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Wine sensory experience includes flavor, aroma, color, and  even acoustic traits, which impact consumer acceptance. The

quality of the wine can be negatively impacted by the presence of off-flavors and aromas. Flavor profiles of wines are the

result of a vast number of variations in vineyard and winery production, including grape selection, winemaker’s knowledge

and technique, and tools used to produce wines with a specific flavor. One of the most important “tools” for modulating

flavor in wines is the choice of the yeasts. During alcoholic fermentation, the wine yeasts extract and metabolize

compounds from the grape must by modifying grape-derived molecules, producing flavor-active compounds.
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1. Introdcution

Yeast and bacteria are vital to the development of wine flavor. Many biosynthetic pathways, in wine yeast and malolactic

bacteria, are responsible for the formation of wine aroma and flavor. However, we cannot discard the other factors that

can also influence the wine chemical composition, such as viticultural practices, grape-must composition, pH,

fermentation temperature, and technological aspects associated with the vinification process . So, depending on their

origin, wine aroma and flavor compounds can be named varietal aromas (originating from the grapes), fermentative

aromas (originating during alcoholic and malolactic fermentations), and aging aromas (developed during the reductive or

oxidative wine-aging that depends on storage conditions) .

Most of the wine aroma and flavor compounds are produced or released during wine fermentation due to microbial

activities of Saccharomyces and non-Saccharomyces yeast genera (Brettanomyces, Candida, Debaryomyces,
Hanseniaspora, Hansenula, Kloeckera, Kluyveromyces, Lachancea, Metschnikowia, Pichia, Saccharomycodes,
Schizosaccharomyces, Torulaspora, and Zygosaccharomyces). Both in spontaneous and inoculated wine fermentations,

non-Saccharomyces are important in early stages of the fermentation, before Saccharomyces becomes dominant in the

culture, and contribute meaningfully to the global aroma profile of wines by producing flavor-active compounds .

A group of aroma compounds has been directly linked to specific varietal flavors and aromas in wines . Most of these

compounds are present at low concentrations in both grapes and fermented wine. These aroma compounds are found in

grapes in the form of non-odorant precursors that, due to the metabolic activity of Saccharomyces and non-

Saccharomyces yeast during fermentation, are transformed to aromas and flavor that are of great relevance in the

sensory perception of wines  (Table 1).

Table 1. Main odorants contributing to varietal aromas of some monovarietal wines.

Compounds Main Cultivars Odour Descriptor Ref.

Geraniol
Muscat,

Gewurztraminer
Citrus, floral, geranium

Linalool
Muscat,

Gewurztraminer
Floral, lavender
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Nerol Muscat Floral

Tetrahydro-4-methyl-2-(2-

methyl-1-propenyl)-2,5-cis-2h-

pyran (cis-rose oxide)

Gewurztraminer Geranium oil

3,6-Dimethyl-3a,4,5,7a-

Tetrahydro-3h-1-Benzofuran-

2-One

Gewurztraminer Coconut, woody, sweet

3-Isobutyl-2-

Methoxypyrazines
Sauvignon blanc Bell pepper

4-Methyl-4-Mercaptopentan-

2-One
Sauvignon blanc Black currant

3-Mercapto-1-Hexanol  (R

Isomer)
Sauvignon blanc Grapefruit, citrus peel

1,1,6-Trimethyl-1,2-

Dihydronaphthalene
Riesling Kerosene

3-Mercapto-1-Hexanol   (S

Isomer)
Semillon Passion fruit

Rotundone Shiraz Black pepper

During alcoholic fermentation, some yeast, mainly non-Saccharomyces yeasts, can release β-glucosidases that hydrolyze

the glycosidic bonds of the odorless non-volatile glycoside linked forms of monoterpenes (geraniol, linalool, nerol, among

others), releasing the odor compounds to the wine . Volatile thiols that give Sauvignon blanc wines their characteristic

aroma (bell pepper, black currant, grapefruit, and citrus peel) are not present in grape juice but occur in grape must as

odorless, non-volatile, cysteine-bound conjugates. During fermentation, the wine yeasts are responsible for the cleaving of

the thiol from the precursor .

However, the major groups of aromas and flavor compounds from the fermentative origin are ethanol, higher alcohols or

fusel alcohols, and esters. The biosynthetic pathways responsible for the formation of higher alcohols, the Ehrlich

pathway, or the enzymes responsible for the formation of esters, have been studied in wine yeasts .

Higher alcohols are derived from amino acid catabolism via a pathway that was first described by Ehrlich  and later

revised by Neubauer and Fromherz in 1911 . Amino acids that are assimilated by the Ehrlich pathway (valine, leucine,

isoleucine, methionine, and phenylalanine), present in grape must are metabolized by yeasts, sequentially, throughout the

fermentation. Figure 1 shows the metabolism of phenylalanine with the production of 2-phenylethanol and, after oxidation

of phenylacetaldehyde, the formation of phenylacetate. Both compounds possess a pleasant rose-like aroma/flavor.
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Figure 1. Schematic representation of the Ehrlich pathway for the catabolism of the aromatic amino acid, phenylalanine

leading to the formation of 2-phenylethanol . This biosynthetic pathway consists of three steps (reactions 1, 2 and 3):

first, amino acids are deaminated to the corresponding α-ketoacids, in reactions catalyzed by transaminases. In a second

step, α-ketoacids are decarboxylated and converted to their corresponding aldehydes (five decarboxylases are involved in

this process), in a third step, alcohol dehydrogenases (Adh1p to Adh6p and Sfa1p) catalyze the reduction of aldehydes to

their corresponding higher alcohols .

2. Mechanisms 

Studies have shown that profiles and concentrations of higher alcohols produced vary by yeast species, even when the

fermentation conditions are similar, which indicates that the mechanisms that regulate the Ehrlich pathway are diverse in

non-Saccharomyces yeasts compared to Saccharomyces . So, Ehrlich pathway mechanisms should be explored in

detail in non-Saccharomyces yeasts as it contributes to the formation of important and flavorful wine aromas .

The most important esters are synthetized by yeasts during alcoholic fermentation as a detoxification mechanism since

they are less toxic than their correspondent alcohol or acidic precursors. Moreover, their synthesis serves as a

mechanism for the regeneration of free CoA from its conjugates .

Esters (Figure 2) that contribute to wine aroma, derived from fermentation, belong to two categories: the acetate esters of

higher alcohols and the ethyl esters of medium-chain fatty acids (MCFA). Acetate esters are formed inside the yeast cell,

and in S. cerevisiae the reaction is metabolized by two alcohol acetyltransferases, AATase I and AATase II (encoded by

genes ATF1 and ATF2 . Eat1p is responsible for the production of acetate and propanoate esters . Most

medium-chain fatty acid ethyl ester biosynthesis during fermentation is catalyzed by two enzymes, Eht1p and Eeb1p

.
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Figure 2. Schematic representation of the most important wine esters: ethyl acetate (glue-like aroma), isoamyl acetate

(banana aroma), 2-phenylethyl acetate (roses and honey aromas), isobutyl acetate (sweet-fruits aromas), and ethyl

caproate and ethyl caprylate with a sour-apple aroma .

Volatile fatty acids also contribute to the flavor and aroma of the wine. During yeast fermentation, long-chain fatty acids

(LCFAs) are also formed via the fatty-acid synthesis pathway from acetyl-CoA in concentrations varying from ng/L to

g/L . Medium-chain fatty acids (MCFAs (C  to C )) are produced primarily by yeasts as intermediates in the

biosynthesis of LCFAs that are prematurely released from the fatty acid synthase complex. These acids (Table 2) directly

contribute to the flavor of wine or serve as substrates that participate in the formation of ethyl acetates . As most have

unpleasant aromas (see Table 2), their formation should be minimized.

Table 2. Main medium-chain fatty acids (MCFAs (C  to C )), produced by yeasts during alcoholic fermentation.

Fatty Acid Associated Aroma
Odor Threshold

(μg/L) 

Butanoic Acid Rancid butter or baby vomit aroma 173

Hexanoic Acid Sour, fatty, sweat, cheese 420

Octanoic Acid Fatty, waxy, rancid oily, vegetable, cheesy 500

Decanoic Acid Unpleasant rancid, sour, fatty, citrus 1000

2-Methylpropanoic Acid Acidic sour, cheese, dairy, buttery, rancid 2300

2- and 3-Methylbutyric Acid Sour, stinky feet, sweaty, cheese, tropical 33

 Measured in model wine, water/ethanol (90 + 10, w/w) .

Sulfur-containing compounds can also be formed by yeasts during alcoholic fermentation. They are usually perceived as

off-flavors. The sulfur-containing compounds can be derived from the grape and the metabolic activities of yeast and

bacteria. They can also occur due to the chemical reactions during the wine aging and storage and also due to

environmental contamination . They can be formed by enzymatic mechanism as the products of metabolic and

fermentative pathways whose substrates are both amino acids and some sulfur-containing pesticides. When wine

microorganisms metabolize these thiols, the sulfur compounds formed are considered off-flavors  which convey

negative notes such as cabbage, garlic, onion, rotten eggs, rubber, and sulfur to wines . However, there are some

volatile thiols that may confer enjoyable aromatic notes at trace levels, such as 4-mercapto-4-methylpentan-2-one

(4MMP), 3-mercaptohexan-1-ol (3MH), already mentioned in Table 1, and 3-mercaptohexyl acetate (3MHA), important for

the characterization of the typical Sauvignon Blanc wine aroma .

Finally, another important family of aromatic compounds present in wines are the carbonyl compounds. In this group we

may include acetaldehyde, acrolein, ethyl carbamate, formaldehyde, and furfural . Several factors may contribute to the

presence of carbonyl compounds in wines, including the fermentation of over-ripe grapes and increasing the maceration

time, probably due to increased concentration of the precursors like amino acids and glucose in the must . Due to their

carbonyl group, carbonyl compounds present a high reactivity with the nucleophile’s cellular constituents  and may

cause cell damage. So, these compounds are toxic, and their formation should be avoided.

[24]

[28]
6 12

[29]

6 12

1

1 [30]

[31]

[32]

[33]

[10][11][34]

[35]

[36]

[37]



References

1. Swiegers, J.; Bartowsky, E.; Henschke, P.; Pretorius, I. Yeast and bacterial modulation of wine aroma and flavour. J. Gr
ape Wine Res. 2005, 11, 139–173, doi:10.1111/j.1755-0238.2005.tb00285.x.

2. Belda, I.; Ruiz, J.; Esteban-Fernández, A.; Navascués, E.; Marquina, D.; Santos, A.; Moreno-Arribas, M. Microbial Cont
ribution to Wine Aroma and Its Intended Use for Wine Quality Improvement. Molecules 2017, 22, 189, doi:10.3390/mol
ecules22020189.

3. García, V.; Vásquez, H.; Fonseca, F.; Manzanares, P.; Viana, F.; Martínez, C.; Ganga, M. Effects of using mixed wine y
east cultures in the production of chardonnay wines. Argent. Microbiol. 2010, 42, 226–229.

4. Jolly, N.P.; Varela, C.; Pretorius, I.S. Not your ordinary yeast: Non-Saccharomyces yeasts in wine production uncovere
d. FEMS Yeast Res. 2014, 14, 215–237, doi:10.1111/1567-1364.12111.

5. Polásková, P.; Herszage. J.; Ebeler, S. Wine flavor: Chemistry in a glass. Soc. Rev. 2008, 37, 2478–2489, doi:10.1039/
b714455p.

6. Ruiz, J.; Kiene, F.; Belda, I.; Fracassetti, D.; Marquina, D.; Navascués, E.; Calderón, F.; Benito, A.; Rauhut, D.; Santos,
A.; et al. Effects on varietal aromas during wine making: A review of the impact of varietal aromas on the flavor of wine.
Microbiol. Biotechnol. 2019, 103, 7425–7450, doi:10.1007/s00253-019-10008-9.

7. Lanaridis, P.; Salaha, M.J.; Tzourou, I.; Tsoutsouras, E.; Karagiannis, S. Volatile Compounds in Grapes and Wines Fro
m Two Muscat Varieties Cultivated In Greek Islands. Int. Sci. Vigne Vin 2002, 36, 39–47, doi:10.20870/oeno-one.2002.
36.1.981.

8. Ong, P.K.C.; Acree, T.E. Similarities in the Aroma Chemistry of Gewürztraminer Variety Wines and Lychee (Litchi chine
sis Sonn.) Fruit. J. Agric. Food Chem. 1999, 47, 665–670, doi:10.1021/jf980452j

9. Arévalo Villena, M.; Úbeda Iranzo, J.; Cordero Otero, R.; Briones Pérez, A. Optimization of a rapid method for studying
the cellular location of β-glucosidase activity in wine yeasts. Appl. Microbiol. 2005, 99, 558–564, doi:10.1111/j.1365-26
72.2005.02627.x.

10. Marais, J. Sauvignon blanc Cultivar Aroma - A Review. Afr. J. Enol. Vitic. 1994, 15, 41–45, doi:10.21548/15-2-2283.

11. Carien, C.; Wessel, J. A comprehensive review on Sauvignon Blanc aroma with a focus on certain positive volatile thiol
s. Food Res. Int. 2012, 45, 287–298, doi:10.1016/j.foodres.2011.09.017.

12. Sacks, G.L.; Gates, M.J.; Ferry, F.X.; Lavin, E.H.; Kurtz, A.J.; Acree, T.E. Sensory Threshold of 1,1,6-Trimethyl-1,2-dihy
dronaphthalene (TDN) and Concentrations in Young Riesling and Non-Riesling Wines. J. Agric. Food Chem. 2012, 60,
2998–3004, doi:10.1021/jf205203b

13. Darriet; P.; Thibon, C.; Dubourdieu, D. Aroma and Aroma Precursors in Grape Berry. In Aroma and Aroma Precursors in
Grape Berry; Hernâni Gerós, M., Manuela, C., Serge, D., Eds.; Bentham Science Publishers: Shaga, Arab, 2012; pp. 1
11–136, doi:10.2174/978160805360511201010111.

14. Herderich, M.J.; Siebert, T.E.; Parker, M.; Capone, D.L.; Mayr, C.; Zhang, P.; Geffroy, O.; Williamson, P.; Francis, I.L. Sy
nthesis of The Ongoing Works on Rotundone, an Aromatic Compound Responsible of the Peppery Notes in Wines. Int
ernet J. Enol. Vitic. ., 6(1), 1-6.

15. Claus, H.; Mojsov, K. Enzymes for Wine Fermentation: Current and Perspective Applications. Fermentation 2018, 4, 5
2, doi:10.3390/fermentation4030052.

16. Swiegers, J.H.; Capone, D.L.; Pardon, K.H.; Elsey, G.M., Sefton, M.A., Francis, I.L.; Pretorius, I.S. Engineering volatile
thiol release in Saccharomyces cerevisiae for improved wine aroma. Yeast 2007, 24, 561–574, doi:10.1002/yea.1493.

17. Gamero, A.; Belloch, C.; Querol, A. Genomic and transcriptomic analysis of aroma synthesis in two hybrids between Sa
ccharomyces cerevisiae and kudriavzevii in winemaking conditions. Microb. Cell Fact. 2015, 14, 128, doi:10.1186/s129
34-015-0314-5.

18. Ehrlich, F. Über die bedingungen der fuselölbildung und über ihren zusammenhang mit dem eiweissaufbau der hefe. B
er. Dtsch. Chem. Ges. 1907, 40, 1027–1047.

19. Neubauer, O., Fromherz, K. Über den Abbau der Aminosäuren bei der Hefegärung. Hoppe-Seyler’s Z Physiol. Chem. 1
911, 70, 326–350.

20. Hazelwood, L.A.; Daran, J.M.; van Maris, A.J.A.; Pronk, J.T.; Dickinson, J.R. The Ehrlich Pathway for Fusel Alcohol Pro
duction: A Century of Research on Saccharomyces cerevisiae Metabolism. Appl. Environ. Microbiol. 2008, 74, 2259–22
66, doi:10.1128/AEM.02625-07.

21. Parapouli, M.; Sfakianaki, A.; Monokrousos, N.; Perisynakis, A.; Hatziloukas, E. Comparative transcriptional analysis of
flavour-biosynthetic genes of a native Saccharomyces cerevisiae strain fermenting in its natural must environment, vs.



a commercial strain and correlation of the genes’ activities with the produced flavour compounds. Biol. Res. Thessalon.
2019, 26, doi:10.1186/s40709-019-0096-8.

22. Gamero, A.; Quintilla, R.; Groenewald, M.; Alkema, W.; Boekhout, T.; Hazelwood, L. High-throughput screening of a lar
ge collection of non-conventional yeasts reveals their potential for aroma formation in food fermentation. Food Microbio
l. 2016, 60, 147–159, doi:10.1016/j.fm.2016.07.006.

23. Lee, S.-J.; Rathbone, D.; Asimont, S.; Adden, R.; Ebeler, S.E. Dynamic changes in ester formation during chardonnay j
uice fermentations with different yeast inoculation and initial brix conditions. Am. J. Enol. Vitic. 2004, 55, 346–354.

24. Swiegers, J.H.; Saerens, S.M.G.; Pretorius, I.S. Novel yeast strains as tools for adjusting the flavour of fermented beve
rages to market specifications. In Biotechnology in Flavour Production, 2nd ed.; Havkin-Frenkel, D., Dudai, N., Eds.; Wi
ley Online Library: Oxford, UK, 2016; 62–132, doi:10.1002/9781444302493.

25. Kruis, A.J.; Levisson, M.; Mars, A.E.; van der Ploeg, M.; Garcés Daza, F.; Ellena, V.; Kengen, S.W.M.; van der Oost, J.;
Weusthuis, R.A. Ethyl acetate production by the elusive alcohol acetyltransferase from yeast. Eng. 2017, 41, 92–101, d
oi:10.1016/j.ymben.2017.03.004.

26. Kruis, A.J.; Brigida, G.; Jonker, T.; Mars, A.E.; van Rijswijck, I.M.H.; Wolkers-Rooijackers Judith, C.M.; Smid, E.J.; jan,
S.; Verstrepen, K.J.; Kengen, S.W.M.; et al. Contribution of Eat1 and other alcohol acyltransferases to ester production
in Saccharomyces cerevisiae. Front Microbiol. 2018, 9, 3202, doi:10.3389/fmicb.2018.0.

27. Querol, A.; Perez-Torrado, R.; Alonso-del-Real, J.; Minebois, R.; Stribny, J.; Oliveira, B.M.; Barrio, E. New trends in the
uses of yeasts in oenology. In Advances in Food and Nutrition Research; Toldrá, F., Ed.; Elsevier: Cambridge, UK, 201
8; 177–210.

28. Mato, I.; Suarez-Luque, S.; Huidobro, J.F. Simple determination of main organic acids in grape juice and wine by using
capillary zone electrophoresis with direct UV detection. Food Chem. 2007, 102, 104–112, doi:10.1016/j.foodchem.200
6.05.002.

29. Duan, L.L.; Shi, Y.; Jiang, R.; Yang, Q.; Wang, Y.Q.; Liu, P.T.; Duan, C.Q.; Yan, G.L. Effects of adding unsaturated fatty
acids on fatty acid composition of Saccharomyces cerevisiae and major volatile compounds in wine. Afr. J. Enol. Vitic. 2
015, 36, 285–295. Available online: http://www.scielo.org.za/scielo.php?script=sci_arttext&pid=S2224-7904201500020
0001&lng=en&tlng=en (15 September 2019).

30. Zhao, P.; Gao, J.; Qian, M.; Li, H. Characterization of the Key Aroma Compounds in Chinese Syrah Wine by Gas Chro
matography-Olfactometry-Mass Spectrometry and Aroma Reconstitution Studies. Molecules 2017, 22, 1045, doi:10.33
90/molecules22071045

31. Landaud, S.; Helinck, S.; Bonnarme, P. Formation of volatile sulfur compounds and metabolism of methionine and othe
r sulfur compounds in fermented food. Microbiol. Biotechnol. 2008, 7, 1191–1205, doi:10.1007/s00253-007-1288-y.

32. Bartowsky, E.J.; Pretorius, I.S. Microbial formation and modification of flavour and off-flavour compounds in wine. In Bio
logy of Microorganisms on Grapes, in Must and Wine; König, H., Unden, G., Fröhlich, J., Eds.; Springer: Heidelberg, G
ermany, 2008; pp. 211–233, doi:10.1007/978-3-540-85463-0.

33. Vermeulen, C.; Gijs, L.; Collin, S. Sensorial contribution and formation pathways of thiols in foods: A review. Food Rev. I
nt. 2005, 21, 69–137, doi:10.1081/FRI-200040601.

34. Tominaga, T.; Murat, M.L.; Dubourdieu, D. Development of a method analyzing the volatile thiols involved in the charact
eristic aroma of wines made from Vitis vinifera cv. Sauvignon blanc. J. Agric. Food Chem. 1998, 46, 1044–1048, doi:10.
1021/jf970782o.

35. Ferreira, D.C.; Hernandes, K.C.; Nicolli, K.P.; Souza-Silva, E.A.; Manfroi, V.; Alcaraz Zini, C., Elisa Welke, J. Developm
ent of a method for determination of target toxic carbonyl compounds in must and wine using HS-SPME-GC/MS-SIM af
ter preliminary GC×GC/TOFMS analyses. Food Anal. Methods 2019, 12, 108–120, doi:10.1007/s12161-018-1343-6.

36. Lago, L.O.; Nicolli, K.P.; Marques, A.B.; Zini, C.A.; Welke, J.E. Influence of ripeness and maceration of the grapes on le
vels of furan and carbonyl compounds in wine – Simultaneous quantitative determination and assessment of the expos
ure risk to these compounds. Food Chem. 2017, 230, 594–603, doi:10.1016/j.foodchem.2017.03.090.

37. Semchyshyn, H.M. Reactive Carbonyl Species In Vivo: Generation and Dual Biological Effects. World J. 2014, 2014, d
oi: 10.1155/2014/417842. 

Retrieved from https://encyclopedia.pub/entry/history/show/8126


