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Papaya (Carica papaya L.) is a principal horticultural crop of tropical and subtropical regions. Knowledge of how
papaya responds to environmental factors provides a scientific basis for the development of management strategies to
optimize fruit yield and quality. A better understanding of genotypic responses to specific environmental factors will
contribute to efficient agricultural zoning and papaya breeding programs. The objective of this review is to present
current research knowledge related to the effect of environmental factors and their interaction with the photosynthetic
process and whole-plant physiology. This review demonstrates that environmental factors such as light, wind, soil
chemical and physical characteristics, temperature, soil water, relative humidity, and biotic factors such as mycorrhizal
fungi and genotype profoundly affect the productivity and physiology of papaya. An understanding of the
environmental factors and their interaction with physiological processes is extremely important for economically
sustainable production in the nursery or in the field. With improved, science-based management, growers will optimize
photosynthetic carbon assimilation and increase papaya fruit productivity and quality.
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Ecofisiologia do mamoeiro: uma revisdo: O mamoeiro (Carica papaya L.) ¢ uma das principais culturas das regides
tropicais e subtropicais. O conhecimento das respostas dessa cultura aos fatores do ambiente pode fornecer bases
cientificas para tragarem-se estratégias de manejo que possam otimizar a producao e a qualidade dos frutos. Um melhor
entendimento das respostas dos gendtipos aos fatores especificos do ambiente podera contribuir para um eficiente
zoneamento agricola e para futuros programas de melhoramento da espécie. Objetivou-se apresentar o estado-da-arte
do conhecimento relacionado aos efeitos e a interagdo dos fatores ambientes sobre o processo fotossintético ¢ a
fisiologia da planta inteira. Nesta revisdo, demonstra-se que os fatores do ambiente, como luz, vento, caracteristica
fisicas ¢ quimicas do solo, temperatura, agua no solo, umidade relativa, além de fatores bidticos, como fungos
micorrizicos e o gendtipo, podem afetar intensamente a produtividade e a fisiologia do mamoeiro. Uma compreensdo da
acdo dos fatores do ambiente e suas interagcdes com o processo fisioldgico dessa espécie sdo de grande importancia
para a sustentabilidade econdmica da produ¢do do mamoeiro, em condi¢des de viveiro e de campo. A partir de um manejo
da cultura baseado em resultados cientificos, sera possivel otimizar a assimilag@o fotossintética do carbono ¢ elevar a
qualidade e producdo de frutos do mamoeiro.

Palavras-chave: Carica papaya, eficiéncia do uso da agua, fatores ambientes, fotossintese, relagdes hidricas

INTRODUCTION

Papaya (Carica papaya L.) is herbaceous, but its
stature is not that of a typical herbaceous plant. Papaya
plants may reach heights of 9 m, and are thus described
as giant herbs (Malo and Campbell, 1986). The plants

have a rapid growth rate, are usually short-lived, but can

produce fruit for more than 20 years (Malo and Campbell,
1986). The center of diversification of papaya was in the
lowlands of Central America and southern Mexico,
possibly the West Indies (Caribbean) (Crane, 2005).
Though the exact area of origin is unknown, the papaya is
believed to be native to tropical America, perhaps in
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southern Mexico and neighboring Central America
(Morton, 1987). Commercial papaya cultivation is
restricted to tropical and subtropical areas due to chilling
damage at temperatures above freezing (Yadava et al.,
1990). Understanding the interaction of papaya with
environmental factors such as light, wind, temperature,
relative humidity, soil water, and soil physical and
biological characteristics, is necessary to maximize yield
and quality limiting effects of these factors on the
photosynthetic process. Knowledge of how papaya
responds to these environmental factors provides a
scientific basis for the development of management
strategies to optimize fruit yield and quality (Schaffer and
Andersen, 1994). A better understanding of genotypic
responses to the environmental factors will contribute to
efficient agricultural zoning and genetic breeding
programs for papaya. The objective of this review is to
present the current research knowledge related to the
effect of environmental factors and their interaction with
the photosynthesis process and whole plant physiology

in papaya.

ECOPHYSIOLOGY OF PAPAYA

Environmental factors affecting photosynthesis: Papaya
is classified as a plant with C, metabolism (Imai et al.,
1982; Marler et al., 1994; Campostrini, 1997; Marler and
Mickelbart, 1998; Jeyakumar et al., 2007) with
characteristic C, leaf'anatomy. The absence of margin cell
formation in the vascular bundles of papaya leaves
(Buisson and Lee, 1993) is a characteristic associated
with C, metabolism. Maximum net carbon assimilation (4)
rates of 25 to 30 umol m? s are achieved at 2000 umol m?s™!
photosynthetic photo flux density (PPFD) (Marler and
Mickelbart, 1998; Campostrini and Yamanishi, 2001; Reis,
2007). While photorespiration in C, plants can decrease
the net efficiency of carbon assimilation by 25 to 30%
(Lawlor, 1993), papaya can maintain high A4 rates under
well-watered and PPFD saturating conditions suggesting
minimal photorespiration losses and adaptation to high
light intensities. Cultivar also influences maximum A4
rates, as noted by Campostrini et al. (2001) who found
maximum A4 rates of 25 umol m s*! for cv. ‘Baixinho de
Santa Amalia’ and 20 pmol m? s™! for cvs. ‘Sunrise Solo 72/
12’, “‘Sunrise Solo TJ’ and ‘Know-You’. While high A rates
are possible in papaya, environmental factors often limit
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A. The PPFD response of papaya may also decline with
PPFD above saturating levels. Jeyakumar et al. (2007)
demonstrated that in field-cultivated papaya, PPFD light
saturation was 1250 umol m? s with 4 =12 pol m? s! but
at PPFD levels above 1250 umol m™ s, 4 rates fell
sharply to values of 5 umol m= s at 2000 umol m?s™'. The
decrease in 4 that begins at light saturation is due, in part,
to the decrease in stomatal conductance (g ) through the
direct action of radiant energy on leaf heating. Chronic
photoinhibition also decreases A4 rates at light levels
above saturation, in this case through damage and
replacement of the D1 protein in the reaction center of
PSII by excess PPFD (Critchley, 1998). Sink strength will
also limit 4 rates in papaya (Campostrini and Yamanishi,
2001).

The photosynthetic response of papaya is strongly
linked to environmental conditions through stomatal
behavior. Clemente and Marler (1996) measured the
interaction of 4 and g_in ‘Red Lady’ papaya leaves in
response to sudden changes in PPFD. When the PPFD
decreased sharply from 2000 to 320 umol m? s!, 4
decreased from 20 to 9 umol m~ s in only 20 s while g
decreased from 385 to 340 mmol m? s in about 200 s
demonstrating a non-stomatal response to short-term
variation in PPFD. Rapid stomatal response is important
in tropical regions due to the intermittent clouds that
create high fluctuations in the PPFD during the day. The
intermittent clear skies and cloud cover of tropical
regions impose severe stress on plants as leaves adapt to
large changes in radiant energy. Clemente and Marler
(1996) demonstrated that papaya leaves react to these
transitions with a tracking response by stomata in which
g, declined in response to a rapid reduction in irradiance.
Tracking of g_was not of the same speed or magnitude as
that of 4, but it did limit water loss quickly under
simulated cloud cover. This tracking response provided
an increase in water-use efficiency (WUE) during periods
of low irradiance. The WUE returned to maximum almost
immediately after the return to full sunlight. The rapid
response of g would allow papaya plants to maximize
WUE throughout the day. A consequence of maximizing
WUE by minimizing water loss during episodes of low
irradiance is that carbon gain is not maximized. Papaya
plants under a mild water stress maintained higher g
during simulated cloud cover than plants under more
severe water stress resulting in greater carbon gain.
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Midday depression of photosynthesis (MDP) has
been observed in papaya (Reis, 2003, 2007). The MDP
occurs because the increasing PPFD on the leaf surfaces
raises leaf and air temperature resulting in a greater leaf-

to-air vapor pressure deficit (VPD ) and g_decreases

leaf-air

with increasing VPD . In many cases MDP is an

leaf-air
evolutionary strategy to cope with environmental stress
(Xu and Shen, 1997). Midday stomatal closure and down-
regulation of photochemical efficiency are effective ways
to avoid excessive water loss and photodamage to the
photosynthetic apparatus under strong sunlight and dry
conditions (Xu and Shen, 1997). For example, Marler and
Mickelbart (1998) reported that ‘Red Lady’ papaya had
decreased g_under clear sky conditions as midday
approached but the quantum efficiency of open
photosystem II centers (estimated via the variable-to-
maximum chlorophyll fluorescence ratio, F /F ) was
above 0.75 and comparable to less harmful conditions.
While MDP as a regulatory process is advantageous for
the survival of plants under stressful conditions, it
occurs at the expense of effective use of light energy and
plant productivity. It is estimated that midday depression
may decrease overall crop productivity by 35-50% or
more (Xu and Shen, 1997).

Reis (2007) found papaya MDP during the summer,
which was primarily attributable to stomatal response to
high VPD, _ ;in contrast he did not observe MDP during

leaf-air’
winter conditions when VPD . . values were low.
According to Reis (2007) canopy microspray irrigation
prevented MDP and increased g _and transpiration at
midday in the summer by reducing the leaf temperature and
the VPD

maintaining 4 rates at midday similar to 4 rates at 0800 h (4 =

eatair- CANOPY irrigation increased fruits per plant by
20 wmol m2 s!). Allan and Jager (1978) also used intermittent
spray irrigation of papaya canopies to reduce high
temperature stress by evaporative leaf cooling and
improved plant growth. Similarly, Reis and Campostrini
(2005) demonstrated that microspray irrigation above the
canopy of ‘Golden’ papaya at midday on summer days with
clear skies reduced VPD, . .,
and, ultimately, increased 4.

The VPD

leaf-air

increased g_and transpiration

may be a fundamental factor for
agricultural zoning of papaya cultivation because it will
determine the regions with the greatest productive
capacity. Several studies (El-Sharkawy et al., 1985; Marler
and Mickelbart, 1998; Reis, 2003; Machado Filho et al.,

2006) have shown that even with high soil water
availability, a high VPD
the reduction of g_and, consequently, to reduction in 4.

leatair CONtributes significantly to
In papaya plants cultivated in the field, Reis (2003)
reported a high and negative relationship between
VPD

leaf-air

and g . He found that on days with clear skies
and high soil water availability, VPD,_ . . values between
6 and 7 kPa corresponded to 4 rates approaching zero. A
similar relationship between VPD . . and g was
obtained by El-Sharkawy et al. (1985). According to El-
Sharkawy et al. (1985), papaya was extremely responsive
to VPD, . . and in environments with a 3.5 to 4.5 kPa
VPD, ..., the 4 rates were nearly halved as compared
with plants grown in environments with VPD . . of 1.0
to 1.5 kPa. In the Savanna region of Bahia State,
northeastern Brazil, the VPD _in November and
December is ca. 1.25 kPa at 1500 h, but ca. 2.6 kPa at 1500
h. in July and September (dry season). These seasonal
environmental conditions caused stomata closure in two
papaya genotypes (‘Tainung’ and ‘Sunrise Solo’)
resulting in reduced A4 rates (Machado Filho et al., 2000).

There is genetic variation in papaya response to
VPD, . .. For example, Torres-Netto (2005) found that the
‘Golden’ genotype, which has a low leaf chlorophyll
content compared to other cultivars (‘JS12°, ‘Tainung’,
‘Solo7212’ and ‘Hybrid UENF/Caliman 01°) with dark
green leaves, had greater g_and transpiration at midday
on cloudless days in the greenhouse. The pale green
coloring of the ‘Golden”’ leaf may substantially increase
reflection of light and reduce leaf temperature, thus
allowing increases in g_. Chlorophyll (a+b) contents from
10 to 50 ug cm™ increased papaya leaf absorptance from
50 to 88% (Lin and Ehleringer, 1982a). An understanding
of the mechanisms controlling gas exchange is important
in developing papaya genotypes adapted to specific
regions.

Papaya has optimal growth and development at air
temperatures between 21 and 33°C (Knight, 1980), or,
according to Lassoudiere (1968), between 22 and 26°C.
Allan and Jager (1978) reported that 4 increased when air
temperature rose from 16 to 30°C, and then 4 decreased
linearly at temperatures above 30°C, the value at 41°C
being half that at 30°C. Air temperature acts indirectly on
papaya via increases VPD . As stated earlier, the
VPD

leaf-air

example: when air temperature increased from 20° to 40°C

leaf-air

is a major environmental control factor of g. For
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for ‘Sunrise Solo’ growing in Linhares, southeastern
Brazil, the VPD, . . increased from 2 to 6 kPa and 4
decreased from 20 to 5 umol m s (Torres-Netto, 2000).

Due to its origin in tropical environments, papaya is
classified as a species sensitive to low temperatures
(Ogden et al., 1981). The quantum efficiency of open
photosystem II centers (F /F ) was 0.42 in the winter (6/
17°C, minimum/maximum temperatures) and 0.72 in the
summer (18/26°C) minimum/maximum temperatures)
demonstrating that low temperatures likely reduced PSII
activity (Smille et al., 1979). Papaya fruits become insipid
when they ripen in periods when the temperature is at a
sub-optimal level (Wolfe and Lynch, 1940) and
temperatures below 20°C result in other problems such as
carpelloidy, gender changes, reduced pollen viability,
and low-sugar content of fruits (Galan-Sauco and
Rodriguez-Pastor, 2007).

Wind action (2.78 to 4.30 m s™') reduced plant height
and decreased leaf and stem dry matter, but not root dry
matter, in some papaya cultivars; these changes were
accompanied by a reduction in 4 rates and increase in
dark respiration rates (Clemente and Marler, 2001).
Decreases in 4 could be associated with wind effects on
decreasing g (and consequently transpiration). From the
above, it may be proposed that where strong wind is
frequent, windbreaks should be recommended to improve
crop performance.

Actual and potential A rates are positively correlated
with chlorophyll content and transient chlorophyll
fluorescence (Strasser and Strasser, 1995; Force et al.,
2003; Castro, 2005). Chlorophyll pigments are particularly
sensitive to oxidative attack and photodamage, whereas
carotenoids function naturally as antioxidants and in
quenching photoinduced excitations. Changes in
chlorophyll-to-carotenoid ratios are therefore potentially
sensitive indicators of oxidative damage (Hendry and
Price, 1993). The loss of these pigments may also be
considered as an indicator of water deficiency (Hendry
and Price, 1993) and senescence (Lin and Ehleringer,
1982b; Torres-Netto et al., 2002, 2005; Castro, 2005).
Castro (2005) found that F /F_ and the physiological
state of the photosynthetic apparatus (F /F, ) in PSII were
unrelated to chlorophyll content for ‘Golden’ and
‘Sunrise Solo’ when chlorophyll content was adequate
but there was a correlation at reduced chlorophyll levels.
This lack of correlation suggests that degradation of PSII
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in these genotypes occurs after the degradation of a
specific number of chlorophyll molecules (<556 pmol m
for ‘Sunrise Solo and <604 umol m? for ‘Golden’).
Apparently, the genotype ‘Sunrise Solo’ was more
sensitive to PSII damage at reduced chlorophyll levels.
Decreased chlorophyll concentration in papaya leaves of
‘Golden’ and ‘Sunrise Solo’ reduced the effective antenna
size, maximal trapping rate of PSII, concentration of active
reaction centers, and electron transport in a PSII cross-
section (Castro, 2005).

Single-leaf measurements of photosynthesis in
papaya are useful in comparing experimental treatments
and provide information that cannot be obtained by other
biological indicators of plant productivity such as dry
matter (Perez Pena and Tarara, 2004). However, leaf-level
photosynthesis measurements can provide incomplete
and potentially misleading information if extrapolated to
quantify photosynthesis or infer differences in crop
productivity at the whole-plant level (Quereix et al., 2001).
Unlike single-leaf photosynthesis measurements, whole-
canopy measurements provide an integrated value of net
carbon fixation and transpiration and integrate the
response of the entire canopy (Poni et al., 1997). T.M.
Ferraz (unpublished results) measured whole-canopy 4
rates of 19 g CO, m* leaf area day™' (67 g CO, plant™ day™")
and transpiration rates of 2.46 L H,O m? leaf area day™
(8.6 L H O plant” day™') under commercial field
conditions. There was a high correlation between single-
leaf and whole-canopy photosynthesis measurements,
possibly due to the angles and distribution of papaya
leaves that optimized canopy structure allowing more
light to reach lower leaves. In contrast, instantaneous
transpiration single leaf measurements overestimated
whole-canopy transpiration by more than 50%. Water-
use efficiency was about 154 g of water use for every
gram CO, assimilated by photosynthesis (T.M. Ferraz,
unpublished results).

The source-sink balance is critical for papaya fruit set,
development, and sugar accumulation. In general, each
mature leaf can provide photoassimilate for about three
fruits (Zhou et al., 2000). The photosynthetic capacity
also influences papaya fruit quality (Salazar, 1978).
Defoliation by ca. 75% significantly reduced new flower
production and fruit set, decreased ripe fruit total soluble
solids (TSS), whereas 50% defoliation did not reduce new
fruit set or ripe fruit TSS. Continual removal of old leaves
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reduced new fruit set, fruit weight, and TSS (Zhou et al.,
2000). Fruit thinning increased new fruit set and ripe fruit
TSS.

Light quality effects on papaya anatomy, physiology
and photosynthesis: Papaya adapts to light quantity and
quality. Buisson and Lee (1993) compared plants
cultivated in high (full) sunlight (HL) to those either
cultivated with light reduction (60%) using greenhouse
plastics that did not alter the spectral quality (neutral
shade, NS) or cultivated under altered spectral quality of
the light [modified by reducing the red-to-far red
radiation ratio (R:FR = 0.26)] without reducing the PPFD
by using an experimental spray paint designed to reduce
R:FR to ratios under forest canopies (Lee, 1998) (filtered
shade, FS). Compared to HL-grown plants, the plants
cultivated in the NS and FS environments had reduced
leaf thickness, petiole length, specific leaf weight and
stomata density with increased chlorophyll content, and
degree of air space. Papaya grown in the FS environment
had reduced leaf lobules, and longer internode length
compared to the other treatments. Plants grown under HL
produced the thickest stems compared to FS and NS
treatments, whereas FS-grown plants were the tallest,
followed by HL- and NS-grown individuals. Buisson and
Lee (1993) reported that the reduced (0.26) R:FR ratio of
foliage shade presumably altered the phytochrome
equilibrium and consequently the morphology and
anatomy of papaya leaves.

Reis et al. (2005) also demonstrated that the
photosynthetic apparatus of papaya may adapt to
changes in light intensity and quality. ‘Baixinho de Santa
Amalia’ papaya cultivated in the summer and winter in the
greenhouse (ca. 30% sun light interception), compared to
plants grown in full sunlight, had higher 4 and greater g_
at midday, which was attributable to reductions in the
VPD,_. ... under greenhouse conditions. Similarly, Galan-
Satco and Rodriguez-Pastor (2007) found that in the
Canary Islands, where papaya is often grown in
greenhouses, growth and flowering habits benefited from
the climatic modifications of the greenhouse. These
authors also noted that, in addition to improved yields,
both in quantity and quality, and reduced water
consumption, there was the additional benefit of Papaya
Ringspot Virus (PRV) exclusion, which may facilitate

profitable greenhouse production in subtropical areas.
Thus, we propose that greenhouse papaya cultivation
may be an alternative production system because papaya
can adjust to as much as 30% reduction in PPFD.

Soil water availability effects on papaya physiology
and productivity: Papaya exhibits both stomatal and
non-stomatal response to soil water deficits and the
source of the response signals are both hydraulic and
non-hydraulic in nature. Marler et al. (1994) proposed
that it is highly unlikely that stomata of drought-stressed
papaya plants closed due to hydraulic signals from leaf
dehydration since leaf relative water content (RWC) and
pre-dawn xylem potential (‘I’p ) were unrelated to g_at mild
and moderate soil water deficits. They proposed that
other non-hydraulic plant signals are controlling
stomatal behavior. Marler et al. (1994) also suggested that
delaying dehydration appears to be the adaptation that
papaya uses in response to drought, even though
osmotic adjustment was not demonstrated. However,
Mahouachi et al. (2006) found that osmotic adjustment is
a contributing factor in drought adaptation in ‘Baixinho
de Santa Amalia’ papaya. In any case, Marler et al. (1994)
and Torres-Netto (2005) demonstrated that there is
genetic variability in papaya cultivar response to soil
water deficits providing clues to the mechanisms of
drought adaptation. In some cultivars there was no
alteration in the leaf RWC and ¥ | whereas in others these
characteristics were affected by water stress. In ‘Golden’
and ‘Hybrid UENF/Caliman 01’ grown under moderate
and severe water deficits, leaf RWC, ‘de,

potential, SPAD chlorophyll content and g_ all were
reduced (Torres-Netto, 2005) regardless of the studied
cultivars. In addition to the stomatal effects, moderate

osmotic

and severe water stress reduced the photochemical
quenching values (qp) and F /F_ while increasing non-
photochemical quenching (q,). ‘Golden’ had the largest
reduction in F /F , although water stress effects on q,
and g, were similar for both ‘Golden’ and ‘Hybrid UENF/
Caliman 01’ cultivars. Torres-Netto (2005) also found that,
irrespective of cultivars, the epoxidation state increased
mainly under severe stress whereas the specific leaf
weight was remarkably reduced in moderate and severe
stress. In any case, the ‘hybrid’ cultivar had greater
reductions in canopy and root dry matter than ‘Golden’ in
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response to water deficit treatments. In contrast to the
results of Torres-Netto (2005), Marler and Mickelbart
(1998) observed in field-grown papaya that 4 was halved
in ‘Red Lady’ with no reduction in F /F_under drought
stress, suggesting tolerance of PSII to drought events.

Non-stomatal effects of soil water deficits are
demonstrated when a stressed plant is re-watered but
fails to return to the pre-stressed physiological state.
Upon withholding watering for ‘Golden’ cv. for 5 d, 4
rates were reduced by both stomatal and non-stomatal
effects (Reis et al., 2004). After re-watering g, but not 4,
returned to pre-stress levels; probably 4 was limited by
biochemical and photochemical damage affecting
chlorophylls. Campostrini et al. (2004) demonstrated that
under severe water deficit, the energy absorbed in the
pigment antenna was greater than the electron transport
resulting in increased energy dissipation and a smaller
quantity of energy used in the photochemistry. Water
stress damaged the PSII chemical efficiency and this
damage could be measured on the first day after
suspending irrigation. Lawlor and Cornic (2002)
demonstrated that severe water stress (RWC < 75%)
would damage the photochemical and biochemical
system and such damage may be associated with
ribulose-1,5-bisphosphate regeneration that would
decrease ATP synthesis. This damage may chronically
reduce the photosynthetic process and delay or even
prevent complete re-establishment of photosynthesis
after re-irrigation. In contrast, in ‘Baixinho de Santa
Amalia’, despite 4 having been progressively decreased
over the course of the dehydrating cycle, reaching 73% of
the control after 40 d of water deficit, it fully resumed
upon re-hydration (Mahouachi et al., 2007), even though
the stress caused leaf drop that began to occur 7 d upon
suspending irrigation. Non-hydraulic signals such as
abscisic acid (ABA) and jasmonic acid (JA), but not
indole-3-acetic acid, differed in their accumulation
patterns under stress. Whereas ABA continuously
increased in leaves and roots during the whole period of
stress, JA initially increased and then decreased in both
organs. Mahouachi et al. (2007) proposed the
involvement of ABA as an accumulative, non-hydraulic
hormonal signal that could be involved in the induction
of several physiological responses in papaya under
progressive water stress such as the reduction in gas
exchange parameters and leaf abscission.
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Irrigation management of papaya to increase water-use
efficiency: Manipulating wetting patterns of the papaya
root zone is a technique to increase WUE. Partial
Rootzone Drying (PRD) is a technique in which a portion
of the root system is dried while the remaining roots are
kept well watered (Loveys et al., 2004). In PRD, ABA and
other chemical signals produced in the drying roots will
presumably reduce g_and leaf growth (Gowing et al.,
1990) while increasing WUE. In Brazil, Gomes et al.
(2005a,b) demonstrated that, compared to well-watered
controls, PRD increased papaya WUE in ‘Golden’ and
‘UENF/Caliman 01’ via reduction in g, but without
affecting the dark-adapted activity of PSII reaction
centers, SPAD readings, 4 rates or growth characteristics.
The expected ABA accumulation under PRD conditions
was not measured in ‘Golden’ but was demonstrated in
‘UENF/Caliman 01°. In ‘Golden’, the interaction between
the VPD, . (2 to 3 kPa) and the PRD treatment might
have caused earlier stomata closure at lower leaf ABA
levels compared to ‘UENF/Caliman 01’ (Gomes et al.,
2007).

Subsurface irrigation is another technology that may
increase WUE in papaya production. Subsurface drip
irrigation led to significantly higher fruit yield (121.4
compared to 110.6 tha') and higher WUE (40.6 compared
to 37.2 kg ha' mm") at the 20% and 120% replenishment
rates than surface drip irrigation (Srinivas, 1996). These
studies demonstrate that the papaya root system will
adapt to alternative wetting patterns of PRD and
subsurface irrigation to increase WUE.

A direct measurement of sap flow through the papaya
trunk would insure efficient water management in
commercial orchards and provides a useful methodology
to measure papaya response to environmental stress.
Reis et al. (2006) determined the relationship between sap
flow through the trunk and temperature gradients in the
trunk using probes inserted in the papaya plant stem
(Granier method). These authors constructed an
instrument that maintained a stable water flux through
0.30 m stem section with a constant pressure, simulating
the xylem sap flow through the stem. A sap flow rate of 0.6
L h'' m? corresponded to 4 rates of 20 pmol m™? s and
there was a significant relationship (R>= 0.76, P < 0.05)
between A rates and xylem flow in field-grown papaya.
There are, however, limitations to the use of the water
flow equipment in papaya. Reis (2007) measured a
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significant relationship (R?>= 0.68) between potential
(kPa),
irradiance (W m) and sap flow (L h"' m? leaf area) in the

evapotranspiration, ET (mm h''), VPD . o
summer, but in the winter no relationship could be
established. The lack of winter season correlation is due
to a ‘lag phase’ between environmental demand for water
and papaya supply capacity. In the winter there was water
loss through the canopy early in the morning with no
water movement from the trunk region where the probes
were inserted. Thus, there was a water demand from the
atmosphere without an effect on the sap flow probes.
Conversely, at sunset, when there was no demand from
the atmosphere, water passage was observed through the
probe and this movement was to supply the water deficit
in the papaya canopy (leaves, petioles and fruits).

Environmental effects on gender determination: Papaya
is a polygamous species with three basic plant types:
Male (staminate), female (pistillate) and bisexual
(hermaphrodite) plants (Crane, 2005). The female plant
has putatively more vigorous growth than the
hermaphrodite. Air temperature can influence papaya
plant gender expression (Marler et al., 1994) because
there is a tendency to produce male flowers at high
temperatures (Malo and Campbell, 1986). However, little
is known about the effect of supra-optimal temperature
on gender expression in papaya. Chutteang et al. (2007)
demonstrated that under optimal conditions for
photosynthesis, female plants, compared to
hermaphrodite individuals, had increased chlorophyll
content, electron transport in PSII, and g_. If
physiological characteristics can identify plant gender,
simple physiological measurements could identify plant

gender in the vegetative stage (Chutteang et al., 2007).

Soil compaction and root restriction effects on papaya
physiology: In commercial papaya plantations, the use of
heavy equipment on wet soils results in soil compaction
(Hakansson et al., 1988). In addition, naturally dense soil
layers or fragipans, common in tropical and subtropical
soils that represent a significant area for potential papaya
production, May ultimately impede root growth (Unger
and Kaspar, 1994). Soil compaction will reduce gas
exchange, chlorophyll content, F /F , and growth
(Campostrini et al., 1998; Yamanishi et al., 1998,
Campostrini e Yamanishi, 2001). In studies (Yamanishi et

al., 1998; Campostrini and Yamanishi, 2001) evaluating
cultivar adaptation to soil compaction and root
restriction, all cultivars had reduced total leaf number,
average leaf area, length of leaf central vein, total leaf
area, trunk diameter and tree height compared to non-
restricted plants. Campostrini et al. (1998) concluded that
rooting volume restriction induced senescence as a
general physiological response.

Soil chemical effects on papaya productivity: Papaya is
considered a species sensitive to low oxygen availability
in the soil (hypoxia), which is commonly caused by
waterlogging (Ogden et al., 1981; Malo and Campbell,
1986). Reduced oxygen can occur as a result of tropical
storms that saturate the soil for several days, flood
irrigation, as well as micro-irrigation practices that create
microenvironments of reduced soil oxygen. A completely
flooded soil can cause death to papaya plants in 2 d (Wolf
and Lynch, 1940; Khondaker and Ozawa, 2007) or 3 to 4 d
(Samson, 1980). Under hypoxic conditions, simulated by
alterations in the oxygen concentration in a hydroponic
system, Marler et al. (1994) showed that compared to the
control (6.54 mg O, L"), g_decreased shortly after 1 d of
treatment with low and moderate oxygen levels (0.63 and
3.62 mg O, L', respectively). The stomata closed
completely 3 d after treatment with low O,. The plants
subjected to a moderately reduced O, availability
responded with complete stomatal closure on the ninth
day. The control treatment did not show stomatal closure.
Khondaker and Ozawa (2007) constructed chambers that
controlled soil gas composition at ambient (20%), 18%
and 11% oxygen; under soil oxygen at and below 18%, A4,
chlorophyll content, large and small roots, and shoot dry
matter were all decreased. According to Schaffer et al.
(1992), even in species considered tolerant, reduction in
gas exchange is common during hypoxia conditions,
although they promptly resume growth and gas exchange
after the stress is removed. Papaya, considered sensitive
to hypoxia, responds with accentuated senescence
(chlorotic leaves), leaf fall and does not recover after
hypoxic conditions are removed (Marler et al., 1994).
These studies indicate that papaya is sensitive to small
reductions in soil oxygen content and it is likely that
micro-irrigation saturation of a small portion of the soil is
having some negative effects. Consequently, a well-
drained soil is essential for high productivity.
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Papaya grows well on a range of well-drained soils.
Soil pH is generally not a limiting factor. Seedling
germination was unaffected by pH from 3.0 to 9.0 (Marler,
2007) and seedling growth was not affected by pH from
4.0 to 9.0 (Marler, 1998) but nevertheless papaya
generally grows best in near neutral soils with pH in the
range 6 to 7 due to the interaction of soil pH with nutrient
availability.

Papaya seed germination is inhibited by very low
levels of salinity (Kottenmeier et al., 1983), yet seedling
growth can be stimulated by 1/10 seawater salinity levels
(8 mS cm!) when compared to a Hoagland’s nutrient
solution control. Maas (1993), however, classified papaya
production as moderately sensitive with salinity effects
at 3 mS cm™. Wu and Dodge (2005) found that papaya was
moderately tolerant to saline over-head irrigation with
symptoms appearing on less than 10% of leaves when
plants were irrigated with water containing 200 mg Na* L-!
and 400 mg CI- L' (approximately 1 mS cm™'). Papaya was
also moderately tolerant of soil electrical conductivity
greater than 2 and less than 4 mS em!. Similarly Elder et al.
(2000) found that moderately saline water (1.4 to 4 mS cm™)
applied in trickle or under-tree mini-sprinkler irrigation
had no adverse affect on productivity but when overhead
applied, there was leaf damage and reduced growth.

Mycorrhizal fungi effects on papaya productivity: The
beneficial effects of arbuscular mycorrhizal (AM) fungi in
the plant kingdom and agricultural cropping systems are
well documented, and include increased P, water, and
nutrient uptake as well as improved pest resistance
(Harley and Smith, 1983; Bethlenfalvay and Linderman,
1992). Arbuscular mycorrhizal fungi colonize papaya
under natural conditions. Papaya appears to be very
dependent on AM since plants in sterilized soil, as
compared to inoculated, showed poor growth and
particularly P uptake (Habte, 2000). However, natural
inoculation of AM is not always sufficient for maximal
growth of papaya. For example, Mamatha et al. (2002)
demonstrated that field-planted, 1.5-year-old plants (var.
‘Solo’) had increased fruit yield when inoculated with
Glomus mosseae and G. caledonium with or without the
addition of Bacillus coagulans which increases AM
colonization. Cover crops and pastures of Bahiagrass
(Paspalum notatum) and millet (Pennisetum glaucum)
promote AM infection of papaya (Cruz et al., 2003). The
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species of AM used affects plant productivity. Effective
species include: G. mosseae, G. claroideum and G.
fasciculatum. A survey of 67 soil and papaya samples the
north of Espirito Santo and Bahia States, Brazil,
demonstrated a range of colonization ranging from 6% to
83% (Trindade et al., 2006). Colonization rates and spore
density were positively correlated with soil organic
matter and coarse sand fractions and negatively
correlated with fine sand. All Glomerales familes were
represented and the most common species were G.
etunicatum, Paraglomus occultum, Acaulospora
scrobiculata and Gigaspora sp.

The mycorrhizal network is a key to improving the
acquisition of nutrients and water in papaya production.
Management factors that increase colonization of
effective fungi can be expected to improve nutrient and
water-use efficiencies. Cruz et al. (2000) grew ‘Solo’
papaya in pots with or without AM for three months, then
conducted a water stress study. During a 20-d water
stress treatment, leaf water potential of all plants
decreased (more negative), but to a greater extent in non-
AM than in AM treatments, suggesting larger internal
water deficit in the former. Soil ethylene levels and ACC
activity were reduced by AM under these water deficit
conditions, further supporting a reduced water stress
severity in AM-treated plants. Such a reduction occurred
despite an increase in above-ground mass and leaf area
and was due largely to a significant increase in root mass
in the AM treatment that was more effective in water
uptake than the non-AM treatment.

CONCLUSIONS

Environmental factors profoundly affect the

photosynthetic processes in papaya and an
understanding of the environmental factors and their
interaction with physiological processes is extremely
important for economically sustainable production in the
nursery or in the field. With improved, science-based
management, growers will optimize photosynthetic
carbon assimilation and increase papaya fruit
productivity and quality. The challenge for papaya
production will be to increase high quality fruit
production in marginal sites where the abiotic
environment is limiting. Supra-optimal temperatures and

water deficits are the most likely environmental factors
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limiting production. Science-based management can meet
the water demands of the plant in a more efficient manner
through improved irrigation technology. Plant
temperature can be reduced through overhead cooling
systems or reflectant materials. These cultural
techniques only serve to moderate the environment for
the existing genetic base of papaya. Considerable genetic
variation exists in present-day papaya genotypes.
Maximum A rates, PS II sensitivity to light and
temperature, stomatal response to VPD and wind action,
chlorophyll content and dry matter partitioning to fruit
are key ecophysiological parameters under some degree
of genetic control. The rapid expansion of genetic
knowledge relating gene expression with physiological
response, functional genomics, will provide papaya
breeders with information to develop productive
phenotypes adapted to the tropical and subtropical
climatic variation.

Acknowledgments: The authors would like to thank the
Financiadora de Estudos e Projetos (FINEP/Brazil),
Conselho Nacional de Desenvolvimento Cientifico e
Tecnolégico (CNPq/Brazil), Coordenacdo de Aperfei-
¢oamento de Pessoal de Nivel Superior (CAPES/Brazil),
Fundacao Carlos Chagas Filho de Amparo a Pesquisa do
Estado do Rio de Janeiro (FAPERJ/Brazil) and Caliman
Agricola SA (Brazilian papaya company) for financial
support of the research carried out in the Plant
Ecophysiology Group (UENF). They also thank Dr. Maria
Manoela Chaves (Instituto de Tecnologia Quimica e
Biologica, ITQB, Portugal) and Dr. Jos¢é Domingos
Cochicho Ramalho (Instituto de Investigagdo Cientifica
Tropical, IICT, Portugal), for their invaluable assistance
regarding studies on water relations made by the post-
graduate D.Sc. student Alena Torres-Netto. The authors
wish to thank Dr. Mara de Menezes de Assis Gomes
(Fundagao de Apoio a Escola Técnica, FAETEC, Brazil),
Dr. Fabricio de Oliveira Reis (Universidade Federal do
Espirito Santo, Brazil) and the postgraduate M.Sc.
students Tatiana Barroso Chiquieri, Tiago Massi Ferraz
and Fernanda Assumpg¢do Castro, and the scientific
initiation students Leticia da Costa Azevedo and Marcelo
Araujo de Souza for their help in obtaining the data. They
also thank Dynamax (Houston, Texas, USA) for providing
the probes to measure the xylem sap flow, and Dr. Richard
Ian Samuels (UENF) for reading of an early draft of this
review.

REFERENCES

Allan P, Jager J (1978) Net photosynthesis in macadamia
and papaw and the possible alleviation of heat stress.
Crop Prod. 7:125-128.

Bethlenfalvay GJ, RG Linderman (1992) Mycorrhizae in
sustainable agriculture. ASA/CSSA/SSA, ASA Special
Publication, Madison.

Buisson D, Lee DW (1993) The development responses
of papaya leaves to simulated canopy shade. Am. J.
Bot. 80:947-952.

Campostrini E (1997) Comportamento de quatro
genotipos de mamoeiro (Carica papaya L.) sob
restricdo mecédnica ao crescimento do sistema
radicular. Campos dos Goytacazes, RJ, Universidade
Estadual do Norte Fluminense. DSc thesis.

Campostrini E, Yamanishi OK (1998) Influence of root
restriction on physiological characteristics of four
papaya (Carica papaya) genotypes. In: Proceedings
of XIth International Congress on Photosynthesis.
Budapeste, Hungary, pp.3821-3824.

Campostrini E, Yamanishi OK (2001) Influence of
mechanical root restriction on gas-exchange of four
papaya genotypes. Braz. J. Plant Physiol. 13:129-138.

Campostrini E, Kiyoshi O, Martinez CA (2001) Leaf gas
exchange characteristics of four papaya genotypes
during different stages of development. Rev. Bras.
Frutic. 23:522-525.

Campostrini E, Castro FA, Chiquieri TB, Reis FO, Torres
Neto AT, dos Santos AM, Costa Azevedo L, Gomes
MMA, de Souza MA (2004) Estresse hidrico em mudas
de mamoeiro “Golden”: efeitos sobre a fotoquimica da
fotossintese. In: Annals of the XVIII Congresso
Brasileiro de Fruticultura. Floriandpolis, Brazil.

Castro FA (2005) Relagdes do valor do medidor portatil de
clorofila (SPAD-502) com o processo fotossintético e
com o teor de nitrogénio organico em dois gendtipos
de Carica papaya L. Campos dos Goytacazes,
Universidade Estadual do Norte Fluminense. MSc
thesis.

Chutteang C, Yingjajaval S, Wasee S (2007) Leaf
photosynthetic potential of female and hermaphrodite
papaya (Carica papaya cv. Khaeg Nuan). Acta Hort.
740:197-202.

Clemente HS, Marler TE (1996) Drought stress influences
gas-exchange responses of papaya leaves to rapid
changes in irradiance. J. Am. Soc. Hort. Sci. 12:292-295.

Braz. J. Plant Physiol., 19(4):413-424, 2007



422 E. CAMPOSTRINI and D.M. GLENN

Clemente HS, Marler TE (2001) Trade winds reduce
growth and influence gas exchange patterns in papaya
seedlings. Ann. Bot. 88:379-385.

Crane JH (2005) Papaya growing in the Florida Home
Landscape. University of Florida. IFAS Extension. 8p.

Critchley C (1998) Photoinhibition. In: Raghavendra AS
(ed), Photosynthesis: A Comprehensive Treatise, pp.
264-272. Cambridge University Press, London, United
Kingdom.

Cruz AF, Ishii T, Kadoya K (2000) Effects of arbuscular
mycorrhizal fungi on tree growth, leaf water potential,
and levels of 1-aminocyclopropane-1-carboxylic acid
and ethylene in the roots of papaya under water stress
conditions. Mycorrhiza 10:121-123.

Cruz AF, Ishii T, Matsumoto I, Kadoya K (2003)
Evaluation of the mycelial network formed by
arbuscular mycorrhizal hypae in the rhizosphere of
papaya and other plants under intercropping system.
Braz. J. Microbiol. 34:72-76.

Elder RJ, Macleod WNB, Bell KL, Tyas JA, Gillespie RL
(2000) Growth, yield and phenology of 2 hybrid
papayas (Carica papaya L.) as influenced by method
of water application. Aust. J. Exp. Agric. 40:739-746.

El-Sharkawy MA, Cock MJH, Hernandez ADP (1985)
Stomatal response to air humidity and its relation to
stomatal density in a wide range of warm climate
species. Photosynth. Res. 7:137-149.

Force L, Critchley C, Van Rensen JJS (2003) New
fluorescence  parameters for monitoring
photosynthesis in plants 1. The effect of illumunation
illumination on the fluorescence parameters of the JIP-
test. Photosynth. Res. 78:17-33

Galan-Sauco VG, Rodriguez-Pastor MCR (2007)
Greenhouse cultivation of papaya. Acta Hort. 740:191-
195.

Gomes MMA, Campostrini E, Chiquieri TB, Ferraz TM,
Siqueira LN, Bortot PA, Souza MA, Costa Azevedo L,
Reis FO, Leal NR (2005a) Trocas gasosas e conteudo
de 4cido abscisico em mamoeiro submetido a secagem
parcial do sistema radicular (split-root). Annals of the
X Congresso Brasileiro de Fisiologia Vegetal. Recife,
Brazil. (on CD-ROM).

Gomes MMA, Campostrini E, Chiquieri TB, Ferraz TM,
Siqueira LN, Reis FO, Costa Azevedo L, Souza MA,
Bortot PA, Leal NR (2005b) Efeitos da secagem parcial
e total do substrato de cultivo na assimilagdo de CO,,

Braz. J. Plant Physiol., 19(4):413-424, 2007

rendimento quantico do PSII e pigmentos fotossin-
téticos no genotipo UENF-Caliman 01. Annals of the 1T
Simposio do Papaya Brasileiro. Vitoria, Brazil, pp.534-
537.

Gomes MMA, Ferraz TM, Siqueira LN, Campostrini E,
Chiquieri TB, Bortot PA, Souza MA, Costa Azevedo L,
Reis FO, Leal NR (2007) Condutancia estomatica e
contetido de acido abscisico em mamoeiro ‘Golden’ e
‘Calimosa’ submetido a secagem parcial do sitema
radicular (split-root). In: Annals of the III reunido de
Pesquisa do Frutimamao. Canpos dos Goytcazes,
Brazil, pp.129-131.

Gowing DJG, Davies WJ, Jobes HG (1990) A positive root-
sourced signal as an indicator of soil drying in apple,
Malus x domestica-Borkh. J. Exp. Bot. 41:1535-1540.

Habte M (2000) Mycorrhizal fungi and plant nutrition In:
Silva JA, Uchida R (eds), Plant Nutrient Management
in Hawaii’s Soils, Approaches for Tropical and
Subtropical Agriculture. University of Hawaii, Manoa.

Hakansson I, Voorhees WB, Riley H (1988) Vehicle and
wheel factors influencing soil compaction and crop
response in different traffic regimes. Soil Tillage Res.
11:239-282.

Harley JL, Smith SE (1983) Mycorrhizal Symbiosis.
Academic Press, New York.

Hendry GAF, Price H (1993) Stress Indicators:
Chlorophylls and Carotenoids. In: Hendry GAF, Grime
JP (eds), Methods in Comparative Plant Ecology.
pp.148-152. Chapman & Hall, London.

Imai K, Ogura F, Murata Y (1982) Photosynthesis and
respiration of papaya (Carica papaya L.) leaves.
Oecolol. Plant. 4:399-407.

Jeyakumar P, Kavino M, Kumar N (2007) Physiological
performance of papaya cultivars under abiotic stress
conditions. Acta Hort. 740:209-214.

Khondaker NA, Ozawa K (2007) Papaya plant growth as
affected by soil air oxygen deficiency. Acta Hort.
740:225-232.

Knight RJ (1980) Origin and world importance of tropical
and subtropical fruit crops. In: Nagy S, Shaw PE (eds),
Tropical and Subtropical Fruits: Composition,
Properties, and Uses, pp.1-120. AVI Publishing,
Westport.

Kottenmeier W, Chang J, Siegel SM, Siegel BZ (1983)
Stimulation of growth in papaya and other plants by
dilute salt solutions. Water Air Soil Pollut. 20:447-450.



PAPAYA ECOPHYSIOLOGY 423

Lassoudiere A (1968) Le papayer (Deuxieme paitie). Fruits
23:585-596.

Lawlor DW (1993) Photosynthesis: Molecular,
Physiological and Environmental Process. Longman
Scientific & Technical, Hong Kong.

Lawlor DW, Cornic G (2002) Photosynthetic carbon
assimilation and associated metabolism in relation to
water deficits in higher plants. Plant Cell Environ.
25:275-294.

Lee DW (1998) Simulating forest shade to study the
developmental ecology of tropical plants: juvenile
growth in three vines in India. J. Trop. Ecol. 4:281-292.

Lin ZF, Ehleringer J (1982a) Changes in spectral
properties of leaves as related to chlorophyll content
and age of papaya. Photosynthetica 16:520-525.

Lin ZF, Ehleringer J (1982b) Effects of leaf age on
photosynthesis and water use efficiency of papaya.
Photosynthetica 16:520-525.

Loveys BR, Davies WJ (2004) Physiological approaches
to enhance water use efficiency in agriculture:
exploiting plant signaling in novel irrigation practice.
In: Bacon, M.A. (ed), Water Use Efficiency in Plant
Biology, pp.113-141. CRC Press, Boca Raton.

Maas EV (1993) Plant growth response to salt stress. In:
Lieth H, Al Masoom A (eds), Towards the Rational Use
of High Salinity Tolerant Plants, pp.279-291. Kluwer
Academic Publishers, Dorchrecht.

Machado-Filho JA, Campostrini E, Yamanishi OK,
Fagundes GR (2006) Efeito da umidade do ar nas trocas
gasosas em folhas de mamoeiro (Carica papaya L.) culti-
vado em condi¢des de campo. Bragantia 65:185-196.

Mahouachi J, Socorro AR, Taléon M (2006) Responses of
papaya seedlings (Carica papaya L.) to water stress
and rehydration: growth, photosynthesis and mineral
nutrient imbalance. Plant Soil 281:137-146.

Mahouachi J, Arbona V, Gémez-Cadenas AG (2007)
Hormonal changes in papaya seedlings subjected to
progressive water stress and re-watering. Plant Growth
Regul. 53:43-51.

Malo SE, Campbell CW (1986) The papaya. University of
Florida, Cooperative Extension Service Fruits Crops
Fact Sheet FC-11. Gainesville.

Mamatha G, Bagyaraj DJ, Jaganath S (2002) Inoculation of
field-established mulberry and papaya with arbuscular
mycorrhizal fungi and a mycorrhiza helper bacterium.
Mycorrhiza 12:313-316.

Marler TE (1998) Solution pH influences on growth and
mineral element concentrations of ‘Waimanalo’ papaya
seedlings. J. Plant Nutr. 21:2601-2612.

Marler TE (2007) Papaya seed germination and seedling
emergence are not influenced by solution pH. Acta
Hort. 740: 203-207.

Marler TE, Mickelbart MV (1998) Drought, leaf gas
exchange, and chlorophyll fluorescence of field grown
papaya. J. Am. Soc. Hort. Sci. 123:714-718.

Marler TE, George AP, Nissen RJ, Anderssen PC (1994)
Miscellaneous tropical fruits. In: Schaffer B,
Anderssen PC (eds), Handbook of Environmental
Physiology of Fruits Crops, vol. II: Sub-Tropical and
Tropical Crops, pp.199-224. CRC Press, Boca Raton.

Morton J (1987) Papaya. In: Morton JL (ed), Fruits of
Warm Climates, pp.336-346. Creative Resource
Systems, Miami.

Ogden MAH, Jackson LK, Campbell CW (1981) Florida
tropical fruit culture via master gardener. Proc. Fla. Sta.
Hort. Soc. 94:222-225.

Perez Pena J, Tarara J (2004) A portable whole canopy gas
exchange system for several mature field-grown
grapevines. Vitis 43:7-14.

Poni S, Magnanini E, Rebucci B (1997) An automated
chamber system for measurements of whole-vine gas
exchange. HortScience 32:64-67.

Quereix A, Dewar RC, Gaudillere JP, Dayau S, Valancogne
C (2001) Sink feedback regulation of photosynthesis in
vines: measurement and a model. J. Exp. Bot. 52:2313-
2322.

Reis FO (2003) Trocas gasosas, eficiéncia fotoquimica e
fluxo de seiva xilemdatica em mamoeiro do grupo
Formosa cultivado em condi¢do de campo na regido
norte fluminense. Campos do Goytacazes, Universidade
Estadual do Norte Fluminense. MSc thesis.

Reis FO (2007) Microaspersdo sobrecopa em mamoeiro
‘Golden’: um estudo relacionado as trocas gasosas, a
eficiéncia fotoquimica e ao fluxo de seiva xilematica.
Campos do Goytacazes, Universidade Estadual do
Norte Fluminense. DSc thesis.

Reis FO, Campostrini E (2005) Otimizagdo das trocas
gasosas ao meio dia, por meio de aplicagdo de dgua
sobre o dossel do mamoeiro. Annals of the IT Simpdsio
do Papaya Brasileiro. Vitoria, Brazil, pp.385-389.

Reis FO, Campostrini E, de Sousa EF, Silva MG (2006) Sap
flow in papaya plants: Laboratory calibrations and

Braz. J. Plant Physiol., 19(4):413-424, 2007



424 E. CAMPOSTRINI and D.M. GLENN

relationships with gas exchange under field
conditions. Sci. Hort. 110:254-259.

Reis FO, Campostrini E, Martelleto LAP, Vasconcellos
MAS, Ribeiro RLD (2005) Trocas gasosas em folhas do
mamoeiro ‘Baixinho de Santa Amalia’ sob diferentes
ambientes de cultivo. Annals of the X Congresso
Brasileiro de Fisiologia Vegetal. Recife, Brazil (on CD-
ROM).

Reis FO, Campostrini E, Chiquieri TB, Castro FA, Torres
Netto A, dos Santos AM, Costa Azevedo L, Gomes
MMA, de Souza MA (2004) Estresse hidrico em
plantas de mamoeiro Golden: efeitos estomaticos e
ndo-estomaticos. Annals of the XVIII Congresso
Brasileiro de Fruticultura. Florian6polis, Brazil (on CD-
ROM).

Salazar R (1978) Determination of photosynthesis in
commercial varieties of papaw (Carica papaya L.) and
its possible relationship with the production and
quality of the fruits. Rev. ICA 13:291-295.

Samson JA (1980) Tropical Fruits. Logman, London.

Schaffer B, Andersen PC (1994) Introduction. In: Schaffer
B, Andersen PC (ed), Handbook of Environmental
Physiology of Fruit Crop, pp.1-2. CRC Press, Boca
Raton.

Schaffer B, Andersen PC, Ploetz RC (1992) Responses of
fruit trees to flooding. Hort. Rev. 13:257-313.

Smillie RM (1979) The useful chloroplast: a new approach
for investigating chilling stress in plants. In: Lyons
JM, Graham D, Raison JK (eds), Low Temperature
Stress in Crop Plants, pp.187-202. Academic Press,
New York.

Srinivas K (1996) Plant water relations, yield, and water
use of papaya (Carica papaya L.) at different
evaporation-replenishment rates under drip irrigation.
Trop. Agric. 73:264-269.

Strasser BJ, Strasser RJ (1995) Measuring fast
fluorescence transients to address environmental
questions: The JIP test. In: Proceedings of Xth
International Photosynthesis Congress. Dordrecht,
Netherlands, pp.977-980.

Torres-Netto A (2005) Atributos fisioldgicos e relacdes
hidricas em gendtipos de mamoeiro (Carica papaya L.)
na fase juvenil. Campos dos Goytacazes, Universidade
Estadual do Norte Fluminense. DSc thesis.

Braz. J. Plant Physiol., 19(4):413-424, 2007

Torres-Netto A, Campostrini E, Oliveira JG, Bressan-Smith
RE (2005) Photosynthetic pigments, nitrogen,
chlorophyll a fluorescence and SPAD-502 readings in
Coffea leaves. Sci. Hort. 104:99-209.

Torres-Netto A, Campostrini E, Oliveira JG, Yamanishi OK
(2002) Portable chlorophyll meter for the quantification
of photosynthetic pigments, nitrogen and the possible
use for assessment of the photochemical process in
Carica papaya L. Braz. J. Plant Physiol. 14:203-210.

Torres-Netto A, Reis FO, Campostrini E, Oliveira JG, de
Campos AC, Ferreguetti G (2000) Em plantas de
mamoeiro cultivadas sob condi¢do de campo, a
reducdo da taxa fotossintética foi causada pelo déficit
de pressdo de vapor (folha-ar) ¢ ndo pela reducdo na
eficiéncia fotoquimica. Annals of the XVII Congresso
Brasileiro de Fruticultura. Belém, Brazil (on CD-ROM).

Trindade AV, Siqueira JO, Sturmer SL (2006) Arbuscular
mycorrhizal fungi in papaya plantations of Espirito
Santo and Bahia, Brazil. Braz. J. Microbiol. 37:283-289.

Unger PW, Kaspar TC (1994) Soil compaction and root
growth: a review. Agron. J. 86:759-766.

Wolf HS, Lynch SJ (1940) Papaya Culture in Florida.
University of Florida Agricultural Experimental Station
Bulletin no. 350.

Wu L, Dodge L (2005) Special Report for the Elvenia J.
Slosson Endowment Fund. Department of Plant
Sciences, University of California, Davis CA 95616
http://ucce.ucdavis.edu/files/filelibrary/5505/
20091.pdf.

Xu DQ, Shen Y (1997) Midday depression of
Photosynthesis. In: Pessarakli M (ed), Handbook of
Photosynthesis, pp.451-459. Marcel Dekker, New York.

Yadava UL, Burris AJ, McCrary D (1990) Papaya: a
potential annual crop under middle Georgia
conditions. In: Janick J, Simon JE (eds), Advances in
New Crops, pp.364-366. Timber Press, Oregon.

Yamanishi OK, Campostrini E, Marin SL, Martelleto LAP
(1998) Influence of root zone restriction on the growth
of four papaya (Carica papaya L.) genotypes. Acta
Hort. 516:155-162.

Zhou L, Christopher DA, Paull R (2000) Defoliation and
fruit removal effects on papaya fruit production, sugar
accumulation, and sucrose metabolism. J. Am. Soc.
Hort. Sci. 125: 644-652.



