal coloniza-
tion has not been found in aquatic macrophytes in the families Cyperaceae
and Jancaceae (Kahn 1974; Harley and Smith, 1983; Allen, 1991), but only
as mycelial colonization in the rhizosphere and infrequently as deposits
in root epidermal cells (Powell, 1975). Lodge (1989), using plants grown
in greenhouse, found higher rates of colonization in moist soil as compared
with the rates found in very dry or flooded soils. Wetzel and van der
Valk (1996) measured AM fungal colonization for 19 plant species grow-
ing in several vegetation zones in six wetlands. Each of the six wetlands
could be assigned into one of two groups based on organic matter and
phosphorus contents, soil pH, and soil salinity. Using principal compo-
nent analysis, only two environmental factors were significant: location
i.e., differences between the two groups of sites for soil pH, phosphorus,
specific conductance and season and, vegetation zone i.e., low prairie,
wet meadow, shallow emergent. They did multiple regression analyses
to evaluate the significance of environmental factors and AM coloniza-
tion. Their analyses indicated that host plant species, soil phosphorus,
and soil pH influenced AM fungal colonization. Many of these observa-
tions may be explained by soil redox potential. The numbers of
mycorrhizal spores in wetland soils has been positively correlated to
redox potential (Kahn, 1993b). Spores were abundant in upland terrestri-
al soils, moderately abundant to rare in wetland soils and rare to absent
in water (Kahn, 1993a and c). Spore germination was found to be inhibit-
ed at low 02 concentration, germination returned to previous percentag-
es when 02 concentrations were returned to normal (Le Tacon et al.,
1983). As with spore germination, Kahn (1993b) found a correlation be-
tween mycorrhizal infection and soil redox potential. Mycorrhizal forma-
tion was less frequent on tree roots in reducing environments of flooded
soils (Eh # 150 mV) than in more aerobic soils (Eh # 300 mV).

Mycorrhizal colonization of the aquatic plant Vallisneria americana
(Michx.) was found to enhance 33P uptake. In freshwater ecosystems,
plants release 02 into the surrounding rhizosphere which can contribute
to reduced P availability. Oxygen release into anoxic soils will combine
with iron to form a Fe-OH sheath surrounding the root, which will ad-
sorb phosphate (Janes and Carpenter, 1986). The Fe-OH sheath around
roots is a common characteristic of plants growing in anoxic soils (St. Cyr
et al., 1993). A more thorough review concerning mycorrhizal formation
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and function in wetland ecosystems is found in Kahn and Belik (1995),
who provide additional information on this subject. Even though AM
fungi are thought to play a critical role in nutrient accumulation and
therefore function of wetland and aquatic ecosystems (Tanner and Clayton,
1985; Wigland and Stevenson, 1997), this area of ecological research has
received little attention.

Mycorrhizal associations seem to help a plant avoid drought effects.
When plants are experiencing moderate moisture deficits, they can still
photosynthesize and will allocate an increased amount of carbon to roots
and mycorrhizae, hyphal strands of the mycorrhizal fungi will then ex-
ploit a greater volume of soil than roots alone, obtaining more water.
When plants are experiencing severe moisture deficits, photosynthesis is
impaired and less carbon is allocated to roots, therefore mycorrhizal as-
sociations and water uptake decrease. Similar responses seem to occur in
flooded soils. When flooding is intermittent and the soil moist with a
high redox (Eh # 300 mV), plants are mycorrhizal. However, when flood-
ing is continuous and redox is low (Eh # 150 mV), mycorrhizal associa-
tions are less likely to form.

B. Temperature

Spores of AM fungi differ in optimum germination temperatures (Saif,
1983; Matsubara and Harada, 1996). Soil temperature alongwith moisture
will exert a major influence on mycorrhizal colonization of plants
(Braunberger et al., 1997). The influence of temperature on AM fungi is
variable, it may be affected by the fungal host-species combination, tem-
perature range for germination of the AM fungi, optimal temperature
range for photosynthesis of a host plant, and the developmental stage of
the plant.

At constant temperatures, mycorrhiza colonization of asparagus (As-
paragus officinalis L.) was highest with Glomus etunicatum and Glomus
margarita (Matsubara and Harada, 1996) at 25°C and 25-30°C, respective-
ly. Maximum arbuscular development in soybean [Glycine max (L.) Men.]
roots occurred at 30°C with Endogone gigantea Nicol. and Gerd., while
maximum mycelial development of roots occurred at 28° to 34°C; maxi-
mum sporulation and vesicle development occurred at 35°C (Schenck
and Schroder, 1974). The efficacy of mycorrhizae at soil temperatures
ranging from 18° to 41°C was determined by Schenck and Smith (1982),
who found maximum colonization, sporulation, and growth enhance-
ment in soybean at 30°C. Responses were related to the various combina-
tions of soil temperatures and AM fungal species. Infected root length
and number of vesicles increased as temperature increased from 20° to
30°C in Eupatorium odoratum L. inoculated with Glomus macrocarpum,
arbuscular development however decreased above 25°C (Saif, 1983).
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Furlan and Fortin (1973) found that AM fungi increased growth of onion
plants at high temperatures, but at lower temperatures such as 16°C day
and 11°C night, inoculated plants grew less than non-inoculated plants.
Hayman (1974) found that at 14°C dry matter production of onions inoc-
ulated with Endogone spores was less than non-inoculated plants when
light intensities were reduced; above 14°C, inoculation increased growth
of onion. Maximum shoot growth of mycorrhizal cotton (Gossypium
hirsutum L.) was at 30°C when plants were inoculated with Gigaspora
calospora and Glomus intraradices (Schenck and Smith, 1982). However,
maximum growth was at 36°C when plants were inoculated with G.
ambisporum (Schenck and Smith, 1982). In ash (Fraxinus pennsylvanica),
Anderson et al., (1987) found greater relative growth rate of leaf area in
AM seedlings compared with rates for non-mycorrhizal seedlings at 7.5
and 11.5°C, similar rates at 15.5°C, and greater rates in non-mycorrhizal
seedlings at 20°C. Paradis et al., (1995) found that mycorrhizal wheat plants
had higher concentrations of chlorophyll and non-reducing sugars than
nonmycorrhizal plants at 5 but not at 25°C.

Zhang et al., (1995) examined sub-optimal root zone temperatures and
the development of the soybean-AM [G. versiforme (Karsten) Berch]-nitro-
gen fixing (Bradyrhizobium japonicum) tripartite symbiosis. Plants were
harvested at four growth stages and optimal root zone temperature for
colonization of G. versiforme was 21-22°C: above and below this tempera-
ture, the colonization was inhibited. The optimal temperature of 25-30°C
for the AM fungus was not necessarily optimal for nodulation and N 2
fixation (Zhang et al., 1995). The AM fungus negatively affected nodule
numbers at lower temperatures. However, the influence was positive at
higher temperature. The smaller number of nodules at the lower temper-
atures was offset by increased specific nodule mass, the endophyte effec-
tively stimulated N2 fixation at the lower root zone temperatures. The
authors concluded that temperature effects are related to photosynthesis
and transpiration rates at the various root zone temperatures with more
intense competition for photosynthate between the AM fungus and the
dinitrogen fixing bacterium occurring at lower root zone temperatures.

The influence of temperature on AM formation is variable and opti-
mum appears to be between 18° and 40°C with most fungal-host species
combinations exhibiting an optimum near 30°C. Optimal temperature
ranges are dependent on germination temperature of the AM fungi and
the optimal temperature of host plant photosynthesis and carbon flow to
roots.

C. pH

The response of AM fungi to soil pH is highly variable. Some AM fungi
did poorly in low-pH soils, while others performed poorly after acid-
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soils were limed (Mosse, 1972a, 1972b). In other studies, AM fungi im-
proved plant productivity in acid soils that were limed (Davis et al.
1983). In yet other acid soils, an AM fungal effect was found to occur
without the need of increased pH (Guzman-Plazola et al., 1988; Weissen-
horn and Leyval, 1996).

The response of AM-inoculated plants to pH has been studied for
some very practical reasons including potential negative effects of the
hydrogen ion activity on plant productivity via direct effects on the
endophyte and host plant physiology and indirect effects via changes in
soil processes, e.g., heavy metal and base cation availability (Habte and
Soedarjo, 1996).

AM fungi play an important role in improving plant productivity by
enhancing the uptake of nutrients, particularly phosphorus (Smith and
Read, 1997). The influence of the AM symbiosis in nutrient absorption
depends on the uptake capabilities of the host and the endophyte, the
extent of colonization of the root and surrounding soil, and factors affect-
ing the formation and reproduction of the endophyte symbiosis (Foy,
1983; Wang et al., 1985; Habte, 1995). The hydrogen ion activity can
affect most, if not all, of these characteristics. For example, availability of
P in soil is low at all pH values because P reacts • with soil constituents
forming insoluble compounds. In general, mechanisms to absorb cations
(e.g., NH4, Johansen et al., 1992, 1993a, 1993b; Frey and Schuepp, 1993)
and anions (e.g. NO3,Tobar et al., 1994; Bago et al., 1996) by AM fungi
appear to be similar to those of other organisms. Some workers have
suggested that AM fungi tolerate adverse external pH conditions by mod-
ifying the pH of the rhizosphere during the uptake process (Tinker, 1975;
Pacovsky, 1986).

The effect of soil pH on AM fungi and AM-inoculated plants was
summarized by Sylvia and Williams (1992), who concluded that some
AM fungi do not readily adapt to soils with pH unlike that of the soil of
origin, and that pH constraints AM establishment. Studies done to help
formulate these conclusions involved direct liming of soils (Kucey and
Diab, 1984; Newbould and Rangeley, 1984), analyses of AM characteris-
tics across diverse soil types (Skipper and Smith, 1979; Menge et al., 1982;
Sylvia et al., 1993b), and varying soil management treatments that involve
physical modification or fertilization e.g., organic amendments (Soedarjo
and Habte, 1993).

Sylvia and Williams (1992) indicate that it is not clear if AM fungi
offer any protection to host plants against detrimental effects of adverse
pH conditions. Klironomos (1995) speculated that AM fungi may protect
acid-sensitive sugar maple (Acer saccharum) in conditions which otherwise
would be detrimental. He examined propagule levels and colonization of
A. saccharum in forests located in southern Ontario on three soil types



142 Arbuscular Mycorrhizae: Interactions in Plants, Rhizosphere and Soils

(brunisols, luvisols, and podzols). The more acidic, organically-enriched
and moist podzolic soils with humus are considered less favourable for
AM fungi and generally support ectomycorrhizal associations, brunisols
and luvisols are considered more favourable for AM fungi. In luvisolic
soils, colonization levels were similar, and spore densities were lower
compared with values found for brunisols. Patterns were nearly opposite
for roots in podzolic soils where low occurrence of arbuscules, high levels
of hyphal coils and vesicles, and much higher spore densities prevailed.
Other studies indicate that AM fungi characteristically found in some
podzolic soils (Klironomos, 1995) may be indicative of stress (Spkito et
al., 1978; Duckmanton and Widden, 1994). These results indicate that AM
fungi have the capability to tolerate low pH conditions.

The response of AM fungi to soil pH seems to be dependent primarily
on the AM fungal species. Some fungal species readily form AM associa-
tions with host plants growing in low-pH soils, while others form AM
associations with host plants growing only in higher pH soils. The ques-
tion posed by Sylvia and Williams (1992) concerning the adaptability of
AM fungi to soil conditions unlike those of the soil of origin, is only
partially answered. An experiment utilizing a series of reciprocal soil
replacements among stands such as those studied by Klironomos (1995)
would contribute to answering this question.

D. Nutrients

AM associations enhance plant acquisition of nutrients by increasing the
effective surface area of the root system. Mycorrhizae are especially im-
portant for plant survival and growth when the soil has low concentra-
tions of plant available nutrients, especially phosphorus. Mycorrhizal roots
are able to obtain more nutrients from deficient soils than roots that are
non-mycorrhizal because hyphal strands exploit a greater volume of soil
than roots alone. Nye and Tinker (1977) showed that the concentration of
any immobile element in a soil will follow the laws of physics and be
taken up by an absorbing surface. If its rate of absorption exceeds it
diffusion rate or the rate at which it moves toward the absorbing surface
(fungus or root), the concentration near the absorbing surface will
decrease. The concentration of the element in the soil will continue to
decrease until the ratio of uptake is equaled by the rate of replacement at
the absorbing surface (root or hyphae). A deficiency zone will soon
develop around the absorbing surface. At this point, the rate of element
uptake increases because the rate of uptake is entirely dependent on the
rate at which the element moves (diffuses) through the soil.
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Smith and Read (1997) have postulated four possible mechanisms for
the increased efficiency of nutrient uptake by mycorrhizal roots:

1. Growth of extraradical hyphae of mycorrhizal fungi by growing
into soil not colonized by roots can increase absorption of more
nutrients from the soil solution and translocate them to roots. This
occurs because the hyphae of mycorrhizal fungi serve to exploit a
larger volume of soil outside the element deficiency zone and trans-
locate absorbed elements to the root (Harley 1989). Sanders and
Tinker (1971) showed that the translocation of elements (especially
immobile elements) in the hyphae of AM fungi was large enough to
accommodate the rate of inflow. Hyphae of mycorrhizal fungi also
develop deficiency zones about themselves. However, the provision
of a new absorbing surface by growth of the hyphae is much less
expensive in carbon cost to the plant than growth of a root.

2. Hyphae are more effective than roots at competing with free living
micro-organisms for plant-available nutrients.

3. Hyphae may have a higher affinity for nutrients than roots, leading
to more effective absorption from soils with low nutrient concentra-
tions (Cress et al., 1979).

4. Mycorrhizal roots can use those sources of nutrients that are not
available to roots. This could involve an increased rate of nutrient
solubilization of insoluble nutrients, production of organic acids
that act as chelating agents, and production of enzymes that can
degrade soil organic materials, mineralizing nutrients and translo-
cating them to roots.

Most AM research has focused on host responses of crop plants, rather
than natural ecosystems. Studies have shown that AM will influence
plant competition, plant demographics, community structure and plant
succession (Allen, 1991; Read, 1991; Goldberg and Barton, 1992; Gange
et al., 1993; Hartnett et al., 1994; Wilson and Hartnett, 1997). In tall grass
prairie ecosystems, warm season grasses are more dependent than cool
season grasses on mycorrhizal symbiosis (Hetrick et al., 1988; Hetrick
et al., 1990; Wilson and Hartnett, 1997). There is also considerable varia-
tion in mycorrhizal formation and function throughout the life of the
plant (e.g., establishment, vegetative growth, flowering and seed produc-
tion) (Wilson and Hartnett, 1997). Since there is normally a great deal of
plant diversity in natural ecosystems, the presence or absence of AM
fungi in soils can change the competitive balance between obligately
mycorrhizal dependent, facultatively dependent and nondependent spe-
cies and therefore composition and productivity of the ecosystem.

The response of AM plants grown under complete-nutrient regimens
was characterized by a multi-phased phenology where changes in gross
plant morphology between inoculation treatments did not become ap-
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parent until the second growing season (Douds and Chaney, 1986). At
that time, differences in mycorrhizal development caused by different
nutrient treatments appeared as a difference in mycorrhizal colonization
levels, which increased for low-nutrient seedlings and decreased in high-
nutrient seedlings. The multi-phasic cycle may involve the interaction of
AM and host growth, relative carbon allocation (root: shoot ratios), root
colonization, soluble sugars, starch and P, arbuscule and vesicle numbers
and spore populations (Douds and Chaney, 1986).

The cost-benefit relationship of the AM association for P acquisition
(benefit) and carbon expenditures to the hyphae (cost) is not simple. The
proportion of root length colonized by AM increased with decreasing
nutrient availability (Boemer, 1986; Eissenstat et al., 1993; Graham et al.,
1997). However, foliar N and P concentrations in plants from lower fertil-
ity sites were as high as or even higher than those in plants from higher
fertility sites. This resulted in increased tissue nutrient enrichment ratios
with decreasing fertility levels. Translocation of 14C-photosynthates was
studied in carrizo citrange (Poncirus trifoliata X Citrus sinensis) with split-
root system that was one-half mycorrhizal and the other nonmycorrhizal.
At higher nutrient levels, supply of P to leaves was similar in one-half
and fully-AM plants (Douds et al., 1988). Yet fully-AM plants allocated
twice the radiolabeled photosynthate to the mycorrhiza than did the one-
half AM plants. It appears that an optimal level of mycorrhizal coloniza-
tion occurs, above which the plant undergoes no enhanced P acquisition
while still continuing to partition photosynthates to the mycobiont. The
influence of AM on carbon allocation in plants is more fully reviewed by
several workers (Anderson and Rygiewicz, 1991; Eissenstat et al., 1993;
Graham et al., 1997).

Mycorrhizal roots are able to obtain more nutrients from soil than
non-mycorrhizal roots because hyphal strands exploit a greater volume
of soil than roots alone. The vast majority of mycorrhizal research has
focused on host responses to nitrogen and phosphorus in crop plants.
Several studies have shown that mycorrhizae can influence plant compe-
tition, demographics, succession and community structure of plant in
pristine ecosystems. Future research should be directed toward the role
of AM fungi in relation to nutrient cycling in natural and disturbed eco-
systems with emphasis on plant diversity, ecosystem productivity and
stability.

ANTHROPOGENIC STRESSES

Anthropogenic stresses can impact mycorrhiza by at least three mecha-
nisms: (1) direct effects on the mycorrhizal roots; (2) effects on the shoot,
which alter carbon allocation to mycorrhiza; and (3) nutritional factors
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which alter carbon allocation to mycorrhiza (Anderson and Rygiewicz,
1991). Feedback factors are difficult to predict and multiple mechanisms
may be involved. However, altered carbon allocation is likely to play a
key role in response to these stresses. Indirect effects, acting through
altered patterns of carbon allocation, may be a principle mechanism
through which stresses impact mycorrhizal roots. Changes in allocation
patterns resulting from a change in sink strength or a reduction in nutri-
ent availability, for example, are indicative of impacts of single or multi-
ple pollutant stresses.

A. Compaction

Soil compaction results from heavy machinery used in forest harvesting
and agricultural operations (Soane and van Ouwerkerk, 1994). The in-
creasing size and weight of heavy machinery has caused an increased
compaction of both forest and agricultural soils. Soil compaction leads to
degradation of structure, lower porosity, decreased water potential, in-
creased soil erosion, decreased root growth, and ultimately reduced plant
growth (Bengough and Mullins, 1991; Horn and Lebert, 1994). In a green-
house study, Nadian et al., (1997) found that increase in soil compaction
significantly reduced root length, mycorrhizal formation with Glomus
intraradices, shoot dry weight, P uptake and shoot growth of Trifolium
subterraneum L. Soil compaction had no significant effect on the fraction
of root containing arbuscules and vesicles. Xiao-Lin et al., (1997) also
reported that increased soil compaction significantly reduced root density,
mycorrhizal formation with Glomus mosseae, shoot dry weight, P uptake,
and shoot growth of Trifolium pratense. In a field study, Entry et al.,
(1996a) found that soil compaction significantly reduced root length, shoot
dry weight, and above-ground biomass of Zea mays; it had no significant
effect on the fraction of root containing mycorrhizal hyphae, nutrient
uptake or yield.

Preliminary research suggests that in agricultural systems, soil com-
paction from tractor traffic does not seem to reduce AM development in
crops planted in sandy soils because they are not growing directly in the
area compacted by the tractor wheels. The impact of compaction on AM
formation has been investigated primarily in a greenhouse environment
and has not been studied in detail. A series of studies that investigate the
effects of soil compaction on AM formation and function on several plant
species and range of soil types could be a valuable contribution to the
literature.
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B. Heavy Metals

The heavy metal content of soils is derived in part from the chemical
nature of the parent material of the soils. In some areas, it may be
derived from dry and wet atmospheric deposition as dusts and water
droplets (Adriano, 1986; Dosskey and Adriano, 1992). Sources of the heavy
metals in dusts and droplets include wind and water movement of
polluted soils, acid rain and fogs, and volcanic eruptions. Anthropogenic
atmospheric sources of heavy metals include mining, smelting, industrial
and agricultural activities, burning of fossil fuels, land clearing, and
incineration of municipal wastes. Direct addition of municipal sludges is
also a source of heavy metals to soils.

Availability and toxicity of heavy metals to plants and mycorrhizal
fungi varies, depending on the actual concentrations and oxidation state
of metals, pH, cation exchange capacity, texture, organic matter content
and redox potential of soil (Adriano, 1986; Dosskey and Adriano, 1992).
In roots, heavy metals such as aluminium can impair cell division,
increase cell wall rigidity, alter root respiration, precipitate nucleic acids,
and interfere with the uptake and transport of Ca, Mg, P, and Fe (Foy,
1983). Fungal hyphae sequester heavy metals, which may serve to reduce
movement into and toxicity to the host and thus help in stress tolerance
(Morselt et al., 1986; Entry et al., 1987; Jones and Hutchinson, 1988).
Detoxification mechanisms may enable plants and AM fungi to avoid the
toxic effects of heavy metals.

Addition of inorganic or organic amendments to culture media or soils
and resultant competitive or binding interactions may also affect metal
toxicity to AM fungi or plants (Timmer and Raddon, 1980; Dosskey and
Adriano, 1992; Smith and Read, 1997). Biological factors likely to affect
the bioavailability and potential toxicity of heavy metals to AM fungi
and plants include plant and fungal genus, species, genotype, ecotype as
well as interactions between plants and mycorrhizal fungi and other
rhizosphere or soil microbes (Gildon and Tinker, 1983; Baker and Walker,
1989; Kothari et al., 1991; Diaz et al., 1996).

Due, in part, to the continuing limitations in axenic culture of AM
fungi, there are few reports on the direct effects of heavy metals on AM
fungi. Gildon and Tinker (1983) reported on differences in the sensitivity
of Glomus sp. to heavy metals; the germination and growth of isolates
obtained from heavy metal contaminated soils tended to be more tolerant
to higher concentrations of metals in agar media. In greenhouse and field
studies, Leyval et al., (1995) found generally lower spore numbers,
mycorrhizal infectivity potential and germination of spores isolated from
more contaminated soils. There was also a delay in colonization in soils
with increased heavy metal content.
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As reviewed in Gadd (1993) and Leyval et al., (1997), most reports
have described a positive effect of mycorrhizal inoculation on growth of
plants in heavy-metal contaminated soils, particularly ectomycorrhizal
hosts such as species of Pinus. This protective benefit may be related to
the adsorptive or binding capability for heavy metals of the relatively
large fungal biomass associated with host plant roots, which may physi-
cally minimize or exclude the entry of heavy metals into host plants.
Among ericaceous host plants, only those colonized by ericoid mycorrhizal
fungi appear to be able to tolerate high levels of heavy metals. Responses
to protective effects of AM fungi to heavy metal toxicity among AM host
plant species have been varied, but generally positive, depending on host
plant and fungal isolate source (Gadd, 1993; Leyval et al., 1997). The
actual and available levels of metals in given soils and the degree of host
plant mycorrhizal dependence have also been reported to affect the level
of plant uptake and tolerance to heavy metals (Diaz et al., 1996).

Mycorrhizal inoculation of plants often results in a reduction of heavy
metal toxicity to plants. Diverse biological and physical mechanisms have
been proposed to explain the generally lower metal toxicity to plants
colonized by AM fungi. These range from adsorption of metals onto
plant or fungal cell walls and in plant tissues or onto/into extraradical
mycelium in soil (Dueck et al., 1986; Galli et al., 1994), to chelation by
fungal or other associated rhizosphere microbial molecules such as
siderophores and metallothioniens, or sequestration by plant compounds
such as phytochelatins or phytates (Van Steveninck et al., 1987; Joner and
Leyval, 1997). Additional heavy metal tolerance mechanisms may
include dilution by increased root or shoot growth, exclusion by precipi-
tation onto polyphosphate granules, and compartmentalization into
plastics and other membrane-rich organelles (Van Duin of al., 1991; Tumau
et al., 1993; Galli et al., 1994).

Both fungal isolates and plants may vary in their individual or com-
bined tolerance to heavy metals. Optimizing the use of AM fungi to
permit growth of plants in soils contaminated with heavy metals may
require careful selection of specific AM fungal and host plant combina-
tions for given soil conditions. It will also likely require a skilful use of
inorganic and organic amendments to maximize plant growth and to
capitalize on interactions or competitions between metals and elements
such as phosphorus and sulfur, whose uptake is generally enhanced in
mycorrhizal plants. For example, increased phosphorus may increase plant
biomass and thus perhaps detoxify the potential effects of heavy metals
by dilution or precipitation or adsorption of heavy metals onto poly-
phosphate granules could serve as a detoxification or tolerance mecha-
nism for plants. The non-target ecological effects of plants or fungi which
result in adsorption, translocation and sequestration of heavy metals also
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need to be considered in parallel with efforts to revegetate soils contami-
nated with high levels of heavy metals. Efforts to phytoremediate,
reclaim or restore vegetation to soils contaminated with heavy metals, by
use of mycorrhizal plant species and inocula is gaining acceptance. In
this context, evaluation of the potential effects on invertebrate and verte-
brate aboveground and belowground consumers of plant and fungal
tissues and structures on soil food web biota and on plant community
composition in surrounding areas also need to be considered (Entry et
al., 1996b).

Given the elusive status of aseptically propagating axenic cultures of
AM fungi, research on methods to grow and genetically characterize,
develop and select AM fungi in pure laboratory cultures continue to be a
priority. The lack of correlation between AM fungal colonization rates
and beneficial or detrimental host response perhaps suggests a need to
look more closely at the diversity and competition among AM fungi
colonizing given roots or plants. Identification and culture of the most
effective isolates could then be used to select or develop genetically im-
proved strains customized for given soil conditions or host plants.

C. Organic Pollutants

1. Pesticides

Research involving the interaction of toxic organic pollutants, including
pesticides, with AM has been largely limited to assessing effects of
fungicides on mycorrhizal formation and phosphorus uptake. Interaction
of multiple fungicides on the function of mycorrhiza is important in the
context of minimizing the effect of plant pathogens while maximizing the
influence of mycorrhizal contribution to plant nutrition (Sukarno et al.,
1996). Several workers have found that benomyl inhibited AM infection
and phosphorus uptake in crop plants. Sukarno et al., (1996) reported
that 31.25 mg benomyl kg-1 soil (manufacturers recommended rates) re-
duced the formation of Glomus sp. with onion (Allium cepa L.) and phos-
phorus assimilation by the plant. Larsen et al., (1996) also reported that
10 mg benomyl kg-1 soil reduced formation of Glomus caledonium with
Cucumis sativus roots. Merryweather and Fitter (1996) found that 63 mg
benomyl kg-1 inhibited AM colonization on Hyacinthoides non-scripta (blue-
bell). AM formation resulted in a lower P uptake by the plant. Reduced
mycorrhizal formation in annual grasses with benomyl resulting in
reduced plant biomass has also been reported; phosphorus assimilation
by the plants was, however, not affected (Carey et al., 1992; West et al.,
1993; Newsham et al., 1994).

Fumigation of soil with methyl bromide inhibits AM formation and
phosphorus uptake in all plants that have been studied. Jawson et al.,



Arbuscular Mycorrhizal Response to Adverse Soil Conditions 149

(1993) reported that soil fumigation with methyl bromide substantially
reduced mycorrhizal formation in corn roots to a depth of 15 cm; below
15 cm however roots became mycorrhizal. Afek et al., (1991) found that
fumigation of soil with methyl bromide inhibited AM formation in cot-
ton, onion and pepper (Capsicum annuum L.), however, if soil was inocu-
lated with spores of G. intraradices after fumigation, these plant species
had higher percentages of roots colonized by mycorrhizae and greater
plant biomass. Buttery et al., (1988) found that methyl bromide fumiga-
tion of soil reduced AM formation and phosphorus uptake in pea
(Phaseolus vulgaris L.) and soybean (Glycine max L.). Hass et al., (1987)
also reported that methyl bromide fumigation inhibited AM formation in
pepper. Brown et al., (1974) and Menge (1982) reported that methyl bro-
mide fumigation inhibited mycorrhizal formation and phosphorus up-
take in wheat (Triticus aesivium L.) and potato (Solanum tuberosum L.).
Several workers have reported that application of fosetyl-Al (aliette) re-
duced root growth, but stimulated mycorrhizal formation and phospho-
rus uptake by crop plants (Clark, 1978; Jabaji-Hare and Kendrick, 1985;
1987; Despite et al., 1989; Sukarno et al., 1993, 1996). However, applica-
tion of 12.5 mg ridomil kg-1 soil did not reduce Glomus sp. formation
with onion roots.

2. Polychlorinated Aliphatic and Phenolic Compounds

There are several recent studies concerning phytoremediation of chlorin-
ated phenolic compounds such as chloroacetamide herbicides in soil
(Hoagland et al., 1997), the deicing agent ethylene glycol (Rice et al.,
1997), trichloroethylene with hybrid poplars (Gordon et al., 1997),
polyaromatic hydrocarbons (Qiu et al., 1997) and chlorinated phenols
(Ensley et al., 1997). However, few published studies have examined the
influence of organic pollutants on the efficacy of AM fungi to degrade
these chemicals (Donnelly et al., 1993; Donnelly and Fletcher, 1995; Gaskin
and Fletcher, 1997; Watrud and Seidler 1998).

Large areas of land have been contaminated by various types of or-
ganic pollutants and heavy metals. Remediation of soil contaminated
with pollutants requires that soil be removed from the site and treated
with various dispersing and chelating chemicals. Transport of soil re-
quires heavy equipment, is time consuming and expensive. Furthermore,
it may also result in additional dispersal of pollutants through possible
spills or leaks (Entry et al., 1996a). The cost to clean up many of these
sites is often prohibitive and, therefore, limited attempts have been made
to remediate many of these sites. In contrast, phytoremediation may not
only remediate a site, but may eventually reclaim it, by fostering the
establishment of a plant community. Phytoremediation of soil
contaminated with pollutants is an emerging science and one where
mycorrhizal relationships are of crucial importance.
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CONCLUSIONS

Arbuscular mycorrhizal fungi are of interest for their reported role in
alleviation of diverse soil associated plant stress factors. The majority of
plant stress-mycorrhizal research has investigated the impact of extremes
in water, temperature, pH and inorganic nutrient availability on my-
corrhizal formation and nutrient aquisition. There has been increased
emphasis in agricultural and forest research on sustainable systems with
emphasis on soil quality. However, there is scarcity of research on the
role that AM play in stability and resilience of these ecosystems.

Arbuscular mycorrhizae have the ability to alleviate many an-
thropogenic derived plant stresses, including heavy metals and the
degradation of polychlorinated aliphatic and phenolic pollutants. The
efficacy of plant-mycorrhizal associations to remediate soils contaminated
with toxic pollutants is an area that can directly benefit the society and
deserves increased emphasis. Before the full potential benefits of AM
fungi to host plants and in reclamation of soils with adverse physical and
chemical conditions can be realized, research advances are needed in the
axenic culture, genetic development, and physiology of these ubiquitous
symbionts.

REFERENCES

Adriano, D.C., 1986, Trace Elements in the Terrestrial Environment. Springer-Verlag, New
York. P. 533.

Afek, U., Menge, J.A. and Johnson, E. L. V., 1991, Interaction among mycorrhizae, soil
solarization and metalaxyl, and plants in the field. Phytopathology 75: 655-671.

Allen, M.F., 1991, The Ecology of Mycorrhizae. Cambridge University Press. Cambridige UK.
Anderson, C.P. and Rygiewicz, P.T., 1991, Stress interaction and mycorrhizal plant

responses: Understanding carbon allocation patterns. Environmental Pollution
73: 217-244.

Anderson, C. P., Sucoff, E. I. and Dixon, R.K., 1987, The influence of low soil temperature
on the growth of vesicular-arbuscular mycorrhizal Fraxinus pennsylvanica. Canadian
Journal of Forestry Research 17: 951-956.

Auge, R. M., Stodola, A. J. W., Brown, M. S. and Bethlenfalvay, G. J., 1992, Stomata'
response of mycorrhizal cowpea and soybean to short-term osmotic stress. New
Phytologist 120: 117-125.

Bago, B., Vierheilig, H., Piche, Y. and AzcOn-Aguilar, C., 1996, Nitrate depletion and pH
changes induced by the extraradical mycelium of the arbuscular mycorrhizal fungus
Glomus intraradices grown in monoxenic culture. New Phytologist 133: 273-280.

Bagyaraj, D. J., Manjunath, A. and Patil, R. B., 1979, Occurrence of vesicular-arbuscular
mycorrhizas in some tropical aquatic plants. Transaction British Mycological Society
72: 164-166.

Baker, A. J. M. and Walker, P. L., 1989, Physiological responses of plants to heavy metals
and the qualification of tolerance and toxicity. Chemical Speciation and Bioavailability
1: 7-17.

Bengough, A. G. and Mullins, C. E., 1991, Penetrometer resistance and root elongation rate
in two sandy loam soils. Plant Soil 131: 59-66.



Arbuscular Mycorrhizal Response to Adverse Soil Conditions 151

Bethlenfalvay, G.J., Brown, M. S. Ames, R. N. and Thomas, R. S., 1988, Effects of drought
on host and endophyte development in mycorrhizal soybeans in relation to water use
and phosphate uptake. Physiologia Plantarum 72: 565-571.

Boerner, R. E., 1986, Seasonal nutrient dynamics, nutrient resorption, and mycorrhizal
infection intensity of two perennial forest herbs. American Journal of Botany 73:
1249-1257.

Braunberger, P.G., Abbott, L. K. and Robson, A. D., 1997, Early vesicular-arbuscular myc-
orrhizal colonization in soil collected from an annual clover-based pasture in a Medi-
terranean environment: soil temperature and timing of autumn rains. Australian Jour-
nal of Agriculture Research 48: 103-110.

Brown, G., Corbett, D. C. M., Hide, G. A. and Web, R. M., 1974, Bromine residues in wheat
crops grown in soil fumigated with methyl bromide. Pesticide Science 5: 25-29.

Bryla, D. R. and Duniway, J. M., 1997a, Growth, phosphorus uptake and water relations of
safflower and wheat infected with an arbuscular mycorrhizal fungus. New Phytologist
136: 581-590.

Bryla, D. R. and Duniway, J. M., 1997b, Water uptake by safflower and wheat roots infect-
ed with arbuscular mycorrhizal fungi. New Phytologist 136: 591-601.

Buttery, B. R., Park, S. J., Findlay, W. I. and Dhanvantari, B. N., 1988, Effects of fertilization
and fertilizer on growth, yield, chemical composition and mycorrhizae in white bean
and soybean. Plant Soil 68: 677-686.

Carey, P. D., Fitter, A. H. and Watkinson, A. R., 1992, A field study using the fungicide
benlate to investigate the effect of mycorrhizal fungi on plant fitness. Oecologia
90: 550-555.

Chaubal, R., Sharma, G. D. and Mishra, R. R. 1982, Vesicular-arbuscular mycorrhiza in
subtropical aquatic and marshy plant communities. Proceedings of Indian Academy of
Sciences 91: 69-77.

Clark, C. A., 1978, Effects of pesticides on vesicular arbuscular mycorrhizae. Report
Rothamsted Experiment Station. Part I. pp. 236-237.

Cress, W. A., Throneberry, G. 0. and Lindsay, D. L., 1979, Kinetics of phosphorus absorp-
tion by mycorrhizal and nonmycorrhizal tomato roots. Plant Physiology 64: 484-487.

Davies Jr, F.T., Potter, J.R. and Linderman, R. G., 1992, Mycorrhiza and repeated drought
exposure affect drought resistance and extra-radical hyphae development of pepper
plants independently of plant size and nutrient content. Journal of Plant Physiology
139: 289-294.

Davies Jr, F. T., Potter, J.R. and Linderman, R. G., 1993, Drought resistance of mycorrhizal
pepper plants independent of leaf P concentration—response in gas exchange and
water relations. Physiologia Plantarum 87: 45-53.

Davis, E. A. Young, J.L. and Linderman, R. G., 1983, Soil lime level (pH) and VA-mycorrhi-
za effects on growth responses of sweetgum seedlings. Soil Science Society of America
Journal 47: 251-256.

Despite, S., Furlan, V. and Fortin, J. A., 1989, Effects of successive applications of fosetyl-Al
on growth of Allium cepa L. associated with endomycorrhizal fungi. Plant Soil 113:
175-180.

Dhillon, S. S. and Ampornpan, L., 1992, The influence of inorganic nutrient fertilization on
the growth, nutrient composition and vesicular-arbuscular mycorrhizal colonization
of pretransplant rice (Oryza sativa L.) plants. Biology and Fertility of Soils 13: 85-91.

Diaz, G., AzcOn-Aguilar, C. and Honrubia, M., 1996, Influence of arbuscular mycorhizae
on heavy metal (Zn and Pb) uptake and growth of Lygeum spartum and Anthyllis
cytisoides. Plant Soil 180: 241-249.

Donnelly, P.K., Entry, J. A. and Crawford, D.L., 1993, Degradation of atrazine and 2,4-
dichlorophenoxyacetic acid by mycorrhizal fungi at three nitrogen concentrations
in vitro. Applied and Environmental Microbiology 9: 2642-2647.



152 Arbuscular Mycorrhizae: Interactions in Plants, Rhizosphere and Soils

Donnelly, P. K. and J. S. Fletcher., 1995, Potential use of mycorrhizal fungi as bioremediation
agents. In: Bioremediation Through Rhizosphere Technology. T.A. Anderson and J. R.
Coats (eds). The American Chemical Society, Washington, DC. pp. 93-99.

Dosskey, M. G. and D. C. Adriano., 1992, Trace metal impact on plants: Mediation by soil
and mycorrhizae. In: The Deposition and Fate of Trace Metals in our Environment,
Philadelpha, PA, October 8,1991. Very, ES., and Vermette, S.J. (eds) USDA N. Cen-
tral Forest Experiment Station (Saint Paul, Minn.) General Technical Report NC 150.

Douds, D. D. Jr. and Chaney, W. R., 1986, The effects of high temperature nutrient addition
upon seasonal patterns of mycorrhizal development, host growth, and root phospho-
rus and carbohydrate content in Fraxinus pennsylvanica Marsh. New Phytologist 103:
91-106.

Douds, D.D. Jr., Johnson, C.R. and Koch, K. E., 1988, Carbon cost of the fungal symbiont
relative to net leaf P accumulation in a split root VA mycorrhizal symbiosis. Plant
Physiology 86: 491-496.

Driige, U. and Schanbeck, F., 1992, Effect of vesicular-arbuscular mycorrhizal infection on
transpiration, photosynthesis and growth of flax (Linum usitatissimum L.) in relation
to cytokinin levels. Journal of Plant Physiology 141: 40-48.

Duckmanton, L. and Widden, P., 1994, Effect of ozone on the development of vesicular-
arbuscular mycorrhizae in sugar maple saplings. Mycologia 86: 181-186.

Dueck, T.A., Visser, P., Ernst, W.H.O. and Schat, H., 1986 Vesicular arbuscular mycor-
rhizae, decrease zinc toxicity to grasses growing in zinc polluted soil. Soil Biology
Biochemistry 18: 331-333

Eissenstat, D. M., Graham, J. H., Syvertsen, J. P. and Drouillard, D. L., 1993, Carbon
economy of sour orange in relation to mycorrhizal colonization and phosphorus
status. Annals of Botany 71: 1-10.

Easley, H.E., Sharma, H.A. Barber, J. T. and Polito, M. A., 1997, Metabolism of chlorinated
phenols by Lemma gibba, duckweed. In: Phytoremediation of Soil and Water Contami-
nants. E. L. Kruger, T. A. Anderson and J. R. Coats (eds) American Chemical Society
Press. Washington DC. pp. 254-263.

Entry, J.A., Reeves. D.W., Mudd, E., Lee, W. J., Guertal, E. and Raper, R. L., 1996a, Influ-
ence of compaction from wheel traffic and tillage on arbuscular mycorrhizae infection
and nutrient uptake by Zea mays. Plant and Soil 180: 139-146.

Entry, J. A., Watrud, LS., Manasse, R. S. and Vance, N. C., 1996b, Phytoremediation and
reclamation of soils contaminated with radionuclides. In: Phytoremediation of Soil and
Water Contaminants. Kruger, E.L., Anderson, T. A. and Coats, J. R. (eds). ACS Sympo-
sium Series 664. American Chemical Society, Washington, D. C. pp. 299.

Entry, J.A., Cromack, K. Jr., Stafford, S.G. and Castellano, M.A., 1987, The effect of pH and
aluminum concentration on ectomycorrhizal formation of Abies balsamea. Canadian
Journal of Forestry Research 17: 865-871.

Foy, C.D., 1983, Physiological effects of hydrogen, aluminum and manganese toxicities in
acid soil. In: Soil Acidity and Liming. Agronomy monograph No. 12. F. Adams (ed.)
American Society of Agronomy, Madison, WI. pp. 57-79.

Frey, B. and Schiiepp, H., 1993, Acquisition of nitrogen by external hyphae of arbuscular
mycorrhizal fungi associated with Zea mays L. New Phytologist 124: 221-230.

Furlan, V. and Fortin, J.A., 1973, Formation of endomycorrhizae by Endogone calospora on
Allium cepa under three temperature regimes. Naturaliste Canadien 100: 467-477.

Gadd, G. M., 1993, Interactions of fungi with toxic metals. Tansley Review No. 47. New
Phytologist 124: 25-60.

Galli, U., Schiiepp, H. and Brunold, C., 1994, Heavy metal binding by mycorrhizal fungi.
Physiologia Plantarum 92: 364-368.

Gange, A.C., Brown, V.K. and Sinclair, G. S., 1993, Vesicular-arbuscular mycorrhizal fungi:
a determinant in plant community structure in early succession. Functional Ecology
7: 616-622.



Arbuscular Mycorrhizal Response to Adverse Soil Conditions 153

Gaskin, J.L. and Fletcher, J. 1997, The metabolism of exogenously provided atrazine by the
ectomycorrhizal fungus Hebeloma crustiliniforme and the host plant Pinus ponderosa. In:
Phytoremediation of Soil and Water Contaminants. E.L. Kruger, T. A. Anderson and J. R.
Coats (eds). American Chemical Society Press. Washington DC. pp. 92-105.

Gildon, A. and Tinker, P.B., 1983, A heavy metal-tolerant strain of a mycorrhizal fungus.
Transactions British Mycological Society 77: 648-649.

Goicoechea, B., Dolezal, K., Antolin, M.C., Strand, J. and Sanchez-Diaz, M., 1995, Influence
of mycorrhizae and Rhizobium on cytokinin content in drought stressed alfalfa. Journal
of Experimental Botany 46: 1543-1549.

Goldberg, D. E. and Barton, A. M., 1992, Patterns and consequences of interspecific compe-
tition in natural communities: a review of field experiments with plants. American
Naturalist 139: 771-801.

Gordon, M., Choe, N., Duffy, J., Ekuan, G., Heilman, P., Muiznieks, I., Newman, L., Ruzaj,
B., Shurteff, B., Strand, S. and Wilmonth, J., 1997, Phytoremediation of trichlroethylene
with hybrid poplars. In: Phytoremediation of Soil and Water Contaminants. E. L. Kruger,
T. A. Anderson and J. R. Coats (eds). American Chemical Society Press. Washington
DC. pp. 92-105.

Graham, J. H., Duncan, L. W. and Fissenstat, D. M., 1997, Carbohydrate allocation patterns
in citrus genotypes as affected by phosphorus nutrition, mycorrhizal colonization and
mycorrhizal dependency. New Phytologist 135: 335-343.

Guzman-Plazola, R.A., Ferrera-Cerrato, R. and Etchevers, J.D., 1988, Leucaena leucocephala, a
plant of high mycorrhizal dependence in acid soils. Leucaena Research Report 9:
69-73.

Habte, M., 1995, Soil acidity as a constraint to the application of vesicular-arbuscuLlr
mycorrhizal technology. In: Mycorrhiza-Structure, Function, Molecular Biology and Bio-
technology. A. Varma and B. Hock (eds). Springer-Verlag, Berlin. pp. 593-603.

Habte, M. and Soedarjo, M., 1996, Response of Acacia mangium to vesicular-arbuscular
mycorrhizal inoculation, soil pH, and soil P concentration in an oxisol. Canadian
Journal of Botany 74: 155-161.

Harley, J.C., 1989, The significance of mycorrhizae. Mycological Research 92: 129-139.
Harley, J.L. and Smith, S.E., 1983, Mycorrhizal Symbiosis. Academic Press, London. p. 483.
Hartmond, U., Schaesberg, N.V., Graham, J.H. and Syvertsen, J.P., 1987, Salinity and flood-

ing stress effects on mycorrhizal and non-mycorrhizal citrus rootstock seedlings. Plant
Soil 104: 37-43.

Hartnett D.C., Samenus, R. J., Fisher, L. E. and Hetrick, B.A., 1994, Plant demographic
responses to mycorrhizal symbiosis in a tallgrass prairie. Oecologia 99: 21-26.

Hass, J. H., Bar-Yosef, B., Krikun, J., Barak R., Markovits, T. and Kramer, J., 1987, Vesicu-
lar-arbuscular mycorrhizal fungus infestation and phosphorus fertilization to over-
come pepper stunting after methyl bromide fumigation. Agronomy Journal 79: 905-910.

Hayman, DS., 1974, Plant growth responses to vesicular-abuscular mycorrhiza. IV Effect
of light and temperature. New Phytologist 73: 71-80.

Henderson, J.C. and Davies Jr, F.T., 1990, Drought acclimation and the morphology of
mycorrhizal Rosa hybrida L. cv. 'Ferdy' are independent of leaf elemental content. New
Phytologist 115: 503-510.

Hetrick, B.A.D. Kitt, D. G. and Wilson, G. W. T., 1988, Mycorrhizal dependence and growth
habit of warm-season and cool-season tallgrass prairie plants. Canadian Journal of
Botany 66: 1376-1380.

Hetrick, B.A.D. Wilson, G.W.T. and Todd, T.C., 1990, Differential responses of C3 and C4
grasses to mycorrhizal symbiosis, P fertilization and soil microorganisms. Canadian
Journal of Botany 68: 461-467.

Ho, I., 1987, Vesicular-arbuscular mycorrhizae of halophytic grass in the Alvord Desert of
Oregon. Northwest Science 61: 148-151.



154 Arbuscular Mycorrhizae: Interactions in Plants, Rhizosphere and Soils

Hoagland, R.E., Zablotowicz, R. M. and T .neke, M. A., 1997, An integrated phytoremediation
strategy for chloroacetamide herbicides in soil. In: Phytoremediation of Soil and Water
Contaminants. E.L. Kruger, T. A. Anderson and J. R. Coats (eds) American Chemical
Society Press. Washington DC. pp. 92-105.

Horn, R. and Lebert, M., 1994, Soil comparability and compressibility. In: Soil Compaction
in Crop Production. S.D. Soane and C. van Ouwerkerk (eds) Elsevier Publishers,
Amsterdam, The Netherlands. pp. 45-69.

Jabaji-Hare, S.H. and Kendrick, W.B., 1985, Effects of fosetyl-Al on root exudation and on
composition of extracts of mycorrhizal and nonmycorrhizal leek roots. Canadian Jour-
nal of Plant Pathology 7: 118-126.

Jabaji-Hare, S. H. and Kendrick, W. B., 1987, Response of an endomycorrhizal fungus in
Allium porum L. to different concentrations of systemic fungicides, metalaxyl, (Ridomil)
and 'fosetyl-Al (Aliette). Soil Biology and Biochemistry 19: 95-99.

Janes, M.L. and Carpenter, S. R., 1986, Effects of vascular and nonvascular macrophytes on
sediment redox and solute dynamics. Ecology 67: 875-882.

Jawson, M. D., Franzlubbers, A. J., Galusha, D. K. and Aiken, R. M., 1993, Soil fumigation
within monoculture and rotations: Response of corn and mycorrhizae. Agronomy Jour-
nal 85: 1174-1180.

Johansen, A., Jakobsen, I. and Jensen ES., 1992, Hyphal transport of ' 5N-labelled nitrogen
by a vesicular-arbuscular mycorrhizal fungus and its effect on depletion of inorganic
soil N. New Phytologist 122: 281-288.

Johansen, A., Jakobsen, I. and Jensen ES., 1993a, External hyphae of vesicular-arbuscular
mycorrhizal fungi associated with Trifolium subterraneum L. 3. Hyphal transport of 32P
and 15N. New Phytologist 124: 61-68.

Johansen, A., Jakobsen, I. and Jensen ES., 1993b, Hyphal transport by vesicular-arbuscular
mycorrhizal fungus on N applied to the soil as ammonium or nitrate. Biology and
Fertility of Soils 16: 66-70.

Johnson, C.R. and Hummel, R.L., 1985, Influence of mycorrhizae and drought stress on
growth of Poncirus x Citrus seedlings. Horticulture Science 20: 754-755.

Joner, E.J. and Leyval, C., 1997, Uptake of 109Cd by roots and hyphae of a Glomus mosseae/
Trifolium subterraneum mycorrhiza from soil amended with high and low concentra-
tions of cadmium. New Phytologist 135: 353-360.

Jones, M.D. and Hutchinson, T. C., 1988, Nickel toxicity in mycorrhizal birch seedlings
infected with Lactarius rufus or Scleroderma flavidum. II. Uptake of nickel, calcium,
magnesium, phosphorus and iron. New Phytologist 108: 461-470.

Kahn, A.G., 1993a, Occurrence and importance of mycorrhizae in aquatic trees of New
South Wales, Australia. Mycorrhiza 3: 31-38.

Kahn, A.G., 1993b, The influence of redox potential on formation of mycorrhizae in trees
from wetland and waterlogged area of New South Wales, Australia. Abstract.
9th North American Conference on Mycorrhizae. August 8-12,1993. University of Guelph.,
Ontario, Canada.

Kahn, A.G., 1993c, Vesicular arbuscular mycorrhizae (VAM) in aquatic trees of New South
Wales, Australia, and their importance at land-water interface. In: Wetlands and
Ecosystems: Studies on Land Water Interactions. B. Gopal, A. Hillbricht and R.G. Wetzel
(eds). National Institute of Ecology, New Delhi, pp. 73-180.

Kahn, A.G. and Belik, M., 1995, Occurrence and ecological significance of mycorrhizal
symbiosis in aquatic plants. In: Mycorrhiza: Structure, Function, Molecular Biology and
Biotechnology A. Varma and B. Hock (eds.). Springer-Verlag, Berlin. pp. 627-666.

Keeley, J.E., 1980, Endomycorrhizae influence growth of Blackgum seedlings in flooded
soils. American Journal of Botany 67: 6-9.

Klironomos, J.N., 1995, Arbuscular mycorrhizae of Acer saccharum in different soil types.
Canadian Journal of Botany 73: 1824-1830.



Arbuscular Mycorrhizal Response to Adverse Soil Conditions 155

Kothari, S.K., Marschner, H. and Rthnheld, V. 1991, Effect of a vesicular-arbuscular mycor-
rhizal fungus and rhizosphere micro-organisms on manganese reduction in the rhizo-
sphere and manganese concentrations in maize (Zea mays L.) New Phytologist 177:
649-655.

Kucey, R.M.N. and Diab, G.E.S., 1984, Effects of lime, phosphorus, and addition of vesicu-
lar-arbuscular (VA) mycorrhizal fungi on indigenous VA fungi and growth of alfalfa
in a moderately acidic soil. New Phytologist 98: 481-486.

Larsen, J. L., Thingstrup, I., Jakobsen, I. and Rosendahl, S., 1996, Benomyl inhibits phos-
phorus transport but not fungal alkaline phosphatase activity in a Glomus-cucumber
symbiosis. New Phytologist 132: 127-133.

Le Tacon, F., Skinner, F.A. and Mosse, B., 1983, Spore germination and hyphal growth of a
vesicular-arbuscular mycorrhizal fungus, Glomus mosseae (Gerdmann and Trappe) un-
der reduced oxygen and increased carbon dioxide concentrations. Canadian Journal of
Microbiology 29: 1280-1285.

Levitt, J. 1980, Responses of Plants to Environmental Stresses. Volume I. Chilling, Freezing and
High Temperature Stresses. Academic Press, New York.

Leyval, C., Singh, B.R. and Joner, E.J., 1995, Occurrence and infectivity of arbuscular myc-
orrhizal fungi in some Norwegian soils influenced by heavy metals and soil proper-
ties. Water, Air and Soil Pollution 84: 203-216.

Leyval, C., Tumau, K. and Haselwander, K., 1997, Effect of heavy metal pollution on
mycorrhizal colonization and function: physiological, ecological and applied aspects.
Mycorrhiza 7: 139-153.

Lodge, DJ., 1989, The influence of soil moisture and flooding on formation of VA-endo-
and ectomycorrhizae in Populus and Salix. Plant Soil 117: 243-253.

Matsubara, Y. and Harada, H. 1996, Effect of constant and diurnally fluctuating tempera-
tures on arbuscular mycorrhizal fungus infection and growth of infected asparagus
(Asparagus officinalis L.) seedlings. Journal of Japanese Society of Horticulture Science
65: 565-570.

Menge, J. A., 1982, Effect of soil fumigants on vesicular-arbuscular fungi. Phytopathology
72: 1125-1132.

Menge, J.A., Jarrel, W.M., Labanauskas, C.K., Ohala, J.C., Huszar, C., Johnson, E.L.V. and
Sibert, D., 1982, Predicting mycorrhizal dependency of Troyer citrange on Glomus
fasciculatum in California citrus soils and nursery mixes. Soil Science Society of America
Journal 46: 762-768

Merryweather, J. and Fitter, A., 1996, Phosphorus nutrition of an obligately mycorrhizal
plant treated with benomyl in the field. New Phytologist 132: 307-311.

Morselt, A. F. W., Smits, W. T. M. and Limonard, T., 1986, Histochemical demonstration of
heavy metal tolerance in ectomycorrhizal fungi. Plant Soil 96: 417-420.

Mosse, B., 1972a. The influence of soil type and Endogone strain on the growth of mycor-
rhizal plants in phosphate deficient soils. Revued' Ecologie et de Biologie du Soil. 9:
529-537.

Mosse, B., 1972b, Effects of different Endogone strains on the growth of Paspalum notatum.
Nature (London) 229: 221-223.

Nathan, H., Smith, S.E., Alston, A.M. and Murray, R.S., 1997, Effects of soil compaction on
plant growth, phosphorus uptake and morphological characteristics of vesicular-
arbuscular mycorrhizal colonization of Trifolium subterraneum. New Phytologist
135: 303-311.

Newbould, P. and Rangeley, A., 1984, Effect of lime, phosphorus and mycorrhizal fungi on
growth, nodulation and nitrogen fixation by white clover (Tn:folium repens) grown in
U.K. hill soil. Plant Soil 76: 105-114.

Newsham, K.K., Fitter, A.H. and Watkinson, A. R., 1994, Root pathogenic and arbuscular
mycorrhizal fungi determine fitness in asymptomatic plants in the field. Journal of
Ecology 82: 805-814.



156 Arbuscular Mycorrhizae: Interactions in Plants, Rhizosphere and Soils

Nye, P.H., and Tinker, P.B., 1977, Solute Movement in the Soil/Root System. Oxford: Blackwell
Scientific Publications. 192 pp.

Pacovsky, R.S. 1986, Micronutrient uptake and distribution in mycorrhizal or phosphorus
fertilized soybeans. Plant Soil 95: 379-388.

Paradis, R., Dalpe, Y. and Charest, C., 1995, The combined effect of arbuscular mycorrhizas
and short-term cold exposure on wheat. New Phytologist 129: 637-642.

Pefta, J.I., Sanchez-Diaz, M., Aguirreolea, J. and Becana, M., 1988, Increased stress toler-
ance of nodule activity in the Medicago-Rhizobium-Glomus symbiosis under drought.
Journal of Plant Physiology 133: 79-83.

Powell, C.L., 1975, Rushes and sedges are non-mycotrophic. Plant Soil 42: 481-484.
Qiu, X., Leland, T.W., Shah, S. I., Sorensen, D. L. and Kendall, E. W., 1997, Field study:

grass remediation of clay soil contaminated with polyaromatic hydrocarbons. In:
Phytoremediation of Soil and Water Contaminants. E.L. Kruger, T. A. Anderson and J. R.
Coats (eds). American Chemical Society Press. Washington DC. pp. 186-199.

Read, D. J., 1991, Mycorrhizas in ecosystems-nature's responses to the "Law of the Mini-
mum". In: Frontiers in Mycology. D.L. Hawksworth (ed.). C.A.B. International Publish-
ers. Wallingford, UK.

Read, DJ., Koucheki, H.K. and Hodgson, J., 1976, Vesicular-arbuscular mycorrhiza in nat-
ural systems. I. The occurrence of infection. New Phytologist 77: 641-653.

Reid, C.P.P. and Bowen, G.D., 1979, Effects of soil moisture on VA mycorrhiza formation
and root development in Medicago. In: The Soil-Root Interface. J.L. Harley and R.S.
Russel (eds.), Academic Press, New York. pp. 211-220.

Rice, P. J., Anderson, T. A. and Coats, J. R., 1997, Evaluation of the use of vegetation for
reducing the environmental impact of deicing agents. In: Phytoremediation of Soil and
Water Contaminants. E. L. Kruger, T. A. Anderson and J. R. Coats (eds). American
Chemical Society Press. Washington DC. pp. 162-176.

Saif, S.R., 1983, Soil temperature, soil oxygen and growth of mycorrhizal and non-mycor-
rhizal plants of Eupatorium odoratum L. and development of Glomus macrocarpus.
Angewandte Botanik 57: 143-155.

Sanchez-Diaz, M., Pardo, M., Antolin, M., Peria, J. and Aguirreolea, J., 1990, Effect of water
stress on photosynthetic activity in the Medicago-Rhizobium-Glomus symbiosis. Plant
Science 71: 215-221.

Sanders, F.E. and Tinker, P.B., 1971, Mechanism of absorption of phosphate from soils by
Endogone mycorrhizas. Nature 223: 278-279.

Schenck, N.C. and Schroder, V.N. 1974, Temperature response of Endogone mycorrhiza on
soybean roots. Mycologia 66: 600-605.

Schenck, N.C. and Smith, G.S., 1982, Responses of six species of vesicular-arbuscular myc-
orrhizal fungi and their effects on soybean at four soil temperatures. New Phytologist
92: 193-201.

Schellenbaum, L. S., Muller, J., Boller, T., Wiemken, A. and Schuepp, H., 1998, Effects of
drought on non-mycorrhizal maize: changes in the pools of non-structural carbohy-
drates, in activities of invertase and trehalase, and the pools of amino and amino
acids. New Phytologist 138: 59-66.

Shann, J. R. and Boyle, J. J., 1994, Influence of plant species on in situ rhizosphere degrada-
tion. In: Bioremediation Through Rhizosphere Technology. T. A. Anderson and J. R. Coats
(eds). The American Chemical Society, Washington, DC. pp. 70-81.

Simpson, D. and Daft, M.J., 1990, Interactions between water-stress and different mycor-
rhizal inocula on plant growth and mycorrhizal development in maize and sorghum.
Plant Soil 121: 179-186.

Skipper, H.D. and Smith, G.W., 1979, Influence of soil pH on the soybean-endomycorrhiza
symbiosis. Plant Soil 53: 559-563.



Arbuscular Mycorrhizal Response to Adverse Soil Conditions 157

Smith, S. E. and Read, D. J., 1997, Mineral nutrition, heavy metal accumulation and water
relations of VA mycorrhizal plants. In: Mycorrhizal Symbiosis. Academic Press, San
Diego. pp. 126-160.

Soane, S.D. and van Ouwerkerk, C., 1994, Soil compaction problems in world agriculture.
In: Soil Compaction in Crop Production. S. D. Soane and C. van Ouwerkerk (eds) Elsevier
Publishers, Amsterdam, The Netherlands. pp. 1-21.

Soedarjo, M. and Habte, M., 1993, Vesicular-arbuscular mycorrhizal effectiveness in an
acid soil amended with fresh organic matter. Plant Soil 149: 197-203.

Sondergaard, M. and Laegaard, S., 1977, Vesicular-arbuscular mycorrhiza in some aquatic
vascular plants. Nature (London) 268: 232-233.

Spkito, R.A., Tattar, T.A. and Tohde, R.A., 1978, Incidence and condition of vesicular-
arbuscular mycorrhizae infections in the roots of sugar maple in relation to maple
decline. Canadian Journal of Forestry Research 8,375-379.

St. Cyr, L., Fortin, D. and Campbell, P. G., 1993, Microscopic observations of the iron
plaque of submerged aquatic plant (Vallisneria americana Michx.). Aquatic Botany 46:
155-167.

Subramanian, K. S. and Charest, C., 1995, Influence of arbuscular mycorrhizae on the
metabolism of maize under drought stress. Mycorrhiza 5: 273-278.

Sukarno, N., Smith, S. E., and Scott, E. S., 1993, The effect of fungicides on vesicular-
arbuscular mycorrhizal symbiosis. I. The effects on vesicular-arbuscular mycorrhizae
and plant growth. New. Phytologist 125: 139-147.

Sukarno, N., Smith, F. A., Smith, S. E., and Scott, E. S., 1996, The effect of fungicides on
vesicular-arbuscular mycorrhizal symbiosis. II. The effects of area on interface and
efficiency of P uptake and transfer to plant. New Phytologist 132: 583-592.

Sweatt, M.R. and Davies Jr, F. T., 1984, Mycorrhizae, water relations, growth, and nutrient
uptake of geranium grown under moderately high phosphorus regimes. Journal of
American Society Horticulture Science 109: 210-213.

Sylvia, D. M., Hammond, L. C., Bennett, J. M., Haas, J. H. and Linda, S. B., 1993a, Field
response of maize to a VAM fungus and water management. Agronomy Journal 85:
193-198.

Sylvia, D. M., Wilson, D. 0., Graham, J. H., Maddox, J. J., Millner, P., Morton J. B., Skipper,
H. D., Wright. S. F. and Jarstfer, A. G., 1993b, Evaluation of vesicular arbuscular
mycorrhizal fungi in diverse plants and soils. Soil Biology and Biochemistry 25: 705-713.

Sylvia, D.M. and Williams, S. E., 1992, Vesicular-arbuscular mycorrhizae and environmen-
tal stress. In: Mycorrhizae in Sustainable Agriculture. G. J. Bethlenfalvay and R. G.
Linderman (eds). American moiety of Agronomy Special Publication No. 54. Madi-
son, WI, USA. pp. 101-124.

Tanner, C. C. and Clayton, J. S., 1985, Vesicular-arbuscular mycorrhiza studies with a
submerged aquatic plant. Transactions British Mycological Society 85: 683-688.

Taylor, G. E. Jr., 1978, Plant and leaf resistance to gaseous air pollution stress. New Phytologist
80: 523-534.

Timmer, L. W. and Raddon, V., 1980, The relationship of mycorrhizal infection to reduced
phosphorus induced copper deficiency in sour orange seedlings. New Phytologist
85: 15-23.

Tingey, D. T. and Anderson, C. P., 1991, Physiological basis of differential plant sensitivity
to changes in atmospheric quality. In: Ecological Genetics and Air Pollution. G.E. Taylor
Jr., L.F. Pitelka, and M.T. Clegg. (eds). Springer Verlag Publishers, New York.
pp. 209-234.

Tingey, D. T. and Taylor, G. E. Jr., 1982, Variation in plant response to ozone: A conceptual
model of physiological events. In: Ecological Genetics and Air Pollution. G.E. Taylor Jr.,
L.F. Pitelka, and M.T. Clegg. (eds). Springer Verlag Publishers, New York. pp. 113-138.



158 Arbuscular Mycorrhizae: Interactions in Plants, Rhizosphere and Soils

Tinker, P. B., 1975, Soil chemistry of phosphorus and mycorrhizal effects on plant growth.
1975. In: Endomycorrhizas. F.E. Sanders, B. Mosse and P.B. Tinker (eds). Academic
Press, New York. pp. 353-371.

Tobar, R., AzcOn, R. and Barea, J. M., 1994, Improved nitrogen uptake and transport from
15N-labelled nitrate by external hyphae of arbuscular mycorrhiza under water-stressed
conditions. New Phytologist 126: 119-122.

Tumau, K., Kottke, I., and Oberwinider, F., 1993, Element localization in mycorrhizal roots
of Pteridium aquilinum (L.) Kuhn collected from experimental plots treated with cad-
mium dust. New Phytologist 123: 313-324.

Van Duin, W. E., Groeffen, W. A. and Ietswaart, J. H., 1991, Occurrence and function of
mycorrhizae in environmentally stressed soils. In: Ecological Response to the Environ-
ment. J. Rosema and J. A.C. Verkliej (eds). Kluwer Academic Publishers. Norwell, MA,
U.S.A.

Van Steveninck, R. F.M., Van Steveninck, M. E., Fernand, D. R., Horst, W. J. and Marshner,
H., 1987, Deposition of zinc phytate in globular bodies in roots of Deschampsia caepitose
ecotypes: a detoxification mechanism. Journal of Plant Physiology 131,247-257.

Wang, G.M., Stribley, D. P. and Tinker, P. B., 1985, Soil pH and vesicular-arbuscular
mycorrhizas. In: Ecological Interaction in Soil, Plants, Microbes and Animals. A.H. Fitter.
(ed.). Blackwell Scientific Publications Ltd., Oxford, U.K. pp. 219-224.

Watrud, L. S. and Sediler, R. J., 1998, Non-target ecological effects of plant, microbial and
chemical introductions to terrestrial ecosystems. In: Soil Chemistry and Ecosystem Health.
P.M. Huang (ed.). Soil Science Society Special Publication No. 52, Soil Science Society
of America, Madison, WI.

Weissenhom, I. and Leyval. C., 1996, Spore germination of arbuscular mycorrhizal fungi in
soils differing in heavy metal content and other parameters. European Journal of Soil
Biology 32: 165-172.

West, H. M., Fitter, A. H. and Watkinson, A. R., 1993, Response of Vulpia ciliata sub. sp.
ambigua to removal of mycorrhizal infection and to phosphate application under
natural conditions. Journal of Ecology 81: 351-358.

Wetzel, P. R. and van der Valk, A. G., 1996, Vesicular-arbuscular mycorrhizae in prairie
pothole wetland vegetation in Iowa and North Dakota. Canadian Journal of Botany 74:
883-890.

Wigland, C. and Stevenson, J. C., 1997, Facilitation of phosphate assimilation by aquatic
mycorrhiza of Vallisneria americana Michx. Hydrobiologia 342: 35-41.

Wilson, G. W. T. and Hartnett, D. C., 1997, Effects of mycorrhizae on plant growth and
dynamics in experimental tallgrass prairie microcosms. American Journal of Botany 84:
478-482.

Xiao-Lin, L., George, E., Marschner, H. and Than, J. L., 1997, Phosphorus acquisition from
compacted soil by hyphae of a mycorrhizal fungus associated with red clover (Tnfoli-
um pratense). Canadian Journal of Botany 75: 723-729.

Zajicek, J. M., Hetrick, B. A. D. and Albrecht, M. L., 1987, Influence of drought stress and
mycorrhizae on growth of two native forbs. Journal of American Society Horticulture
Science 112: 454-459.

Zhang, F., Hamel, C., Hormozdyark, K. and Smith, D. L., 1995, Root-zone temperature and
soybean [Glycine max (L.) Men.] vesicular-arbuscular mycorrhizae, development and
interactions with the nitrogen fixing symbiosis. Environment and Experimental Botany
35: 287-298.



Reprint

Arbuscular Mycorrhizae
Interactions in Plants,
Rhizosphere and Soils

Edited by

A.K. Sharma
Johri

sg
Science Publishers, Inc.
Enfield (NH), USA Plymouth, UK


	Page 1
	Page 2
	Page 3
	Page 4
	Page 5
	Page 6
	Page 7
	Page 8
	Page 9
	Page 10
	Page 11
	Page 12
	Page 13
	Page 14
	Page 15
	Page 16
	Page 17
	Page 18
	Page 19
	Page 20
	Page 21
	Page 22
	Page 23
	Page 24
	Page 25

